['€0-0MoNOrnYecKre CUCTEMBI B IMPOIILIOM

ITporpamma IIpesnnguyma PAH
«IIpoGrieMbl TPOUCXOXKICHUS )KU3HH U CTAHOBJICHUS Onochepb»

Hay4no-o6pa3oBarensusrii ieatp [IMH PAH
Hay4no-o0pa3oBarensnsrii iearp MHMU PAH

MOPOOIEHE3
B UHANBUAYANBHOM 11 UCTOPUYECKOM PA3BUTIM:
CUMMETPUA N ACUMMETPUA

MockBa
I1T1H PAH
2013



ISBN 978-5-903825-37-0

VIIK 562/569

Moporenes B MHANBUYalIbHOM U HCTOPHUYECKOM
Pa3sBUTHUN: CUMMETPUA U aCUMMETPHUA.

Ots. pea. C.B. PoxHoB.

Cepus «I'e0-010T0THYECKHE MPOIECCHl B TIPOILIIIOMY.
Mocksa, [TMH PAH, 2013. 330 c. (122 un.).
http://www.paleo.ru/institute/publications/geo/

ISBN 978-5-903825-37-0

PenakumoHHBIN COBET cepun:
akaneMuk A.1O. Po3zanos
akaznemuk H.JI. Jlo6penos
axkagemuk H.A. Korgyanos
yi.-kopp. PAH A.B. Jlonatun
1.0.H. H.B. [Tumenos
10.0.H. A.I'. [lonomapenko
yy.-kopp. C.B. PoxxuoB

OTtBerctBenHsbli penakrop C.B. PoxxHoB

© KonnekTus aBTOpOB
© I11H PAH, 2013
ISBN 978-5-903825-37-0 © A.A. EpmakoB (061oxKa)



COMIEPXKAHUE

Ipeoucnosue. C.B. PoxxHOB
JLB. Benoycos. CuMMeTpHiiHbIE TIPeoOpa30BaHus B Pa3BUTHH OPraHU3MOB
B.B. Hcaesa. IlpeoOpa3oBaHusi CHAMMETPHH B OHTOT'€HE3€ U IBOJIOINN

I0.JI. Bouimexosckuii. CAMMETPHS, aCHMMETPHS, THCCUMMETPHUS
1 PHAHTHOMOPGHHU3M MOTUIIPUUIECKIX (HopM

M.A. Mapkos, A.B. Mapkos. KoMIIbIoTepHOE MOJIETHPOBAHNE OHTOreHe3a
OpraHmns3MoOB C pa3HbIMU TUIIAMU CUMMETPHUN

I'A. Casocmbsanog. JleeKThl CTPOSHHS PETYISIPHBIX KIETOUYHBIX MO3aUK
1 MX BO3MOKHOE (DYHKIIMOHAJIbHOE 3HAYCHUE

M.C. Agpanacwvesa, 3.0. Amon. CHMMETpHsI B CKeJIeTaX PaguoIsIpuid:
MpaBuja U UCKIIOYEHHS

U A. Kocesuu. CuMMETpHS B KOJIOHUSIX TEKaTHBIX THAponaoB (Cnidaria,
Hydroidomedusa, Leptomedusae): mepexos oT paguanbHON
CUMMETPHH K OrIIaTepaibHOi

C.B. Pooicros. JIByCTOPOHHSISI CHMMETPHS B OHTOTCHE3¢
1 TIpu pereHeparun y pyro3 (Cnidaria; maneo30ii)
JIL.A. Buckoga. DenoMeH SHAHTHOMOP(HHUH Y MOPCKUX MIITAHOK
I'A. Agpanacvesa. Hapynienue OuiiaTepaibHON CUMMETPUH Y OpaxHoIIozN
C.B. Poarcros. cToprueckoe pa3BUTHE CHMMETPUHN HITIOKOXKHX:
OT NEPBUYHON OHIIaTepaIbHO-ACUMMETPUYHON METaMepUuu
K IEHTaMEepUH
A.B. Cmupnos. Ocobernnoctu cummetpun rojaotypuii (Echinodermata:
Holothuroidea) B cBsi3u ¢ X ne1oMOpPHBIM TPOUCXOKICHUEM
A.H. Conosvés. CHMMETpHS, aCHMMETPHS U TUCCUMMETPHS
Y MOPCKHX eXel
C.B. Pooxcnos, I'B. Mupanyes. AbeppanTHbIe ()OPMBI KAMEHHOYTOJIBHBIX
MOPCKHX JIHJIHH MOCKOBCKOTO OacceifHa

O.U. Bopobwésa. CuMMeTpHs B aCHMMETpHS B GOpMUPOBAaHUHT
9HJIO0CKEJIeTa TETPANoA0N0J00HBIX KOHEUHOCTEH

0. Yepenanos. 3akOHOMEPHOCTH PA3BUTHSI POTOBBIX HIUTKOB MAHIUPSA
yepernax: CHMMETpHUS U aCHMMETPHU s

EM. Maxcumosa. DyHK1IMOHATbHAS] ACUMMETPUSI OAHOT'O U3 TUIIOB
HEHPOHOB CETYATKH MTPU BUJAUMON CUMMETPUH €ro MOp(OoIoruu

B.B. Hcaesa, E.JI. Cymuna, /[.JI. Cymun. IlpeoOpazoBaHUS CUMMETPUHT
B Mop(oreHe3e CoOOMECTB HUTYATHIX [IHAHOOAKTEPHIA
(Prokaryota) u KyTbTHBHPYEMBIX KIETOK
HekoTopbIX metazoa (Eukaryota)

C.B. llonesosa. Baxxuenmue Tarbl GOPMUPOBAHUS PA3IMIHBIX CIOCB
1 YYaCTKOB CIIOPO/IEPMBI IIBETKOBBIX PACTCHHM

22

44

54

70

&9

105

125

145

165

181

204

232

241

263

276

293

304

320



IIPEJ[UCJIOBUE

OTOT COOPHUK COACPKHUT CTATHH, HAITMCAHHEIC 110 UTOraM KoH(pepeHrn «Mopdo-
TeHe3 B MHAWBHIYyabHOM M HCTOPHYECKOM PAa3BHTHH: CHMMETPHUS U aCHMMETPHSI», KO-
Topas nponuia B [laneontonornueckom nactutyte uM. A.A. bopucaka PAH B 2012 1.
n ObLTa Oprannu3oBaHa coBMecTHO ¢ MHcTnTyTOM OMostorun pazsutust uM. H.K. Kosbio-
Ba PAH. KondepeHnns 3agyMpIBarach Kak KOHKPETH3AIMS OHOI 13 Hanbolee BaKHBIX
Y MHTEPECHBIX TPOOJIEM COBPEMEHHOW CPaBHUTEIBHON MOP(HOIOTHH, OUOJIOTHH Pa3BH-
THS ¥ TTAJICOHTOJIOTHH B PaMKax 3allJIJAHUPOBAaHHOMN cepuu KoHpepeHiuit «Mopdorenes
B WH/IMBHIyaJIbHOM H UCTOPUYIECKOM pa3BUTHIY. [IlepBast koH(pEpeHIUs ObLia MOCBSIIC-
Ha pa3HOOOpa3HBIM OOIMIMM W YacTHBIM IpobieMaMm MopdoreHesa B WHIUBUAYATHHOM
1 ucrtopudeckoMm pazButun. OHa 1mokasana OoJIBIION HHTEpEC OMOJIOTOB CaMbIX Pa3HBIX
HarnpaBJIeHUH K 3Toi npobiieme. Yenex nepBoil KOH(pEpeHIIUH MO3BOJIHII 3aIJIaHHPOBATh
cepuro KOH(MEPEHIUH IO/ TAKOH MIAIKOH, MOCBANICHHBIX PAa3IMYHBIM acrieKTaM Mop¢ho-
TeHe3a U c(OPMYITHPOBATH OCHOBHYIO IENTb MTPOBEICHUS 3TUX KOH(PEPEHITHA. JTa Ielb,
110 MHEHUIO MHOTHX YYaCTHHUKOB KOH(EPEHIINH, 3aKTI0UACTCS B O0BEIIMHEHUH HCCIIEI0-
BaHM MOP(OJIOTroB, MaJICOHTOIIOr OB, SMOPUOIIOrOB, OHOJIOTOB PA3BUTH S, MOJICKYJISIPHBIX
OHOJIOTOB M TCHCTHKOB B U3YYCHUU ITyTCH U MCXaHU3MOB CTAHOBJICHUS ()OPMBI OpTaHM3-
MOB B OHTOT'CHE3€ ¥ X M3MCHCHHI B (IUIOTeHE3e. DTO HalpaBJIeHHEe OypHO pa3BHUBACT-
cs1 BO BCEM MHPE I0JT UMEHEM 3BOJIOIMOHHOM Onosnoruu paszsutus (EvoDevo). 3anaueit
MPOBeNeHHs cepur KOH(EPEHIUH moa oouuM HasBanueM «MopdoreHes B WHIUBHIY-
aIIbHOM U UICTOPUYECKOM Pa3BUTHUM» SIBISETCS OpraHu3alus AMCKYCCUOHHOM MIIOMIAIKU
IUIsl oOMeHa WH(pOpManneil B 3ToH 00NACTH MEXTy OHONOTaMHU pa3HBIX HAIpaBICHUH,
MIPUBIICUYCHIE HOBBIX CIEIHATICTOB K 3TOM TEMaTHKE W TEpeaada OIbITa CTAPIIETo Io-
KOJICHUSI MOJIOZIBIM yueHBIM. [locrnenHnii myHKT 0cOOEHHO BaXeH, TaK KaK OCHOBBI COBpE-
MCHHOM OMOJIOTHH Pa3BUTHI ObLITH 3aJI0)KEHBI B IIEPBBIC IeCATHICTHS X X B. TPyJaMH BbI-
natoutuxcst poccuiickux yuensix — H.K. Konsuosa, .M. HImanerayzena, J1.I1. ®unarosa
n M.M. 3aBanoBckoro. bonee Toro, HECMOTPS HA OTHOCHUTENIEHO HElaBHEE BBIJICICHUE
9BOJIOIIMOHHON OHOJIOTHH PA3BUTHUSI B CAMOCTOSITENIBHOE HAlpaBICHHE COBPEMEHHON
OuoJIOrNK, OHa MMEET JUIMTENBHYIO MPEALIECTBYIONIYI0 MCTOPUIO, HaYaJbHbBIC TaIlbl
koTopoil B Poccuu cBsizana ¢ umenamu WM. Meunukosa, A.O. Kosanesckoro, A.H. Ce-
Bepuosa, M.U. [lImaneraysena. Tpyasl 3TUX pOCCHICKUX HCCIEIOBATENICH MOTYT OBITH
OCHOBOI1 /17151 60JIee IUPOKOr0 U HECTAHIAPTHOT'O MOX0/1a K ITpo0IeMaM IBOITIOLUOHHON
OHMONIOTHH Pa3BUTHS, CBSI3aHHBIX HE ¢ ()OPMATEHBIM BO MHOTHUX OTHONICHUSIX KJIAJIHCTH-
YECKIM HHCTPYMEHTApHEM, a C TIOCTPOCHUEM 00Jiee THOKIX U IIHPOKIX OHTOT €HETHYe-
CKHX Mojeliel Mop(oreHesa 1 ux mpeodpa3oBaHuil B TeUCHHE QUIIOTCHE3a.

[TpoBenennas koH(pepeHIHst Obla MOCBSIIEHa OHOMY M3 IIEHTPAJIBHBIX BOIIPOCOB
Mopdorenesa — UCCIECOBAHUIO CHMMETPUH U aCHMMETPUHU B OMOJIOTMYECKUX TPOLeC-
cax, TIOMCKaM «HEH3MECHHOT'O B M3MEHSIOIIEMCS», HHBAPHAHTHEIM IPEoOpa30BaHUIM
B Pa3BUTHH OPraHU3MOB H X HapyIICHUAM. V3ydeHrne CHMMETPUN OPTraHIU3MOB, HIIH UX
poMopQOIIOruH, SIBIIsIeTCsl HanboJsee pa3padOTaHHBIM U3 TOUYHBIX METO/IOB aPXHTEKTO-
HUKHU — pazfielia CPaBHUTEIBHON aHATOMUU, U3yYarolleld B3aUMHYIO CBS3b M PAcIoio-
keHne dacter opranmsma (bexnemumnes, 1964). CummeTprst MOKET OBITH OIMMHAKOBOI
Yy OYeHb pa3HBIX OpraHu3MoB. Ho myTH ee cTaHOBICHHS, KaK B MHAMBHIYAIBHOM, TaK
U B UICTOPHYECKOM Pa3BUTHH, MOT'YT CHJIBHO pa3nuuaThes. B peaabHbIX 00beKTaX, Oyab
TO KPUCTAJUIbl, OPraHU3Mbl UM U3JIEIHUSI PYK YEJOBEUECKUX, CAMMETPHSl HUKOI/IA HE
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BOIUIOIIAETCS. ¢ MAaTeMaTHYeCKOM TOYHOCTBIO. Beerna mmerorcs kakne-mubo Hapyiie-
HUS, KOTOpBIE HE BCerza BHIHBI IPOCTHIM INIa30M B KPHCTAJUIaX, HO OOBIYHO 3aMETHO
BBIPQKEHBI Y OpraHu3MoB. [103TOMY mpu M3y4YEHHUU CUMMETPHH PEajibHBIX 00BEKTOB,
U, TIPEeXJe BCEro, OpraHnveckux (opM, Bceraa INPUHUMAIOT BO BHUMAaHHE TOYHOCTH
IPOSIBJICHHSI CAMMETPHHU U CTEIICHb €€ HapyIueHus. [ OHOIOrn4eckux o0bEeKTOB 3TO
0COOEHHO BaXKHO, TaK KaK MMEHHO HapyLICHHs CHMMETPHU PACKPHIBAIOT HAM HCTOPHIO
1 3aKOHOMEpHOCTH ee (hopmupoBaHus. [loHnManue cumMMmeTpun (GopMbl OpPraHU3MOB
He OyJeT MOJHBIM 0e3 M3Y4YeHHS ee CTaHOBJICHMs, 0e3 M3yUeHHUs CUMMETPHH MOp-
(oreHesa u pa3BepTHIBAHUS €0 B PEalIbHOM I'€0JOrHYSCKOM BPEMEHH Ha OCHOBE I1a-
JICOHTOJIOTMYECKUX AaHHBIX. Takol MoAX0A JaeT HaM BO3MOXKHOCTH HanboJiee MOIHO
CPaBHHUTH, COIOCTABUTH U MOHATH NPOMOPQOJIOTHIO U APXUTEKTOHUKY Pa3IMYHBIX
TPYIIIT OPTaHU3MOB.

WzsectHbiit npuHumn IIsepa Kropu riiacut, 4TO 2JIeMEHTHI CHMMETPUH NPUYHH
JOJDKHBI TPOSIBIIATHCS B BBI3BAHHBIX MU CICACTBHX, @ HAPYILCHUSI CHMMETPUH B CIIE-
CTBHSIX JIOJDKHBI UMETh OCHOBAHHE B JIMCCUMETPUU MPUYHH, UX MOPOIUBIINX. MHOr0O
IIPUMEPOB, KOI/Ia PYKOBOJCTBYSICh 3TUM HPUHIUIIOM, BBISBIISIIOT BIMSIHHE (DAaKTOPOB
BHEIIIHEW Cpelibl Ha Pa3BUTHE CHMMETPUH OPraHM3MOB M €€ HapyleHUs. DTH (aKTo-
PBI CHaYaJIa BIUAIOT HA CHMMETPHIO IPOLIECCOB, IPUBOMAIINX K CHMMETPHU KOHEUHOMH
(hopMbI. DTO BIMSHUE OIPAHUYMBACTCSI BO3MOYKHOCTSIMH M3MEHEHHU I CAMUX TIPOLIECCOB.
OTcrofa BO3HUKAIOT OTPAaHUYCHUSI HA CHMMETPHUIO KOHEUHOW (OpMBbl. BEISBUTH Hero-
CPEICTBEHHBIE MOJICKYJIIPHO-TEHETHUECKHAE MPUYMHBI U MEXaHH3MBI STHX OrpaHUYe-
HUI TO3BOJISIOT METOIbI OMOJIOTUH pa3BUTHs. HO 3TH HEOCPENCTBCHHBIC OIPaHUYCHHS
B BO3MOYKHOCTSIX OHTOT'€HETHUYECKOTO pa3BUTHs (OPMBI UMEIOT OCHOBAaHHME M B MCTO-
pPHUYECKOM Pa3BUTHH OPTaHU3MOB, B UX (DUIIOreHe3e. JTO yKe IPEAMET HUCCICIOBaHMS
9BOJIFOLIMOHHOM OMOJIOTHH Pa3BUTHS, KOTOpPasi B 3TOM acCleKTe TECHO MeperuIeTaeTcs
C MAJICOHTOJIOTMYECKUMH HCCIIeIOBaHUAMU. [10100HbIe OrpaHHUYEHUS CBSA3aHBL, IPEXK e
BCEro, CO CTAaHOBJICHHEM IIaHAa CTPOEHHSI, MOP(OIOrHIECKOr0 apXeTHIa OpraHu3Ma,
KOI'JIa MBI TOBOPUM O KOHEUHOH (opme, Mopdosorun B3pocioro oprannsma. Ho cymie-
CTBYET, BUAMMO, © MOP(OreHETUYCCKHI apXeTHII, KOTOPBIH XapakTepu3yercs 6a30Bbl-
MU MOP(OTeHeTHYECKUMH TIpoIieccaMu, a Ha OoJiee TITyOOKOM YPOBHE M MOJEKYIISIp-
HO-TEHETHYECKHUH apXeTHIl KaK KOMIUIEKC HEM3MEHHBIX sJIep, «KepHeJen», reHeTHKO-
perynsinuonHbix cereit (Davidson, Erwin, 2006). HecMoTpst Ha pa3MBITOCTb M TyMaH-
HOCTB ONPEJeICHHI dTHX TPEX COMOAYMHEHHBIX apXSTHIIOB, UX CYLIECTBOBAHUE BCETIa
noxpasymeBaercs. lHade ObUIO ObI HEBO3MOXKHO CO31aTh M YNOPAJOYUTH TAKCOHOMU-
YECKYI0 CUCTEMY OpraHmu3MoB. Pa3paboTke ATHX MOHATHH MOXKET [OMOYb BBISBICHHE
W aHaJIN3 MHBAPUAHTHBIX IpeoOpa30oBaHuil apXeTHIa B pa3BUTHH OpraHU3Ma Ha Pa3HBIX
YPOBHSX U B pPa3HBIX MacIITadax. ITo SBISETCS HHTEPECHOM U NEPCIICKTUBHOM 3a1aueii
KaK BOJIIOL[MOHHOI OMOJIOTHH Pa3BUTHS, TaK U ITaJCOHTOIOTHH.

CIIMCOK JIMTEPATYPbI

bexnemuwes B.H. 1964. OCHOBBI CpaBHUTEIBHON aHATOMHUH OCCIIO3BOHOYHBIX KUBOTHBIX. T. 1.
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C.B. Pooicros
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CAMMETPUMHBIE IPEOBPA3OBAHMUSI
B PABBUTUU OPTAHU3MOB

JI.B. BeJioycoB
Mockosckuii 2cocyoapcmeennuiii yhusepcumem um. M.B. Jlomonocosa, buonozcudeckuii ¢h-m
morphogenesis@yandex.ru

OO6cyxaeTcs, B KakOi Mepe OCHOBHBIC TOHSTHS TEOPHH CHMMETPHUHU
MOTYT CHOCOOCTBOBAaTh MOHUMAHMIO TPUHIUIIOB HWHAMBHYaJbHO-
TO pa3BUTUS OPraHU3MOB. PaccMaTpWBAaIOTCS MPOIECCH MOHIKCHHS
MOpPSIIKa CHMMETPHHU, COOTHOIICHNE CUMMETPHI Pa3InIHBIX CTPYKTYP-
HBIX YPOBHEH M «OOMEH CHMMETPHUSIMH» MEXIY HHMH, CBSI3H MEXKIY
CUMMETPHIHBIMHI IPe0Opa30oBaHUIMNI, H3MEHEHHEM CBOOOJHOM SHEPTrUU
W SHTPOIIHMH B XOZI€ PEaTbHBIX U MOJCIBHBIX MOP(OTeHE30B. YKa3bIBaCT-
sl HA BO3MOXKHOCTD MTapaMETPUUECKON PETYIISAINHN TTOPSAIKA CHMMETPUH.

BBEJAEHUE: ITPUHIMITI THBAPUAHTHOCTU

OCHOBHBIC THITBI CHMMETPHH, OPMHUPYIONIHECS B XOC Pa3BUTHS OYKBaIIb-
HO BCEX OPTraHM3MOB, XOPOILO M3BECTHBI, U3JIaraloTcsi B yUeOHHKAaX U MOHO-
rpadusax mo 3oomoruu u 0otanuke (0co6eHHO noapoOHo: beknemumes, 1964),
MPUHUMAIOTCS KaK JOJKHOE U, Ka3aloch Obl, HE JOJDKHBI BHI3BIBATH JOMOIHU-
TEIBHBIX BOIPOCcOB. Llenb HacTosIero o63opa — Mokas3aTh, 4YTO 3TO JAJIEKO HE
TakK, ¥ YTO aHAJIN3 CAMMETPUHHBIX MPeo0pa30BaHUI Ha pa3HBIX YPOBHIX Opra-
HU3ALUHU CBA3aH C PAIOM HanOosee akTyaJbHBIX U JIAJIEKO €Ile HE PEIICHHBIX
BOTIPOCOB OMOJIOTHH Pa3BUTHS M OOIIEH OHOJIOTHH.

Haunem ¢ mertomomormdecux OocHOB Teopun cummerpuu (Beiinb, 1968;
ly6nuxos, Konuuk, 1972). [To camoii cBoeil cyTH OHA MUMeEET JeN0 C MHBapH-
AHTHBIMU [TPEOOPA30BAHMIMHU, TO €CTh C TAKUMH, KOTOPHIC OTHICKUBAIOT HEH3-
MEHHOE B U3MeHstonemMcs. /1715 mpuMepa J0CTaTOYHO PACCMOTPETH AJIeMEHTap-
HbIE CHMMETPUHHBIE TPe0o0pPa30BaHNUs, B KOTOPHIX U3MEHEHHUSI CBSI3aHBI C TPEMS
BUJAMM JBUKCHUN — MOBOPOTAMH, OTPAXCHUSIMH W/HUIU TOCTYNATEIbHBIMU
CIIBUTaMH (TPaHCISIIUAME). B Ka)K10M U3 3TUX ABMIKEHHUH TIOPSIOK CHMMETPHH
PaBeH KOJIMYECTBY (MJIM MOITHOCTH MHOXECTBA) TEX MPeoOpa30BaHMi, KOTOPBIE
COBMEIIAIOT JABUXKYINEECs (MIU OTpakaeMoe) TeJio caMmo ¢ coboii. CoBMelIeHUE
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B XOJI€ IBHYKEHUS ¥ IOHUMAETCS KaK HEM3MEHHOCTb. Tak, MOpsilOK TOBOPOTHOM
CUMMETPHUH KBaJ[paTa paBeH YeThIPEM, AUCKa — OECKOHEUYHOCTH, a mapa — Oec-
KOHEYHBIM MHO)KECTBOM OCEH, MOBOPOTHI BOKPYT Ka)JOH M3 KOTOPBIX UMEIOT
OeckoHeUHBIH TMOpsAOK cuMMeTpuH. OJHAKO TOHSATHE WHBapUAHTHOCTH HE
orpaHuuMBaeTcs MUQPON MM 3HAKOM, 0003HAYAIONINM MOPSJIOK CHMMETPHH;
OHO MOXXET OBITh PAcIpPOCTPAHEHO M HAa MaTEMAaTHYECKOE BbIpakeHHe (ypas-
HEHME UJIU CXEeMY OOpaTHBIX CBS3€H), KOTOPOE OIMCHIBACT JIIOObIC N3MEHEHHUSI.
Torna 3To moHsiTHEe OyJET BbIpakaTb OCHOBHOM METOJOJIOTMYECKHM MPHHIIHIT
Hayku HoBoro BpeMeHH — OThICKaHME WHBAPUAHTHBIX 3aKOHOB JUJISl JTFOOBIX TH-
MOB «IIOBEJICHUS» MPUPOAHBIX Tell. TaKuM 00pa3oM, CHMMETPHHHBIN MOIX0],
TO €CTh 3a/1a4a HAXOXKICHHS T'PYIIBI CHMMETPHH I HEKOTOPOTO KpyTa sB-
JIEHUH, COOTBETCTBYET TOMY, UTO co BpeMeH HproToHa U ['anuies cuuTanoch
UJEaNoM, K KOTOPOMY JIOJIKHO CTPEMHUTHCS JII000€ HaydHOE HCCIICAOBAHHUE.
CkazaHHOe uMeeT npsimoe oTHBreomenune Kk OHONIOrMU Pa3BUTHS. A MMEHHO,
BCTaeT BOIPOC: BO3MOXHO JIM MOCTPOEHHE MHBAPUAHTHBIX 3aKOHOB Pa3BUTHUSA
OpPraHU3MOB, TO €CTh TAKUX, CTPYKTYPa KOTOPBIX COXPAHSIIACh Obl HEU3MEHHOM
JUTSL IOCTATOYHO JTMHHBIX OTPE3KOB PA3BHTHSI M JIOCTATOYHO OOJBIIUX TAKCO-
HOMMYECKHX IpyIIL. Takas MOCTaHOBKA BOIIPOCA CUIIBHO PACIIUPSET TpaguIlu-
OHHBIE T'PAHULIBI IPUMEHEHUSI CHMMETPUIHOTO TTOAX0A.

[NOHM>KEHU A ITOPAAKA CUMMETPUN
(AUCCUMETPU3ALIMA) B XOAE PA3BBUTUA

Hpyroii u, moxanyi, HauOoJiee MHMPOKO OOCYKITAaeMBIii BOIPOC CBSI3aH
C IPUMEHEHNEM K Pa3BUBAIOIIMMCS OpraHW3MaM M3BecTHOro mpuHIuna [lsepa
Kropu: «Korna onpeneneHHbple MPUYUHBI BEI3BIBAIOT ONPEICTICHHBIE CIIEICTBHS,
TO DJIEMEHTBI CUMMETPUU MPUYUH JOJKHBI MPOSBUTHCS B BBI3BAHHBIX HMU
cnenctBuax. Korma B Kakux-TnOO SBJICHUSX OOHAPYIKUBACTCS OIpeae/ICHHAS
JAUCCUMMETPHUSA, TO 3Ta K€ JTUCCUMMETPUA JOJI’)KHA ITPOABUTHCA U B IIPpUYHUHAX,
ux noponuBmux» (Curie, 1894; cm. Taxxke 1llyonukos, Kok, 1972).

WNupiMu cioBamu, npuHIUN Kropu 3ampermiaer «CHOHTAaHHYIO JUCCHMMeE-
TPU3ALHIO», TO €CTh IMOHMKEHUE TOPSJIKA CHMMETPUHU 0€3 BHEIIHETrO JTUCCUM-
METPUYHOTO BO3JeHCTBUS. DTa ujies Oblia Beipaxena [1. Kiopu B makoHnuHOM
BBIpaKEHUH, HanOoJiee TOUHBIN MepeBo]] KOTOPOro riacut: « IMeHHo auccum-
METpPHUS TBOPUT SIBIICHHE» — TO €CTh UMCHHO OHa BBIJCTIACT HEKOTOPOE TEJIO U3
0oJee rOMOTeHHOW Cpebl. 3aMEeTHM, YTO 00pPAaTHOE, TO €CTh CTIOHTAHHOE TOBHI-
IIIEHHE TIOPSIIKAa CHMMETPHUH HEKOTOPOTO Tenla MpuHIHIoM Kiopu normyckaercs.

[Mpuanun Kropu nMeeT 0omblioe 3Ha4eHUE TIpH aHaIH3€e (a30BbIX MEePeXo-
JIOB B JIIOOBIX CHCTEMaxX, B TOM YHUCIIC OMOJIOIMYECKUX. 3/1eCh Mbl 00CYJUM €To
IMPUMCEHUMOCTD K TaKUM SABJICHUAMU pa3BUTHUA, KOTJa IIOPAAOK CUMMETPHUH 3a-
poAabIa MOHUXACTCA B OTCYTCTBUEC BUAUMBIX BHCITHUX TUCCUMMETPU3ATOPOB.

IlonoGubIe sBICHUS MOKHO OOHApyXUTh HaYMHAS C CaMbBIX paHHUX CTa-
I pa3BuTHs. Tak, NOHMKEHUE CUMMETPHUH SIMLUEKJIETKH IPH YCTAHOBJICHUU
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Puc. 1. Ilpumepsl NOHMKEHUS NMOPsAJIKA CHMMETPUH B XO/I€ Pa3BUTHU: a — He3peas siine-
KJISTKA JI0 AETEPMUHAINHY TIOJIIPHOH OCH; 6 — 3penas sSHIeKJIeTKa, aHUMaJIbHO-BereTaTHBHAs
ochb (An-Veg) neTepMUHUPOBAHA; 6 — OIJIOAOTBOPEHHAS SHIEKIEeTKa, JeTePMUHUPOBAaHA BEH-
Tpo-nopacibHas och (Ventr-Dors) u nmpoxoasias uepes Hee caruTTaibHas MIOCKOCTh; & — 10~
HIKEHUE MTOPsIIKa TPAHCISITHOHHON CUMMETPHHU U ()OPMHUPOBAHIH COMHTOB H OT/ICJIOB HEPB-
HOH TpyOKH; 0 — HOHMKEHNE TOPSAIKA TOBOPOTHOH CUMMETPHH NpH (GOPMHPOBAHUH Iy TTaJIeI]
Ha NoIepeyHoM paspese 3ayarka ruapanta Hydrozoa.

ee MoJIspHOI (aHMMaIbHO-BETeTaTUBHOM, @6-0CH) U, 3aT€M, CarUTTAJILHON IJIO-
CKOCTH MOTYT NPOTEKaTh KaK MPH BO3JEHCTBUH OYEBHIHBIX JHCCHUMMETpPH3a-
TOPOB (CTPYKTYp TOHAJbl; CIIEPMATO301/a) TaK U B UX OTCyTCTBHE. B yacTHO-
CTH, CarMTTaJIbHAsI MJIOCKOCTh (DOPMHUPYETCS MPH BHECCHUH CHEPMATO30HMAa B
TOYKY aHMMAJIBHOTO TOJIFOCA, YTO MCKIIFOYAET €ro JUCCUMMETPU3YIOUIYIO POIIb
(puc. la-6). BykBanbHO Ha Ka)kI0M IIare Mmociaeayomero pa3BuTHsl (IIpxu MeTame-
pH3anuy Me30epMbl, (POPMHUPOBAHUH OTEIIOB TOJIOBHOI'O MO3Ta MO3BOHOYHBIX,
oOpa3zoBanus nrynanen y Kuugapuit — puc. le, 0) TpaHCIAIMOHHAS CUMMETPUS
TaK’Ke IIOHMIKACTCS IPH TOM, YTO Kakue Obl TO HU ObLIIO BHEIIIHNE AUCCUMMETPH-
3aTOpBl OTCYTCTBYIOT. OUeBUAHBIM 00Pa30M OTCYTCTBYIOT OHH M B XUMUYECKUX
MHAYKIHOHHBIX (paKTopax, KOTOpbIE, KaK M3BECTHO, MOTYT CO34aTh JOMOJIHU-
TENBbHYI0 MOP(OIOrnYecKyIo och. Kak TpakToBaTh Takue sIBICHUS?

IIpomie Bcero 6b110 OBI 3asIBUTH, UTO MpUHIHUI KiOpH K JaHHBIM MPOIIEC-
caM HenpuMeHHM. Ho Goniee KOHCTPYKTHBHBIM MPEACTABIAETCS WHOM MOAXO/.
MBI 3HaeM, 9TO B TEYEHHE BCETO Pa3BUTHS 3apOABIII HAXOJUTCS B CPEE, Jaje-
KO HE OIHOPOAHOM IO MHOKECTBY (PM3MUYECKHUX M XMMHUYECKHX IOKa3aTelieil;
OJTHAKO, €CIIM 3TH HEOAHOPOJHOCTH IO HAIIUM (IOCTaTOYHO MPOU3BOJILHBIM)
KPUTEPHUSIM HE CIUILKOM BEIUKH U, ITIaBHOE, paclpeieieHbl 0e3 BUAUMOTO I0-
8



psaKa, UX HE MPUHATO CUUTATHh TUCCUMMETpHU3aTOpaMu. Mexay TeM, momo0-
HOTO pOJia «ITyMbD» MOTYT BBICTYIATh B BUJIE TPAKTHYECKH HEOT PAHHMYECHHO-
ro pe3epBa AUCCUMMETPUH IIPU TOM 00s53aTEIbHOM YCIOBHH, YTO 3apOJBIII Ha
OTIpEJICICHHBIX CTAIUsAX PAa3BUTHS CTAHOBUTCS K HUM UYBCTBUTEIBHBIM, a Ha
Ipyrux craausx — HeT. «LLlyMbD» MOTYT OBITh M 9HJIOT€HHBIMH, BBIPAXKAasiCh BO
GIyKTyamusax cTpyKTYpHI 3apOAbIIIa HAa CAMBIX Pa3HBIX YPOBHSAX €0 OpraHU-
3aIliu — OT HAJIKJIETOYHOTO /10 MOJIEKYIISIPHOTO, i OHH Tak)Ke MOTYT OBITh pe-
3€pBOM JJISl BUIIUMOM (MaKpOCKOITMYECKON) TUCCUMMETpu3anui. Ho mockonbKy
3apOBILI pearupyeT Ha HUX JIMILIb Ha ONPEJENICHHBIX, YACTO JOCTATOYHO KOPOT-
KHX OTPE3Kax pa3BUTHsI, MBI JIOJDKHBI 3aKJIFOUUTh, YTO Ha 3TUX U TOJIBKO ITUX
OTpE3Kax €ro OpraHu3alrs CTAaHOBUTCS HEYCTOMYMBOW. DTO MPHUBOAUT HAC K
MPUHIIUITHATIFHOMY BBIBOAY O TOM, YTO Pa3BUTHE OPraHM3MOB OCHOBAHO Ha He-
JMUHEHHBIX 00OPATHBIX CBA3SX, KOTOPBIE TOJIBKO U MOTYT OCYIIIECTBISATH Yepe/Io-
BaHHE YCTOWYUBBIX U HEYCTOMYMBBIX COCTOSHHUN. TakuM o0Opa3oM, coxpaHsis
BceoOImHoCTh mpuHIuNa Kropy, Mbl HEU30€KHO MPUXOJUM K TPEACTABICHUIO O
pa3BUTUHU OPraHU3MOB KaK O HEJIMHEHHOM mporecce camoopranuzanuu (Poma-
HOBCKHI 1 1p., 1984; benoycos, 1987; Beloussov, 1998; Uepnanues, 2003).
BBuay Ba)XHOCTH Takoro 3aKJIIOYEHHS PACCMOTPHUM IOIpOOHEE MPOIIECChHI
JMUCCUMMETPH3AINH (IOHKEHUS TIOPSIIKA CHMMETPHH) B XOJI€ Pa3BUTHL.
[Ipex e Bcero, 3aMETHM, YTO O TUCCUMMETPH3AIMH MOKHO CyIUTh HE TOJIb-
KO Ha OCHOBE HEMOCPEACTBEHHO HaOMI0JaeMbIX MOP(POIOTHUECKUX CTPYKTYP,
HO M TI0 KPUTEPHSIM dKCIIEPUMEHTAIBHON 3MOpuoioruu. PaccMoTpuM Kiaccu-
yeckue onbIThl (Harrison, 1918) mo moBopoTam awicka KOHEYHOCTH y 3apOAbI-
e XBOCTaThIX aM(pHONA, KOTOPBIE TIOKA3aJIH, YTO OJTHO U3 OCHOBHBIX ITOHSTHI
SMOPHUOIOTHH — IETEPMHUHAIIHS 3a9aTKOB — €CTECTBEHHO TEPEBOIUTCS Ha S3BIK
cummetrpuu (puc. 2). IIpon3Bons moBOpoTHl A0pco-BeHTpainbHOU (DV) w/mnmm
nepeane-3agneit (AP) ocu 3ayaTka Ha pa3HBIX CTalUAX PA3BUTHS, aBTOP HAIIE
TaKyI0 PaHHIOIO CTaIUIO, KOTJIA [TPH JIFOOBIX MOBOPOTaX KOHEYHOCTH MTPH TOCIIe-
JYIOIEM Pa3BUTHH BOCCTAHABIMBAET CBOIO CHMMETPHUIO OTHOCHTEIIBHO 1EJIOTO.
Ha s3pI1Ke KITaccndeckoi YMOPHOIIOTHH 3TO O3HAYAET, YTO HA ITOW CTaJaWHU HE
JIETEpPMUHUPOBAaHA HU OJ{HA U3 OCEl 3a4aTkKa, a Ha SA3bIKE TEOPUH CHUMMETPUHU —
YTO 3a4aTOK UMEET TOBOPOTHYIO CHMMETPHUIO OSCKOHEYHOro Topsiaka (co-m)
(dTa cragus Ha puc. 2 He mokasaHa). Ho eciu moBOpoTHl ObLINM OCyLIEeCTBIIe-
HBI Ha CJICAYIOIEH CTaANH Pa3BUTHS, TO KOHEYHOCTh CTAHOBUTCS HOPMAaJIBHO
OPUEHTHPOBAHHONW OTHOCHTEIBHO OCei Tena (Kak Ha puc. 2a, 1), TOTBKO €Ciu
moBepHYTa onHa Jinmrs DV, HO HE AP och (puc. 24, cp. 1 u 4). (Takoit moBopoT
MOJKHO OCYIIECTBHTb, IIEPECAKIBAS 3a4aTOK Ha IPYTOi OOK 3aposbllia «4epes
cniuHy»). Ha emie Gonee mo3iHel crajiny ¢ HOpMaJIbHON OpUEHTAIMEH KOHEUHO-
CTH HECOBMECTHUM YK€ MOBOPOT JIFO00H U3 oceit (puc. 26); TakuM o0pa3om, 00e
ocu ieTepMUHUpOBaHbL. ClieI0BAaTENBHO, B XO/€ Pa3BUTHS 3a4aTKa KOHEYHOCTH
OCYIIECTBIISIOTCS CHMMETPUHHBIE TIEPEXObl wo'm — ['m — [. 3aMeTuM, 9To
MOPSIZIOK CAHMMETPHUH BCETIa OTHOCHTCSI MMEHHO 1 TOJIBKO K 3a4aTKy KaK K I1eJ10-
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Puc. 2. [lerepMuHaIisi CHMMETPHHM 3a4aTKa KOHEYHOCTH Y XBOCTaThIX aM(uOnii Ha paHHeH
(@) mno3mueit (6) cramusax: 1-4 — pe3ysbTaTHl TIOBOPOTOB 3a4aTka Ha ctanauy a (1 — pasBuTtue 6e3
moBopoTa, 2 — moBepHyThl AP u VD ocu, 3 — moBepHyTa Tosibko AP och, 4 — MOBEpHYyTa TOIBKO
DV ocb); 5-6 — pe3ynbprarhl IOBOPOTOB 3auaTka Ha craauu 6 (5 — noBepHyTsl AP u VD ocu,
6 — moBepHyTa ToIbKO AP och, 7 — moBepHyTa TOIBKO DV 0CBh); 6 — IMOHMKEHHUE MOPSIIKA CUM-
METPHH 3a4aTKa KOHEYHOCTH MPH MEPEX0JIe OT a K 6 B pe3yiabTaTe AUCCUMMeTpu3anuu ocu DV.

MY: BIUIOTb A0 HACTYIIJICHUSA IMOCJICAHCTO U3 NMEPCUUCIICHHBIX BBINIC IEPUOI0B
pa3BUTUA HEJIB3A MPEACKA3aTb OAHO3HAYHO CYIII)6y HHU OZ[HOI71 M3 MaJIBIX YacTel
(B TOM YmCIe, KOHETHO, OTASITBHBIX KJIETOK) 3a4aTKa, XOTS €ro OCH OBLIN II0-
CJIeZIOBAaTEIBHO JIETEPMUHUPOBAHEL. TakuM 00pa3oM, IOHATHE CHMMETPHUH He-
Pa3pbIBHO CBSI3aHO C TIOHATHEM YPOBHEH OpraHU3aIlii, O 4eM 1moapoOHee OyaeT
CKa3aHO HUIKE.

ITosne3Ho paccMOTPETh B TEpPMHUHAX TEOPUU CUMMETPUH JIBa IPUHLUIINAb-
HO Pa3IMYHBIX TUIIA SMOPUOHATBHBIX PETYJIISIUN, KOTOPhIe MOKHO 0003HAYHTh
Kak JIpuieBckue u roiasTdperepoBckue (beiaoycos, 2005). [Ipu nepBoM THTIC
perynsuuii cyapObl OTAENBHBIX YacTel 3apo/biiia (BILUIOTh A0 KJIETOK) Ha JIaH-
HOW CTaJMM Pa3BUTHUS €Il HE OMPEJCIICHBI, YTO MOJTBEPKIACTCS COBMECTH-
MOCTBIO TIOCJICIYIOLIET0 HOPMAJIBHOTO Pa3BUTHS 3apOJbINICH KaK C ylalicHH-
eM, TaK ¥ C TepepacnpeieieHueM SMOPHOHAIBHOI0 MaTepraia Ha HEKOTOPHIX,
HE CJIMIIKOM MO3JHMX CTaausX pa3BuTus (puc. 3a). Bropoii Tun perynsanmii,
HaIPOTHB, UMEET N0 C yKe ACTCPMUHUPOBAHHBIMH (M maxke nuddepeHiu-
POBaHHBIMH) KJIETKAMH JIBYX WM 0oJiee pa3HbIX THUIIOB, KOTOPhIE BHaYale WC-
KYCCTBEHHO IepeMeIIaHbl CIIy4alfHbIM 00pa3oM, HO 3aT€M CIIOHTAHHO yCTaHaB-
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Puc. 3. V3menenust mopsiika CHMMETPUU NP APUIIEBCKHUX (a) ¥ rOIbTPpeTepoBCKux (6)
perynanusx. Ha puc. 3a cieBa nokazaHsl BO3MOXKHOCTH IIepepacipe/ieieHus 01acToMepoB, co-
BMECTHMBIC C MOCIIEIYIOIUM HOPMAJIbHBIM Pa3BUTHEM 3apPOJIbILIEii MOPCKOTO eXa.

JMUBAIOT HanOoJiee TECHbIE KOHTAKTHI C KJIETKaMU TOro ke Tuma. [Ipu aToMm, Kak
paBuiio, GOPMHUPYIOTCA KBa3UC(HEpUUYECKIe arperaTsbl, B KOTOPbIX OTHOCHTEIb-
HOE PacIoyioKeHUE Pa3HbIX KJIETOYHBIX THIIOB ONPEeNIIeTCs 3apaHee IeTepMHu-
HUPOBaHHBIMH CBOMCTBaMU UX MoBepxHOCTei (Steinberg, Poole 1981) (puc. 36).
O4eBHIHO, YTO B CIydae APUIICBCKUX PETYISALNUNA MBI UMEEM MIEPEX0 OT OoJiee
CUMMETPUYHOTO COCTOSHHS (JTFOOBIe TIepeMeNIeHNs YacTel COXPaHSIIOT WHBA-
PUAHTHOCTB TOCIEIYIONIETO Pa3BUTHS) K MEHEe CUMMETPUYHOMY (TIepeMertie-
HUS HAPYIIAIOT WHBAPUAHTHOCTH), TOT/Ia KaK B TOJBT(PETEPOBCKUX PETYIISIIIHU-
X TIOPSIIOK CHMMETPHH, HAIIPOTHUB, TIOBBIIIAETCs. B pazBuTuu mpeodnanaroT
IMPpONCCChl, CBA3AHHBLIC C TIOHUKXCHUEM IOpAAKa CUMMETPUU U O6YCJ'IOB.HCHHI)IC,
KaK MpaBUJIO, TOTepEl YCTONYMBOCTH MPEIbIAYIIET0, 00Iee CHMMETPUYHOTO
COCTOSTHUSI.

WnTepecHo, uTo Hanbosee BasKHbIE ISl PA3BUTHS 3TAIIbl TIOHM)KEHHUS CHM-
METpUU 00JIaJJaI0T PE3EPBHBIMH TyOIUPYIOMMMU MEXaHU3MaMH, KOTOpPbIE IO
X0y HOPMAJIBHOI'O Pa3BUTHUS HE HCIOJIB3YIOTCS, HO YKa3bIBAIOT Ha IOTEPIO
YCTOMYMBOCTHU MPEAbIAYIINX COCTOSHUN. PaccMOTpUM B 3TOM CBSI3U MPOLECC
aHMMaJIbHO-BETETATUBHOW (@6) MONsApU3annu O1acTynbl aMmpuowii, Mmopdoio-
THYECKUM BBIPAKEHUEM KOTOPOTO SIBISETCS SKCIEHTPUYHOE PACIIOIIOKEHUE
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Puc. 4. CioHTaHHOE TIOHMIKEHHE TOpsKAa CUMMETPUHU B DKCILIAHTATaX dMOPHOHAIBHBIX
TKaHeH: a — paHHss racTpyna ampuoOuii, ykazaHsl aHNMaJlIbHO-BereTaTHBHAs (An-Veg) u mop-
co-BertpanbHas (D-V) ocu; 1 — skcrmmantat gparMeHTa Kpblik 6aactouesns; 2 — 3KCIUTaHTaT
(bparmenTa cynpabnacTonopaiabHOil 00J1acTH; BCKOpPE IOCIE SKCIIAHTALUN 002 y4acTKa IpH-
obOpeTaroT cepudeckyro popmy (6), a 3aTem pparmeHT | mpuHEMaeT GOPMEI 8, 2, a pparMeHT
2 — dopMmsl 0, e.

OnacTorens, CIBUHYTOTO K aHUMaJbHOMY Totocy (puc. 4a). O0menpusHaHo,
YTO A6-TIOJISIPHOCTh ASTEPMUHUPYETCSI €11 B PaHHEM OOTreHe3e Oiaromgaps pac-
MOJIOKEHUIO SHIEKIETKH OTHOCHUTENBHO CTPYKTYp ToHanael. OZHAKO ecinu Ha
CTaJuM ONacTyibl-paHHEW TacTPyJbl BEIpe3aTh HEOONbIIOW (parMeHT KPBILIH
onacronens (puc. 4a, 1), MK CIEMUTH CEHJBUY» U3 JIByX TaAKUX (parMeHTOB
BO3HHMKAET TOYHAs! yMCHBIIECHHAs KON HOPMaJIbHOM OJIaCTyJIbl C SKCLEHTPUY-
HO CIIBUHYTOH IMOJIOCTHIO (pHC. 48, 2). AHATOTUYIHO, U3 HEOONBIIOTO (pparMeH-
Ta YMOPHOHANBLHON TKaHHU, OJM3KOM K Onactonopy (puc. 4a, 2), BOSHUKAET A0-
CTaTOYHO TOYHASI KOMHS TacTPYJIbl C XapaKTepHOH acuMMeTpueil odenx ryo, To
ecTh 00Ja1atoMIast JOPCo-BEeHTPaIBbHON AuccuMMeTpuei (puc. 49, e). [Ipu atom
00a Tuma 3MOPHOHANBHBIX (PPATMEHTOB MPOXOIAT Yepe3 OTHOCHUTEIHHO CHM-
METPUUYHYIO CTaJHIO pa3BUTHS (pucC. 40), HO 3aTE€M IMOHIIKAIOT MTOPSIOK CBOCH
CHMMETPHUH BILJIOTH JI0 o0m UK fnaxe [-m (puc. 46-¢). [lomoGHOTO poma ombITh
MOKa3bIBAIOT, YTO TEHACHLUUHU K MOHMWKXECHUIO TIOPsIKa CHMMETPHUH Ha OIpese-
JICHHBIX CTAIUsX Pa3BUTHUS INIYOOKO «BCTPOCHBI» B AIMOPHOHAIBHYIO TKaHb W,
10 BCEH BUIAMMOCTH, HUKAK HE CBSI3aHbI C TIPOCTPAHCTBEHHBIM PACIIOIOKECHUEM
€€ DJIEMEHTOB (TO €CTh MAaKPOCKOITMUECKUMHU MAaTTEPHAMH). DTO JeaeT BEpOosT-
HBIM, 4TO ()aKTOPbl AUCCUMMETPU3ALUN OTHOCATCS K KaTErOpUH IapaMeTpoOB
(cM. HEKE).
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CUMMETPH A HA PA3HBIX CTPYKTYPHBIX YPOBHAX.
«OBMEH CUMMETPUN» MEXAY YPOBHAMU

Onpezensis Tpyniy CAHMMETPHH, Mbl HEITPEMEHHO JIOJDKHBI YKa3aTh, K Ka-
KOMY CTPYKTYPHOMY YPOBHIO OHA OTHOCHTCS. J[0 CHX TOp MBI paccMaTpUBaIH
CUMMETPHUIHBIE TPEOOpa30BaHUsl, OTHOCSIUECS O OOJBIICH YaCTH K BEPXHUM
YPOBHSIM OpraHHU3allK, TO €CTh CBSI3aHHBIE C LEIBIM 3apOJBIIIEM HIIK €ro 3a-
garkom. OOCYIMM Terepb, KaK COOTHOCSTCSI 9TH CHMMETPHUH C TAKOBBIMU Ooiee
HU3KHUX CTPYKTYpPHBIX YPOBHEH W 00paTHM BHUMaHHE Ha CBOCOOPa3HBIN Mpo-
nece «00MeHa CUMMETPHSIMUY) MKy PA3HbIMH YPOBHSIMH.

CpaBHHBasi CHMMETPHH, COCYIIECTBYONUE HA PA3HBIX YPOBHSIX OpraHu3a-
WU 3apPOJIBINICH, MBI MOKEM OTMETHTh TPH THIIA UX COOTHOIICHHUIA:

1. ITopsiIoOK CHMMETPHH LIEJTIOTO BBIIIE TIOPSIIKa CHMMETPHUHU €r0 YacTel. ITo
COOTBETCTBYET KJIACCHUECKOMY IIPABUITY «IIEJIO€ TOYHEE YACTH» (CM. HAalIpuMep
Gurwitsch, 1930) u mposSBIsIeTCS TPAKTUUSCKH BO BCEX CIyJasx, KOTIa OTCYT-
CTBYET CTpOras JeTepMHUHAINS KICTOYHBIX AejeHnid. Ho yacTu ¢ mOHWKEeHHBIM
OTHOCHUTEIIBHO IIEJIOTO MOPSIKOM CHUMMETPHH (KaK TPAHCISIITUOHHOMW, TaK U T0-
BOPOTHOI) MOTYT BBIXOJUTB JAJICKO 3a MPEIeibl OT/ICIbHBIX KIJICTOK; TAKOBHI,
HaIpUMep, IUTKHU YEPEITHBIX KOPoOOK penTinii (3axapos, 1987) (puc. 5a). o
HEJIJaBHETO0 BPEMEHH TaKO€ COOTHOIICHUE CHMMETPHI YacTeil U LeJoro cuuTa-
JIOCh €/Ba I He YHUBEpcalbHbIM. OTHAKO HMEIOTCS U JIPYyTHE COOTHOIICHUS, B
TOM YHCJIC — CTPOT'O0 OOpaTHBIE:

2. B xone pa3BuTHsI COXpaHsIeTCcs CUMMETpHUst (popMa) yacTel, HO U3MEH -
ercst (yTpauuBaeTcs) ciMMeTpHust 1eioro. Crofia OTHOCSTCS SIBJICHUS TaK Ha3bl-
BaeMOUH KOH(OPMHOM CUMMETPUH (CHMMETPHH B «MaJIOM»), TIPOSIBIISIIOIINECS B
Pa3BUTHH caMbIX pa3HbIX opranu3MoB (Iletyxos, 1981) (puc. 56, 6).

3. DneMeHThl CAMMETPHH 11eJI0r0 TOYHO COXPAHSIOTCS B €r0 MaJIbIX 9acTsIX
(ksreTkax). B aToii cBA3M 0COOBIN MHTEpeC MPENCTaBIsIeT aKTHBHO M3ydaeMoe
B HACTOSINEEC BPEMsl SBICHHUE TaK HA3bIBAGMOW TMJIAHAPHOW MOJSPHOCTH KJie-
TOK, TO €CTh MPOSIBJICHUS Ha CYOKJICTOUHOM YPOBHE IEpeAHE-3aJHEH, WIU/U
JIOPCOBEHTPATBHON CUMMETPUH, COBMAAAIOLIEH C TAKOBOM LIEIOT0 OpraHu3Ma
(Vladar et al., 2009; Eaton, Julicher, 2011). imeroTcst yka3aHus U Ha JICBO-TIpa-
BYIO 2CHMMETPHIO OTJCIBHBIX KJIeTOK. OHa MPOSBIISIETCS] B CMEIIEHUH LIEHTPH-
OJIU U, COOTBETCTBEHHO, TPAEKTOPU I KIIETOYHBIX IBUKECHUH OTHOCUTEIHLHO OCH
cuMMeTpuH nenoi kietku (Xu et al., 2007). OTu cuMMeTpuiiHBIE 0COOCHHOCTH
OTJICTBHBIX MAJIbIX JICMEHTOB B PE3yJIBTATE KOONEPATUBHBIX B3aUMOJCUCTBHIMA
KJIETOK BO3BPAIAIOTCS HA YPOBEHB I11EJIOT0, IOHMXKAsi CHMMETPUIO MHOTOKJIe-
TouHbIX 3auaTkoB (Vichas, Zallen, 2011).

Hanwune omucaHHBIX BBINIC, B3AMMHO-00PATHBIX COOTHOIICHUH MOPSIIKOB
CUMMETPHUH HA YPOBHE IIEJIOTO U YaCTEH CTABUT LENIbII Psijl BAXKHBIX HEpEIIICH-
HBIX BOIIPOCOB, CBA3AHHBIX C HanOosee OOMMMH 3aKOHOMEPHOCTSIMU CTPYKTY-
PBI KUBBIX TNl M UX CBA3BIO ¢ 3aKkoHAMH (U3UKH. C TOUKH 3PEHHSI TIOCIETHUX
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Puc. 5. Pa3znuunble COOTHOIIEHUS MOPSAIKOB CUMMETPUU Ha YPOBHE IIEJIOTO U YacTeil: a —
MOPSIIOK CUMMETPHUH 1IEJIOro (KOHTYPbI Y€PEHOH KOPOOKH penTHIINi) OOJIbIe TOpsIIKa CHM-
METPHUH YacTel (T. €. GOPMBI U PACHOIIOKEHUS OTJCIBHBIX IIUTKOB); 6, 8 — JBa IIpUMepa KOH-
dhopmHOI cuMMeTpHuH (coxpaHeHHe (OPMBI MaJIBIX YacTed MPU W3MEHEHHH (OPMBI IIEJIOTO);
0 — npeoGpazoBaHue GOPMBI Ueperna 4eJIoBeKa OT HOBOPOXKACHHOTO 10 B3POCIIOT0; 6 — Pa3BUTHE
IUTOJJOBOTO TeJla MyXOMOpa; BEPXHUH psii — U3MEHEHUsT (OPMBI, HIXKHUH psAJl — KOHQOPMHEIE
CXEMBI 9TUX U3MECHCHUN.

(Cademartiri et al., 2012), mepeHOC CHMMETPUHU YacTeil Ha yPOBEHb LEJIOT0 (CO-
OTBETCTBYIOIIMI ITYHKTY 3) COOTBETCTBYET PaBHOBECHOMY COCTOSIHHIO TBEp-
IIBIX TeJ, a 0oJiee BBICOKHI MOPSIOK CUMMETPHH 11eJoro (MyHKT 1) — ToMy ke
JUTSL JKUIKOCTEH (MHTEPECHO, YTO BBIBOJL O XKUJIKUX CBOWCTBAX ITUTEIIHEB JIEJIAl
eme ['ypeuu: Gurwitsch, 1930). 3naunt nu 310, YTO MOpP(OTEHE3 KHUBBIX TEI
BKJTFOYAET B ceOs IEPeXO/Ibl U3 OHOTO arperaTHoro cocTostHus B ipyroe? Kyma
OTHECTH B TaKOM Cllydae sIBJICHHS] KOHPOPMHOM cCUMMETpUU? DTH U MOJOOHbIE
MM BOIIPOCHI €IIIe KAYT OTBETOB.
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Puc. 6. «O6Men» mOpAIKaMu CHMMETPUN MEXKAY PA3INIHBIMHI CTPYKTYPHBIMH YPOBHSIMH —
OTJETBHBIMH KJIETKaMH (CJIeBa) ¥ KJIETOUHBIM IJIACTOM KaK LIENbIM (CrpaBa).

Jpyroii acriekT ToH ke camoil MpoOJIeMBbl — IPOLIECCHI «0OOMEHA CHMMETPH-
SAMH» MEXKY Pa3HbIMH yPOBHSIMH, KOTOPbIE MBI PACCMOTPHUM Ha MpUMepe Hel-
PYJISIIIAY 3apOABINIEH MO3BOHOUHBIX (pHC. 6). ICXOTHO Clloil HEHPOIKTOACPMBI,
paccMaTpuBaeMbIi Kak Lieoe, MPeiCcTaBaseT co00i JOCTaTOYHO OIHOPOIHBIN
Y TIPaKTHYECKH TIOCKUH, HO TIOJSIPU30BAaHHBIN B alTMK0-0a3aJIbHOM HaIpaBJie-
HUU TIJIaCT, TPAHCIAIHOHHYI0 CHMMETPHIO KOTOPOT'0 MOKHO BBIPA3HTh CHMBO-
70M (ag). CunTtas, 4TO OH CJIOKEH U3 KJIETOK OJTHOPOJIHBIX, IOJISPU30BAHHBIX B
anuKo-0a3allbHOM HaIlpaBJICHUHU, HO CHMMETPHUYHBIX B TIONEPEUYHOM K TUIACTY
HaIpaBJICHUH, CUMMETPUS OTAEIBHBIX KJIETOK BBIPA3UTCS CHMBOJIOM (@) : m
(puc. 6a). Cam miporiecc HEUPYISIIMA HAYUHACTCSI C TOTO, UTO KJICTKH CKAIIH-
BaroTCs (MX OOKOBBIC MOBEPXHOCTH KOHBEPTHUPYIOT HA ANMKAJIBLHOW CTOpPOHE),
TIOHMIKAS TIOPSIOK CHMMETPHUH 0 MUHIMAaJIBHO BO3MOXHOTO (/). CaMm e II1acT,
paccMaTprBaeMBbIii B 1IEJIOM, COXPaHsIET MOKa UCXOAHYI0 (hopMy ¥ TIOPSIIOK CHM-
MeTpuu (puc. 66). 3aTeM KJISTKH BHOBb BO3BPALIAIOTCS TPUMEPHO K HCXOJHOMY
MOPSIAKY CHMMETPHH, TIOPOKasi IPH 3TOM MEXaHUYECKYIO CHITY, N3rHOAI0MIY IO
TIJIACT, M3-3a Yero Tereph MOCIEAHNI yTpaunBaeT CUMMETPHIO (puc. 68). Takum
00pa3om, TIOBHIIIEHNE TTOPSIKA CHMMETPHH AIIEMEHTOB COIPSIKEHO C TIOHUKE-
HUEM MOPsIKa CHMMETPHUH LeIoro 1 00paTHo. [lomoOHbIe mpotiecchl iexat B 0c-
HOBE MPaKTUYECKH BCEX SMUTENNATBHBIX MOP(OreHe308. AHAIU3 B TEPMUHAX
TEOPHH CHMMETPHH HEOOXOIMM JIJIs TPaBHIIBHOT'O TIOHUMAaHUS TUX IMPOLIECCOB.

15



CUMMETPH A, DOHEPT'UA 11 SGHTPOIIN S B ITPOLUECCAX PA3BUTHU A

B dusnke, ocobeHHO MMEIOIIEH e0 ¢ (ha30BBIMH IMePEX0aaMH, YCTAHOBJIC-
HBI CTPOTHE COOTHOIIECHU ST MEKTy N3MEHEHUAMH TIOPSIKa CHMMETPHUH, CBOOO/I-
HOH sHepruu u 3uTponuu cuctemsl (Goldenfeld, Kadanoff, 1999; Grzybowski
et al., 2009; Cademartiri et al., 2012). Ilornmasi, HACKOJIBKO PUCKOBaHHO MTPOBO-
JUTH MPSIMbIE aHAJIOTUU MEXAY PU3NUECKUMH U OMOJIOTHYECKUMH CUCTEMaMH,
MBI BCE )K€ CUNTAEM TaKHe COMOCTABJICHUS MOJIE3HBIMH, TOCKOJIbKY OHU TT03BO-
JAIOT TIIyO’kKe MPOHUKHYTH B €Ille JIaJIeKHe OT IMOJTHOTO MMOHMMAaHUS TTPOIIECCh
ononornueckoro Mopdorenesa.

B cBsI31 ¢ 3THM HaJI0 OTMETHUTb, YTO BHEJPEHHE OCHOBHBIX ITOJIOKEHUH TEO-
PHH CaMOOpraHU3aMHU B OMOJIOTHIO — KOTOPOE B I1€JIOM Ha10, KOHEYHO, IIPUBET-
CTBOBATh — MPUBOAUT NOAYAC K YOIKICHUIO O TOM, YTO OMOJIOTHYECKHE CTPYK-
TYPBI IOTHOCTBIO UM MOYTH UCKITFOUUTEIBHO OTHOCSTCSI K KATETOPUHU JTUCCH-
natuBHBIX (PomanoBckuit u ap., 1984). Takas Touka 3peHHS UCXOIUT U3 TOTO,
YTO TPOIECCHI, HAPABJICHHBIE B CTOPOHY PaBHOBECHBIX COCTOSHUH W COMPO-
BOJKJIAIOIIMECS POCTOM 3HTPOINHH U YMEHBIIIEHUEM CBOOOTHOW 3HEPTUU MOTYT
OBITH TOJIBKO AECTPYKTUBHBIMU, TO €CTh BEAYIIUMH K TOMOT'€HU3ALUU CUCTEMBI
(k IpeenbHOMY YBEITHYEHHUIO Mopsiika ee cuMMeTprn). OfHaKo Takoe 3aKiIio-
YCHHE OCHOBAHO Ha TMOBEJICHHH Pa3peKECHHBIX KHUJAKUX M ra3000pa3HbIX Tel U
B [IEJIOM HECIIPABEJINBO Il KOHIEHCHPOBAHHBIX (a3 1 sl 000J7I09eK, K KOTO-
pPBIM OMOJIOTHYECKHE CTPYKTYpHI HanOoziee Onmm3ku. Kak ocobeHHO sicHO mpo-
SBJISIETCS B JKHJIKUX KPUCTAJIAX, TI0 MEpe MOBBIIICHHS KOHIICHTPAI[UU YaCTHI]
JIBH)KEHHE K MUHUMYMY CBOOOIHOH SHEPTUH (M1 MAKCUMYMY SHTPOINH) BEACT HE
K TOMOT€HHU3AI1H, a K IIOCTPOCHHUIO JIOMEHOB C MapajlyIeIbHbIM PACIOIIOKCHUEM
3JIEMEHTOB (HEMATHKH) U K 00pa30BaHUIO IEPUOJUIECKIX CTPYKTY P (CMEKTHKH),
TO €CTh K MMOHIKEHHTO MOPSIKa TPAHCISIITHOHHON CHMMETPHH CHCTEMBI. AHAJIO-
TUYHBIE SIBIICHUS OOHApy>KeHBI U B oOonoukax. Hanmpumep, nmuruiHbie BE3UKy-
JIbl IPM OCMOTHYECKOW OTKauKe M3 HUX BOIBI KaK MPABUJIO HE CMOPIIMBAIOTCS
PaBHOMEPHO, a MOMAAAI0T B «IIOTCHLUAIBHBIC SIMbD), COOTBETCTBYIOIINE Oonee
HU3KUM TopsiakaM cuMmMmeTpun (Wintz et al., 1996) (puc. 7a). Cummerpus mo-
HUKAETCsl B PE3yJIbTaTe TCHICHIINU K «KOHIEHTPAIIMH KPUBH3HBI» B MAJIbIX 00-
JacTsIX 000JI0UEK U PACTIPSIMIICHUS CBA3BIBAIONINX MX y9acTKOB. K mOHMKEHUTO
MOPSIIKA CAMMETPHH TIPH ABM)KEHUH K PABHOBECHOMY COCTOSTHHIO MOKET IPH-
BECTHU U BO3pacTaHUE B 00O0JIOUKE JTATEPATBHOTO JaBIICHUS, TPUBOISIIEE K Iepe-
XOJIy 4epe3 HEKOTOPYIO MOPOrOBYIO Cpe[HIOW KpuBH3HY (Svetina, Zeks, 1991)
(puc. 76). B 0THOCUTENBHO CIIOKHBIX MEXaHHUECKUX CHCTEMaX, BKIIOUAIOIINX B
cebs nehopMupyemMble CTEPIKHU WITH parMeHThl 000JI0UEK, CKPEIUICHHBIE YIIPY-
TUMHU CBSA3SIMU C Hele(hOpMUPYEMBIMU MOI0KKAMH, CTPEMIICHIE K PABHOBECHO-
My (HanOolee paBHOMEPHOMY) pacIpeesieHHI0 1e(OPMHUPYIOIINX CHJI TIPUBEIET
K TIOHIKEHUIO TpaHCIsIoHHoH cumMeTpun (Green et al., 1996; Rennich, Green,
1997) (puc. 76). ABTOPBI HETTOCPEICTBEHHO CBS3BIBAIOT AT MPOIIECCHI ¢ MOPQO-
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Puc. 7. Ilpumepbl TOHMKEHUS TOPSIIKA CHMMETPHH TIPH ABHKEHUHU K PABHOBECHIO: d — MHO-
rojxy4eBbie (OpPMBI, BO3HUKatONMe U3 GocOIUIUIHBIX BE3UKYII IO IOHH)KEHUN BHYTPEHHETO
nasiernst (Wintz et al., 1997); 6 — nepexon gopm 1-5 ¢ cummerpueii 2 - m B popmsl 6-10 ¢ noHn-
JKEHHOH cUMMeTpHel /- m MpH BO3pacTaHWN TAHTCHIMATBHOTO AAaBICHUS B MEMOpaHe MOJEIb-
HOU Be3ukyisl (Svetina, Zeks, 1991); ¢ — MOHNMKEHUE TPAHCISIIMOHHON CHMMETPHH CIIOKHOI
MEXaHHUYECKOH CHCTEMBI IIPH €€ CTPEMIICHHH K PaBHOBECHIO (Hanboiee paBHOMEPHOMY pacIpe-
JEJICHNI0 BHYTPEHHUX HANPSDKEHUH) MPU JEHCTBUH JTaTePaTbHBIX CUJT CKATHs (TOPU30HTAIb-
Hele crpenkH) (Green et al., 1996).

YNpyTHE CBA3N CTEPMHA ¢ NOANOKKOR

reHe3aMU PaCTUTEIBHBIX 3a4aTKOB. O0paTUM BHUMAaHHE, YTO MOPSIOK TPAHCIIs-
LIMOHHOM CUMMETPHUU HUKAK HE CBSI3aH C PACHPENCICHUEM BEPTUKAJIBHBIX YIIPY-
TUX CBSA3CH: OH OMPEEIISICTCS B IEPBYIO OUePEIh MEXaHUICCKUMHU MTapaMeTpaMu
CHUCTEMBI, 4 TAKXKC I'PAHUYHBIMU YCIIOBUAMU — TMOKOCTBIO COUJIEHEHHUH C HEIoa-
BM)KHOM CTEHKOM, MOKa3aHHOM Ha pUC. 76 ClIeBa OT KaXJI0ro U3 npuMepon. Bos-
MOYXHOCTHU TIApaMETPUUYECKON PEryIISIIUU MOPsIKa CAMMETPHUH 00s1ee TIOAPOOHO
00CYKIal0Tcs B CIIEAYIOIIEM pas3zaere.
OO6cysxast 5TH IPUMEPBL, HE CIEAYET YIYCKaTh U3 BUILY, YTO MIPU IBUKECHUHU
K paBHOBECHUIO HaJ0 OTKYJa-TO CKaTbIBATLHCA, T.C. IPCABAPUTCIIBHO IMMOAHATHCA
JI0 YPOBHS TOCTaTOYHO BHICOKOT'O DHEPTEeTUYECKOTO MOTeHINaNa. FIMeHHo Jra,
SHEpro3aTpaTHas BETBb MpOIecCa U MOXKET MOPOXKAaTh, B YACTHOCTH, JHCCH-
MATUBHBIC CTPYKTYPBI, HAJTHMYHE U OMOIIOTHYECKOE 3HAYCHHE KOTOPHIX HEINb3s,
KOHEYHO, oTpulaTh. Ho MbI X0Teu Obl 00paTUTh BHUMAaHKUE HA TO, YTO PaBHO-
BECHBIC MAKPOCKOIMYECKUE CTPYKTYPbI, 00pa30BaHUE KOTOPBIX MbI U Ha3bIBACM
17



MopdoreHe3om, BOSHUKAIOT, CKOPEE BCEro, Ha PEeJIaKCallMOHHON BETBHU, TO €CThb
TOM, KOTOpast BeZeT K paBHOBecHI0. O0e BeTBU — 3HEpro3aTpaTHasl U pefakcalu-
OHHasi — TECHO CBA3aHbI MEX]ly COOOH M MOT'YT JIa)Ke COCYIL[ECTBOBATH OHOBpE-
MeHHO. [IpuMepoM MOXKET CIIyKUTh YK€ pACCMOTPEHHBIN BBILIE IPOLECC HENPY-
JsMK. XOTS 3TOT MPOLECC UAET MO PEeIaKCallMOHHOMY ITyTH, OH TpeOyeT 3aTpa-
TBI DHEPTHH Ha IPEOJOJICHHE COPOTUBIICHUS OKPY>KAIOINX TKaHel. B kauecTBe
AQHAJIOTUM MOXKHO TPEICTaBUTD BHKEHUE HEKOTOPOro (PU3MYECKOro Tena BHU3
MO BSI3KOMY CKJIOHY. XOTsl oOlllee HalpaBJieHUE ABMKCHMS 3aJaHO peibedom
(T. €. MOET B CTOPOHY MOHUKEHUSI CBOOOAHON SHEPTUM), AJIsl IPEONOICHHUS BS3-
KOCTH TpeOyeTcsl JONOIHUTENbHAS CHJIa, XOTsl Obl U HE BEKTOpU30BaHHAas (JIBU-
JKYIIEecs TeJNO JOCTATOYHO TPSICTH WIIM MPUTIOAHUMATE). Kak y)ke roBopuiiocs,
IIPU 3TOM Ha YPOBHE OTHEJIBHBIX KJIETOK MOPSAIO0K CHMMETPHUH MIOBBIIIAETCS (UTO
Y BBICBOOOXKJIA€T MEXaHHUECKYI0 SHEPIHIO), @ Ha YPOBHE 1IEJI0Tr0 — HOHM)KAETCS
(cucTeMa Kak LIeJI0e OCYyIIECTBIISIET MOP(HOreHETHUECKUH MTPOLIecC).

I[TAPAMETPUYECKAA PEI'YJIALUA [TIOPAIKA CUMMETPUN
B MOJAEJIBHBIX OKCIIEPUMEHTAX

Brrmie y’xe onmuchIBaNNCH TOHMKEHUS TIOPSKa CHMMETPHUH BO (hparMeH-
Tax SMOPHUOHAIIBHBIX TKaHEW, TIO3BOJISIONIUE TTPEATIONOKHUTH, YTO ATOT IMPOIECC
MOXET PEeryJInpoBaThCs MapaMeTPHUECKH, 0€3 MPeBaAPUTEIBHOr0 3a0aHus Ka-
KHX-TH0O0 CTIeU(PHUECKUX TPOCTPAHCTBEHHBIX MATTEPHOB. B 3TOM paziene Mbl
0osee mMoxIpoOHO PAaCCMOTPUM MOJENH, BOCIIPOU3BOASIINE MapaMeTPUUIECKYIO
PETYIALNIO CHMMETPUHN Ha OMOMOPGHBIX 00pa3iax.

Mp5I ucmonbp3yeM MOJENb M3TH0a AMHUTENUATFHOTO TIACTA IO ISHCTBUEM
CHUJI TAHTEHIIMAJILHOT'O MaBJeHHs Mex 1y ero kietkamu (Beloussov, Grabovsky,
2009). B xauecTBe MPOCTPAaHCTBEHHO-OHOPOAHBIX MTAPAMETPOB B MOJEIHN MPH-
HumaroT: (1) kBasu-snactuueckyro cuiay 0<W<I, criaxuBaroulyro Ha Ka)JIoM
nrare MOJICITMPOBAHHUSI JIOCTUTHYTYIO KPUBHU3HY; (2) H3THOHYIO KECTKOCTh, 00-
paTHO MPOMOPIUOHAIBHYIO0 KOTUYeCTBY N KHHEMaTHYECKH HE3aBUCHUMBIX dJie-
MEHTOB TIjIacTa (4eM OOJIBIIe TaKUX JIEMEHTOB — TEM «MsATYe» 1utacT); (3) me-
PUOAMYECKHH XapaKTep AeUCTBUSI CUJI TAHTEHIIMATBHOTO JaBieHus. [Ipu Takux
YCIIOBUSIX, 3aIlycKasi U3 HEKOTOPOW TOYKHM HMJICaIbHO KPYTJIOTO KOJIbLA KIETOK
KpPYTOBBIE BOJIHBI TAHTCHIIMAJILHOTO AaBJICHHS, MOYKHO MOJIYYUTh, B 3aBUCHMO-
CTH OT 3HaYCHUH TTApaMeTPOB, IUPOKHI HAOOP a0COIOTHO YCTOMUUBBIX (HOPM
(BBIXOIAIINX HA CTAIMOHAp TOCJIEe HEKOTOPOTO YHWCIAa MTEepanuii) ¢ pa3sHbIMH
MOPSITKaMH TIOBOPOTHOH cuMMeTpuu. OKa3ajaock OHAKO, YTO B MMPOCTPAHCTBE
napameTpoB W u N 00J1aCTH BOBHHKHOBEHHS 3TUX (HOpM pasJienieHbl 00IacTs-
MU HEyCTOWYMBOCTH, B KOTOPBIX MaJo€ «IIEBEJICHUE» OIHOI'0 U3 IapamMeTpoB
MPHUBOAUT K PE3KUM M MPAKTUUYECKH HEMPEACKa3yeMbIM U3MEHEHUSIM (POPMBI,
MpHYEeM TOPSJIOK CUMMETPUH OOJBIIMHCTBA W3 HUX He mpeBbimaeT /. Hampu-
Mep, ipu N = 15 B nuamazone 0,385 < W < 0,414 ycTOHYNBO BOZHUKAIOT (POPMBI
cuMMeTpuu 5 - m, B nuanasone 0,415 < W < 0,443 1100561e popMBI HEYCTONIUBEI
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Puc. 8. [Tapamerpuueckas peryisiuus CUIMMETPUU Ha MOJAENBHBIX 00BbEKTaX: @ — HOPSIOK
CHMMETPHUH O00BEKTOB C OTHOCUTEIBHO OONBIION M3rnOHOIT xkecTkocThio (N = 15) xak ¢yHK-
nust napamerpa W (CM. TEKCT), CIUTOLIHAS paMKa OrpaHHYMBaeT o06nacth 3Ha4eHu# W, COOTBET-
CTBYIOIIUX YCTOMYMBOH S-1yuyeBOl CUMMETPHUH, IYHKTHUPHAs paMKa — 00J1acTh HEYCTOHUMBOMH
CHMMETPHHU C NEPUOAMYECKUM BO3BPAILIEHUEM K 5-JIy4eBOH; 6 — UTEpPALlUU TOTO JKE 3aKOHA Ha
3HAUUTENBHO Oosiee «MATKHAX» 00BEKTAaX Cpa3y MPUBOASAT K MONHON JUCCHMMETPH3ANNH, TIpa-
BBl 0OBEKT MONIydeH MPH YepeJOBAaHUH MalbIX U OOIBIINX 3HaYeHUl napameTpa W; ¢ — cxema
000ouX THUIIOB UCCUMMETPHU3aIIUH.

(XOTs1 5-mydeBble MEPUONYECKH BO3HHKAIOT), a ipu W > 0,444 ycTOWYNBBRIMU
craHoBsTCs hopmbl cummerpun 4 + m (puc. 8a). [Ipu goctaTouno 6ompmux N
(T. €. B 3a4aTKax, MATKHUX HA U3TU0) TIOPSAIOK CUMMETPHUH Cpa3y NOHMKAETCS JI0
1 (MUHYS MHOTOJIy4€BYIO CTaJIMI0). 3a/1aBas pa3InyHble PeKUMbl YMEHbBIICHUS
U yBenuueHus napameTpa W (HO coXpaHsisi ero IpOCTPaHCTBEHHYIO OHOPO/I-
HOCTB) MOYKHO OBLIIO MOTYYHUTh JTU00 OoJiee TIaKue, TH00 CKiIamdaTsie GopMbl
(puc. 860). HezaBucumMo OT TOTO, UMHTHPYET W HET TaHHAS MOJIENb peabHbIC
MOp(hOTeHETHYECKHE TPOIIECCHl, OHA MOKA3bIBAET, YTO KaK YCTOMYHUBOE, TaK H
HEYCTOHYMBOE NOHM)KEHHUE MOPSKAa CHUMMETPHUH (BCET/Ia CBS3aHHOE C TEM, YTO
MBI CUATAEM BO3pacTaHUEM IIPOCTPAHCTBEHHOW HEOIHOPOAHOCTH) MOXKET pery-
JUPOBATHCS TPOCTPAHCTBEHHO-OTHOPOTHBIMU TTapaMeTpamH.

3AKJIFOYEHUME

Mbl BUzieaH, 4TO HBPUCTUUYECKOE 3HAUCHHE JaXe MPOCTEUIINX CUMMETPHUH-
HBIX TOKa3aTele pa3BUBAIOLIMXCS OPraHU3MOB JAJEKO BBIXOIUT 32 PaMKH,
MPHUBBIYHBIC JUISI KIACCHYECKON OMOIOTHU. Y3Ke OTHO JIMIIb KOPPEKTHOE MpPH-
MeHeHue npuHIMna Kopu npuBoauT K QyHIaMEHTaIbHBIM BBIBOJIAM O POJIH
HEYCTOMYMUBOCTEM, a CIIeI0BATEIHLHO U CYILIECTBEHHO HETMHEHUHBIX MTPOIIECCOB B
pasButuu. JloMHHUpOBAaHUE MTOCIEIHUX yKa3bIBACT HAa BEAYIIYIO POJIb IIapame-
TPUYECKOHN PEryslun, KOTOpasi, Kak ObLIO MOKa3aHO, MOXKET HEMOCPEICTBEHHO
BIIMSITH HA MOPSIIOK CUMMETpUU. be3 olleHKr CUMMETpUMHBIX MOKa3aTeseil He-
BO3MOXHO CYJIHTh O B3aUMOJEHCTBUM Pa3HbIX CTPYKTYPHBIX YPOBHEH U peru-
CTpHUPOBATh HETPUBUAJIBHOC ABJICHUC «obMeHay nopsaaKkaMmu CUMMETPUU MEXK Y
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YPOBHSAMH. HaKOHeH, ‘lp@SBLI‘I&fIHO BAXXHBIM IPEACTABIACTCA COIMOCTAaBJICHUC
CHMMeTpHﬁHBIX NEPECTPOCK C UBMCHCHUAMU CBO60,Z[H0ﬁ OHECPrun u/uau OHTPO-
MUK Pa3BUBAIOIINXCS CUCTCM. B stux BOIpoOCax MbI €IS JAJICKU OT MOJIHOM sIC-
HOCTH, HO 0e3 ux peumicHud HEBO3MOXKHO 0oJlee MIM MEHEE SICHOE MOHHMAaHUE
pa3BUTUA OPraHU3MOB. Hanomuaum B 3aKJIIOUYCHUC, YTO U CaMBbIC 06]111/16 Kpute-
Py HAYYHOI'O IIOHUMaHU — 3a/la4ya HAXOXIACHUA WHBAPUAHTHBIX 3aKOHOB IJIA
BO3MOJXKHO OoJiee IIHUPOKOI'o Kpyra SIBIICHUM — CBSI3aHBI C HACHHBIMH OCHOBAMH
TCOpHUHU CUMMCTPHUH.
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SYMMETRY TRANSFORMATIONS
IN THE DEVELOPMENT OF THE ORGANISMS

L.V. Beloussov

We discuss the extent to which the basic concepts of the theory of symmetry can
contribute to the understanding of the principles of individual development of organ-
isms. The processes of reducing the order of symmetry, symmetry ratio of different
structural levels and “symmetry exchange” between them, the relationship between the
symmetry transformations, change of free energy and entropy in the course of real and
model morphogenesis are considered. The possibility of the parameter regulation of the
symmetry order is discussed.
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[TpeoOpa3oBanust CHMMETpHH — QyHIaMEHTaJIbHEIC SBJICHUS B PA3BUTHH
W HSBOJIIOLMHM MHOTOKJICTOYHBIX JKUBOTHBIX. [IpeoOpa3zoBaHus CHMMe-
TPHHU Ha KJICTOYHOM YPOBHE B XO/I¢ OOT'CHE3a U PAaHHETO Pa3BHTHUS OIpe-
JETISI0T OCHOBHBIC OCH OYAYIIEro OpraHu3Ma, Torja Kak B HOCIeIyoIeM
pasBUTHHU MaciiTad nmpeodpazoBaHuil cHMMeTpHH yMeHblIaercs. [lomu-
MO TaKUX KJIACCHYECKUX (OpM CHMMETpHH, KaK MOBOPOTHAs (paaralib-
Hasl), 3epKaiipHas (OmutaTepalibHas) W IMEepeHOCHas (TPaHCIALIHOHHAS), B
OuosorndeckoM MopdoreHeze NpPOSBIACTCS MaclITaOHas CHMMETPHS
(cummeTpus mogo6us). B mporecce gppakranpHOr0 MopdoreHesa u Ipy-
IUX TPOSBICHUH (DIyKTyHpYIOIIeH acCHMMETpHH HapacTtaeT xaoc. buo-
JIOTUYecKasi CHMMETPHS U Jpyrue BapuaHThl MOP(HO(YHKIIMOHAIEHBIX
MOBTOPOB — 3P PEKTUBHEIN CITOCO0 MOopdoreHe3a ¢ UCTIOIH30BAHIEM I10-
BTOPEHUS TCHETHYECKUX TPOrPAMM.

BBEJIEHUE

IIpeoOpa3oBaHusi CHMMETPUN UTPAIOT KIFOUEBYIO POJb B OHOJIOTHYECKOM
MoporeHese u Hen30€KHBI B pa3BUTHH 1 3Bomtouu (Bouligand, 1996; Minelli,
2003; Hirokawa et al., 2009; Li, Bowerman, 2010; Beloussov, 2012). ITomumo Ta-
KHUX KJIACCHYECKUX (DOPM CUMMETPHH, KaK MOBOPOTHAS (paanualibHast), 3epKaib-
Hasi (OmyaTepasibHas) M TIEPEHOCHAas (TpaHCISIMOHHAs) cuMMmeTpus (Belins,
2003; Rosen, 2008; Beloussov, 2012), B OmoornueckoM MOpQoreHe3e mposiB-
JseTcs MaciTabHas CHMMETPHS (CHMMETPHS MTOJ00M ), BKITIOYAIOMIasi M HEeIU-
HeltHbie nipeoOpa3oBanus (3apenkos, 2009; Creroaprt, 2007; Ypmanues, 2007,
Minelli, 2003). Yucno paccMaTpuBaeMbIX THIIOB CAMMETPUH MOCTENEHHO pac-
HIUPSIETCS, BKIIOYas HeMHeHbIe TpeoOpa3oBanus (LLlyonukos, 1960; Betiin,
2003; Ypmannes, 2007; 3apenkos, 2009).

B xome pa3BUTHS U ABONIONWHA MHOTOKJICTOUYHBIX JKUBOTHBIX HAOIIOMAIOT-
Csl CIIOKHBIE W 3aKOHOMEPHbBIE M3MEHEHUSI CMMMETpUH ux Tena (bekiiemuries,
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1964; Minelli, 2003; Ypmantes, 2007.). Kak B oHTOreHe3e, Tak U B (hUIIOTEHE3E
UMEIOT MECTO MEPEXO/(bl OT CHMMETPHU3AIIHS K JUCCUMMETPHU3AIUS U B [IEIIOM
MPOLIECC CUIIBHO CABUHYT B CTOPOHY JuccUMMeTpu3anuu (Ypmanies, 2007).

CTAHOBJIEHME OCEBOM CUMMETPHI OPTAHI3MA

VY uccnenoBaHHBIX MHOIOKJIETOYHBIX JKUBOTHBIX AHUMAaJIbHO-BET€TaTHBHAS
HOJISIPHOCTD SIHIIa U IepeHe-3aIHsIsI OCh Oy1yIIEro OpraHu3Ma yCcTaHaBIMBaeT-
Csl HA OHOKJIETOUHOW CTaJMH, B XOAE OOI'€HE3a MJIM BCKOPE MOCIIE KOHTAKTa U
CIMSIHUS TaMeT. Pa3nuunblie opranu3Mbl CTIONB3YIOT pa3Hble MEXaHNU3MBbI yCTa-
HOBJICHHS TIOJISIPHOCTH, HO BCE OHU 00ECIIeunBalOTCs TIIABHBIM 00pa3oM CTPYyK-
TypaMH IIUTOCKEJeTa; JUIsl TIOJISIPU3allii OOIMTa TpeOyeTcsl yuyacTHe U aKTH-
Ha, ¥ MUKPOTPYOOUEK, a TaK)Ke MHOXECTBA CHUTHAJIBHBIX cucTteM KieTku (Li,
Bowerman, 2010). Xopomio u3y4eH MeXaHHU3M CTaHOBJICHUS TIEpeaHe-3aHeH
nojisipHoctu 'y Hemetonsl Caenorhabditis elegans: B 3TOM ciaydae MOJSPHOCTD
JeTepMUHUpYyeTcs: BxokaeHueM criepmust (Goldstein, Hird, 1996). AkTrHOBBIE
¢GrIaMeHTBl U MUKPOTPYOOUYKH KaK KOMIIOHEHTHI IUTOCKETIEeTa KOHBEPTUPYIOT
HayaJIbHYIO0 aCHMMETPHIO B INI00AJIBHYIO KJIETOUHYIO MOJIApHOCTS. lonspuso-
BaHHas KJIETOYHASI apXUTEKTOHHKA OIIpeeseT yCTaHOBICHNE SMOPHOHATIBHBIX
oceii (Li, Bowerman, 2010). Takum 06pa3om, LUTOCKENET fiina QyHKIUOHUPYET
KaK rmo0anbHBIH MOP(OreHeTHUECKUN AeTEePMHUHAHT, HAPABISIOMUN U MOJ-
JepKUBAIOIINN aHU30TPOIINI0 MOJIEKYJISIPHOW WH(POPMAIIUHU, paclpeneeHHON
B 00ILJIa3M€ U JICTCPMUHUPYIOIIEH 0CEeBYIO MOJSPHOCTD sIa U OyayIero opra-
HU3Ma; HHTETpasbHasl peaklus MOJsIpU3aluy SHIEKIETKH pa3pyluaeT ee cde-
pudeckyto cummetpuro (Hcaesa, 1994; Isaeva et al., 2008).

[onsipuszanus SHLEKIETKH B OOreHe3e 00ecledrBaeTCs MHOTUMH (aKTopa-
MHU, BKJIIOYasl TIOJIOKEHUE OOLIMTa B MATEPUHCKOM OpTaHU3Me, YYacTHE B OOI'CHE3e
BCIIOMOT'aTeNIbHBIX KJIETOK, HapuMep, TPO(QOIUTOB U (OIITHKYIISPHBIX KIETOK,
pacnpeliesiecHue UTOMIa3MaTHUECKAX CTPYKTYP U JKENITKA, PETHOHAIBHYIO DKC-
mpeccuro TeHoB B xoxe oorernesa (Niisslein-Volhard, 1991; Gilbert, 2006). Koptu-
KaJIbHBIA CJION SHLIEKIETKH — HOCHTENb MPOMOpQoIoruu, nHpopMauuu o mpo-
CTPaHCTBEHHOH OpraHu3aiuy OyIyIIero opranu3Ma B BUJe CUCTEMBbI MopdoreHe-
THYECKHX (PaKTOPOB, ONPENENSIOMNX HOISPHOCTh U CHMMETPHIO SIHIIa U KOHTPO-
JUPYIOMIMX HaYaJIbHbBIC ATaIbl (POPMUPOBAHUS CTPYKTYpHI 3apobima (Davidson,
2006; Gilbert, 2006). «MarepuHCKasi aHU30TPOIHUS» OOIIA3Mbl HHHUIIUAPYET
criequ(UKalKI0 JOMEHOB Pa3BUBAIOILETOCS 3apOJBIIIa; 3TO 03HAYAET, YTO SIMLO
COZICPKUT M Ha4daJIbHbIC YCIIOBHSI, M IPOrpaMMy, HEOOXOAMMYIO JUIsl 00paboTKH
MaTepUHCKON aHU30TPONMU M €€ TpaHCISIIMU B JuddepeHnrnansHyo TeHHYI0
3KcIIpeccuto, crierudukanuto u quddepennuanmio kietok (Davidson, 2006).

Hampumep, y npozodbunsr PHK rena bicoid mocTymaet B pacTymuii OOIUT
u3 Tpo(houMTOB, TOrAa KaK NPOAYKT I'e€HA nanos TPaHCIOPTUpyeTcs u3 (osu-
KYJISIPHBIX KJIETOK. Y OOJBIINHCTBA )KMBOTHBIX CHHTE3 MMOJOOHBIX OEIIKOB-MOP-
(OreHoB OCYLIECTBIISIETCS CAMUM OOLIUTOM, OCOOCHHO OOreHe3e 0e3 ydacTus
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BCIIOMOTaTENIbHbBIX KJIeTOK. OQHAKO M B TEX cllyyasXx, korga mojiekynsl PHK
MOCTABJISIIOTCS B OOITUT BCIIOMOTATEIBHBIMU KJIETKAMHU, KaK 3TO TPOUCXOTUT Y
JIpO30QHIIBL, TPOCTPAHCTBEHHOE PaCHpeAeICHUEe MOJICKYISIPHOH HHPOPMaLUH,
3aJaloIeil 0CeByIO MOJSPHOCTH OYAYIIETr0 OpraHu3Ma, KOHTPOIHPYETCS KOM-
MOHEHTAaMH JIBUTATEIIbHOH CHCTEMbI OOIMTA, C IMIOMOIIbI0 KHHE3WHA U JHHEH-
Ha, MOTOPHBIX OCIIKOB CUCTEMBI MUKPOTPyOoUuek. CTaOMIIFHOCTD JIOKATH3AIIIHI
MPOAYKTOB I'eHa nanos, a Takke NPYTUX KOMIIOHEHTOB TOISPHOH IMIa3MBbl, Ha
3alHEM KOHLIE OOLUTa 00ECHeYMBaeTCd aKTHHOBBIM ITUTOCKEIETOM OOLIMTA.
I'paguenT OenxoBoro mpoaykTa reHa dorsal, TPaHCKPUIIIMOHHOTO (akTopa,
OTIPEJISIISIIOIIETO A0PCO-BEHTPAIBHBIN TPAHEHT, CO3JaeTCs B pe3yabTraTe B3a-
UMOZICHCTBHS (DOJUTHKYIISIPHBIX KIETOK C OOLMTOM, MPH YUYaCTHH TPOJYKTOB
npyrux rernos (Gilbert, 2006).

Ilepenne-3aquuii TpaJueHT KOHIIGHT ALK OEIIKOBOTO MPOIYKT T'eHa bicoid
Yy PaHHUX 3MOPUOHOB IPO30(QHIBI KOHTPOIUPYET 3UTOTHUECKYIO aKTHBAIIHIO
reHa cermentanuu hunchback (Niisslein-Volhard, 1991; Gilbert, 2000). OceBas
MOJISIPHOCTD OOIMTA U SIHIIa )KUBOTHBIX TPOSIBIISICTCS. B HOHHBIX MTOTOKAX, TeHe-
pUpYIONIUX BHEKJIETOUHOE AnekTprueckoe moie (Nuccitelli, 1984).

Jlopco-BeHTpabHas 0Cb MOKET OBITH OTIPe/IeNieHa /10 OTIIO0TBOPEHHS (KaK,
HaATmpuMep, Y Apo30(uiIbl), B XOJ€ OIMJIOAOTBOPEHHUSI, KOTJ]a MECTO BXOXKJICHUS
CIEPMHUS OMPEACISCT AOPCATIbHYIO CTOPOHY (KaK 3TO MPOUCXOAHUT y aMpuOmii
W acUAMi), 1100 B X0JIe PAaHHET0 IPOOJICHH S, KaK Y MOPCKHUX €XKeH ¢ MIaHKTO-
tpoduoi auuunkoi (Raff, Raff, 2009; Minelli 2003). IlepepacnpenencHue u
JIOKaNHU3aIus B 00TIa3Me (PaKTOpPOB, OMPEIEISIONNX Cy/Ib0Y PETHOHOB 1A U
OyAyIIero 3apojbIia, 3aBUCAT OT MOJISAPU3AINNA CUCTEMBI IIUTOCKEIETa i MEXK-
KJICTOYHBIX KOHTAKTOB M MOTYT ITPOUCXOJIUTH HE TOJIBKO B IIPOIIECCE OOTeHE3a,
HO U T0CJIe KOHTAaKTa TaMeT B XOJ€ OOMJIa3MaTHUECKON Cerperanuu, a Takke B
paHHEM Pa3BUTHH.

IIpoHUKHOBEHHE CIIEPMUSI 3aITyCKACT IEIBIN KacKa SBJICHUH, MOTU(HITH-
pytomux opranm3anuio koprekca (Kirschner, Gerhart, 2005). Ilpu mpoHuKHOBE-
Huu cnepmud y urinokoxux (Kyozuka, 1993) u mermu (Johnson, Maro, 1985) Ha
MOBEPXHOCTH SHIEKIETKH 00pa3yeTcsi KOHYC OIJIOAOTBOPEHHMSI 3a CUET IOJIH-
MepHU3alUN aKTUHOBBIX (PUIAMEHTOB. Y MOPCKOTO €Xa Ia3MaTnyecKas MeM-
OpaHa criepMusI HHTETPUPYETCs B TJIA3MaTHUYECKYI0 MEMOpaHy siiflia, ocTaBasich
JIOKaJbHBIM IISITHOM, MapKUPYIOIIMM TOYKY MTPOHUKHOBEHHUS CIIEPMHSI, B XOJIE
npobnenus (Kirschner et al., 1980; Shapiro et al., 1981). Beaen 3a cnustauem
raMeT MBIIIH OTEISIeTCS OIS PHOE TENbIIE, U B KOHTAKHOW 30HE TaKKe KOHIICH-
Tpupyetcs akTuH (Johnson, Maro, 1985) u ciekTpus, 0€JI0K, aCCOIMHPOBAHHBIN
¢ aktuHoM (Reima, Lehtonen, 1985). Takum 00pa3om, KJICTOYHBIC KOHTAKTHI H
JIOKaJbHBIWA TIOPSIIOK MIPOHUKHOBEHHSI CIIEPMHUS OKA3bIBAETCS CBS3aHHBIM C HH-
TErpaJbHBIM TOPSIAKOM SNIIA, 3UTOTHI ¥ PA3BUBAIOIIETOCS OpraHNu3Ma.

Y XOpIOBBIX BTOPOE pa3pylieHHe CHMMETPHUH STHIEKIIETKH, ONpeIesIoNee
JIOPCO-BEHTPATFHYIO OCh SHIla M Pa3BUBAIOIIETOCS OpPraHW3Ma, MMPOWCXOIUT
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BCJIEZ 32 MPOHMKHOBEHUEM CHEPMUS. DTOT MPOLECC Pa3pyLIeHUs CUMMETPHH
BOBJICKAET aCUMMETPHYHBIN MOTOK KOPTHKaJIbHOW akTHHOBOW ceTu (Mullins,
2010). Y amduOuii KopTeKC OCEMEHEHHOIO SHIa PECTPYKTYPUPYETCS CO CMe-
HIEHUEM MTUTMEHTa B aHUMAaJIbHYI0 00JIacTh W MMOBOPAYMBACTCS OTHOCHUTEIBHO
BHYTpPEHHeH ooruia3mel ¢ popmupoBanuem ceporo cepra (Kirschner, Gerhart,
2005). YV acumauit mocie MPOHUKHOBEHUS CIIEPMHUS JKEITHIH MUTMEHT Tiepe-
MEIaeTcsl K BEreTaTMBHOMY IOJIOCY M 3aTeM (OPMHUPYET TaK Ha3bIBAEMBIH
JKENTBINA cepil HIke 3kBaTopa (Sawada, 1988). Urak, nepecTpoiika oomiasMsl y
XOPZOBBIX, MHAYLIHPYEMasl CIUSHUEM TaMeT, ONPENEISIHT JOPCO-BEHTPATbHYIO
MOJIIPHOCTH OYyAyIIEro >KMBOTHOTO.

Mexy pa3IMYHbIMA TaKCOHAMH KUBOTHBIX CYIIECTBYIOT 3HAYUTEIILHBIC
pa3nnuusi BO BpeMeHH (pOpMUPOBAHUS JOPCO-BEHTPAIBHON OCH CHMMETPHH Oy-
IyILEro opraHu3Ma, MHOT/Ia Aake Y POACTBEHHBIX opraHu3MoB. [lokaszaHo, 4To
Y MOPCKHX €Xel C IMYNHOYHBIM Pa3BUTHEM TOJBKO aHMMAaJIbHO-BEreTaTUBHAS
och ompezensieTcss MaTepuHCKUM 3¢ dekTom, Toraa Kak opaibHO-abopaibHas
(Topco-BeHTpalibHas) OCh W 3aTe€M JIEBO-TIpaBasi OCh JIETEPMUHUPYIOTCA Y 3a-
ponpimia. Y Mopckoro exa Heliocidaris erythrogramma ¢ IpsIMBIM pa3BUTHEM U
AQHUMAaJIbHO-BEr€TaTUBHAS, U JOPCO-BEHTPAIBHON OCH OIPEAEIAIOTCS 10 OIIIO-
JIOTBOpEHUs, o1 MaTepuHckM KoHTposeM (Raff, Raff, 2009). O6unue xentka
B SHMILIEKIJIETKAX, 0OecreunBaroniee ycKopeHHoe JIeMuToTpoHOE pa3BUTHE, MO-
JKeT BOBJIEKATh FeTEPOXPOHHUIO, BKITIOUAIOIIYIO JETEPMUHALIUIO B X0/ OOI'€HEe3a
HE TOJIBKO MIepeIHe-3aJHET0 OCEBOI0 MaTTepHa, HO TaKXKe JOPCO-BEHTPaIHHOTO,
a MHOT/A M JaTePaJIbHONH aCHMMETPHH IJIaHA CTPOCHUS.

Tpancdopmanuy cMMMETpUH AiiLa Jal0T HanboJee BaKHYI0 MOp(HOreHeTH-
4ecKy0 MH(POpMaUIo, AETEPMUHUPYIOLIYIO OCEBOI MaTTepH Oyayliero opra-
Hu3Mma. TakuM oOpasom, ooriazma sSia U 3UuroThl 00JIafaeT J0JATOBPEMEHHOM
HEOOpaTHUMOM SITUTEHETHYECKON MaMsThIO, TOJOOHOW UMITPUHTHHTY.

METAMEPHA: TPAHCJIALIMOHHA S CUMMETPU A

TpaHcnsmoHHast (MEPEHOCHAs)) CUMMETPHS HMEHYETCsl OHMOJIOTaMH Me-
tamepuei (bexnemuies, 1964; Beiinp, 2003; Minelli, 2003; Fusco, 2005; 3a-
penkoB, 2009). BoMbIIMHCTBO MHOTOKJIETOYHBIX KUBOTHBIX CETMEHTHUPOBAHbI
BIOJIb TepenHe-3aaneii ocu. Cermentanusi Annelida, Arthropoda u Chordata
Oasupyercs Ha TPAHCISAIMOHHON CHMMETPHH C TIOBTOPEHNEM CETMEHTOB BIOJIb
ocu tena (Minelli, 2003). Peske mepeHOC COMPOBOKAACTCS IMPOTOTBLHBIM CKOJIB3-
SIIAM OTPpaXKEHUEM, KaK, HAalpuMep, y T00eroB pacTeHHU U HEKOTOPBIX BBIMEP-
mux OmnarepanbHbIX )KUBOTHBIX (Manuel, 2009; 3apenkos, 2009).

CermMeHThI paccMaTpUBAIOTCSI OOBIYHO KaK MOJLYJIH TeJla, YACTO SIBISIOIHECS
CKEJIETHO-MBIIICYHBIMU €TUHUIIAMH, UCTIOIb3yeMbIMH TIpU JBKeHun (Minelli,
2003). Unest MomyTbHON OpraHU3aINH HUCIIOJB30BaHA B MIPEACTABICHUSIX O Me-
TaMepuu, moauMepu3anuu u onuromepusannu (orens, 1954). Kak n3BecTHO,
MHOTHE 3BOJIIOLIMOHHBIE MPeoOpa3oBaHus IIaHA CTPOSHHS Tejla CBS3aHbl C
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YMHOKEHUEM YacTel Tena, MoJIMMepU3alnei, 9To Co3AaeT N30BITOYHOCTh dJie-
MEHTOB U JIeJIa€T BO3MOYKHOW MX IUBEPTCHITNIO U ITOCIEAYONIYIO OJTUTOMEpH3a-
LUI0, JIEXKAILYI0 B OCHOBE IIPOr'PECCUBHOM SBOIONUY MHOTUX Metazoa.

CerMeHThl MPEACTABISIOT COOOM Takke eIUHUIBI Pa3BUTHSA. MuUHEITH
(Minelli, 2003) onpenesnsieT MPoIecc CErMEHTAIMH KaK MMojipasIeieHue SMOpH-
OHAJIBHOTO TIOJIA Ha OT/ACIBHBIC TIOMYIISIITUN KIETOK (COMHTOMEDPHI Y XOPIOBBIX),
JTWHEIHO pacrioyararonirecs BIOJb MepeIHe-3alHeH OCH Tena. Y KOJIBYaThIX
yepBell W XOPIIOBBIX CErMEHTAaINHs 0azupyercs Ha pasleleHHH ME30JepPMEI, Y
WICHHUCTOHOTUX OHa MepBUYHO 3kTozAepMainbHas (Minelli, 2003). Y xopmoBbIx
MPOSIBIISICTCS M JIPYTON THUI CETMEHTAIINH, CBSI3aHHBIN C MOJpa3/ieJIieHUEM IJI0-
TOYHOTO OT/eJa SHTOAEPMBI i 00pa3oBaHueM xabepHbIX mienei. CerMeHTaIus
SHTOAEPMBI OTHOCUTEIHHO pefika. B pa3HbIX TaKCOHAX KMBOTHBIX MTPOSBIISIETCS
pecerMeHTanus U rereporeHHas (reTepoOHOMHAs) CerMeHTaIus. Y 1eJoro Kiac-
ca wieHHCTOHOrux, Diplopoda OONBIIMHCTBO CETMEHTOB HECET JIBE Maphl HOT' Ha
«auriocomuty» (Minelli, 2003).

[Noapasnenenre SMOpUOHATHHON TKaHW Ha CEPUHHO TIOBTOPSIIOIIMECS CeT-
MEHTBI — (yHJaMEHTAJIbHBIH MPOIECC Pa3BUTHUSI XOPAOBBIX; MOBTOPSIEMOCTD
CTPYKTYp CKeJleTa, HEPBHON W MBITIIEYHOW CHCTEMBI TIO3BOHOYHBIX Oa3HpyeTcs
Ha MeTaMepuu cOMHUTOB. COMHUTHI — MapHbBIE AMUTENHAIBHBIE C(hephl, OTIOY-
KOBBIBaIOIIKECS OT HenupepeHIMPOBAaHHON MPECOMUTHON Me301epMBbl, Gop-
MHUPOBAaHUE KOTOPBIX OMPEACTSAETCS «MOJCKYJSIPHBIMH YacaMu» C TEPHOIU-
YECKHU MOBTOPSIOIICHCS KCIpeccHel ompe/esieHHoro Habopa reHos (Aulehla,
Pourquié, 2010; Oates et al., 2012). CermeHTarusi 3apobIIIei MO3BOHOUYHBIX
KOHTPOJIHPYETCS CIIOKHON T€HETHUECKON CEThI0, TeHEPUPYIOIIEH THHAMUYHYIO
TEHHYI0 KCIIPECCHIO C Cerperaruei Kaxaoi mocieayomel napsl COMUTOB ye-
pe3 peryisipHble HHTEPBalbl BpEMEHU OT MpecoMUTHON Me3oaepmbl (Aulehla,
Pourquié, 2010; Oates et al., 2012). YV mM03BOHOYHBIX COMUTOTCHE3, TICPBUYHAS
CerMeHTaIlHsI TapaKCUaIbHON ME30/IepPMbI CBSI3aHA C MOJICKYJISIPHBIM OCIIHILIISI-
TOPOM, «4acaMu cerMeHTaruu. Yacbl UAYT CO CKOPOCTHIO OJIMH COMHUT 3a 30
MUHYT Yy phIOKH-3¢0pbI 1 32 90 MuUHYT y KypuHoro 3apojsima (Minelli, 2003).
Ociuuupyronias TPaHCKPHUIITUOHHAS aKTUBHOCTh HA00pa «IIUKINYECKUX) Te-
HOB HaliJleHa B MPECOMHUTHOM Me30epMEe BCEX HCCIICIOBAHHBIX TO3BOHOYHBIX.
Yacel cerMeHTallMd — OCHWJUIMPYIOLIasi IeHeTHYecKasl CeTh, yIPaBIsOmas
PUTMHYHBIM TTOCIIEIOBATEIBHBIM MOJPA3/ICJICHUEM Ha COMUTHI Y/THHSIOICH-
cs OCH Tenla SMOpHOHOB MM03BOHOYHEIX (Aulehla, Pourquié, 2010; Oates et al.,
2012). CurnanpHbIe TyTH MEXKKIETOYHONH KoMMyHuKanuu Notch u Wnt omnpe-
JENAI0T TPOCTPAHCTBEHHYIO EPHOANYHOCTE (hopmupoBanusi comuToB (Lewis
et al., 2009; Aulehla, Pourqui¢, 2010; Oates et al., 2012). V pa3HbIX BUJOB TO-
3BOHOYHBIX MPOSIBIISICTCS IIUKIUYHAS aKTUBHOCTh Pa3HBIX T'€HOB, JIUIIb OPTO-
JIOTH TeHOB ToMeo0okca Hes! n Hes7 TUKIIMYHBI Y BCEX MCCIIEIOBAHHBIX BHJIOB,
BBI3BIBAs TIPEIIIOIOKEHHE O TOM, YTO ITH T'€HBI — YaCTh YaCOBOT'O MEXaHH3Ma
CerMeHTaIlNH aHIeCTPABHBIX T03BOHOUYHBIX (Oates et al., 2012). BeisiBneH mHo-
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TOKPATHO MOBTOPSIEMBIH ITUKJI AKCIIPECCHHU TeHa ToMeo0okca Hes7, Komupyrole-
r0 TPAaHCKPUIIUOHHBIA penpeccop, KOTOPbld QPyHKIMOHUPYET Kak dhdekTop
curHanbHO# cuctembl Notch. Ocrmisinus Hes?7, Bkiarovaromasi et OTpU-
HaTeabHOi 00paTHOW CBS3H, MO-BHIWMOMY, CIYXKUT MOJEKYJISPHOH OCHOBOM
yacoB comuTHOMN cermenTanuu (Lewis et al., 2009; Oates et al., 2012).

Ocrnumupytomniasi akTHBHOCTh TPAHCIUPYETCs B MEPUOAMYECKIE M3MEHe-
HUS CYIBOBI KJIETOK, TPYIITHPYIONINXCS B KOTOPTHI, (OPMUPYIOIIHE 3aTEM CO-
MUTHL Tak yackl MOJICKYJISIPHON CErMEHTAIIMH ONIPENIEIISIOT IIEPUOAMIHOCTH T10-
BTOpsieMoro Mopgorenetruueckoro nporecca (Oates et al., 2012).

[ony4eHbl qaHHBIE 00 OCIHMJUISIIUU OTACIBHBIX KJICTOK IPECOMUTHON Me-
30/ICPMBI, CBUCTCIIBCTBYIOIINE O CYIICCTBOBAHUHM OXHOKJICTOUHBIX OCIUJLIS-
TOPOB B OCHOBE 4acoB cerMeHTannd. [lokazaHo, 4To nucconnanus KJIeTOK mpe-
COMHTHOH Me30JIepMbl MBIIIIA HE Pa3pyllaeT WHIWBUYATbHBIX OCIIHIUISIIHH,
HO BEJICT K MOTEpe CUHXPOHHOCTH Mexky kiaeTkamu (Oates et al., 2012).

VY 4JICHUCTOHOTUX MATTEPH CErMEHTAIMU PA3JIMYCH U KOHTPOIUPYIOIIUE e
TeHETUUYCCKUE MeXaHU3MbI pa3HooOpa3Hel (Minelli, 2003; Fusco, 2005). V npo-
30()HITBI CETMEHTHI TeJla BOSHUKAIOT MTOYTH OJTHOBPEMEHHO, Yallle K& CEeTMEHTHI
YJIEHUCTOHOTUX (POPMUPYIOTCS TIOCIEAOBATENLHO B ITEpeIHEe-3a/THEM HarpaBiie-
HUU U3 30HBI POCTA, aHAJIOTUYHO cOMUTaM 1o3BoHOYHBIX (Minelli, 2003; Fusco,
2005; Kopuaruna u ap., 2010). CermeHTauus B pa3BUTHU TapakaHa Periplaneta
americana BOBJIEKACT MEXaHH3M, MMOJIOOHBIN TAKOBOMY TIO3BOHOYHBIX, BKJTHOUAS
IUKJIYECKY10 akTUBHOCTH Notch (Pueyo et al., 2008). CxoacTBO ¢ cerMeHTaIuei
MO3BOHOYHBIX BEZET K MPEIOIKEHNI0 00 OITOCpeTIOBaHHON CUTHAIBHON CHCTe-
Mmoii Notch cermeHTanmnm Kak ApeBHEM MeXaHW3ME Pa3BHUTHS, YHACIEIOBAHHOM
OT 00IIero npenkKa HaceKOMbIX U T03BOHOUHBIX (Pueyo et al., 2008). BeisiBnen
M3MEHSIOLUICS MATTePH TeHHON YKCIPEecCuu curHaibHOro mytu Notch B mpe-
CErMEHTHOU 30HE IPEJICTABUTENICH HACEKOMBIX, MHOIOHOKEK U mayka. [lokasa-
HO, 9TO B pa3BUTHH XKyKa Tribolium castaneum TeH odd-skipped, cymecTBEHHBII
TSl YAJTMHEHUS 3apOJIBIIIEBON TTOJIOCKH U CETMEHTAIINH, OCIIMIJLTAPYET C JIBYX-
CEerMeHTHOU NepUOANYIHOCTHIO 0K0JI0 95 MuHYT (Andres et al., 2012).

CerMeHTaIus Tejla MHOTOHOXEK, 332 MCKJIFOUEHHEM MAaJioro YHcia Mepe-
HUX T'OJIOBHBIX CETMEHTOB, 00YCJIOBJICHA TIOCJIEI0BATEIbHBIM MEXaHU3MOM 00-
pa3zoBaHusi MOP(HOJIOTUYSCKUX €UHHUIl CETMEHTAIIMU M3 3aJHEH 30HBI POCTa.
[TokazaHo, 9TO T€H, POACTBEHHBIN odd-skipped, TMHAMUYHO 3KCIIPECCUPYETCS C
JIBYXCErMEHTHOH MEPUOINIHOCTHIO B POCTOBON 30HE MHOT'OHOYKKH, UTO MOYKET
CBHUJICTEIILCTBOBATH O BRICOKOM KOHCEPBATH3ME YaCOB CETMEHTAIIUHN Y apTPOTIOJ
(Fusco, 2005; Andres et al., 2012).

OcraeTcst HeSICHBIM, UMEET JIM YaCOBOM MEXaHU3M CErMEHTAIUHU TI03BOHOY-
HBIX W apTPpornoj o0IIee MPOUCXOKICHNE HIIM BO3HUK HE3aBUCHMO. V3yueHue
CEerMEeHTIINHM MHOTOHOKEK BEJET K MPEATION0KEHHIO O TOM, YTO MaTTEPHBI Cer-
MEHTAI[UHU — Pe3yJIbTaT MHOTOCIIOWHOTO MpoIiecca pa3BUTHS, B KOTOPOM TeHHAS
AKCIPECCHUst ¥ AITUTEHETUUECKHE MEXaHN3MbI B3aMOJICHCTBYIOT HEPaApXUIECKU.
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3anHssl 30Ha, BO3MOXKHO — 30HA IPOAYKIMH NIEPUOJNUECKOI0 CUTHAJIA, HO CKO-
pee «opraHu3aTop cerMeHTaIuny, 4eM «reHepatop» (Fusco, 2005).

TakuMm 00pa3om, uTepanuu (IOBTOPBI) MPH TPAHCISIIMOHHOH CHMMETPUHU
KOHTPOJIUPYIOTCS OCLHHIIIMPYOIIEH N€HHON 3KCIIPECCUEH, U MOJIEKYJISIPHBIE OC-
UJUISITOPBI TTPEACTABIAIOT OOIIYI0 YePTY CETMEHTALUN PA3JINYHBIX )KUBOTHBIX.

MACIITABHA Sl CUMMETPU A

MacmrabHasi cMMMETpHS MPOSBIISieTCss pu (paKkTaibHOM MopdoreHese.
MHorue OHoIorHYecKre CTPYKTYPhl M IPOLECCHl XapaKTepru3ylTCsl CBOWCTBA-
MU (ppakTayioB: MacIITAOHOH WHBAPHAHTHOCTHIO (CaMOMoao0ueM) u GppakTaib-
HoMi pazmepHocThio (Mandelbrot, 1983; Weibel, 1991). ®paxTtansHas reomeTpus
MIPOBO3TJIAIIICHA TPUHITUIIOM AU3aifHa )KUBBIX opranu3moB (Weibel, 1991). Mac-
mTadHasi CUMMETPHUSI UIMEHYETCSl TAK)KE CUMMETpPHEH ogoous U CUMMeTpuei
pacmupenus (1Llyonukos, 1960; Betins, 2003; Ixan, 2006; Cteroapt, 2007; Yp-
MmanrieB, 2007; 3apenxos, 2009.)

MacmTabHOH cHMMeTpHel XapakTepHu3yloTcs (pakTalibHble, HepapXu-
geckue ¢opmbl (Mandelbrot, 1983; Jxan, 2006; Cteroapt, 2007). Tom (2002)
paccMaTpuBaeT QpakTajgbHbIC JUCKPETHBIE MHOXKECTBA (HarpuMep, Kantopa) u
BETBALIUECS MHOKECTBA KaK 0000IIeHHbIE KaTacTPO(bl CI0KHON MOpdonoruu.

BerBnenne (paxTanbHBIX CTPYKTYp — BaKHBIH MeXaHU3M MopdoreHesa
MHOTOKJICTOYHBIX )KHBOTHBIX M pacTeHHil. MaciitabHasi CHMMETpPHSI, CaMOIIO-
Jno0ue — TUIMYHas yepTa GppakTaibHOro MopdoreHnesa.

KonoHnanbHble UBOTHBIE C MOBTOPSIIOIIMMUCS MOAYJIbHBIMHU 3JEMEHTA-
MU — (paKTanbHble Opranu3Mbl. @paKkTaIbHbBIE CTPYKTYPbl OOBIYHBI HE TOJIBKO
JUTSL CEZICHTAPHBIX KOJIOHUAIBHBIX OPraHU3MOB. BHYTpH opranusma >KkuBOTHBIX
BETBAIIUECS CTPYKTYpHl He cTonb oueBuaHbI (Davies, 2005), HO y GOnbIINH-
CTBa MHOT'OKJIETOYHBIX )KMBOTHBIX OPIaHU3M 3aTI0JIHEH TAKUMHU BETBSIIUMUCS
(dpakTalbHBIMH CHCTEMAaMHU, KaK JIbIXaTebHASI, BBIJICIUTEIbHAS, KDOBEHOCHAS,
numdarnyeckas. POpMUPOBAHUE BETBSILUXCS OPOHXMAJIBHBIX (PpaKTaIbHBIX
JIEPEeBbEB — KJIaccuueckuid mpumep (ppakranpHOoro Mopdorenesa (Mandelbrot,
1983; Metzger, Krasnov, 1999; Fleury et al., 2005).

BerBnenne MakcuMHU3UpyeT OOIIYIO MII0IIATL KOHTAKTA MEKY CTPYKTYpOH
U OKPYKEHUEM U J]aCT YIaKOBKY 3TOH KOHTAKTHOH 00JIaCTH B MaJioM 00beMe,
T.€. OPraHM3M I0Jy4aeT HeKoTopoe (PyHKIMOHaIbHOE peumyiecTtso (Mcaesa
u op., 2004, Ucaesa, 2005, 2009; Davies, 2005; Isaeva et al., 2006; 2012). PazBeT-
BJICHHASI CUCTEMa OTPOCTKOB HEHPOHOB HCIIONIB3YETCs JIJIsl cOOpa M MHTETpalliu
curnanoB (Mcaesa u dp., 2004, 2006; Davies, 2005). Tononornvyeckue u gppax-
TaJbHBIE TPe0OpPa30BaHUs CKBO3HBIX JIUTEIHAIBHBIX CHCTEM B JBOIIOIUU U
Pa3BUTHUU MHOTOKJIETOUHBIX )KHBOTHBIX YBEIMYUBAIOT TLIONIA/Ib TIOBEPXHOCTH,
OTHENSAOUICH BHYTPEHHIOI CPEly OPraHH3Ma OT €€ OKPYKEHMs, TEM CaMbIM
CHOCOOCTBYS Jyullel aganTauuu opranusma. OpaxkTanbHble CTPYKTYPhl MOXK-
HO paccMaTpHuBaTh Kak ()yHKLIHOHAIBHO ONTUMHU3UPOBAHHBIN qu3aiiH Metazoa.
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Bce BeTBsmuecs OHONIOTHYECKHE CTPYKTYPhl TCHEPUPYIOTCS BapHUAIUSIMU
HEMHOTHX OOIIMX MeXaHu3MoB. [Ipocreiiiias Gopma — AMXOTOMHUYECKOE BET-
BieHue. Jlpyroil pacnpocTpaHeHHBI MEXaHU3M CO3JaHMs BETBSILUXCS OHO-
JIOTHYECKUX CTPYKTYp — CIHSHHE MEPBOHAYAIBHO Pa3JIENIbHBIX JJIEMEHTOB
(Davies, 2005).

BerBnieHre SmuUTENUANBHBIX TPYOOYEK B PA3JIMYHBIX BETBAX JKHBOTHOTO
MUpPa KOHTPOIUPYETCS KOHCEPBATHBHBIM F'eHETHUECKUM MexaHu3MoM (Metzger,
Krasnov, 1999; Warburton et al., 2000; Minelli, 2003; Fleury et al., 2005). buo-
JIOTHYECKUH anropuT™M (pakTaabHOro MoporeHe3a CXOACH y HACEKOMBIX U
XopnoBbIX. Kax bl 13 HECKOJNIBKMX Ha4YallbHBIX 11aroB BETBIICHHS] KOHTPOIU-
pyeTCst OTIIEIbHBIM I'€HOM, HO 3aTeM B X0Jie MOpdoreHes3a JIbIXaTeIbHON CHCTe-
MbI MJICKOITHTAIONINX H JPO30(UIbl HalJIeHAa MHOTOKPATHO MOBTOpPsIEMast SKC-
npeccusi TeHOB, KOMUPYOMKX (hakTop pocta GuOPOOIACTOB U €ro perenTop,
IpH MPOXOXKACHUU KaXKJIOTo IMocjefoBaTeNbHOro mara Betsienus (Metzger,
Krasnov, 1999; Warburton et al., 2000). Takoif aJiroOpuT™M MOCIEIOBATESIHLHOTO
pa3BUTHUs PpakTaIbHBIX MOAYIEH — dPPEKTUBHBIN Ty Th MOPOTreHe3a Ha OCHO-
BE OTHOCUTEIBHO CKATOM N€HETUYECKON IPOrpaMMBl.

HccnemoBaH MOBTOPSIEMBI, CaMOIIOMOOHBIH MOP(OTeHe3 BETBSIIINXCS JITH-
TEMHANILHBIX KAHAJIOB TacTPO-BACKYISIPHON cucteMbl crudomenyssl Aurelia
aurita, )a0OepHOU TpaxeHHON CUCTEMbI IMYUHOK MOJEHOK Siphlonurus immanis
u Parameletus chelifer, a Taxyke HEHPOHOB IIEHTPAJILHON HEPBHOW CUCTEMBI PBIO
Pholidapus dybowskii, Oncorhyhchus keta v Oncorhyhchus masou (Vcaesa u
op., 2004, 2006; Mcaesa 2005, 2009; Isaeva et al., 2006, 2012). CoemaHo 3aKiro-
YeHHe 00 aJJAlTUBHOCTH WM IBOJIOIMOHHBIX MPEHMYIIECTBAX OHOIOTHYECKOTO
¢pakranpHOro MopdoreHesa, obecrneunBaromero MoppodyHKIHOHATIBHYIO
MJIACTUYHOCTh M C)KAaTOE T'eHEeTHYeCKoe KoxupoBaHue. BaxkHas uepTa Qpak-
TaJbHOTO MOP(OreHe3a — ero IIaCTUYHOCTh, 00eCIIeUNBAOIas BO3MOKHOCTb
aJIaITUBHBIX PEaKIIWii, B YaCTHOCTH, TIOCJIC TIOBPEXK ICHUSI.

Hrtak, mOBTOpsieMOCTh MOP(HOTeHETHYECKIX COOBITHIA, aITOPUTM UTEPAIINH,
PEKYPCUBHOCTHU BechMa OObIUCH B PA3BUTHH.

QIIYKTYUPYIOIIAA ACUMMETPUA

Buosnornueckas cuMMeTpus BCer/ia HeCOBEpIleHHA. Y OuiaTrepalibHO CHM-
METPUYHBIX XKUBOTHBIX B TOW WJIM WHOU Mepe MposBIseTCS (IYKTYHPYIO-
masi aCHMMETPHS KaK U3MEHUYHBOCTEH B Ipenenax opranusma (3axapos, 1987,
Rasskin-Gutman, Izpisua-Belmonte, 2004). buonornveckue ¢paxraibHble
CTPYKTYPBI HEM30€KHO MPOSBISIOT CTOXaCTHYECKYIO BapuabeIbHOCTb, U CUM-
METpHS MOI00UsT OUOJIOTMYeCKUX (PAKTATBHBIX CTPYKTYP HEM30CKHO MOPOK-
naeT QIyKTYHPYIONYI0 aCHMMETPHUIO.

JIJst ONIeHKH COOTHOIICHUS TOPSJIKA U Xa0ca B OPraHU3aIUU CUCTEM BETBSI-
IIUXCST KaHAJIOB CITU(oMeny3bl Aurelia aurita v TAYMHOK TONEHOK Siphlonurus
immanis 1 Parameletus chelifer cpaBHUBaIUCh MAaTTEPHBI STHUX CUCTEM, Mpel-
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CTaBJICHHBIC B BUJE CTAaHAAPTHBIX (PPAKTAIBHBIX AECPEBHEB, B CUMMETPUUHBIX
yactax omgHoro opranm3ma (Mcaesa u np., 2004; Isaeva et al., 2012). B mopdo-
TeHe3€ BETBALIMXCS KaHAJIOB TacTpO-BacKyJISpHOW CUCTeMBI A. aurita TOJBKO
JIBa WIM TPU HadaJbHBIX IIara BETBJIEHUs CTEepeoTHNHBI. [lo-Buaumomy, cTpo-
ro JeTEPMUHHUPOBAHBI TOJBKO Camble 00IIHe MOPQOIOrHYecKrue YepThl pa3BH-
TUSl TaCTPO-BaCKYJISIPHOHN cucteMbl A. aurita: 4-mydeBas cuMMeTpusi, (Gopmu-
pPOBaHME BOCBMH BETBSIIMXCS M BOCBMH HE BETBSILIUXCS KaHAJOB, MEpBbIC 2-3
mra-ra BeTBieHus. CyliecTBeHHas YepTa MOCIEeAYIOIEro BEeTBICHNS KaHAJIOB —
BapualeNbHOCTh, BeAYIIasl K MPOSBICHUIO (uyKTyHupytomeil acummerpuu. OT-
YETIMBO BBISIBIISIETCS TPAHHIIA MEKTY MOPSIAKOM M Xa0COM B CTPYKTYpPHOM opra-
HU3aIlMU BETBSIIMUXCS KaHaloB A. aurita (Mcaesa u np., 2004; Isaeva et al., 2006,
2008). HeperymnspHoe, XaOTH3UPOBAHHOE BETBJICHHE KaHAJIOB TacTPO-BaCKy-
JISIPHOM CUCTEMBI A. aurita — CIEACTBUE aCHHXPOHHOIO M TOMOrpadUuecKH Ba-
puadenbpHOro pa3BuTHs HOBBIX BeTBel (UepHsbimies, Mcaesa, 2002). Hannune He-
CKOJIBKHX T1ap KaOepHBIX JICTIECTKOB Y KayK0HM TMUMHKHU TOJCHKH AT OOUIIbHBIH
Marepua sl aHainu3a GIyKTYHPYIOIIeH aCHMMETPHH AbIXaTeIIbHOW CUCTEMBI 1
CBHUJICTENIBCTBYET O HAPACTAIOMIEH Xa0THU3aIlMH BETBIICHHS TPaXEHHBIX I€PEBHEB.

Hrak, B X01€ OHTOr€He3a IPOCTPAaHCTBEHHAs U BPEMEHHAsI BaprabeIbHOCTb
BETBJICHUSI BO3PACTAET, pa3pyllas paglalbHy0 CHMMETPUIO KaXKI0Tr0 HHIUBU-
Jla Me1y3bl U OujaTepalibHyl0 CHMMETPHIO KayKOH JIMYMHKHU TTOJICHKH.

®paxTajJpHble CUCTEMbI OpraHu3Ma — CTPYKTYypHasi BU3yaln3alus, 3aluch
JWHAMUKH MOP(OTeHeTHUECKHX MPOIECCOB, BKIIOYAIOMIMX 3JIEMEHTHI Xaoca.
Kackan Oudypkanuil B mporecce BETBICHUS BEIET K HAPACTAHUIO HJICMEHTOB
Xaoca, pa3pyLIeHUI0 CHMMETPUH OPraHUu3Ma U MPOSIBICHUAM (PIIyKTyHUpyoieit
ACUMMETPHH.

JIETEPMUHAILI ST ACUMMETPHUU ITPABOI U JIEBOIM CTOPOH TEJIA

Pa3znmums npaBoii v 1eBOM CTOPOH Tesa OuaTepasbHO CHMMETPHYHBIX KHU-
BOTHBIX, BKJIIOUAIOIINE aCUMMETPHUIO BHYTPEHHUX OPIaHOB, IEHETUUYECKU [ie-
tepmunupoBanbl (Minelli, 2003). Opraabl TO3BOHOYHBIX PACIIOIIOKEHBI aCHM-
METPUYHO HE TOJIBKO BAOJIb MEpeaHe-3aJHeH U JOPCO-BEHTPAIbHOM OCei, HO
TaK)K€ W OTHOCHUTENIBHO OCH, Pa3JelisIIoleil JIeByI0 W MpaByl0 CTOPOHBI Tela
(Hirokawa et al., 2009; Schier, 2009). B pa3sBuTuu MIECKONMUTAIOIIUX JEBO-TIpa-
Bas och yctaHaBimBaetcs mociennei (Hirokawa et al., 2009). JlerepmunHarius
pa3 YUl JEBOW M MPAaBOW CTOPOH TeJla MJICKOIUTAOIINX BOBIIEKaeT MOp(ho-
(YHKIIMOHAJIBHYI0 ACHMMETPHIO KOMIIOHEHTOB JIBUTaTEIIbHON CHCTEMBI KJIETOK
(Hirokawa et al., 2009; Schier, 2009). KitrouoM K BBISIBIIGHHUIO MEXaHU3MA Pa3py-
HICHUSI CAMMETPHH JICBOW M MPABOM CTOPOH TeJla YeJIOBEKa MOCITY KM CHHIAPOM
KapTrarenepa, mpu KOTOpOM aKCOHEMbI PECHUYEK ¥ JKI'y THKOB JIMILICHBI JTHHEHU-
HOBOT'0 MOJIEKYJISIPHOTO MOTOpa, HEOOXOAUMOTO AJIsl HOABUKHOCTU PECHUYEK U
*KryTukoB (Baum, 2006; Hirokawa et al., 2009). [IpumepHO mmosI0BHHA ManiueH-
TOB C TAKUM CHHIPOMOM 00Jjiajiajia OpraHaMu, pacrojioXeHHBIMH B 00paTHON
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IT0 OTHOIIICHHWIO K HOPME OPHEHTAITUH (Situs inversus): JeTepMUHAIIMS JICBOH U
MpaBoil CTOPOH OKa3bIBasack ciryuaitHoit (Hirokawa et al., 2009).

Tak Ha3piBaeMblil y3enok (nodus), HeOoMbIIAs SIMKa, BPEMEHHO (HOPMHPY-
eMasi Ha CTaJluu racTpyJbl 3apofblliell MICKONMUTAIONUX 110 CPEAHEH JTHHHUH
BEHTPAJLHON MOBEPXHOCTH, TIOKPHITA AMHUTeNneM, BrIogaromum 200-300 mo-
HOLMJIMAPHBIX KJIETOK. PECHUYKM 3THX KJIETOK MOJBM)XHBI U HHTCHCUBHO Bpa-
maTces. BpamieHne HOAaNbHBIX PECHHYEK IO YAaCOBOM CTPENIKE T'€HEpUpYyeT
HaNpaBJICHHBII BJIEBO MOTOK BHE3aPOABIIICBON KHUAKOCTH, U 3TOT MOTOK pPas-
pylLIaeT CHMMETPHIO pa3BUTHUS MPaBOi M NeBOH cTopoH 3aponbima (Hirokawa
et al., 2009; Schier, 2009). Orcyrcrue KIF3, moroproro 6enka KIF3 cynepce-
MeHCTBa KUHE3UHOB, BeJET K yTpaTe pecHudek (Hirokawa et al., 2009).

Wrak, mOTOK HampaBisieMOHl HONAJIbHBIMH PECHHMYKAMH >KUIKOCTH T'EHe-
pUpYeT JEBO-NPABYI0 ACUMMETPHIO, YCTaHABIMBAs TPaJMEHT BHEKJICTOYHOMN
MOJICKYJISIpHOW curHaiu3auuu. ['ensl nodal n lefty, KOHTpOIUpYyIOLUIKE CIel-
UPHUKALUIO JIEBO-TIPABOM OCH, IKCIIPECCUPYIOTCS B JIEBOW JIaTepalibHOM Iiia-
cTuHKe Me3onepmbl. CurnanpHas cucrema Nodal TpeGyercs 1yt acHiMMeTprd-
HOTO MOp(QoreHe3a KUIICYHHKA U JOJICH JIETKUX; B OTCYTCTBHE CHTHAJIBHOTO
myti Nodal acummerpusi opranoB Tepsiercs. BzammoneiictBue Nodal/Lefty,
MO-BUAMMOMY, aMIUTUGULIHPYET MaJlble HauaJlbHbIC PA3IMUNs JICBOH U IPaBOH
cropoH (Hirokawa et al., 2009; Schier, 2009).

HccenenoBanue pa3aMyHbIX MyTaHTOB MBIIIHN MOKA3aJI0, YTO JIOKAJbHbIN Ha-
MpaBJIEHHBIN BJIEBO TIOTOK, TEHEPHPYEMBII BCETO JIMIIb JABYMS BPAIIAIONIHMUCS
PECHUYKAMHU, JOCTATOYEH [UIsl pa3pyILeHUs JIaTepabHON CUMMETPUN 3apOAbIIIa
Y MHUIMAIINA aCHMMETPHH JIeBOH | 1TpaBoii cTopoH (Shinohara et al., 2012). Dtu
PE3YNBTaThl CBUACTEIBCTBYIOT O BBICOKOW YyBCTBUTEIILHOCTH CHCTEMBI, CIIOCO0-
HOH pearupoBaTthb Ha 04eHb cllaOblii HapaBieHHbIH TOTOK (Shinohara et al., 2012).

VY npo3oduiel HEKOTOPbIe BHYTPEHHHUE CTPYKTYPBI, BKIIOUAsl KUIICYHUK U
TCHUTAJINU, aCHMMETPUYHBI ClieBa U CIpaBa. Pa3nuuus jeBoil u mpaBoil cro-
POH Tena Apo30(HUIIBI 3aBUCST OT OXHOW U3 MOTOPHBIX MOJIEKYJI HEMBILIEYHOTO
muo3uHa (Baum, 2006). CKpUHUHT MyTalui, BIUSIOMUX Ha Je()EeKTHl MeTIH
KHUILEYHUKA U PACTIOJIOKEHHSI TeHUTAIBHOTO AUCKA, BBISIBUJI CBSI3AHHBIN C aKTH-
HOM MoTOp Myo31DF, B oTcyTCTBHE KOTOPOTO 3TH CTPYKTYPBI pacroiaraiuch
Ha TTPOTHUBOIOIOKHOM cTopone (Baum, 2006).Takum 00pa3zoM, TeHETHYECKH Jie-
TepMUHUPOBAHHAS JIEBO-TIpaBasg acuMMeTpHs y Bilateria 3aBucut oT 1ienu co-
OBITHI, BKIIFOYAIONINX Y TIO3BOHOYHBIX U AP030(hUIEI MOP(HOPYHKITHOHATBHYIO
ACUMMETPHIO KOMIIOHEHTOB KJIETOYHOH OMOPHO-ABUTaTEbHON CUCTEMBI.

MOIVYJIAPHOCTD

Jlyist onucaHusi OTHOCUTENIBHO HE3aBUCHMBIX, QYHKIIMOHAIILHO B3aMMOJICH-
CTBYIOIIMX YacTel OpraHu3Ma BBEJICHA KOHIEIIUS MOy . MOmysb BXOJHUT B
MHTETPUPOBAHHBIM KOMITJIEKC OpPraHW3Ma W CIY)KHT €IWHUICH B Pa3BUTHU U
spostonnu (Gould, 2002; Minelli, 2003). MogyapHOCTh paccMaTpuBaeTCsl Kak
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HNPUHLIKII 3BOJIIOLUH, B COOTBETCTBUH C KOTOPBIM HOBBIE CIO)KHBIE CTPYKTYPBI
MOT'YT CO3/1aBaThCs yTeM KOMOMHATOPHKH YXKE CYIECTBYIOLINX MOIYJICH.

[IpencraBnenne 0 MOAYISIPHOCTH MTPOLIECCOB OHTOreHe3a Oa3upyeTcs Ha OT-
KPBITUM TUCKPETHBIX aBTOHOMHBIX €IWHUI] SMOPUOHATILHOTO Pa3BUTHS y 3a-
poxnsimeit mopckoro exa (Raff, Sly, 2000) n He3aBUCHMOCTH pa3BUTHS OIpe-
JEJICHHBIX YacTel 3apojplilia, HAIpUMEp, TOYKU KOHEYHOCTH, 3a4aTKOB 3y0OOB
(Gilbert, 2006). JIncconmmpyemple MPOIIECCHl OHTOTEHEe3a MOKHO TPE/ICTABUTh
B BUJIE JUCKPETHBIX OJOKOB, MONYJIEH, CHOCOOHBIX U3MEHSTHCS, MAJIO 3aTparu-
Bas TPU 3TOM JIpyTHE COOBITHSI OHTOI'€HE3a; OT/AENbHbIC 3JIEMEHTHl pa3BUBAIO-
HIErOCsl OpraHu3Ma TaK)Ke€ MOYKHO TPEICTABUThH B BUJIE JIUCKPETHBIX MOJYJICH,
CIOCOOHBIX K N3MEHEHUIO.

OTHOCUTENbHAS aBTOHOMUS, MOIYJSAPHOCTH OTAEIBHBIX CTaAMM M NPO-
LIECCOB Pa3BUTHUS JAET BO3MOXHOCTH (POPMUPOBAHMS B XOHE IBOJIOLUHU KH-
BOTHBIX PA3HOOOPA3HBIX MJIAHOB CTPOCHUS M TUIIOB Pa3BUTHS. MOIYISIPHOCTD
Y TIOBTOPSIEMOCTH 3JIEMEHTOB CO3J]aeT OCHOBY JIJIsl AUBEPICHIIMH C COXPAHEHU-
eM MpeXHUX QyHKIHA 1 TPHOOPETEHHEM HOBBIX, UTO CIYKUT (PyHIaMEHTOM
SBOJIIOIIMOHHBIX M3MEHEHNH JII0060ro MacmTada. Bo3sMOKHBEI TpaHCchopMaIus,
BCTaBKa, JeJIeLysl, 3aMEIleHHe CTYIIeHeH pa3BUTHsI, MOJU(DUKALUS PA3BUTUS
OTHOCHUTENIBHO BPpEeMEHH (T€TEPOXPOHHUSI) U MecTa (TeTepOTONHS), IEPEHOC IBO-
JIOUOHHBIX HOBIIECTB B Jpyrue (as3sl ku3HeHHoro mnukia (Scholtz, 2008).
OmnpeneneHsl TP OCHOBHBIX CIIOCO0a 3BOIOIIMOHHBIX TTPeoOpa3oBaHUil OHTO-
reHesa: quccornuanus (pa3o0ieHne) COOBITUH U TPOIIECCOB WHINBUTYAIHHOTO
Pa3BUTHSI BO BPEMEHH U IPOCTPAHCTBE, IyIUIMKALUs, yMHOXKEHUE YacTeH ¢ 1o-
CIIEAYIONIEH AUBEPreHIMe 1 KOONTAlUs CYLIECTBYIOLICH YepThl JJIsl BBIIIOJ-
HEeHHs HOBOH cTpyKTypsl ninu pynkuuu (Raff, Sly, 2000). Haubosee nzsectnas
¢dopma nTucconuanuu — reTepoXpoHusl. YMHOXKEHHUE (IyIUTHKALHUsI, TOTUMEpH-
3a1Msi) TOMOJOTHUHBIX YacTel Tella BhIICICHO B KAYECTBE OJHOTO U3 BasKHBIX
MPHHIIMIIOB 3BOJIONMOHHBIX TPeoOpa3oBaHUll TUIaHA CTPOCHHS >KHBOTHBIX
Horenem (1954).

MopnyasiMu paHHET 0 pa3BUTHS MOT'YT OBbITh KJICTOUHBIE INHUH, 3apO/IbIIIe-
BbI€ JIUCTKH, MOP(QOreHETHUECKHE MOJIsl KaK TEPPUTOPHUH T€HHOH SKCIIPECCHH;
B OoJiee MO3/HEM Pa3BUTHH 3TO MOBTOPSIONIMECS CTaHAAPTHBIC YaCTH MHO-
IUX CIOXHBIX CTPYKTYp, HapuMep, KJIETKH PECHUYHOIO IIHYypa JTUYUHOK,
pombomeps! U mo3BoHKHK y mo3BoHOUYHBIX (Raff, Sly, 2000; Winther, 2005).
CTpyKTypHO-(QyHKIMOHAIbHBIE MOILYJIH CIyXaT CTPOUTEIbHBIMU OJOKaMHU
OpraHu3Ma: CerMEeHTHI C OCEBBIMU CTPYKTYypaMH M IpHUIaTKaMH, Oojiee KpyI-
HBIC MOJYJIU (TarMbl) YJICHUCTOHOTUX — TOpakc, abaomeH (Wagner et al., 2005;
Winther, 2005). Mopdonorudeckoe pazHooOpasue B mpejeinax TUIA YJICHU-
CTOHOTHX — CJICJICTBHE BapHaOeNbHOCTH YHCIa CETMEHTOB, MATTEPHA Tarm,
criennaan3aniy CerMeHToB M uxX mpumatkoB. Xoma (Hall, 2000) paccmatpu-
BaeT HEPBHBIN I'peOEHb [TO3BOHOYHBIX KaK YETBEPTHIH 3apOIbIIIEBbIH JTUCTOK.
CornacHo XoJiuly, Me30[epMa W HEPBHBIH TpeOCHb MPEICTaBIAIOT COOOM
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BTOpPHUYHBIC 3apoiabliieBsie TUCTKH. MuHemn (Minelli 2003) mpeamoaraer,
YTO KOHEUYHOCTH — 3BOJIOLHUOHHBIC TyIUIMKAThl OCHOBHOW OCH TeJja, JUIICH-
HbIE SHTOACPMBL.

MonynapHOCTh MOBCEMECTHA: OPraHM3M BBICIIUX >KHBOTHBIX MOCTPOCH
MOAYJISIPHBIM 00pa3oM; KapTHPOBaHHE T€HOTHUII-PEHOTHII MOAYJISPHO; Mexa-
HU3MBbl Pa3BUTHS BKJIIOYAIOT MOAYJSIPHBIE €JUHUIIBI, MOZOOHBIE 3JIEMEHTaM
netckoro koHcTpykTopa (Kirschner, Gerhart, 2005). B sBomtoninu oHTOTeHE30B
CTaHAapTHBIE YaCTH MCHOIb3YIOTCS HEOIHOKPATHO, HOBBIE T€HBI HE M300peTa-
I0TCSl KQXKbIH pa3 mpy U3MEHEHUH Pa3BUTHSI, IPOUCXOAUT MoAu(uKauus OT-
HOCUTEJILHO MaJIoro 4yucia peryiastopubsix reHos (Raff, Sly, 2000).

[MonmaMOpHOHUST KaK pa3BUTHE IEJIOTO 3apOjbIlia M3 OIHOTO M3 PaHHHUX
OracToMepoB, T.e. OecToioe pa3MHOKEHNE Ha paHHEH YMOPHOHATLHON CTaIHH,
M3BECTHA y MPEICTABUTENEH HECKOJIbKUX PA3IMYHBIX TAKCOHOB YXHUBOTHOTO
mupa (Craig et al., 1997). lns noansMOpHOHNH XapaKTepHa MHOIOKpaTHAsI 10-
BTOPSIEMOCTb cTaiuu ApobieHus. [lonmamOpronus Kak BCTaBKa 6eCroioro pas-
MHOEHUsI, 0JacToreHes3a B MpoLecc PAHHET0 PAa3BUTHSI H3MEHSET MPOLIECC M-
OpuoreHesa Ha CTaJInU JPOOICHUS M pa3pyIiacT OTHOCUTENbHBIN KOHCEPBATH3M
SMOPHOHATHLHOTO Pa3BUTHSI.

IIpocTpaHcTBeHHAs W BpPEMEHHAs MOAYJISPHOCTb OPraHM3MOB — Ba)KHBIN
aCIeKT pa3BUTUA W 3BOJOUUU. [IOBTOpeHHE MOLYJISIPHBIX CTPYKTYp OIlpe[e-
JSET TPAHCISUOHHYIO CHMMETPHUIO METaMEPHBIX OpPraHM3MOB M MaclITad-
HYI0 CHMMETPHIO OMOJIOTHYECKUX (DPAKTANBHBIX (TOUHEE, KBa3Hu()paKTaIbHbIX)

CTPYKTYD.
KAPTUPOBAHUE 'EHOTUITIA B CUMMETPHUIO OPTAHU3MA

B xone oorenesa renHast SKCIpeccHsi KapTUPyeTcs B KOPTHKAIbHOE MOP(O-
TEHETHYECKOEe TI0JIe, CO3/]aeTCsl BHETCHOMHAsI pa3BepTka MOP(POreHETHIECKOM
nH(pOpMaINHY, ONpPENEAIONe MPOCTPAHCTBEHHO-BPEMEHHONW MOPSIOK COObI-
TUH paHHETO Pa3BUTHSL.

Co3naBaeMasi B XO7I¢ OOr€HE3a PEryJsiTopHas HHPOpMaIus JOHOCUT oce-
BYIO apXUTEKTYpY JI0 B3pOCJIOro OpraHu3Ma, ONpeJesis ero 0OCeBOl MaTTepH.
N3BecTHO, 4TO TeHBI ceMeCcTBAa Hox KOHTPOIUPYIOT PErHOHAIBHBIE PA3IUUNSL
TCHHOMW DKCIIPECCUH, TPAHCIUPYEMBIC 3aTeM B MOP(OJIOTHUECKUE pa3TuIHs 3a-
pozblIIa, CerMEHTaluIo0 Tejaa U GOpMUPOBAHUE Pa3HOOOPA3Usl CTPOCHUS Cer-
MeHTOB. Hanpumep, nartepH 3aponbiiua 1po30¢puiisl GopMHUPYETCs KaK pe3yib-
TaT aKTUBHOCTH KacKajJa I'eHOB, YCTAHABIMBAIOIIUX IJIaH TeJla BJIOJb Nepel-
He-3a/IHell U A0pCO-BEHTPAJIBLHON oceil. 'paiueHThl KOHIEHTpau OeITKOBBIX
MPOAYKTOB bicoid N HECKOJIBKUX JAPYTUX MATEPHUHCKUX HOX-T€HOB — JIETEPMHU-
HAHTOB MEPEIHEro U 3aHETO KOHIIa, CIUHHOM 1 OPIONIHOM YacTel Tena — 1aioT
nHGOPMALINIO TEHOMY KJIETOK 00 MX IOJIOXKEHUHU B CUCTEME 3apOJblila, AeTep-
MUHUPYs KJIETOUHYIO0 cynpOy. Ilocie onnomoTBOpeHHsI M MPOXOXKICHHUS He-
CKOJIBKUX IIMKJIOB SIJICPHBIX JEICHUH 3TU (PAaKTOPhl TPAHCKPUIILUHU IIEpeMellia-
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eTCsl M3 MUTOIUIA3MBI B SI7Ipa KJIETOK W TaM B3aUMOJEHWCTBYET C PErysTOPHEI-
MU TIOCJICIOBATEIBHOCTSIMU I€HOB-MUIIICHEH. beTkoBbIe MPOIYKTHI T€HOB ATOM
CTYIICHHU PETyJISTOPHOTO KacKaja B CBOIO OYepe/ib KOHTPOIUPYIOT aKTHBHOCTD
IFE€HOB CIIEIYIOUIMX YPOBHEH, ompeaensiiomux cermeHrtamnuto. llocnenyronuii
9TaIl 3TOr0 KacKaja — ACTCPMHUHALMS PA3THINN MEXKIy CETMEHTAMHU — 3aBH-
CUT OT (QYHKIIMOHUPOBAHHS TOMEO3UCHBIX T€HOB-TIEPEKIII0UaTeN el KOMITJIEKCOB
Antennapedia u Bithorax (Niisslein-Volhard, 1991; Gilbert, 2006).

KonuHeapHOCTh MPOCTPAHCTBEHHOTO TMOPSIKA PACIONIOKESHHS TeHOB Hox-
KJIacTepa BIOJb XPOMOCOMBI U MIPOCTPAHCTBEHHO-BPEMEHHOM MOCIEI0BATEIb-
HOCTH HX DKCIIPECCHH TI0 NepeaHe-3aHe OCH 3apojbllla, T. €. COOTBETCTBHE
MEXIy TO3WIMEeH TeHa B KJIACTepe W MECTOM M BPEMEHEM ero JKCIPECCHH
B pPa3BUBAOIIEMCS OpPTaHHM3Me, OIpeNesieT PerHOHANbHBIE PAa3Iudus BJOJb
nepeaHe-3aaHei ocu Tena 3apoabiima (Lewis, 1978; Akam, 1998; Minelli, 2003;
Manuel, 2009). KonuneapHocTh 3kcripeccuu Hox- reHoB (OpMHpPYeT OCHO-
BY JUIsl CO3J[aHMsI BEKTOPHOI'O TpajMeHTa MO3UIMOHHON MH(OpMALUU B MPO-
1ecce MHAUBUIyaIbHOTO pa3Butus (Akam, 1998). fBneHuHe KOJIUHEAPHOCTH
Hox-reHOB — €IWHCTBEHHBIN OJHO3HAYHBIA MPUMEp OTOOpaKeHHS, TIEpeHOCca
MPOCTPAHCTBEHHOTO TIOPSIAKA PACIIONIOKEHUS TEHOB B IMPOCTPAHCTBEHHO-BPE-
MEHHOH TIOPSIIOK UX SKCIIPECCHH U OCEBOH MaTTEePH 3apOIbIIIIa.

OyHKIHS PETHOHAIM3AIUN, KOHTPOIs Hox-TeHaMH OCEBOTO IaTTepHa
BIIOJIb TIEPEJHE-3aJIHEW OCH TMOKa3aHa JJis MPEICTaBUTENECH BCEX TPEX IBOIIIO-
LIMOHHBIX BETBEH OMIIaTEpaIbHBIX KUBOTHBIX M, BEPOSTHO, ObLIa IIPUCYIIA HUX
obmum mpenkam, Urbilateria. [Ipeanonaraercs, 9To TyIUIMKALHS TIPETKOBOTO
Kyactepa reHoB ProtoHox ¢ o0pa3oBaHHeM JABYX MMapajorMYHBIX T€HHBIX KJla-
crepoB Hox u ParaHox mociykuina réHeTUYEeCKOH OCHOBOM BO3HUKHOBEHUS
W JMBEPreHIINKM OUJIaTePaJIbHBIX TPEXCIOWHBIX KUBOTHBIX. Ha OCHOBe Takoii
JIYTUTUKAIMK U BRIPAOOTKH MEXaHU3Ma YOS IOUCHHON aKTUBAIIUU I'eHOB Hox-
KJIacTepa CTajl0 BO3MOXKHBIM IOCTPOEHHUE Tella KPYITHBIX, CIIO)KHO OpPTaHHU30-
BaHHBIX )KHBOTHBIX. B X0/1€ 9BOIONNH TO3BOHOYHBIX TPOU3OIILIO YBEIUUCHHE
yucia Hox KIlacTepoB B pe3yJibTaTe HECKOJIBKUX IMOCIEI0BATEIIBFHBIX PayH]IOB
JMYTUTUKAIIMA BCETO T'€HOMAa — YETBHIPEXKPATHOH Yy Ha3eMHBIX IMO3BOHOYHBIX
¥ MHOT'OKPaTHOHM B DBOJIOIHMH PBIO, C YTpaToil OTAETbHBIX HOX-TEHOB B pas-
nuyHbIX Kiactepax (Holland, 1999; Minelli, 2003; Davidson, 2006; Kopuaruxa
u nap., 2010). Konpuarele yepBH, YICHUCTOHOTHE W XOPIAOBBIE O0JANAIOT KJla-
crepaMu Hox-TeHOB, BKJIFOUAIOIINX PsJI OPTOJOrHYHBIX TeHoB (Minelli, 2003;
Davidson, 2006). KonuHeapHOCTh HE MOBCEMECTHA: y pslia MpeICTaBUTEICH
Ecdysozoa, a Takxke 000JI0YHHKOB M UTJIOKOXKUX B TOW WJIM HHON Mepe yTpade-
Ha aHLecTpalibHas opraHu3anuu kinactepa Hox-renoB n ux ¢yHkuouil (Akam,
1998; Minelli, 2003; Manuel, 2009; Kopuarusa u ap., 2010). Tem He mMeHee, op-
TaHU3AIMS YIOPAIOUYEHHOTO Kiactepa Hox-reHOB, BEPOSTHO, JYUIIUH KITI0Y
K TOHWMaHHIO OCEBOT0 TIJIaHa CTPOEHUA Tena. MTak, mpocTpaHCTBEHHOE pacIio-
noxxeHue (oceBas cuMMeTpHsi) Hox-reHoB B kiactepax y Annelida, Arthropoda,
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Chordata kapTupyeTcs B TaTTEPH UX IKCIIPECCHU U OCEBON MATTEPH Oy yIIEro
skuBoTHOTO (Minelli, 2003).

I'enepanust oceBoli MoNIpHOCTH OUIIATEPATIBHBIX )KHBOTHBIX BOBJICKACT TaK-
JK€ KOHCEPBATUBHBIE CUTHAJIbHBIE cucTeMbl Wnt, BMP. Bo3M0xkHO, aHUMaJIBHO-
BEreTaTUBHAS U IOPCO-BEHTPAJIbHASA OCH BOSHUKIIU B PE3yJIbTaTe MyIUTUKANA
eIuHON aHTecTpaabHOU ocu (Manuel, 2009).

B nienmom xapTupoBaHue reHOTHII-(DEHOTHT OTIOCPEIOBAHO CIOKHBIMH B3aH-
MOJICHCTBHUSIMU T€HHBIX TTPOAYKTOB, KJIIETOK U KJIETOUHBIX CHCTEM B IIPOLIECcax
pasutusi. CBsi3b MEXIAy reHaMu U (DEHOTUIIOM — CJIOKHAS HEJIIMHEWHas CeTh
CUTHAJIBHBIX CHUCTEM M TPAaHCKPUIILIMOHHBIX perysstopoB (Davidson, 2006).
DTa HeIWHEHHas 1eNb COOBITUH BOBJICKAET IUICHOTPOITHIO, TPOIIECCHI CaMOOP-
raHu3anny, GU3NIEeCKUE CUITBI U KITFOUEBhIC BIUSHUS BHenTHEH cpeasl (Wilkins,
2002). Pa3zBuTHE 3aBHCHUT HE TOJBKO OT TEHETHYECKOM, HO M KJICTOYHON MaMsTH
(Minelli, 2003).

OU3SNYECKHUE U TOIIOJIOI'MYECKUE ®AKTOPLI
CTAHOBJIEHM I OCEBOI CUMMETPUU

ITomMmuMO GHOTIOrMUYECKUX 3aKOHOMEPHOCTEH, ONpeNeIISIFOINX HAIPABJICHHS
U OorpaHuveHus Mopdorenesa, Hen30eXHbI ero (pU3nYecKUe U TOMOJIOTHUECKUE
orpaHuyeHusl. buonornueckue cUCTEMBbI — CIOKHBIE CUCTEMBI, IOHUMaHUE KO-
TOPBIX HE PEAYIHPYEMO K OCHOBHBIM 3aKOHaM (M3MKH M XUMHUH, TeM HE Me-
Hee, 9TH 3aKOHBI HANPABIISIIOT U OrPAaHUYMBAIOT OHOJIOTHYECKHI MOP(OTeHes.
OO0rmre mTpuHIUIB (PU3UKH, TEOMETPUH U TOTIOJIOTHH TTPHMEHUMEBI K ONOJIOTHH
(Bouligand, 1996; Isaeva et al., 2012). ['eomeTpus 3apoasia HeceT HHPOpPMa-
LUI0, HE PEAYyUHPYEMYIO K APYTHM YPOBHSAM; MEXaHO3aBUCHMOCTDH SIBIISICTCS
Ba)XHBIM OI'PaHUYCHUEM B pa3BUTHH opranusma (Beloussov, 2012).

B coorBerctBun ¢ npunnunom [leepa Kropu mpocnexuBaercs 3aBHCH-
MOCTH OPHEHTAIIMH OCHOBHBIX OCEH OpraHm3mMa OT BEKTOPOB (PH3UIECKUX MOJICeH
okpyxeHusl. CUMMETpUs KUBBIX OPraHU3MOB OIPEAEIACTCS CHMMETPHEH BO3-
neiictBuil (3apenkos, 2009). CeneHTapHbIC )KUBOTHEIE, PAa3BUBAIOIINECS HA O]
HOM MecTe, 00J1a1al0T OOBIYHO pajinaibHON CUMMETpHUE, MOJ00HO OOIBIINH-
CTBY pacTeHuil. ['paBuTaLs BBI3BIBAET IOSBJICHUE PA3IMUUN MEXAY BEpXHEHN
Y HIDKHEH, JOpCalbHOM M BEHTpaiabHOU cTopoHamu Tena (Beitns, 2003; [ap-
nuep, 2007). Y MOnBMKHBIX )KUBOTHBIX HEN30EKHO MOSBIISIIOTCS OCOOCHHOCTH
CTPOEHHMS, OTIMYAIOIINE NIEPEIHIO CTOPOHY OT 3anHei. Ilepenne-3annsis och
COOTBETCTBYET HAIlPABJICHUIO JBMKCHHMSI, C JIOKAJIM3alUel pTa, MO3ra, Ii1a3
JIPYTUX CEHCOPHBIX OPraHOB B MEPEAHEH 4acTH, TOTAA KaK J0PCO-BEHTpalbHAs
0Chb OPHEHTUPOBaHA B COOTBETCTBHH C BEKTOPOM TI'DAaBUTAIUH, C OOpaIllCHHOM
K cyOcTpaTy BeHTpajabHOH cToponoi (Minelli, 2003; Manuel, 2009). 3epkasb-
HO-CUMMETPUYHOE PACIIOJIOKECHUE OPraHOB ABMIKCHMS aeT NPEeUuMYyIIecTBa
IUTST IPSIMOJIMHEHHOTO ABHMIKCHMSI, TIO3TOMY KOHEYHOCTH MOAUYMHSIOTCS Ouila-
TepaJIbHONH CUMMETpHH OoJiee CTPOro, 4eM BHyTpeHHHE opraHsl (Beitib, 2003).
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Bo3MoxHO, 3TO 00BICHSAET BEIMHpPAHHE APEBHUX OMIJIATEPUN CO CKOJB3SIICH
CUMMETpHUEl cerMeHTauuu. Mrak, 1isi akTUBHOTO NEpeMeleHusl Heooxoauma
BEKTOPU30BAHHOCTh CTPOCHHUS TeJa; OPHEHTAIMsl OCHOBHBIX OCei opraHu3ma
COOTBETCTBYET CUMMETPUN (PU3MUECKUX MOJCH M IPaHUYHBIM YCIOBHSIM O0OH-
TaHUs Ha pasjene pusndeckux das.

[lonspHOCTh 3apofpbllia yCTaHABIMBACTCS U 0e3 BHEUIHMX (DU3NYECKHUX
BozzeicTBrit (3apeHkos, 2009), B Ononormdeckom MopdoreHese HabIOMaeTCs
Y SHAOTEHHOE BO3HMKHOBEHHE HOBOHM cMMMeTpuu; npuHuun Kiopu neiictByet
B niepronbl HectabuinbHOCTH (Beloussov, 2012). Ilpu onpeneneHHBIX KpUTHYE-
CKHX, HEPAaBHOBECHBIX YCIIOBUSX JEHCTBUE QU3NUECKUX (HAKTOPOB MOXKET CTa-
HOBHUTBCS OTIPEICIISIONIAM JTU00 TUMUTHPYIOMHUM (hakTopoM. TakoBa pois rpa-
BUTALMM B CTAaHOBJIECHUHU JOPCO-BEHTPAIbHON MOJSPHOCTH Y aM(puOuil nTui,
BO3/ICHCTBHE IPaIUCHTA OCBEILEHHOCTH Ha MOJISPU3ALNIO 3UTOTHI (YKOHAHBIX
Bogopocineit (Mcaesa, 1994, 2005). Ilpumepom ¢uzndeckoro BIUSHUSA, ACTEP-
MUHHUPYIOIIET0 aCHMMETPHIO MPABOW U JIEBOW CTOPOH Tejla TIO3BOHOYHBIX YKU-
BOTHBIX, CITYKUT HalpaBisieMblii OMCHHEM PECHUYEK BEKTOPU30BAHHBIN MOTOK
xuaKkocT. [TomoOHast 3aBUCHMOCTh OCEBOW MOJISIPHOCTH 3apOJIbIIa B 3aBHCH-
MOCTH OT BEKTOpa (PU3MUYECKOI0 BO3ACHCTBHS AEMOHCTPUPYET MUMIIPUHTUHT
(GHU3NUECKUX TI'PaJUCHTOB Cpelbl OHMONOTMYECKOM CHCTEMOH B COOTBETCTBHUHU
¢ npunnunoMm [1. Kropu: cummeTpust Bo3aelcTBri cogepkutes B dhdexrax.

Konuenmuu Tononoruu u GpaxTaibHON reOMETPUN OBIITH TPUMEHEHBI HAMU
JUISL MHTEPIpeTallud JUHAMHUKA TpaHCOpPMAIUA CHUMMETPUU B DBOIIOIUU
1 OHTOTE€HE3¢ MHOTOKJIETOUHBIX KUBOTHHIX (Isaeva et al., 2008, 2012; Presnov
et al., 2010). Ha cyOxneTO9YHOM, KJIIETOYHOM M HAAKJIETOYHOM YPOBHSIX OHOJIOTH-
YeCKOW OpraHu3allii FeTEPOreHHOE paclpeeieHue CTPYKTYPHBIX KOMIIOHEH-
TOB, HOHHBIE TIOTOKH ¥ TEHEPUPYEMBIE UMH DJICKTPUUYECKHUE TTOJISL, OIS MEXaHHU-
YeCKHMX HATSHKCHUH, HAITPABJICHHOTO KJIETOYHOTO JABHIKCHHUSI U T.JI. TIPOSIBIISIIOT-
csl KaKk CKaJIsipHbIe, BEKTOPHBIC TOJIS | TI0JIS HanpasieHuid. Hanmpumep, TpaHc-
KJICTOYHBIC NOHHBIE IIOTOKH ICHEPUPYIOT NIEKTPHUUECKUE I10JIs HA KJICTOYHOM
U TKaHEBOM YPOBHSX; OceBas IMOJIIPHOCTh OOLUTA U SAHLA JEMOHCTPUPYETCS
B BHUJAE TPAHCKJIECTOUYHOIO HOHHOTO IOTOKA, F€HEPHPYIOILETO BHEKIETOYHOE
anekrpuueckoe noie (Nuccitelli, 1984). [IpocTpaHcTBeHHast OpraHU3aIUst MOP-
(oreHeTHYECKHX TOJIEH aHAM3UpYyeMa B TOMOJOTHYECKUX TEPMUHAX, U TOIO-
JIOTHYECKUH SI3BIK MOXKET JIaTh IIPH ATOM aJICKBATHOE OMUCAHHUE OMOJIOTHYECKO-
ro mop¢orenesa. Hen30e:xHOCTh TONMSIpHU3AIINH SHIIEBON KJICTKH KaK BO3HHK-
HOBEHHE TOIOJOIMYECKON CUHTYJISIPHOCTH BEKTOPHOI'O MOJs Ha cdepe clienyeT
n3 teopemsl Ilyankape-Xonda. CormacHo 3TOH Teopeme, BEKTOpHOE I0Jie Ha
cdepe Hen30eKHO UMEET, 10 KpaliHel Mepe, OIHY CHHTYJIIPHOCTB — TOUKY C HY-
JICBBIM 3HAUCHHEM TOJIsl. DTa CHHTYJISPHOCTH pa3pyliaeT chepuIeckyro cuMMe-
TPHIO TIOJISI, TOApU3yH sAineByto chepy (Presnov et al., 2010; Isaeva et al., 2012).

Oomnna3MaTHUYeCcKylo Cerperanuo MOXHO paccMaTpUBaTh Kak 0TOOpaske-
HUe, KapTupoBaHue mmapa Ha ce0s xe (Presnov et al., 2010). Cornacuo Teo-
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peme bpayapa, mo0oe HempepbIBHOE 0TOOpaKEHHUE Mapa B caMo ceOst UMeeT
¢ukcupoBaHHYI0 TOUKY. DUKCHpPOBaHHAS TOYKA HEMPEpPHIBHOW nedopmarun
AUIIeBON cepbl — ITO CHHTYIISIPHAS] TOYKA BEKTOPHOTO TIOJISI CMEIEHHUs KOP-
THKaJIbHBIX KOMIIOHEHTOB. TakuM 00pa3oM, JIOKaJIBHBIM MOPSAI0K MTPOHUKHO-
BEHHS CIIEPMHUS U OOMNJIA3MAaTHYECKOW CErperanuy CBS3aH C WHTETPAIBHBIM
MOPSAIKOM U CUMMETpHUEH si1ia.

JpoGenre 3UToTHl CO3/aeT MATTEPH KIETOYHBIX KOHTAKTOB Ha IMOBEPX-
HOCTH 3apoJbllia — JUCKPETHOE MOP(HOreHeTHYECKOe MoJIe C HEM30EKHO NpH-
CYTCTBYIOIIMMH CHHTYISpHOCTSIMH. [lo3uionHass mHPpOpMaIus TUCKPETHOTO
MOP(OreHETHUECKOTO MOJIsl HA IOBEPXHOCTH JAPOOSIIErocs 3apoJibliia orpee-
nsercs TeopeMoil I'aycca-boHHe Kak CBSI3p MEXy JIOKAJIBHBIM U HHTETpajb-
HBIM TIOPSAKOM. YHCIO COCeMHHUX KIETOK KaKOW-THOO KJIETKH TUCKPETHOTO
MOP(HOTEHETHYECKOTO TIOJIS — JIOKATBHBIN MOPSIOK TOTO TOJIA, a 00IIIee YUCIIOo
BEpIIUH, peOep U rpaHeid rpada 3TOro mojsi — ero MHTErpajbHbIi nopsaok. Te-
opema ["aycca-bonne onpenenser IuCKpeTHYIO KJIeTouHyo KpuBusny (I 'aycco-
By kpuBH3HY) (Presnov et al., 2010). Ecnu cymMmMa npuiierarommx rpaneit oomnee
6, KpUBH3HA TPAaHM CTAHOBUTCS OTpHIAaTeIsHONH. Ha moBepxHOCTH 3aposbiina
HEN30eKHO BO3HHUKAIOT KIETKH OTPULIATEIHHON W TOJOKHUTEIBHOW KPUBU3HBI.
[MoctynupoBaHa Kay3alibHasl CBS3b MEXKy OTPHUIATEIBHOW KPUBU3HON OBEPX-
HOCTH KJIETKH M MOCIETYIOIUMUA MOPHOreHETHIECKUMH KIETOUHBIMH JIBHKE-
HUSAMH Ipu racTpyisnuu. [To kpaliHeil Mepe, y HEKOTOPBIX JKUBOTHBIX JIOKaJIU-
3a1ys MHBAaruHAIWU (MJIH UMMUT DALMY, TIOTPYKEHHUS KIJIETOK) TPU TacTpyJis-
MW COBMAJAET C PACIIONIOKEHUEM CHHTYISPHOCTH OTPHUIATENFHON KPHBU3HEI,
T.. KJIETKH C BBICIIMM 3HAY€HWEM YHWCJIa CTOPOH, HAa BETeTaTHBHOM TIOJIOCE,
TOTJ]a KaK Ha aHMMAaJIbHOM IIOJIFOCE PACIIOJNIOKEHBI MOJIOKUTEILHON KPUBU3HBI
(Presnov et al., 2010). [TosiByiieHne 6IaCcTOMEPOB APOOSIIECTOCs 3apOIbIIIa C pa3-
JIUYHBIM YUCIIOM CTOPOH O3HAuaeT pa3pylIeHne CUMMETPUH JUCKPETHOTO MOp-
(OreHeTHYEeCKOro OIS,

DBOIOIIMOHHBIE TPE00Pa30BaHN I MHOT OKJIETOYHBIX )KUBOTHBIX MOT'YT OBITH
MIPEJICTaBICHBI KaK TOMOJOTHYECKHE MOAUPHKAIIUN STUTEINATHFHON TOBEPXHO-
ctu Tena. B apontoniun Metazoa MbI HAXOAMM HECKOJIBKO TOMOJIOTMYECKUX TPaHC-
¢dopmaruii (Isaeva et al., 2006, 2008, 2012). Bo3HUKHOBEHNE CKBO3HOTO KHUIIICY-
HUKa — TOIOJOTNYECKOe MPeoOdpa3oBaHNe BaKHOTO IBOIIOIMOHHOTO 3HAUCHHS,
JIaBIIasi BO3MOKHOCTh BEKTOPH30BAHHOW Au(depeHnanuy KUImeqHol TpyoKu
U Jydlled yTUIU3aluu MUTAHUS U3 OKpYKarolled cpelabl. DnuaepMaibHbIi
U KHUIIEYHBIM SOUTEIUN, SMUTEIUNA ABIXaTEIbHOH CHCTEMBI, LIEIOMHUYECKOM
CHUCTEMBI — MOTPAaHUYHBIE TKaHU, OTICIAIONINE BHYTPEHHIO Cpely OpraHM3-
Ma OT Hapy»XHOW OKpyxarolied cpesl. Tomosoruveckue TpaHchopManuu mo-
BEPXHOCTH TeJIa B 3BOJIIOIIMM MHOTOKJIETOUHBIX )KUBOTHBIX BEJIH K YBEITUUEHUIO
MJIOMIAIN AIUTETNATBHON MOBEPXHOCTH, YTO ONTHMH3HWPOBAIIO paclperaese-
HUE MTOTOKOB, HAIIPABJICHHBIX W3 BHEITHEW CPeIbl B OpPraHu3M, U U3 OpraHu3Ma
BO BHEIITHIOK CPEy, CIyKaI[yl NCTOYHUKOM IMUTAHWS U KUCIOPOAA i CTOKOM
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9KCKPETOB, U 00ECIeUnBaIo JYULIYIO aAallTalli0 OPraHu3Ma K OKPY>KEHHIO.
YeToiunBOCTh T1000T0 OpraHn3Ma M JI00OH CTPYKTYpPHOH (HhOpMBI OCHO-
BBIBACTCS HA €OMETPUYECKOH CYIIHOCTH, MOP(OJIOrusl cTpeMHuTcs K (dopme
MpesieIbHO YCTOWYMBOI 1 MHBapHaHTHOH Bo BpeMeHH (Tom, 2002). CummeTpus
MOpoKJjaeMa HE TeHaMM; 3TO CBOICTBA MPOCTPAHCTBA, BPEMEHHU, MATEPUHU H
suepruw ([>xan, 2006). Hemz0exxHast TOMOIOrHYeCKasi 3aBUCIMOCTE U OT'paHU-
YeHHUsI TpaHCHOpMaLUi CHMMETPHUN HHTETPUPOBAHBI, BCTPOCHBI B TEHETHUECKHU
JETEPMUHUPYEMBIE TPOLIECCHl OMOJIOTHYECKOr0 MOpQOrenesa, KOTOphIid HE MO-
JKET OBbITh HE3aBHCUM OT (PU3NUYECKON U TOTOJIOTUYECKOW OpraHn3aliy HAIIero
npoctpaHcTBa. Takum o0pa3oM, (GU3NYECKUN M TOIMOJOTHYSCKUN MMIICPATHB
KaK OMpeAeNeHHBIH HaOOp MpaBUJI OTPAaHUYMBAET W HAIpaBiseT MopdoreHes
ouonornueckux cucteM (Isaeva et al., 2008; Presnov et al., 2010).

3AKJIFOYEHUME

[TomMuMoO Takux KiaccHuecKux (GopM CHMMETPHH, KaK TOBOPOTHAs (pamu-
aJibHas), 3epKaJibHas (OrtaTepabHasl) U epeHOCHas (TPaHCIAUOHHAS), B OHO-
JIOTUYECKOM MOp(oreHese MposSBIIeTCS MacIlITaOHasi CHMMETPHS, BKIIOYA0-
Iasi ¥ HeJTMHEWHbIE TpeoOpa3oBaHuUsL.

LuTockeneTHO/MOTOpHAsT CUCTeMa SULEKICTKH (DyHKIIMOHHPYET KaK IJIo-
0aybHBIN MOP(OTEHETHYSCKUI IETEPMUHAHT, ONPEACISIONINI TPeo0pa3oBaHus
CUMMETPHUH U OCEBbIC KOOPIUHATHI 3apojbiiia. DyHIaMeHTaIbHbIE TpaHCchop-
Mallii CHMMETPHH Ha KJIIETOYHOM YPOBHE B XOJI€ OOT€He3a U PAHHETO Pa3BHTHS
KUBOTHBIX JICTEPMUHHUPYET OCEBBIE KOOPAMHATHI OyIyIIEro opraHu3Ma, TOTaa
KaK B XOJI€ TOCJIEAYIOMIETr0 Pa3BUTHS MacmTad TpaHCPOpManuii CUMMETPHH
yMeHbInaeTcs. MopdoreHe3 BEeTBSIIIMXCS SIUTEIUAIBHBIX KAaHAJIOB MTOPOXKIACT
GIIYKTYUPYIOIIYI0 aCHMMETPHIO, Pa3pyLIalonlylo pajuaibHyl0 MK Ounare-
paJIbHYI0 CHMMETpHIO opranusma. B mpomecce ¢paxranbHoro mopdorenesa u
NPYTHUX MPOSBIICHUHN (PIyKTyHUPYIOIIEH aCHMMETPHH BO3pacTaeT yPOBEHb Xaoca.

IloBTOpsiemMble COOBITHS B TIpOIIECCaX CETMEHTAIUH (TPAHCISAIIMOHHAS CUM-
METpHS) U BETBJICHHUS KaHAJIOB (PaKTaJbHBIX CHCTEM OpraHu3Ma (CHMMETpHUS
nogo0usl) KOHTPOIUPYIOTCS MHOTOKPAaTHOM, OCHMJUIMPYIOLICH 3KcIpeccuei
KOHTPOJIMPYIOIIHUX UX I'€HOB WJIM KOHTYPOB I'€HHBIX CETEH, IPEeNCcTaBisis CO-
0oit ¢ dexTrBHBII criocod MopdoreHe3a Ha OCHOBE OTHOCHUTEIIBHO HEOOIBIION
TeHeTHYECKO MporpaMMbl. B »BONIONNK HCHOIB30BaHBI MHOTOKPATHBIE IIO-
BTOPBI T€HOB, MOJyJIeli TEHHBIX CETEW, TeHHBIX KJIACTEPOB U IENBIX TE€HOMOB.
B vHAMBHAYaTbHOM pa3BUTHH IMOBTOPSIOTCS HEKOTOPBIE ATanbl MOpdorenesa
(HarpuMep, TP CErMEHTAIUU, BETBJIICHUH JIBIXaTEIIbHOW CUCTEMBI, MOP(OTreHe-
3e KeJe3 U T. /1.), P MOJUAIMOPUOHUH U APYTUX THIAaX OECHOIOro pa3MHOKe-
HUS — CTaIUH APOOIICHHS, OIaCTYISIITUU, TACTPYJISIIAN, K BECh IIPOIecc 01acTo-
renesa. repanun — 3¢ (HEeKTUBHBIN U palTHOHATBHBIA CTIOCO0 YMHOXECHUS U T10-
CIeqyIONIel TUBEPTECHIINH YIa9HBIX ABOJOIMOHHBIX HAXOJ0K, 0a3upyIOIIHicS
Ha TPaHCISIUOHHON CHMMETPUH.
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Hewus0exHOCTh MpeoOpa3oBaHuil CAMMETPHH B XO/I¢ PA3BUTHS IPOTrPaMMHU-
pOBaHa MEHETUYECKH W SMUTCHETUYCCKH. SIBJICHUE KOMMHEAPHOCTH HOoX-TeHOB
— CIIMHCTBEHHBIN OJHO3HAYHBIA MPHMEpP OTOOpaXKEeHHS, IEPEHOCA MPOCTPAH-
CTBEHHOTO TIOPSIJIKA PACIIOJIOKEHUSI TEHOB B MPOCTPAHCTBEHHO-BPEMEHHOM T10-
PSAZIOK MX SKCIPECCHHM M OCEBOM MATTEPH 3apojblllia U OyAYIIEro opraHus3ma,
0OBIYHO e 0TOOpaKeHNE TeHOTHUTI-(HEHOTHUIT OITOCPEIOBAHO CIOXKHON HETHHEH-
HOW CeThI0 B3aWMOJICUCTBUI ICHHBIX MPOAYKTOB, KIETOK U UX CUCTEM B MPO-
1eccax pa3BUTHSL.

Heuz0exxHast 3aBUCHMOCTB MPe0Opa30BaHU CUMMETPHH OT (DU3NUYCCKUX,
TFCOMCTPUUYCCKUX W TOIMOJIOTMYCCKUX CBOMCTB MMpOCTpaHCTBa BCTPOCHA, UHTC-
IPUPOBaHa B MPOIECCH OHoNorndeckoro Mopdorenesa. GU3MUECKU U TOTIONO-
THYECKUH UMIICPATHB JTUMHATHPYET U HAMPABIISACT OHoornueckoe GopmMoodpa-
30BaHUE, KOTOPOE HE MOXKET OBITh HE3aBUCUMbBIM OT (PHU3UUECKON U TOMOIOTHYe-
CKOM OpraHu3alliy HAIIeTo MPOCTPAHCTBA.
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SYMMETRY TRANSFORMATIONS
IN THE ONTOGENY AND EVOLUTION

© 2013 V.V. Isaeva

Symmetry transformations are fundamental phenomena in the development and
evolution of multicellular animals. Symmetry transformations at the cellular level during
ovogenesis and early development determine basic axis of the future organism, where-
as the scale of the transformation of symmetry is reduced in the further development.
Large-scale symmetry (symmetry of similarity) in in biological morphogenesis appears
addition to these classical forms of symmetry: the rotational (radial), mirror (bilateral)
and portable (translational). The chaos is growing in the process of fractal morphogen-
esis and other demonstrations of fluctuating asymmetry. Biological symmetry and other
variants of morphofunctional iterations — is an effective way of morphogenesis using
iteration of genetic programs.
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CUMMETPUA, ACUMMETPUSA, TMCCUMMETPUSA
N 9HAHTHUOMOP®U3M INOJUIJAPUYECKUX ®OPM

1O.J1. BoiiTexoBckuid
Teonozuuecxuui uncmumym KHIL] PAH, 2. Anamumul
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B craTbhe paccMOTpeHBI OCIIEIHNE PE3YJIBTATHI 10 IEPEUNCIICHHUIO U OTTH-
CaHMIO TOYCYHBIMH I'PYyIIIIaAMHA CAMMETPUH KOMOMHATOPHOI'O MHOI000pa-
3Ms BBITYKJIBIX MOIUAApoB. OHO siBiisieTcsi (POHOM, Ha KOTOPOM pPas3Bo-
pauuBaeTcs MOp(hOreHe3 MoJudIPUIECKUX MUHEPAIbHBIX U OHoIOornye-
CKMX MHJMBHUJIOB B UX OHTOIr€He3e M (PUIIOreHe3e BO BCeM pa3HO00pa3uu
MPOSIBJICHUH: CUMMETPHH, aCHMMETPUH, AUCCUMMETPHH, SHAHTHOMOP-
dusme.

BBEJIEHUE

CummMeTpust, aCHMMETPHS, TUCCUMMETPHUS U SHAHTHOMOP(HU3M TTPUPOTHBIX
¢dbopM Kak pe3yapTar MOpQoreHe3a, KOMIPOMUCC BHYTPEHHHUX MOTEHIUN 00b-
€KTa 1 OTPAaHUYEHUI CpPEebl — KJacCUUeCKasi TeMa UCCIIE0BAaHUM B €CTECTBEH-
HBIX Haykax. IX paccCMOTpeHHE Ha IPUMEPE MOJIU3APUUISCKUX (HOPM IIpaBoMeEp-
HO ¥ MHTEPECHO MO JIByM NMpUuMHaM. Bo-mepBbIX, OHU Ype3BbIYAWHO pacipo-
CTpaHEHbl B MUHEPAJIBHOU Npupoae. MaeanbHple KPUCTAIIbl CYTh BBITYKJIbIE
nonudIpel. Ha TOM CTOSAT TeopeTuuecKkue pasaesibl KpucTayiorpaguu u MuHe-
panoruu. Ho nonusnpudeckue GopMbl BCTPEYAFOTCS U B OUOJIOTUYESCKOMN MpH-
pOJIe: CKEJICThI PaUOJSAPUI, UKOCAdIPUUSCKHE BUPYCHI, [IECHOOUH BOJIBBOKCO-
BbIX 3€JIEHBIX BOJIOPOCIIEH, MbLUIbIA PACTEHUN U T. JI. — BOIIPOC JIUIIb B CTENEHU
X TEOMETPUHUYECKOHN Hnaeann3aluru. Bo-BTOpbIX, UMEHHO Ha MOJHUDIPUUECKUX
(dopmax Kiaccudeckast TEOpHsi CHMMETPHHU U €€ MHOTHE PACITUPEHUS MOy IH-
71 HauOoJIblliee Pa3BUTHE W HATJISAHYIO MHTEPIPETAIMIO, YTO BaXKHO JUI UX
MMOHUMaHHUS U MEXIMCIUILIMHAPHOT O UCIIOJIb30BaHHUS.
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BBIITYKIJIBIE ITOJINSAPBl: CUMMETPU S, ACUMMETPH A,
SHAHTHUOMOPOU3M

WHTYUTHBHO SICHO, UTO JIJIsI CBOMX MOJIMAIPUUYECKUX CO3TaHMi pupoaa Oe-
PET MOZIeH U3 HEKOTOPOii «0a3bl TaHHBIX». HO HACKONBKO OHA BENMKa, KaK pas-
JUYATh U NMEPEYUCIISATH MOTUIpUYecKie POPMBI, KAKOBBI aKLIEHTHI BHYTPU UX
MHOroo0Opasus? Jra npodiemMa JaBHO HHTEPECOBAIa MATEMATHKOB, IIOHAYAITY —
0e3 MPUIIOKEHUH K MPUPOTHBIM 00BEKTaM. YK€ Ha paHHEU CTaaUH HCCIEIO-
BaHHS OBITH c(HOPMYITHPOBAHBI (hyHAAMEHTAIbHbBIE TIOHATHS KOMOWHATOPHOTO
THIa ¥ KOMOMHATOPHOW (TOIOJIOTHYECKON) cuMMeTpun monudapa. KomOnHa-
TOPHBIN THII — COCO0 OpraHU3alUy MOJUAPA U3 JaHHOTO Ha0opa N-yroJibHBIX
rpaHeil — ompeeNnsieT MOJUdIP C TOYHOCTBIO 10 HEMPEPBIBHOW JeopMalnu.
KomOuHaTopHasi cHMMETpHsI — TOUYEYHAsI TPYINa CAHMMETPHH CaMOI'0 CUMMe-
TPUYHOTO TIOJIMAAPA TaHHOTO0 KOMOMHATOPHOTO THIIA (B JTAHHOM KjIacce KOMOU-
HATOPHOM SKBUBAJIEHTHOCTH).

HecmoTps Ha KaxymIyrocst SSCHOCTh KaTETOPUH CUMMETPHUH, €€ He TPOCTO
OIpEeNeNIUTD 0 CyTH. Yare Bcero noj CMMMeTpHel KOHeYHOH OpMbI TOHUMa-
10T €€ COCTaBICHHOCTh U3 PaBHBIX yacTei. HeKOoTOpbIM ABMKEHUEM, (DPU3HYECKH
peann3yeMbIM (TOBOPOTHI) MITK HE Pean3yeMbIM (OTpaXKeHH ), OHA 9acTh (op-
MBI TIEPEBOANTCS (MJIM BOBCE HE TIEPEBOIUTCA) B NpyTyIo. [ pyrmima (mornMaeMast
B TOYHOM aiTre0pandecKkoM CMBICTIE) IBHKSHHH, TIepeBOAsSIIIX GopMy B ceds,
U XapakTepu3yeT ee CUMMETpHIo. UTo KacaeTcs aCHMMETPUH, TO CETOIHS HeE
CYLIECTBYET HHOT'O CIIOC00a OMpeNeNuTh ee nHaue, KaK 4epe3 OTPULlaHHe CUM-
MmeTpuu. Kaxercs, oHa (¢yHIaMEHTaJIbHBIM 00pa30M CBs3aHa C JIBUKCHHUEM,
HEYCTOHYHMBOCTBIO COCTOSTHUN M JIOJDKHA OBITh MPUCIIOCOONICHA K OMUCAHUIO
WMEHHO 3TUX (YHKIIMH TPHUPOIHBIX cUCTEM. BO3MOXKHO, MMEHHO B OHONOTHH
OyZeT OCO3HaH MPUHIHI MO3UTUBHOTO (KOHCTPYKTHBHOTO, 0€3 OTpHUIAIOIICH
MPHUCTABKH «@») ONPEIeJICHUSI aCMMMETPHUHU U KITaCCUPUKAIIMH TaKUX GOopM.

Borarast uctopusi cucTeMaTHYECKOro M3y4YeHHs] KOMOMHATOPHOTO MHOIO-
00pa3usi BBIMYKJIBIX MOJUAIPOB, OXBAaTUBIIAS BTOPYIO NoioBHHY XIX U Bech
XX Bek, omrcana B katajorax (BoirexoBckuii, Crenenmiukon, 2008a, 0). Pe-
3yJIBTAT MOXET TOKa3aThCsl HE3HAYUTEIBHBIM, BEIb HA CETOHS MEePEUUCIICHBI
«BCETO JIUIILY 4- ... 12-371pBI M IPOCTHIC (B KaXKIOW BEPITUHE CXOASATCS POBHO
Tpu rpanu) 13- ... 16-3ape1. Ho 0OpaTuM BHUMaHUE HA YHCIIO N-3]IPOB C POCTOM
not4 no 12: 1, 2, 7, 34, 257, 2606, 32300, 440564, 6384634; 1 4ucao NpOCTHIX
n-31poB ¢ pocToM h oT 13 10 16: 49566, 339722, 2406841, 17490241 — oHo pacTeT
ObICTpee, UeM IKCIIOHEHTA. A BeJlb ATO JIUIIb Ha4allo MHOT000pasusi. Pa3onenus
KJIACCOB N-DJIPOB TI0 YHCITY BEPIINH aHO B Tadbnume 1.

KakoBa cuMMeTpuiiHas CTaTUCTHUKA N3Y4EeHHOTO MHOT000pasus? Bee 4-, 5-
1 6-31pbl KOMOMHATOPHO CUMMETPUYHBL. Cpenn 7-31poB KOMOMHATOPHO acHM-
MeTpuusbl 7 (20.588 %), 8-3upoB — 140 (54.475 %), 9-s3npos — 2111 (81.005 %),
10-3npoB — 30014 (92.923 %), 11-3npoB — 430494 (97.714 %), 12-3npoB — 6336013
(99.238 %), mpocTeix 13-31p0oB—47030 (94.884 %), 14-31poB — 331796 (97.667 %),
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Tadauua 1. Yncna KoMOMHATOPHO Pa3TUYHBIX N-3JIPOB C V BEPIIMHAM.

ii’) 4(516|/7 (8] 9 | 10 11 12 13 14 15 16
4 |1

5 11

6 12 2

7 218 11| 8 5

8 2011142 74 | 76 38 14

9 81741296 633 | 768 558 219 50

10 76 | 633 [2635| 6134 | 8822 | 7916 | 4442 1404 233
11 38 | 768 | 6134 | 25626 | 64439 | 104213 | 112082 | 79773 | 36528
12 14 | 558 | 8822 | 64439 (268394 | 709302 | 1263032 | 1556952 | 1338853
In,

v 16 17 18 19 20 22 24 26 28
10 233

11 ] 36528 | 9714 | 1249

12 | 1338853 (789749 [ 306470 | 70454 | 7595

13 49566

14 339722

15 2406841

16 17490241

15-3apoB — 2382352 (98.983 %), 16-oqpoB — 17411448 (99.550 %). B MmHOTr000-
pasuu yCTaHOBJIEHBI MONUAAPLI 24 kpucTtamnorpadpuyeckux (1, 2, m, -1, 3, 222,
mm2, 4, 2/m, -4, 32, -6, 3m, 4mm, mmm, -42m, -6m2, -3m, 6mm, 23, 4/mmm,
6/mmm, -43m, m3m) u 20 HekpucTasorpadpuyeckux (Sm, 7m, -82m, 8mm, 9m,
-10m2, -5m, 10mm, 11m, -12m2, -7m, -14m2, 8/ mmm, -18m2, 10/mmm, -22m2,
12/mmm, -26m2, 14/mmm, -3-5m) kmaccoB cumMeTpun. OHH HE HaWIICHHI B
KpucTauiorpadpuyueckux Kiaccax -3, 4/m, 422, 6, 6/m, 622, m3, 432, uto npen-
CTaBIIICT UHTEPECHYIO 3a/1a4y.

CHDDHOD

Puc. 1. [Ipocreiimne KOMOMHATOPHO-aCHMMETPUYHEIE TTOJIUAAPEL B Tpoekuuy I1lneremns na

OJIHY U3 I'paHei.
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Puc. 2. IIpocreiiniue NOAUAPHI ¢ TOYEUHOH IPYIION CUMMETPUH 2.

['maBHBII BEIBOJ COCTOHT B TOM, YTO C POCTOM N IOJIST KOMOMHATOPHO ACHM-
METPUYHBIX N-31poB acumnTorndecku crpemMutcsa Kk 100 %. Ho ona Bo3Hmkaet
Ha OTpeACIEHHOM YPOBHE CIOKHOCTH, @ UMEHHO ¢ 7-31poB (7 u3 34, puc. 1) u
Janee CTpeMHUTENbHO HapacTaeT. Cpean Mayiold TONMKH CUMMETPUYHBIX (HhopM
npeobaanatoT (Mo yObIBaHHIO) TOUEUHBIE TPYIIBI CHMMETpUU m, 2 1 mm?2. Ha
ux (hoHE MpoUHue rpyNIbl CAMMETPHH BCTPEUAIOTCS KpaliHEe PEeIKO.

DHaHTHOMOP(]HU3M JIOMYCKAIOT HE TOJLKO KOMOMHATOPHO aCHMMETpPUYHBIE
¢dopmbl. BaxkHo, 4TOOBI B UX TPYIIIIE CAMMETPUH COJCPIKAIUCH JIMIIBH TOBOPO-
THI. Takast hopma ¢ TpynIIoi CAMMETPUH 2 BIIEPBBIC TIOSBIISACTCS CPEIN O6-2APOB,
cpenu 7-51poB ux 4 (puc. 2), cpeau 8-3apoB — 22, najee uxX 4UciIo OBICTPO pac-
TeT.

C pocTOM N MOCTENEHHO MPOSBIISIOTCS BCE HOBBIE SHAHTUOMOPQHEIE TPYTI-
nbl: 3 cpenu 9-3npos, 222 cpeau 10-3apos, 32 cpeau 11-3apoB (puc. 3) u 1. 1.
[lo-BuniMOMYy, BBISIBJICHHBIE CHMMETPHITHBIE CBOHCTBA KOMOMHATOPHOTO MHO-
roo0pa3usi BBITYKJIBIX MOJIU3APOB — B OCOOCHHOCTH TOTaIbHAS ACUMMETPHUSI — B
LeJioM XapakTepusyloT 3D eBkinaoBo npoctpanctso. Ho Torna oHu AOJKHEL
OTpaxxatbcsi B MOpPOreHe3e MUHEPaIbHBIX U OHOIOrHYeCKHX (GOPM.

Hamnpumep, H.A. 3apenkos (2009) o6cyxaaeT craauu Jpo0JieHUs B SMOpH-
oreHe3e JKMBOTHBIX, pacCMaTpUBasi KJIETKY, OKPYKEHHYIO IPYTUMH KJIETKaMH,
B KOMOMHATOPHOM TMPUOIMKEHUU Kak rmonudap. Cpeau THUIIOB JPOOJICHHS UM
BBLJIEJISIETCS. ClIMpalibHOE. V3 cKa3aHHOIO BBILIE CIEAYET, YTO CIIMPaJIbHBIN Xa-
paxkTep KJIETOYHOH CTPYKTYPBI MOKET OBITh 3aJI0’KEeH N0 (OpMasbHON reome-
TPUUECKON MPUUMHE HE paHee, YeM Ha TPeTbel cTaauu ApoOieHus OnacToMe-
POB — MpocTeiias PSHAHTHOMOP(HAS KIETKa SABISETCS 6- UIU 7-3APOM, UTO C
YY4EeTOM OKPY KaIOIIUX KIETOK TPeOyeT 7- M 8-KIETOYHOTO KJlacTepa.

DD OB

Puc. 3. IlpocTeiinine noiusapsl ¢ TOYUSYHBIMU IpynaMu cumMeTpuu 3, 222 u 32.
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ITPOCTPAHCTBA B.1. BEPHAJICKOI'O,
[MPUHLMAII I1. KIOPU 1 AUCCUMMETPU A

Kareroputo nuccuMMeTpun Liesnecoodpa3HO paccMaTpuBaTh B CTOJIKHOBE-
Huu uaei B.W. BepHaackoro o npocTpancTBax 3éMHOM peanbHOCTH U MPUHIU-
na I1. Kropu. «Harypanuct, ucxoas U3 MIKOJIBHON pyTHHBL, BCE BPEMSI MBICITHII
0 €IMHOM IPOCTPAHCTBE, HO HE O Pa3HBIX MPHUPOIHBIX IPOCTPAHCTBAX, HE O
COCTOSIHUSIX TIPOCTpaAHCTBA. <...> B TeueHue ThIcAUYENeTHIA, TOBOPS O MPUPOJ-
HBIX WJIM €CTECTBEHHBIX TEJIaX, OH HE CO3HABAJ M HE yTBEp)KJaJ (4TO cerdac
HNPUXOAUTCS AENATh), YTO Ka)KJO€ IMPUPOAHOE TEJNO M KaKI0€ IPUPOAHOE SB-
JICHHE UMEET CBOE COOCTBEHHOE MaTepUaIbHO-3HEPIe€THYECKOE ITIPOCTPAHCTBO,
KOTOpOE€ HaTypaJIUCT U3ydaeT, u3ydasi CAMMETPHIO. YTBEPKAast 3TO, 1 BBOXKY B
TeO0JIOTHIO0 HOBOE OMpPEJIENIEHHE — MPOCTPAHCTBO 36MHOI pPeasIbHOCTH, TO, KOTO-
poe Bceraa uzydaet Hemz0exHo Harypanuct» (Bepuanckuit, 1965, c. 166).

s onucaHust COCTOSIHUM MPOCTPAHCTB 3€MHOM peanbHOCTH BepHaackuii
HallleJI B KauecTBe MHCTPYMEHTA aJleKBAaTHOE 0 MIMPOTE SMIUPUUIECKOe 0000-
menne —npuHnun guccummetpui [ Kropu. «IIponomxkaromuecs 10 cux nop mo-
MIBITKH CBECTH BCE MPUPOIHBIE MPOSIBIEHUS TPOCTPAHCTBA UJIN MPOCTPAHCTBA-
BPEMEHHU B UX SMITMPUUYECKOM BBISBIECHUH K OJJHOMY DBKJIMJIOBY IIPOCTPAHCTBY
HE MPUBENN K TOYHBIM pe3ysbTraTaM U He AAl0T SICHOM KapTUHBI OKPYKAIOIIEero.
Maue npencraBiseTcs 6e3Haae)KHBIM U HEOTIPaBIaHHBIM HAYYHOH JIOTHKOH IPO-
JIOJKaTh ATH NONBITKH. MbIcib Kropu 0 THCCUMMETPUH KaK COCTOSTHUSIX MPO-
CTpaHCTBa OTKPBIBAET, MHE Ka)kKeTCsA, HAM HOBBIE BO3MOYKHOCTH, HOBBIE ITYTH
MOHUMaHMS OKPYKAIOIINX HAC 3eMHBIX siBIeHUI» (BepHanckuii, 1965, c. 169).

B uem coctout mpunnun II. Kropu? «Xapakrepuctuueckass CUMMETpPHS
HEKOTOPOTO SIBJIEHUS €CTh MaKCHMallbHas CUMMETpHsS, COBMECTUMAsI C CyIIe-
CTBOBAaHWEM SIBJIICHUS. SIBIEHHE MOXET CYyIIEeCTBOBATh B Cpeje, OOaaromie
CBOEH XapaKTepUCTUUYECKOM CUMMETPUEH I CUMMETPUEN OJHOM U3 OArPY I
€€ XapaKTepUCTHUECKOW CUMMETpHUH. IHBIMU cIIOBaMH, HEKOTOPBIE JIEMEHTEI
CUMMETPUHU MOTYT CyIIECTBOBATH C HEKOTOPHIMH SIBICHHSIMH, HO 3TO HE 00s-
3atenbHO. HeoOxonnmo, 4ToObl HEKOTOPBIE AJIEMEHTHI CHMMETPHH OTCYTCTBO-
BaJlid. DTO U €CTh Ta IUCCUMMETpHs, KoTopas co3faéT sBueHue... Korma He-
KOTOpBIE NTPUYMHBI IIPOU3BOIAT HEKOTOPBIE NEHCTBUS, JIEMEHTBl CHMMETPHH
IPUYUH JOJDKHBI OOHAPY’KUBATHCS B ATUX IPOM3BEICHHBIX AeHcTBUAX. Korna
HEKOTOPbIE IEHCTBUS MPOSIBISAIOT HEKOTOPYIO AUCCUMMETPHUIO, TO 3Ta JUCCUM-
METpUs J0JKHA OOHAPYKUBAThCA M B MPUUMHAX, UX nopoxaaommx» (Kropwu,
1966, c. 101-102; Curie, 1908).

PazpabaTpiBass MpUHITUIT TUCCHMMETPHU B MPUTOMHON ISl MPUIIOKECHUN
dopwme, I1. Kropu BBe peAcTaBIeHNE O TPEAETBHBIX (C XOTS OBI OHON OCHIO 0O
OECKOHEUHOr0 MopsiKa) rpynnax cummerpun. Cuuraercs, 4To HalJCHHbIE UM
7 (c yuetoM sHaHTHOMOPQHBIX — 10) rpynn XapakTepu3yIoT BCE MPOCTPAHCTBA
3eMHOM peasibHOCTHU: 00 (BpAIAIOIIUHCS KOHYC), °0/Mm (Bpalaroiuics THINHAD),

48



o/ m 0/ mm o0/ 0 o/ c0 m

Puc. 4. 'eomeTpuueckast uHTeprnpeTanus npeaeapHsx rpynn cummerpun I1. Kropu.

oom (MOKOSIIIUUCS KOHYC), 002 (CKPYYECHHBIH HHIWHAP), co/mm (MOKOSIIIUHCS
LUAJIMHIP), oo/o0 (Bpalnaromascs: cdepa) u co/oom (rmokosimascs: cepa) (puc. 4).
IIpeacraBusiercs, 4To 3Ta GOPMYIUPOBKA TPEOYET yTOUHEHNU .

W3BecTHO, CKOJIb MHOT'O BHUMaHUS BepHaICKUI yaenni n3yYeHHUIO )KUBOTO
BemecTBa. Ho B ueM coctout ero crnenuduka Kak MpoCTpaHCTBA 36MHOW pe-
anpHOCTH? «M3yuaTh )KUBOI OpraHU3M TOJIBKO KaK MPOCTPAHCTBEHHOE TEJIO, HE
YYUTBIBas B HEM OJJHOBPEMEHHOT'O MPOSIBICHUS BpEMEHH, HATYPATUCT HE UMEET
BO3MOKHOCTH, K COKaJICHHIO, CO3HATEIFHO OH 3TO HE MOJYepKUBaeT. B cimyuae
BCSIKOT'O KUBOT'O BEIIECTBA <...> HATYPAJIHUCT UMEET AEJI0 B ACHCTBUTEIBHOCTH
Bcerga <...> He C MPOCTPAHCTBOM, a C IMPOCTPAHCTBOM-BpEMEHEM. <...> DTO
€CTh €IMHCTBEHHBIN Clly4all, KOrjja HaTypaJHCcT B OKpYy XKalollel ero npupoe
peanbHO CTaJKMBAETCs C NMPOCTPAHCTBOM-BPEMEHEM, @ HE C MPOCTPAHCTBOM
Tosbko» (Bepranckuii, 1965, c. 192). Ho ecan npuHsATH, 4TO NepBeiilee CBOM-
CTBO JKMBOT'O BEIIECTBA — €r0 MTHOBEHHAS! H3MEHUYHUBOCTH, HECAMOTOXKIECTBEH-
HOCTbh 4Yepe3 KaK yroJIHO Majoe BpeMsi, TO KaKOH MpeebHON Ipynon cuMmMme-
Tpuu I1. Kiopu ero moxHo onucats? TakoBasi OTCyTCTBYET.

Cuctema rpynn cumMetpun 1. Kiopu monna kak cuctema npeaenbHbIX (C
XOTsI ObI OHOM OCBIO ) Tpynm. Ho oHa He moiHa Kak CHCTeMa TPYII CHUM-
METPHH, OIHCHIBAIONINX IPOCTPAHCTBA 3eMHON peanbHOCTH. CoBpeMeHHOE
¢unocodckoe U eCTeCTBEHHOHAYYHOE MMOHMMaHUe JKMBOTO BEIIecTBa TpeOyeT
BBEACHUS ISl €r0 ONHMCAaHUA el OJHON I'PyHIbl CUMMETPHUH, XapaKTepu3y-
IOIIEH €ro MpeAeNbHYI0 JUCCUMMETPUIO (TOMOJOIHYECKYI0 aCUMMETPHIO), I10
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CYTH MPOTHBOIIOIIOKHYIO TIPEIETHHON CUMMETPHH 00/00m TIOKOSIIEHCS chephl.
OHa onpesenieHa He aCHMMETpHUEH BHEITHEH (pOpPMBI JKHBOTO OpraHu3Ma (IJ1s ee
omucaHus ObIJIO ObI JOCTATOYHO MPUMHTHBHON KPHUCTAIIOrpaQUUECKOM TPyT-
TbI), HE TTPABU3HON MJTU JIEBU3HOHN KUBOT'O BELIECTBA B €T0 (PU3MKO-XUMUYCCKOM
pacCMOTpPCHNHN HapaBHE C MUHEPAJIbHBIM BEIIECTBOM, a €0 HCYCTPaAaHUMBIM U3
paccMOTpeHHsI BHYTPEHHUM JIBIYKEHUEM, KOTOPOE M €CTh — )KU3Hb.

MOP®OJIOT MYECKOE PA3HOOBPA3UE
PANDORINA MORUM (MULL.) BORY

Baxwubrit Hroanc mpunnuna npuccummerpuu 11, Kiopu unmoctpupyet mop-
¢dornoruueckoe pazHooOpasue neHooueB Pandorina morum (Miill.) Bory. Kak
M3BECTHO, B HUX 16 KJIETOK, KOHTAaKTUPYS 110 3, 00pa3yroT OHOCIONHYIO chepy.
B xomMOuHaTOpHOM TIPUOIMKEHUH KaX I [IEHOOUH €CTh MPOCTON BBITYKIIBII
16-31p. A mpuUMEpHOE PaBEHCTBO KJIETOK 110 pa3Mepy U OKa3bIBaeMOMY APYT Ha
JIpyra AaBJIEHHUIO, OTCYTCTBHE HX CIENMAIN3aluy (B MEPBYIO o4epenb JIBUTra-
TEJBHOI), CBOOOIHOE BpAIllCHHE [IEHOOHSI B TOJIIIIE BOABI B dKU3HEHHOM ITUKJIE —
CO3MAIOT MPEATIOCBIIKM TOTO, YTO KaXKAas KJETKa CTPEMHUTCS MMETh PaBHOE
OKPY’KEHHE, a OPIaHU3M B 1I€JIOM CaMyIO BBICOKYIO CUMMETPHIO.

Karamnor (BotitexoBckuii, Crenenuukos, 20080) maét Tpu MeHee nitn Oosee
noaxoasmux Mopgorumna (puc. 5). Io-sunumomy, npuauun Kropu oTsepraet
LEeHOOUH ¢ SIPKO BBIPaKCHHOW aKkCHallbHON cuMMeTpueit -14m2. U3 aByx ocTas-
HIUXCS IPEAIOYTUTENIbHEE 00JIee CUMMETPHYHBIN 1IeHoOuH -43m. 11 mpoBep-
KM 3TOT0 OBLJI TOCTABJIEH SKCIIEPUMEHT I10 BEIPAIIUBAHUIO M aHATN3Y MOP(HOTH-
noB Pandorina morum (Miill.) Bory (BoiitexoBckmii, 2001; BoiiTexoBckmii u ap.,
2006). Oka3zanock, 4To 00a BapuaHTa JEHCTBUTEIEHO BCTPEYAIOTCS, TIPUUEM B
nponopuun 3:1. (Tounee, 73:24. B Hamem ciayyae oHa HE UMEET, CKOpee Bce-
ro, FreHeTHYeCcKON MojomIEKku. KoMIbIOTepHBII SKCEPUMEHT MeTooM MoH-
te-Kapo mo cOopke neHodueB n3 cheprueckux riaodyI Aai MPUMEPHO TY Ke
MIPOTIOPITHIO, UTO eIre TpeOyeT o0bsicHeHus). O0a MoIudIpa OTHOCATCS K THITY

D S A
er) () (s

Puc. 5. Bo3moxusie Mophorumsl nenodues Pandorina morum (Miill.)) Bory (cneBa mampa-
BO): -43m, 222, -14m2.
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(yJIepeHoB — coCcTaBIIEHH U3 5- U 6-yTONBHBIX TpaHell. B crry u3BecTHOil Te-
OpEMBI, IIEPBBIX AOJIKHO OBITH POBHO 12, TOTAa BTOPBIX 110 HEOOXOIUMOCTH — 4.

[Ipeobnananue nenodues -43m npsimo cieayeT u3 npunuumna I1. Kiopu — B
HUX peaJM30BaHa MAKCHUMAJIbHO BO3MOXHAas CHMMETpHs, JOIycKkaemas cpe-
noii. Bece 6- u 5-yronpHble TpaHM UMEIOT B HUX paBHOE OKpykeHHe. Ho kak
oTpaBAaTh CYIICCTBOBAHHE IICHOOMEB ¢ cmMMeTpueit 2227 B mepByro odepens,
oOpalaeT BHUMaHNE HAJIMYNE B HUX TPEX B3aWMHO-NIEPICHANKYIISIPHBIX OCEH
cummeTpud 2. C TOUKH 3peHUs KMHEMAaTHKH, UMEHHO OHM (AaHAJIOTHYHO TPEeM
ocsIM -4 B IeHoOu X -43m) «o0ecrnednBatoT» cBOOOJHOE BpallleHHE OpraHu3Ma B
MPOCTpaHCTBE. BeposaTHo, peann3anns IMEHHO 9TOI0 HEOOXOAMMOTO YCIIOBHSI 1
JIOITYCKaeT CYIIECTBOBAaHME TAKMX LIEHOOMEB. 3aMETHM, YTO B HUX BCE 6-yTOJb-
HbIE TPAaHU UMEIOT PaBHOE OKPYKEHUE, HO CPEAH S-YTOJIbHBIX €CTh 3 THIIA.

Takum o6paszom, sxcniepuMeHT ¢ Pandorina morum (Miill.) Bory mpomiro-
CTPHUPOBAJI BAKHBIM HIoaHc npuHIuna auccummetpuu [1. Kropu. On nomyckaet
Y HE caMble CHMMETPHYHbIE (JOpMBI 00BEKTa U3 BKJIAIbIBAEMBIX B CHMMETPUIO
cpebl. Bo3MOXKHBI peanu3anuy 1 ApyTrUX €€ MOoArpyIi CHMMETPUH MPHU BBITION-
HEHUU HEKOTOPBIX — BCAKHM pa3 MHIUBUIYaTbHBIX — HEOOXOIUMBIX YCIIOBHIH,
KaK TO: HaJIMYME UM OTCYTCTBHE CIELMUAIN3aLUN YaCcTeH OpraHu3Ma U Xxapak-
TEp €ro JABMKEHUH — B3SITHIX BO B3aUMOCBSI3H.

3AKJIFOYEHUE

VKakeM Ha psiji apajljlesied v pa3jIMuuil B IPOSBJICHUSX CUMMETPUU B MU-
HEePaJOrMUeCKUX U OMONIOTHYECKUX 00bekTax. [Ipu 3TOM 3aMeTHM, 4TO TEOpHUs
CUMMETPHUH €IHA, HO B 000MX CITy4asX MPU MAaTEMAaTHYCCKOM OIMHUCAHUH MBI
npuberaeM K MEHBIIICH UK OONbBIICH Heanu3aliiy, Ieaonell Bce aHaIoruu
Y TIPOTHUBOTIOCTABIICHUS PUCKOBAaHHBIMH.

TeopeMbl TE€OMETPHUH 3alpelialoT B KPUCTAJJIAX MUHEPAJIOB TOUYCUHBIE
IPYIIbl CHMMETPUHU C OCSAMH 5-TO TOpsJKA M IOPSJAKOB, OOJIBIIUX IISCTH.
B opranuzaiuu >XxMBbIX OPraHW3MOB, IT0-BUIMMOMY, HE 3alpEIICHbl HUKAKHE
cumMmeTpuu. KaxeTcs, 3TOT NpUHIUIT OHOJOraMu HUKOTJAa He 00Cyskaalcs.
OTKpBITHE METAJUTMYECKHX CIJIABOB C OCSIMHU CHMMETPHUHU 5-TO MOPs/IKa U pac-
IIUPEHUE HEKOTOPBIX 0a30BbIX OMPEACIICHUI COMMU3UIN MUPHI )KUBOTO U KOC-
Horo erie OoJee.

B xpucrasie MuHepaga ciMMETpHsI BHEITHEH (GOpMBI BKJIaJbIBaeTCsl B 00-
Jiee BBICOKYIO0 CHMMETPHIO pemETKU. B oprannsme, Ha000poT, aCHMMETPHSI pac-
MOJIOKEHUST BHYTPEHHUX OPTaHOB BKJIAJIBIBACTCSl B CHMMETPHIO BHEIIHEH (op-
MbL. Bosiee cTporo, TodeuHas rpymnmna CMHMMETPHH (T.I.C., UX 32) BHENIHEH OrpaH-
KM KpHCTaJlJa ONpe/IesieHa ero MPOCTPAHCTBEHHOM IPYIINON CHMMETPHUH (IL.T.C.,
ux 230) B ClIeAyIOIIEM CMBICIE: T.I.C. €CTh (PaKTOP-T'PYIIIa I.T.C. [0 TOATPYIIIE
TpaHcisIui. BHEIIHSAST CHMMETpUsl OpraHu3Ma U aCUMMETPHS PACIIOJIOKCHUS
€ro BHYTPEHHUX OPraHOB 3aJI0KEHBI HA TEHETHYECKOM YPOBHE W TPaHCIHUPY-
eTCs BO BPEMEHH (OT ITOKOJICHHS K TTOKOJICHNT0). Bo3moykHa i (hopMyIHpoBKa,
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CBSI3BIBAOIIAS IPUYUHY U CIEACTBHS B OMOJIOTHHU CTOJb XkKe cTporo? Mmm cyTh
JKU3HH OTBEPraeT 3/[eCh KPUCTAIIOT PAQUISCKUI TETEPMUHI3M?

B kax oM kpucTamiorpadguyeckoM KJiacce CAMMETPHH €CTh OITPE/ICIICHHbBIT
Ha0Op MPOCTHIX POPM, KOTOPBIE TPOSIBIISIIOTCSI 1 KOMOMHUPYIOTCSI HA KpHCTall-
Jie B 3aBUCHMOCTH OT €r0 XMMHYECKOr0 COCTaBa M yCJIOBHUH pPOCTa, OPOXKIASL
MHO)XE€CTBA POJICTBEHHBIX (IO MPU3HAKY CUMMETpHH) hopM. KaxkeTcss BaXKHBIM
TIOHSITh, SBJISIOTCS JTU WX OMOJIOTMYECKUME aHAIIOTaMU BBIBOJUMBIE U3 IIPO-
TOTHUIIOB» TOMoOJIoTH4Yeckue MHorooopasust B.H. beknemumesa (1944) u «mo-
mumopduyeckue MHOkecTBa» C.B. Meiiena (2007)?

[lox BMsSIHMEM Cpeabl KPUCTAIIBI MUHEPAJIOB U JKHBBIE OPTaHU3MBI MO-
T'yT AMCCHMMETpHU30BaThecs cornmacHo nmpuniuny I1. Kropu, nmpuobperast cum-
METPHIO, XapaKTepU3yeMyI0 OJHOW W3 TMOATPYII, JIEKAIHNX B NEPEeCeUCHHUH
MaKCHMallbHOW TOYEYHOH TPYyNIbl CHMMETPHH Tella (MUHEpaya, OpraHu3Ma)
W TIPEJeNIbHOW T'PYIIBl CUMMETpUU cpeibl. llo-BuauMomMy, Ha CEromHsIIHEM
YPOBHE HAIIEro MOHMMAaHHMsI, B 3TOM IPUHIUIE, COSAUHSIOMEM MOP(OIOTHIO
Y DBOJIIOIHIO, TIPOSIBIISIETCS. HANOOJbBIIEE CXOACTBO PUPOAHBIX MUHEPATbHBIX
1 )KMBBIX TEJL.
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SYMMETRY, ASYMMETRY, DISSYMMETRY
AND ENANTIOMORPHISM OF POLYHEDRONS

Yu.L. Voytekhovsky
The article deals with the recent results on listing and description by the point sym-
metry groups of the combinatorial diversity of convex polyhedrons. It is the backdrop
for the morphogenesis of polyhedral mineral and biological individuals in their ontogeny

and phylogeny in variety expressions: symmetry, asymmetry, dissymmetry and enantio-
morphism.
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KOMIIBIOTEPHOE MOJAEJIMPOBAHUE OHTOI'EHE3A
OPI'AHU3MOB C PABHBIMU TUIIAMU CUMMETPUN

© 2013 M.A. Mapkos, A.B. MapkosB
Haneonmonoeuueckuii uncmumym um. A.A. Bopucaxa PAH, Mocksa
markov_a@inbox.ru

OHTOreHe3 MHOTOKJIETOYHBIX OCHOBAH HAa CaMOCOOPKE yIOPSJOYEHHBIX
CTPYKTYp B pe3yJIbTaTe COrJIAaCOBAHHOTO MOBEICHHS KJICTOK, H3HAYAIEHO
«3amporpaMMHPOBAaHHBIX» OAMHAKOBBIM 00pa3oMm. Bce kieTkn smOpu-
OHA CIIEAYIOT OJHOMY M TOMY >K€ HaOOpY MpPaBHI MOBEICHUS, 3aKOIH-
POBaHHOMY B CTPYKTYpe reHHO-perynsaTopHbix cereit (I'PC), kotopas, B
CBOIO OYepPEb, 3aKOAMPOBAHA B TEHOME. DTOT IIPUHIIUII TIOJIOKEH B OCHO-
BY pa3paboTaHHON HaMH KOMITbIOTepHOU mporpammsl Evo-Devo, mo3Bo-
JSIOMIEH MOJIENIMPOBATh OHTOT'CHE3 MHOTOKJIETOUHBIX. MoJennpoBaHue
M0Ka3aJI0 OTCYTCTBHE YETKOW KOPPEISIUH MEXKIY THIOM CHMMETPHH
u cnoxHocThio ['PC, HeoOXomquMmbIX mis ero ¢opmupoBanus. [lepexon
OT «HH3IINX» TUIOB CHMMETPHUU K «BBICIIMM» BO MHOTHX CIIy4asiX HE
TpeOyeT paauKaIbHOTO YCIOXKHEHHUS INporpamMmbl pa3BuTus. OgHAKO
yenoxuaenne ['PC okas3piBaeTcss HEOOXOIUMBIM TSI CTAOMITN3AIUH 1 T10-
BBIIICHNS YTOPSIOUYCHHOCTH (PEHOTHIIA. DTOT BBIBOJA CO3BYUCH HJIESIM
WN.. IlImanpray3eHa 0 cO3MIATEIBHOW POJH CTAOMIM3HPYIOMIETO OT-
6opa. OTOop Ha cTabunu3annio (HEHOTHIIA JOJDKEH MPUBOIUTH K pas-
BUTHIO JOTIOJHUTENBHBIX PEryISITOPHBIX MEXaHU3MOB, OCHOBAHHBIX Ha
OTPHUIATEIBHBIX OOPATHBIX CBS35X, YTO HEU30EKHO BEAET K YCIOKHEHUIO
TeHETUYECKOW NMPOrPaMMBbl Pa3BUTHS. JTO, B CBOIO OY€pEb, OTKPHIBAET
HOBBIE ITYTH JIJI51 BOJIIOL[MOHHBIX TPeoOpa3oBaHuii.

Knwouesvie crnosa: mopenupoBanue, Mopporenes, 3BONIOLHUS, CUMMETPHS,
TCHHO-PETYIIATOPHBIC CETH, CTA0MIIN3UPYIOLIHI 0TOOP, CIIOKHOCTb.

1. BBEAEHUE

Turbl CAMMETPUH W IUIAHBI CTPOCHUS MHOTOKJIETOYHBIX OMPEICIIAIOTCS
CTPYKTYpOi TeHHO-peryasaTopubix ceteit (I'PC), ympaBisiomux pa3BUTHEM
(KomyanoB u nip., 2004; Davidson, 2006). Ctpykrypa ['PC, B cBOotO ouepesnp,
3aKO/JUpOBaHa B 'rCHOME, ITPUYEM (I)aKTOpLI Cpeabl MOT'YT CYHICCTBCHHO BJIUATDH
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Ha peayn3alyio TeHeTHYecKoi nHpopManuu. MHOTHE aBTOPHI TIOAYEPKUBAIH
B2)XHOCTh ITOHMMAaHWS MPUHIIUIIOB OHTOT€HE3a JJISI PEKOHCTPYKIUHU ITyTeH H
MexaHnu3MoB sBodtonun (Bopoosésa, 2010; IlImansraysen, 1968; 1982; lum-
kuH, 2006; Huxley, 1943; Waddington, 1966). DBostoninoHHasi OUOJIOTHS pa3-
BHUTHS TOOMJIACh 3HAYUTEIBHBIX YCIIEX0B B pacmin(PpoBKe TeHETHIECKON «IIPO-
rpamMmbl»y oHTorenesa (Carroll, 2005, 2008; Hoekstra, Coyne, 2007; Mallarino,
Abzhanov, 2012). OgHako mporpecc B MOHUMAaHUHN COOTHOIICHHS TEHOTHUIIA U
(deHOTHITA CACPKUBACTCS KOHTPHHTYUTUBHOCTBIO M KQXKYIIICHCS MapaIoOKCcalb-
HOCTHEO MHOTHX CBOWCTB OHTOT€HE3a (KaK M JAPYTUX MPOLECCOB, CBI3aHHBIX C
caMoopraHuzamuei).

OmHUM U3 TIEPCIIEKTUBHBIX ITYTEH MPEOIOJICHHS dTOTO MPETISITCTBUS SBIISI-
eTcsi KOMITBIOTEPHOE MOJETMPOBAHNE Pa3BUBAIONINXCS dYMOPHOHOB U APYTHX
camoopranmyrpmuxcs cucrteM (MenmyTkun, Hatounn, 2008; Mapxkos, 2010;
Oster, Alberch, 1982; Murray, Oster, 1984; Dawkins, 1986; Oster, Murray, 1989;
Tamulonis et al., 2010). Pa3paborannas Hamu niporpamma Evo-Devo npesHa-
3HAYCHA JIIsl U3YUYCHUs OOIIMX CBOWCTB OHTOI'€HE3a MHOTOKJIETOYHBIX. OHA 110-
3BOJISIET MOJICITMPOBATH CAMOCOOPKY YIIOPSIOYCHHBIX CTPYKTYP U3 MHOKECTBA
JIENSIIIIXCS KJIETOK. Pe3ynbrarhl, momydeHHbIe MTPU TIOMOIIH JABYMEPHOH Bep-
cuu nporpammsbl (Evo-Devo 2D, miiockue opraHu3Mbl), OMUCaHBl HAMU paHee
(MapkoB, Mapkos, 2011). B Hacrosmeii craTbe npeacTaBieHa HOBasi, TpEXMep-
Hast Bepcus (Evo-Devo 3D, oO0beMHBIC OpraHU3MBbl), TO3BOISIONMIASIS OLECHUTD
COOTHOIIIEHUE MeXIy cTpykTypoi I'PC u TumamMu cuMMeTpUM OpPraHu3MOB, a
TaKXe MPOBEPUTDH BHIBOJBI O 3aKOHOMEPHOCTSIX DBOJIIOIMHM OHTOTeHe3a, TMOIy-
YeHHBIE B X0/l paOOTHI C ABYMEPHOU BEPCHEN.

2. TJIABHBIU IIPUHIIUIT OHTOI'EHE3A U ITPOT PAMMA EVO-DEVO

Baxueilmumii npuHIuIL, J€KalU[Mi B OCHOBE OHTOI€HE3a MHOTOKJIETOYHBIX,
COCTOUT B TOM, YTO OHTOT€HE3 — 3TO caMOcOOpKa YIOPSAJOYCHHBIX CTPYKTYP,
00yCIJIOBJICHHAsI COITIACOBAaHHBIM ITOBEJCHUEM HHANBHYaIbHbBIX MOLYJICH (KJIe-
TOK), M3HAYaJIbHO 3alpOrpaMMHUPOBAHHBIX OAMHAKOBBIM 0OpazoMm. Bce kiert-
K SMOpHOHA CIIEAYIOT OJHOMY U TOMY K€ HaOOpy «IpaBHJI MOBEACHUS», 3a-
kogupoBaHHoMy B cTpykType ['PC (KomuanoB u ap., 2004; Davidson, 2006).
IIporpamma moBeneHusI KJIETOK MHTEPAKTUBHA: OHA pearupyeT Ha WU3MEHEHUS
BHEITHEH W BHYTPEHHEH cpeanl. JIeHCTBHS OTHUX KIETOK SMOpHOHA (UX meje-
HUE, POCT, BBIJIC/ISIEMbIE BEIECTBA) MEHSIOT Cpeny ISl IPYTUX U BIUSIOT Ha UX
nosezieHUE. B pesynbrare moBeneHHE KJICTOK OKa3bIBACTCS COTJIACOBAHHBIM, a
pa3BUBAIOLIMICS OpraHu3M BeleT ceds kak HeuTo uenoe ([Imanbraysen, 1982).
OHTOreHe3 — 3TO IMPOLECC caMOOpraHU3alllM, B XOJ€ KOTOPOTO M3 COIJaco-
BAaHHBIX JICHCTBUH MHOKECTBA KJIETOK, CIEAYIOMINX CPAaBHUTEIHHO MPOCTOMY
HaOOpy MNpaBWJI IOBEACHHUSA, CaMO3apPOXKIAIOTCSl CIIOXKHBIE MHOTI'OKJIETOYHBIE
CTPYKTYPBI U IPOUCXOIUT IporpeccuBHas AuddepeHunpoBKa H3Ha4aIbHO He-
TG GepeHIMPOBAHHOTO LEJIOr0 (AIUreHe3).
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MBI TIpennoNoKuIN, YTO MHOTHE CBOHCTBA OHTOTeHE3a, OOHAapy KEHHBIE
AKCIIEPUMEHTATBHO, MOTYT OBITh CIIEICTBUSIMU 3TOTO MPUHIUIIA. B Takom ciry-
Yae JIJ1s1 HUX He TpeOyI0TCsl ciequanbHble 00bsICHEHU . DTa F'UI0Te3a Modydnia
TIOJITBEPIKJICHUS B XOJIe U3YUEHHUsI OHTOI'€HEe3a MOJIEJIBHBIX OPTaHU3MOB B MPO-
rpamme Evo-Devo. IIporpamma ocHOBaHa Ha YIIOMSIHYTOM 0a30BOM MPUHIIUTIE.
OHa 1M03BOJISET MOACITUPOBATE CAMOCOOPKY YIIOPSIOYCHHBIX CTPYKTYp («opra-
HU3MOBY) U3 MHOXKECTBa Jesniuxcs kinetok (Mapkos, Mapkos, 2011). Kaxxnas
KJIETKa MOAEIBLHOr0 3MOpHOHA ceqyeT 3aJaHHOMY HAaOOpy MpaBUII MOBEACHUS
(KTeHOTHITY»), OJMHAKOBOMY JJIS BCEX KJIETOK. 3ampelieHbl IpaBuiia, ACHCTBY-
IOIME Ha YPOBHE IENIOr0 dSMOPHOHA HIIM TPYIIBI KIETOK; pa3pelieHbl JTUIIb
npaBuia, paboTaloe Ha YPOBHE OT/IEIBHOMN KIETKH.

B nporpamme Evo-Devo pa3BuTue HauMHAETCA ¢ €IMHCTBEHHONW MCXOIHOU
KJIeTku (3uroThl). [lepen 3amyckoM mporpaMMbl SKCIIEPHMEHTATOP JIOJDKEH 3a-
JaTh «TCHOTHUII», TO €CTh €AMHBII HAaOOp MpaBHJI MOBEACHUS, KOTOPOMY OyIyT
MOJUMHATHCS BCe KJIETKH. KileTka MOXKET BBITOIHATE CIIEAYIOINE AEHCTBHUS:

1) BelgensiTh cUTHaNIbHBIE BelIecTBa (MOP(OTEeHbI), KOTOPHIE PACIPOCTPaHSI-
I0TCA B Cpefie, MpUYeM KOHIIEHTpaIus Mop(dorena yobIBaeT 1Mo Mepe yAaJleHus
OT BBIJICIISIONIEH KIETKH.

2) JlenuThes, pUYeM MIOCKOCTH JACTICHUS MOKET OBITh OPHEHTHPOBAHA CITY-
YaifHBIM 00pa30M WIIHM NEPIeHIUKYIISIPHO I'PAJUEHTY OJHOTO U3 MOP(OreHoB.

3) Ilepemeratbes B cityyaifHOM HallpaBiIeHUH WIH BJOJIb XUMHUYECKOI O rpa-
JIMEHTA.

4) OTMupaTh (IpeTepIeBaTh aronTo3).

5) CTaHOBUTHCA KJIETKOW TOT'O MM MHOTO «THITay (QHAJIOT KJIETOYHOU Mu-
(bepeHIUPOBKH, CM. HUXKE).

6) CoBepiaTh psAJl AONOTHUTENBHBIX IEHCTBUHN, TAKUX KaK U3MEHEHUE pa3-
Mepa (pocT), N3MEHEHNWE WHTEHCHBHOCTH BBIJCICHHSI MOP(POTCHOB U UyBCTBU-
TEIBFHOCTH K HUM, «3aTBEP/IEBAHNE», TO €CTh (PUKCAIHS TIO3UIINH KIJIETKH B OM-
OpuoHe, rmocIie 9ero Apyrue KIeTKH yKe HE MOTYT €€ CMEIIaTh UIH CKUMATh.

Kaxxmoe neicTBre BBITIOTHSACTCS (MU HE BBITIOIHIECTCS) KIETKOW B 3aBHCH-
MOCTHU OT KOMOMHALIMY yKA3aHHBIX B TEHOTHIIC YCIOBUH, TAKUX KaK KOHLIEHTpa-
11t MOP(OTreHOB, YHCIIO KIETOK-COCEIeH, HATMUne KOHTaKTa C BHEIIHEH CPeIoi
(cTeneHp OKPYKEHHOCTH APYTUMU KJIETKaMH), COCTOSTHUE KJIETKH (BbIACTACT TN
OHa B JAHHBIM MOMEHT TO WJIM MHOE BEIIECTBO), YHUCJIO JCTCHHH, POIIEeIIITUX C
MOMEHTA Havdaja pa3BUTHS, IPUHAJICKHOCTH KIETKH K TOMY HJI MHOMY THUITY.

[Iporpamma noBezieHHs y BCeX KIETOK OfHA U Ta xke. OIHAKO U3-3a TOT0, 4TO
pasHbIC KJIETKH B XOJI¢ Pa3BUTHUS HEM30EKHO OKA3bIBAIOTCS B Pa3HBIX YCIOBHUSX,
OHHM MOT'YT JIEMOHCTPHPOBATh pa3HOE MOBeAEHUE. JOMOIHUTENBbHYI0 MOIYJIb-
HOCTh TIpOTpamMMe IMOBEACHHUS MPHJIAET CIIOCOOHOCThH KIETOK TuddepeHunpo-
BaThCsA, TO €CTh B 3aBUCHMOCTH OT YCJIOBUI CTAHOBUTHCS KJIIETKAMHU WHOTO TUTIA.
JIto0oe mpaBuio, B COOTBETCTBHH C UMEIONIMMHUCS B TEHOTHIIE HHCTPYKIIHSIMH,
MOJKET BBITIOHSITHCS KJIETKAMU OJJHUX THIIOB M UTHOPUPOBATHCS OCTAIBHBIMHU.
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HccnenoBanue (GpeHOTUNIMYECKON peanu3aluy pa3HbIX T'€HOTUIIOB B JBY-
MepHO# Bepcun mporpaMMbl (Evo-Devo 2D) BEISBUIIO ClieNyrONIue CBOWCTBA,
XapakTepHbIE JJIs peabHbIX OHTOreHe30B (Mapkos, Mapkos, 2011):

1) I3nauanbHast CTOXaCTUYHOCTb, IIPUCYINAsi OHTOT€HE3Y 10 YMOTYAHHUION.

2) HeobxomumocTs nipucyTcTBus B [ PC cTabmau3npyomux KOHTYPOB, OC-
HOBAHHBIX Ha OTPUIATEIBHBIX 00paTHBIX cBI3IX (OOC), mis mpeooeHuUs CTO-
XaCTHMYHOCTHU U MOJTYUYCHHS YHOPSIOYEHHOro (DeHOTHIIA.

3) Onpenensiemasi HATUIUEM TaKUX KOHTYPOB SKBH(HUHAIBHOCTH MIIU TO-
MEXOYCTOWYUBOCTD (CIOCOOHOCTH KOMIICHCHPOBATh Pa3NYHbIC TIOMEXH, B TOM
YUCJIC MYTAIlHOHHBIC).

4) CriocoGHOCTh OHTOT€HE3a MPU CHJIBHBIX HAPYIICHUAX MTOPOXK/IaTh HOBBIE
MOpP(OIOrnyeckre CTPYKTYPhl, CHIBHO OTJIMYAIOIINECS OT «HOPMaIbHBIX», HO
[P ATOM HE MEHEE CIIOKHBIE U YHOPSIOYCHHBIE.

5) Cxonnble HEHOTUTTNYECKHE TPOSIBICHUS Y PA3HBIX MYy TaIIHMH.

6) KaHanu3upoBaHHOCTH HBOJIONHOHHBIX NpPeoOpa3oBaHUNl OHTOTEHE3a,
OTIPEIeIISIIOIIASCS] OTPAHHYCHHOCTBIO YHCIIa BO3MOKHBIX H3MEHEHHH (heHOTHTIa
MIPH MTPaKTUYECKH HEOTPAHWUUEHHOM YHCIIE BO3MOXHBIX MYTAIITHOHHBIX H3MEHE-
HUU TeHOTHUIA (CYIIECTBOBAHHE «KPEOIOBY).

7) Bo3aMokHOCTD AecTaOMIN3ai OHTOT€HE3a B Pe3yjIbraTe My Taluil.

8) Bo3MOXHOCTB MOSABIEHNUS HOBBIX IIPU3HAKOB CHayYaja B BUJIE PEIKUX aHO-
Majuil (HU3Kasi MEHeTPAaHTHOCTh MHOTUX MyTalluii).

9) I11efoTpOMHOCTh MYTAIIH, BIUSIONINX HA X0 PA3BUTHSL.

10) MopdoreneTnueckue Koppeasanuu (M3MEHEHUS OTHUX YacTel SMOpHoHa
ABTOMATHYECKU NMPUBOAT K ONPENEICHHBIM U3MEHEHHSIM IPYTHX €ro 4acTei,
YTO MOXKHO paccMaTpHUBaTh KaK MPOSBICHHE LEIOCTHOCTU Pa3BHUBAIOILETOCS
OpraHu3Ma).

PerynsipHast BOCIpOM3BOJMMOCTH 3TUX CBOMCTB B MO/IETH TIOKA3bIBAET, YTO
OHM, T10 BCEH BUAMMOCTH, SBIISIIOTCS CIEACTBUSAMH 3aJ0KEHHOTO B IPOTpaMMy
0a30BOT0 IPUHIUIIA, ONUCAHHOTO BBIIIE, U TIOTOMY HE TPeOYyIOT CIeLNaIbHbIX
o0wsicHenuit (Mapkos, Mapxkos, 2011).

3. TUIIbI CUMMETPUUN U CTPYKTVYPA I'PC

Tpexmepnas Bepcus nporpammsl (Evo-Devo 3D) nmo3BossieT MoaenupoBarth
OHTOT€HE3bl 00BEMHBIX OPTaHU3MOB C PA3TUYHBIMHU TUITAMH CUMMETPHH. MBI
WCTIOTh30BaJIM HOMEHKIJIATypy THIIOB cuMMeTpuu 1o B.H. bexnemutiey (1964).

AHaKCOHHASI CHMMETPHS, WU TIEPBUYHAS ACUMMETPHS (CHMMETPHS THIIA
0). [IpocTeIMM THIIOM MHOTOKJIETOUYHON OPraHU3alUHU SBIISETCS HEYNOPSIO-
YeHHOE CKOIUIeHHe KieTok. J{iis ero ¢opmupoBaHus He TpeOyeTcs crennaib-
HOW «IIporpamMMbl pa3BHTHsI». HeynopsijoueHHbIe CKOMIICHHSI OTYYaloTCsl ca-
MOTIPOU3BOJIBHO B PE3YJIHTATE XaOTHUCCKOTO AeTICHUS OacToMepoB (puc. la).

Codepuueckasi cummerpus (turn 1). Cheprueckasi CAMMETPHUST MOXKET pas-
BUTKCS U3 cuMMmeTpun tuma 0 6e3 ycrnoxkaerus ['PC (6e3 mobaBieHNs] HOBBIX
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Puc. 1. AnakconHas, ceprudeckast 1 HEOnpeAeIeHHO MOIHAKCOHHAsI CHMMETPUS: ¢ — MOPY-
71a U3 32 KIETOK, MOy HaroIascs U3 3UT0THI OCie 5 KICTOYHBIX ACTCHHI; O, 6 — IapooOpa3HbIe
CKOIUTEeHMSI, oy datoruecs nocie 10 (6) u 12 nenenuii (6); e, 0 — HEOMPEIEICHHO TTOJINAKCOHHAS
CHMMETpHS, CONpsDKEHHAst ¢ TU(dEpEeHIINPOBKOI KIETOK: ¢ — YHOPSIOUYCHHOE PACIIONIOKEHHUE
OTPOCTKOB KOHTPOJIHMPYETCS OTPUIATEILHON 00paTHOM CBSI3bIO (334aTKH OTPOCTKOB BBIJIEIISIOT
BEIIECTBO, UHIHOMpYyoliee GOpMUPOBAHKE APYTHUX OTPOCTKOB MOOIH30CTH), 0 — yaanenune OOC
MPUBOJIUT K Pa3yNOPsIOYMBAHUIO (DEHOTHIIA.

WHCTPYKUUH B TEHOTHUIT) MYyTEM MPOCTOr0 YBEIMYEHHUS YHCIIa KJICTOYHBIX Jie-
neHui. Ecnu cpena, B KOTOPOM MJIET pa3BUTUE, H30TPOIIHA, MHOXKECTBO JIEJIsI-
IMIKXCS KJIETOK M0 MEpe POCTa MX YHCIa MPUOOpeTaeT Bce Oonee MpaBUIIbHYIO
cepraeckyro Gopmy (puc. 16, 8).

Heonpenenenno nonuakconHasi (MuHoroocesas) cummertpus (tun 1.1). [le-
pexon oT chepruuecKoil CMMMETPUH K HEOIPECICHHO MOIMAKCOHHON MpenIo-
JaraeT MosiBICHUE Ha CHEPUIECKOM TeJIe OCEBBIX CTPYKTYP, YTO COOTBETCTBYET
Hauany nuddepeHunpoBku kiaeTok. Knerounas nuddepeHinpoBka Bceria Tpe-
OyeT yclI0KHEeHUs IIporpaMMbl pa3BuTHsl. B mpumepe, noka3aHHOM Ha puc. le, B
TEHOTHI T00aBIEHBl HHCTPYKIINH, 3aCTABISIONINE YaCTh HeAUPPepeHITnPOBaH-
HBIX OJacToMepoB (kaeTky Tuna 0) mpeBpaTuThes B KISTKH TUMA | (3a4aTKu OT-
poctkoB). Kpome Toro, 1151 paBHOMEPHOT'O pacipenesieH s KIeTOK 1 1Mo moBepx-
HOCTH c(hepbl TpeOyeTcsa obaBIeHNe PEryIaTOPHOTO KOHTYPa, OCHOBAHHOTO Ha
OOC. B nanHom npumepe KiIeTKH 1 BBIIENII0T MOPPOTreH, HHTHOUPY IOLIHIA ITpe-
BpalleHue coceqHuX KieTok 0 B kieTku 1. [Io3ToMy OTpOCTKH BO3HUKAIOT Ha He-
KOTOPOM PacCTOSIHUM ApPyT OT Apyra. [eHotuI, peann3anus KOTOPOro nokaszaHa
Ha pHC. le, mpencTaBisieT co0oil ciaenyrommuii Habop WHCTPYKITHIA:
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Ecau mor knemxka muna 0, mo

Ecnu npotideno menee 10 oenenutl, mo nooeaucs, 8 NPOMUGHOM CAyYde eClu
KkoHyenmpayus eeujecmea A menvute (.02 u ecmv KOHMaKm co cpedotl, mo Hau-
HU bloensimb geujecmso A u cmanb Kiemkou muna 1.

Ecnu mot knemrxa muna 1, mo

Ecnu npoiioeno menee 14 oenenuil, mo nodenucs no epaduenmy sewjecmaa A.

OOC, ymnopsmounBaromas pacrojoKeHHe OTPOCTKOB, 3aKJIIOUeHa B WH-
CTPYKIIUU «ecau KoHyenmpayus eeujecmea A menvute 0.02». Ee ynanenue Beqet
K Je30praHu3auuu (GeHOTHIa: SMOPHOH MOKPHIBACTCS KOPKOW M3 XaOTHYECKH
pacronokeHHbIX KIeToK 1 (puc. 10). JlaHHBIH npuMep WILTIOCTPUPYET OOIIYI0
3aKOHOMEpHOCTh: ycnoxHenue ['PC tpebOyercs st mudepeHImpoBKY YacTeit
opraHW3Ma W ISl YIOpSAOoYUBaHUS (DEHOTHUIA (CHMKEHHS XaOTHYHOCTH), TO
€CTb JIJIS TIEPEeX0/ia «OT HEOIPEIETICHHOM, OECCBSI3HON OTHOPOIHOCTH K OTIpe/ie-
JICHHOH, CBSI3HOU pa3zHopomHocTh» 1o I. CnieHcepy (Spencer, 1864).

MonakconHnasi (oceBasi) cummeTpusi (Tun 2). Ot cummerpuu tuna 1.1
MOJKHO TIEPEUTH K OCEBOW CHMMETPUH, MPOCTO YMEHBIIIAsl YUCIIO PaJHAJIbHbBIX
CTPYKTYp. B paccmarpuBaeMoM MpHMEpE 3TOTO JIEIKO JOOUTHCS, yMEHBIIAas
rmapaMeTp, XapaKTepU3YIONMH YyBCTBUTEIBHOCTh MEXaHHM3Ma IpPEBpAIleHUS
kietok 0 B kieTku 1 k Mopdoreny, BeiaenseMomy kietkamu 1. MabiMu ciioBa-
Mmu, gocratouHo ycrmintbh OOC, KOHTPOIUPYHOIIYI0 (POPMUpPOBAHUE 3a4aTKOB
OTPOCTKOB. YCIIO)KHEHUS TPOrPaMMbl Pa3BUTHS IIPU 3TOM He npoucxonurt. [1o
Mepe YMEHbIIECHHUS JaHHOTO MapamMeTpa YUCI0 PaJUalbHbIX CTPYKTYDP YMEHb-
maetcs (puc. 2). IIpr 3ToM THUTT CHMMETPHH Ka4eCTBEHHO MEHSIETCS JTBAKIHI.
[lepBelii pa3 3TO IPOUCXOAUT, KOTJA YUCIO OTPOCTKOB COKpAILAETCs 10 ABYX. B
3TOT MOMEHT aBTOMAaTHYE€CKHU BO3PACTAET YIOPSJOYCHHOCTh PACTIONOKEHHUS OT-
POCTKOB: TeNeph OHH HEMTPEMEHHO PACIIOIararoTCsl B POTUBOIOIOKHBIX TTOTY-
mapusx, a mpu ganbueimem ycunenuun OOC nBa 0TPOCTKA OKA3bIBAIOTCS MPU-

0.000001
2.2

00oC 0.02
Cumm. 1.1

Puc. 2. YMeHblIleHHe YHCIIa paJdaIbHEIX CTPYKTYpP B pe3yJibTaTe yCHJICHHS OTPHIIATEINb-
HO# 0OpaTHOM CBSI3M, KOHTPONUPYIOLICH UX GpOpMHUPOBAaHHUE, BEACT K MEPEXOAY OT CHMMETPHU
tumna 1.1 k cummetpun Tuna 2.1 u 2.2. [log kaxAbIM OpraHU3MOM yKa3aHO MOPOTOBOE 3HAYCHHE
KOHIIEHTPAIIMHX BelecTBa A, P KOTOPOM HHTHOHpYeTCs (OpMUPOBaHKE 3a4aTKOB OTPOCTKOB,
U THII CHMMETPHH.
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YPOUEHHBIMHU K IPOTHUBOIOJIOKHBIM HON0caM. B pesynbrare cummeTpus Tuma
1.1 mpeBpaiaeTcs B MOHAKCOHHYI0 TOMOMOJISIPHYIO (TUT 2.1), XapaKkTepu3yo-
HIyIOocs HAJIMYUEM OJHOM OCH CHMETPHH U MEPHEeHIUKYISIPHON el MIIOCKOCTH
CUMMETpHH; Nodtoca uaeHTHuHbl. [lpn nansaelimem ycunenun OOC ocraercs
JIUITH OTUH OTPOCTOK, YTO COOTBETCTBYET APYTOl pa3HOBHUIHOCTH OCEBOM CHM-
METPUH — MOHAKCOHHOI reTeponoJsipHoi (Turr 2.2): eTMHCTBEHHAs OCh CHM-
METPHUH, TOJI0CA PA3TUIHBI.

[IpocTeiimuii ciocod GopMUpOBaHUS CUMMETPHUU 2.2 — MOSIBICHUE CAHH-
CTBEHHOH MONSPU3YIOIIEH CTPYKTYpHI (OpraHu3aTopa) B J000H TOUKE MOBEpX-
HOCTH ceprueckoro sMOproHa. ['paueHT KOHLEHTpauu MOp(doreHa, Bblje-
JIIEMOI0 OPraHu3aToOpOM, HMPUIAET MOJISIPHOCTh 3apoAblily. Takoil THUI CHUM-
METPUN XapaKTepeH IJIsl PaHHUX SMOPHOHOB JKMBOTHBIX, MOCKOJBKY 3UI0OTa
M3HAYaJIbHO MOJISIPU30BaHA 32 CUET HEPABHOMEPHOTO pacIipelesiCHHs JKeJITKa,
JHK, MPHK u npyrux BemectB. Ha ocHOBe Takoro moJsipu30BaHOTO 3MOPHO-
Ha HETPYIHO CMOJICIMPOBATH PAa3BUTHE PA3HOOOPAa3HBIX OPraHU3MOB C IaHHBIM
THUTIOM CHMMETPHH.

IIpu noGaBneHNN B TEHOTHUIT PEKYPCUBHOM (BO3BPATHOI) MHCTPYKITUHU Opra-
HH3M ¢ CAMMeTpHEeH 2.2 MOKET IPHOOPECTH, BI0OABOK K 3TOM CHMMETPHH, TaK-
K€ U 3JIEMEHTHI MeTaMepuu. Harpumep, eciu KoHLIEeBas KJIeTKa eIMHCTBEHHOTO
MpHJIaTKa CHOBA MIPEBPATUTCS B KJIETKY THIA 0, TO 3Ta KJIETKA, IPH COOTIOICHUH
OTIpeJICIEHHBIX YCIIOBUH, MOJKET aBTOMATHYECKH J1aTh HAYaJl0o BTOPOMY cepu-
YECKOMY MHOTOKJIETOYHOMY MOAYJIO, COeTUHEHHOMY C MEPBBIM. DTO OAMH U3
HECKOJIBKHX ITyTeH (GOopMUPOBAHUS METaMEPHH (CM. HITKE).

BunarepanbHas cumMmerpus (tun 3). Ilepexoa oT monasipu30BaHHOIO M-
OpuoHa ¢ cumMmeTpueil 2.2 Kk OuyaTepaibHOM CUMMETPHH TpeOyeT CO3AaHus
BTOPOT0 OpraHu3atropa (LeHTpa BbLAEJICHUS BTOPOTO MOJSIPU3YIOLIETO MOp-
¢orena), mpuueM MPOCTPAHCTBEHHAS! OPUCHTALINS T'PAJUCHTOB KOHIICHTPAIMH
IIBYX MOpP(OTEHOB HE JOKHA coBIManath (puc. 3). Eciau mepBeIii rpanueHT 3ama-
eT IepeiHe-3aqHIO0 IOJISIPHOCTh, TO BTOPOH — A0P30-BEHTPAIbHYIO. Y peajb-
HBIX OMJIaTepuil B «pa3MeTKe» SMOPHOHA BIIOIb NEPEAHEe-3aAHEH OCH BaXKHYIO
poiab urpatoT HOX-reHsl, a A0p30-BeHTpabHAS MOJSIPHOCTH Y MO3BOHOYHBIX
ompenensieTcs: paboToi «IMEeMaHOBCKOTO OpPraHU3aTOPay, BBIACISIONIETO J0p-
sanu3ytomuii pakrop chordin u apyrue mopdorens (De Robertis, 2009). Jpa
HECOBIAAIONINX T'PajIneHTa MOP(OTEHOB aBTOMATHYECKH 3a/1al0T OHJIaTepatb-
Hy10 cuMMeTpuio. K 3TuM rpagueHTaM HETPYIHO «IPUCTPOUTH» HPOrpaMmy
KJIeTouHOW nuddepeHITMpoBKU. B mpuMmepe, Moka3aHHOM Ha pHC. 3, KICTKH
MOAPA3IENSIOTCS Ha «TOJIOBHBIEY, CIIMHHBIE» U «OpromHbley. [locne nudde-
PEHLIMPOBKH KJETKM Ka)KJIOrO THIIA MOTYT CJIEOBAaTh COOCTBEHHOMY HabOpy
npaBui noseneHud. Tak B mporpamMmme Evo-Devo 3D M0O)KHO MOIYy4HTh pa3HOO-
OpasHble bunarepantbHO-CUMMETPUYHBIE POPMEI (pHC. 3).

TakuMm 0Opa3zom, JJIs Iepexoia 0T CHMMETpHH 2.2 K CHMMETPHH 3 0CTaTO4-
HO HEOOJIBIIOrO YCIIOAKHEHUS IPOrpaMMbl Pa3BUTHS: 10OABIEHUS BTOPOro opra-
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Bup cneBa Bup cnepegn

Bup czagm Bupa ceepxy Bua cHusy

Puc. 3. PasBuTHe OmiarepalbHO-CHMMETPHYHOTO OpraHm3Ma. Bepxy: ¢opmupoBanne
JBYX MOJSPU3YIOIUX OPraHU3aTOPOB M KIeTouHast AU (HEepeHIINPOBKA (CTPEIKAMU MTOKA3aHbI
rpajineHThl MOP(OreHOB, 3aJaolue NepeIHe-3aJHIO U JOP30-BeHTPAIbHYIO IMOJISIPHOCTD).
BHunzy: B3pocunstii penorum.

HHU3aTOpa, CO3/IAI0IIEro BTOPOH MOMAPU3YIOINN TpagreHT. OHAKO yCI0KHEHUE
MPOrpaMMBbl pa3BUTHS HEOOX0AUMO J1sl AU PEPEHIUPOBKHU KIIETOK, a TAKKE JJIS
CTaOMIIN3AIH HEYCTOMYHMBBIX (PEHOTUITHUYECKUX ITPU3HAKOB (CM. HIIKE).
bunarepanbHo-MeTamepHas cumMeTpus (tur 3.1). [Iporpamma Evo-Devo
3D mo3BoJIsSi€T MOAENIMPOBATH PAa3HbIE CIIOCOOBI pa3BUTHS METaMEpHUH, 1BA U3
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Puc. 4. JIBa cnoco0a pa3BUTHS METaMEPUH Y OUIIATEPATbHO-CHMMETPUYHOTO OPTaHU3Ma:
a — «49achl CETMEHTAINN, 6 — TIOCIIeA0BaTeIbHOEe (HOPMUPOBAHUE CETMEHTOB B 30HE pocTa. [lo-
SICHEHUS B TEKCTE.

KOTOPBIX IMoKa3aHbl Ha puc. 4. [lepBbiii crocod (puc. 4a) OCHOBaH Ha «4acax
CerMEeHTAIMM». MUKJINYSCKOM H3MEHEHUH KOHIIEHTPAIMKU MOp(OreHa, onpee-
JISFONIET0, B KAKOW M3 HECKOJIBKMX BO3MOXKHBIX THIIOB KJICTOK MTPEBPATSITCS He-
nudhepeHIIMPOBAHHbBIC KICTKH TYJIOBHINA, KOTJA 10 HUX JOWICST JABHIKYINASCT
criepe/iu Ha3aJl «BOJHA KJICTOYHON AUPPEPEHIUPOBKM (IIPEACTABISIONIAs CO-
0ol IOPOroBBIH YPOBEHb KOHIICHTpAIMU Apyroro MopgoreHa). Takol crocod
3aKJaJIKM METAMEPHBIX CTPYKTYP XapaKTEePeH JUIsl TO3BOHOYHBIX H HEKOTOPBIX
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HacekoMBIX (Sarrazin et al., 2012). Bropoii crioco0, xapakTepHBIH A TOCTIap-
BaJIbHBIX CETMCHTOB MHOTHX YJICHHCTOHOTHUX M aHHENU] — GOpMUPOBAHUE HO-
BBIX CETMEHTOB I10 OJJHOMY B 30HE pOCTa Ha 3aJHeM KoHIle Tena (puc. 40). Jlns
TOT0, YTOOBI MEPEUTH OT METaMEPUHU C CYNPOTHUBHBIM PACIIOIIOKECHUEM MeTa-
MEpPHBIX CTPYKTYpP K CHMMETPHHU «CKOJIB3SILIETO OTPAXECHUs» (XapaKTEpHOH,
B YAaCTHOCTH, IIJIT MHOTHUX BEHIOOWOHTOB), J0cTaTo9HO ycriuTh OOC, wHTH-
OHMPYIONIYIO 3aKJIAJKy 3a4aTKOB METAMEPHBIX CTPYKTYP B OKPECTHOCTSAX YXKe
c(hopMupoOBaBIIErocs 3a4aTkKa.

4. CTABMJIN3NPYIOIIUE PEI'YJIATOPHBIE KOHTYPbI
U TIOMEXOYCTOMUYMBOCTH PASBUTU S

OIBIT MOJCTMPOBAHUS OHTOIEeHE30B B Iporpamme Evo-Devo 3D nmonTeepix-
JIaeT 3aKOHOMEPHOCTH, BBISIBICHHBIE paHee B Xoje paboThl ¢ Bepcuen 2D (cm.
pasnen 2). Tak, HEM30EKHO MPUCYTCTBYIOIIHUE B TOBEACHUU KaXKJOW KIIETKU
9IIEMEHTHI CITYYaiHOCTH, CKJIabIBasICh, IPUBOAST K HEYCTOHYMBOMY («HEoIpe-
JICTICHHOMY») (eHoTHuIy, eciid B ['PC, ynpaBisitomiux pa3BUTHEM, HET CIICIU-
AIBHBIX CTAOMJIM3UPYIONINX PETYISTOPHBIX KOHTYpPOB, ocHoBaHHBIE Ha OOC
(MapxoB, Mapkos, 2011). Hatpumep, heHOTHIT CErMEHTHPOBAHHOTO OpraHU3Ma
C MapHBIMH TpUaaTKaMu (puc. 46), OTHOCUTEIBHO YCTOWYUB Oyaronapst HajIu-
YUIO B €r0 TCHOTHUIIE MHOXKECTBA CTAOMIIM3HPY IOIINX UHCTPYKIUH, COCTABIISIO-
X B o60mei crnoxuoct 30 % «IporpaMMbl pa3BUTHUS». YJaJICHHUE 3THX HH-
CTPYKIUU MPUBOJIUT K JeCTaOUIN3alMH OHTOI'CHE3a: KHOPMaJIbHBII» (DEHOTHII
B 3TOM citydae (hopMUpyeTcs JINIIbh U3peaKa, Kak OHA U3 MHOTUX BO3MOXHBIX
Bapuanwuii (puc. 5).

Baxnetimel 0COOCHHOCTHIO CTAOMIU3UPYIOMUX KOHTYPOB, OCHOBAHHBIX
Ha OOC, siBAsieTCS UX YHHUBEPCAIBHOCTh, TO €CTh CIIOCOOHOCTh KOMIICHCHUPO-
BaTh Pa3HOOOpa3HbIC OTKIOHEHUS HE3aBUCUMO OT TOTO, KAKUMH MPHYUHAMH
OHH OBLLIM BBI3BAHEBI: CJ'Iy‘IafIHBIMH BapuanusiMu IMOBCIACHUS 3M6pI/IOHaJH)HBIX
KJIETOK, KOJIEOAaHUSIMH YCIIOBHI CPEbl MW TeHeTHYeCKuMHU MyTanuamu (Kod-
yaHOB, Cycio, 2006). Takum obpa3om, ynopsgounBanue (ctadmimmsanus) de-
HOTHIIA, TPOUCXOJISINEE B XO/I€ SBONFOINH 10T JCHCTBHEM CTAOMIN3HPYIOIIETO
0oTOOpa MyTEeM BKIIOYCHHS B TEHETHUYECKYIO «IIPOTPAMMY DPa3BUTHUS» HOBBIX
PEryJISITOPHBIX KOHTYPOB, aBTOMaTUYECKH MTOBBIIIAET YCTOMYUBOCTb HE TOJIBKO
K ImoMexam, MopoxIacMbIM KOHeGaHI/IﬂMI/I YCJ'IOBI/Iﬁ Cpeabl 1 MPUCYHIUMHU JITO-
OOMy OHTOTEHE3Y 3JIeMEHTAMH CIyYailHOCTH, HO M K TIOMeXaM, MOPOKIAEMBbIM
MyTanusMu. VIHBIME clloBamMU, CTaOMIU3UPYIOMHA OTOOp B TEHIEHIIUU JOJ-
JKEH BECTH K CHID)KEHUIO TICHETPAHTHOCTH (TIPOSIBIISIEMOCTH B (DEHOTHIIC) TIOTEH-
[[UAJILHO BPEIHBIX MYTAIIHH.

[MpoumtrocTpupyeM 3TO Ha MPUMEPE PACCMOTPEHHOTO BBIIIE CETMEHTHUPO-
BaHHOTO opranusma (puc. 6). cxomHo y 3TOro opranusmMa B 3a4aTKH KOHEUHO-
CTEH MOTYT IPEBPAIATHCS TOJBKO KIETKU OHOTO U3 THIIOB (KJIETKH OPIOIIHOTO
smuTeNHs). 3aKiiagka KOHEYHOCTEH CHIIBHO «3apeTyIMPOBaHay. OHa KOHTPOIH-
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Puc. 5. Crabunuzamnus GpeHornna myTeM J00aBICHUS B «IIPOrpaMMy Pa3BHTHUS» JIOMOTHU-
TEJIBHBIX PEryJIATOPHBIX KOHTYPOB, 0OcHOBaHHBIX Ha OOC: ¢ — HeCcTaOUIbHBII (EHOTHII, TeHEPH-
PYEMBIH POCTHIM TEHOTHIIOM C MaJIBIM YHCIOM CTAOMITH3UPYIOIINX PETryJISTOPHBIX KOHTYPOB,;
6 — cTaOUIM3MPOBAHHBIN (HDEHOTHUII, MONYYCHHBIH U3 (@) TyTeM T00aBICHIS PETYIISATOPHBIX KOH-
TypoB, ocHOBaHHBIX Ha OOC, 4TO MpUBETO K YBEIMUCHHUIO (YCIOKHEHHIO) IIPOrPAMMBI pas-
BUTHSI» B IIOJITOpA pasa.

pyeTcss KOHIEHTpANUSIMU ISTH MOphoreHoB. IMEHHO MOATOMY KOHEYHOCTH
pacronararmTcs yHopsIo4eHHO: TOCErMEHTHO, BJIOJIb BEPXHETO Kpasi OPIOIIHO-
T'0 SIUTENHS, TJIE OH CMBIKACTCSI CO CIMHHBIM (pHuc. 6a).

BHeceM B 3TOT reHOTHIT MYTaIlHIO, KOTOPAs MO3BOJISIET 3a4aTKaM KOHEUHO-
cTeit GOpMHUPOBATHCS M3 KIETOK JIFOOOr0 THIMA (2 HE TOJIBKO M3 KIETOK OpIOII-
Horo snuTtenus). Ha ypoBHe mporpaMMUpOBaHUs Takas MYTAlHs CBOJUTCS K
MIEPEHECEHUI0 UHCTPYKIUU JIJIsT (JOPMUPOBAHMS 3a4aTKOB KOHEUHOCTEH U3 TOJI-
MPOrPaMMBbI, BBITIOJHSIEMOW TOJIBKO KJIETKAMHU OPIOLIHOTO 3MUTEIHUs, B OOy IO
YacTh MPOrPaMMbl Pa3BUTHS, BBIMOJHICMYI BCEMHU KJIeTKaMH. MOXHO ObLIO
OBI MIPEONI0KUTD, YTO JJAHHAS MYTAIlUs MPUBEICT K PaIUKaIbHOMY H3MEHE-
HUIO (PeHOTHUIIA: HATIPUMED, K BBIPACTAHUIO KOHEYHOCTEH 110 BCeMy Teny. DToro,
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Puc. 6. Crabunuzauus (yrnopsigounBanue) GEeHOTHIIA HOBBIIIAET YCTOHUYNBOCTD K MyTallH-
SIM: @ — UCXOIHBIM YHOPSJOUYCHHBIN (EHOTHUIT; 3aKJIaJka KOHEYHOCTEH KOHTPOJIMPYETCsl KOH-
LEHTPALMSIMH ISATH MOP(HOTrEeHOB; TOJIBKO KJICTKH OPIOIIHOTO SMUTEIHS MOTYT MPEBPaIaThCs
B KJIETKH — 3a4aTKU KOHEYHOCTEH; MapHbIe MPUAATKNA PACIIOIOKEHBI ITOCETMEHTHO Ha Opromi-
HOHU CTOpOHE, BJIOJb IPAHUIBI CO CIIUHHBIM SHUTEINEM; 6 — MYTalHs, B Pe3yJIbTaTe KOTOPOH
B KJIETKH — 3a4aTKH KOHEYHOCTEH MOTY T IPEBPAIIAThCS KICTKH JII000T0 THIIA, TPUBOAUT JIUIIb K
HeOOJIBIIOMY U3MEHEHHIO (peHOTHIIA (KOHEYHOCTH PACTYT HE TOJIBKO MO OOKaM, HO U Ha CIIHHE);
6 — MEHee YIOpPSAJIOYECHHBIN (PEHOTHII; 3aKJaJKa KOHEYHOCTSH KOHTPOIHMPYETCS KOHIEHTpA-
UMM JIMIIB ABYX MOP(OTrEHOB; TONBKO KJIETKHM OPIOIIHOTO SMMTENUS MOT'YT HPEeBpalaThCs
B KJIETKHM — 3a4aTK¥ KOHEYHOCTEH; MapHbIe NMPHUIATKH PACIHOJIOKEHBI Ha OPIOLIHOW CTOpOHE;
2 — Ta K€ MyTalus MPHUBOJUT K 3HAYHTEIBHOMY M3MEHEHHUIO (eHOTHINA (KOHEYHOCTH PaCTyT
0 BCEMY TeJly, BKJIIOUast TOJIOBY; U3MEHEHBI pa3Mepsl U popMa KOHEYHOCTEH).

OJTHAKO, HE MIPOUCXOJIUT: JUIIHIEC KOHEYHOCTH BBIPACTAIOT TOJIBKO HA CIIMHHOM
cTopoHe TyjoBHIna (puc. 60). [IpuunHa B TOM, 4TO 3aKiIagKka KOHEYHOCTEH 3a-
BUCHUT OT KOM6I/IHaHI/II/I MHOTI'uX yCJIOBI/IfI, KOTOPBIC HE BBIINIOJIHAIOTCA B JPYyTUX
JacTAX opraHu3Ma (Hampumep, Ha royiose). [loaTomy heHOTHITIIEeCKOe TIPOSIB-
JICHNE MYTalliH OKa3bIBa€TCS OTHOCUTEINHHO CIIA0bIM.

Onnako 3 QexT qaHHOW MYTalll MHOTOKPATHO YCHIJIMTCS, €CIIU OHa IPOo-
W30HJIET Y OpraHu3Ma C yIpOIICHHOW MPOrpaMMOM 3aKIaJIku KOHEUHOCTEH (M,
COOTBETCTBEHHO, MEHEE CTaOHJIBHBIM HX pacrojiokeHuem). Hampumep, ecnu
JIECTaOMIIN3UPOBATh 3aKJIaJIKy KOHEYHOCTEH, YAaIUB TPU PEryIsTOPHBIX KOH-
Typa U3 TATH (I OCTaBUB 3aBUCHMOCTH JIUIIH OT ABYX MOP(OTCHOB), IOy THUM
(heHOTHII, TOKa3aHHBIN Ha pUC. 68. Y 3TOTO OpraHu3Ma, Kak U Yy UCXOJHOTO, KO-
HEYHOCTHU PaCTyT TOJHKO Ha OPIONIHOW CTOPOHE TYJIOBHINA, HO PACIIOJIOKEHBI
MEHee YIOpsA0UYEHHO.

Ecam BHECTH B reHOTHUI 3TOTO OpraHu3sMa TaKyr K€ MyTalluto, KaK B IIpe-
JBIAYIIEM cilydae (T03BOJIMB 3aUuaTKaM KOHSUHOCTEH (hOPMHUPOBATHCS U3 KJICTOK
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M000r0 THMA), TO (PEHOTHITHYECKOE MPOSBICHUE dTOW MYyTaIlMH OKa3bIBAETCS
3HAYUTENBHO Oosiee CUIBHBIM (pHc. 62). KoHeuHOCTH Temeph JIeHCTBUTEIBHO
BBIPACTAIOT 110 BCEMY Telly, BKJIFouasi rojioBy. KpoMe Toro, MeHsieTcst pa3mep u
(hopMa KOHEUHOCTEH (OHU CTAHOBSITCS 0O0JIeE TOJICTBIMK U HEPOBHBIMH, a HX JIJTU-
Ha BapbUPYET: HA I'OJIOBE OHHM KOpOdYEe, YeM Ha TyJIoBHIIE). [I[pudyrHa B TOM, 4TO
B pe3yJbTaTe YIPOIICHHS MPOrpaMMbl Pa3BUTHSI YCIOBHS, HEOOXOMUMBIE IS
3aKJIaJKi KOHECYHOCTEH, BBIMOIHSIIOTCS TEMeph BO MHOTHX YacTAX OpraHu3Ma,
BKJIFOUAsl ¥ CAMU Pa3BUBAOIIUECS KOHEUHOCTH (ITUM OOBSCHSETCS UX YTOIIIIE-
Hue). JlaHHBIN TpUMEp TIOKA3bIBAET, YTO POCT YIOPSIOUCHHOCTH ¥ CTA0MIIBHOCTH
¢deHoTHIIA, TPEOYIOIIUN YCIIOKHEHHUS POrPAaMMbI PA3BUTHS, MOXKET aBTOMATH-
YECKH MOBBIIIATh YCTOMYMBOCTD K Pa3JIMUHBIM BHEIIHUM W BHYTPEHHUM IOME-
XaM, B TOM YHCJIe K TIOTCHIIMAIBHO BPETHBIM MYTAIMSIM. DTO, B CBOIO OUepEb,
JIOJDKHO CITOCOOCTBOBAThH HAKOIUICHUIO CKPHITON MEHETHYECKONW H3MEHUHBOCTH,
YTO TIOBBIMIACT BOJIONUOHHYIO MJIACTHYHOCTh U MPUCTIOCOOIISIEMOCTD, OTKPBI-
Basi BOBMOXHOCTH JIJIsI BRIpaOOTKY HOBBIX anantanuii (Hayden et al., 2011).

5. BAKJITOUEHUE

[lonyueHHble pe3yabTaThl YKa3bIBalOT HA OTCYTCTBHE YETKOH KOppeasLun
MEXy THIIOM CUMMETPUHU U cloxHOCThIO ['PC, HeoOXoaumbIx s ero ¢op-
mupoBaHus. Chepruueckas cummetpus (1) He TpeOyeT crennanu3upOBaHHBIX
I'PC u GopMupyeTcst caMOIIpOU3BOJIEHO MPH JICJICHHUH KJIETOK B U30TPOITHBIX
yenoBusix. Heonpenenenno-nonuakconnas cummerpusi (1.1) dopmupyercs u3
(1) mpu MOSAIBICHUHN paguaIbHBIX CTPYKTYpP (Halmpumep, OTPOCTKOB), PaCIoiio-
JKEHUE KOTOPBIX KOHTposmpyercs nmpocreimeir OOC (KIeTKHA CTPYKTYpHI BbI-
JeNAI0T MOp(OreH, HHIMOMPYIOINK 3aKJIaJKy TaKuX K€ CTPYKTYp MoOiIn30-
ctH). MonakcoHHasi romonossipHasi (2.1) u rereponosnsipHas (2.2) CHMMETPHH
nojry4aroTcs u3 (1.1) 6e3 yCIIoKHEeHH s TPOrpaMMbl Pa3BUTHS 32 CUET U3MCHEHU S
napameTpoB OOC. B ciyuae (2.2) sMOproH niproOpeTaeT moIsIpru3aInio, 3a1a-
BAaEMYI0 IpaIuCHTOM MOP(OreHa, YTO COOTBETCTBYET PAHHUM CTaIUSM 3MOpH-
oreHesa XMBOTHBIX. [yt mepexona ot (2.2) k OunarepaibHOW CUMMETPHH He-
00XOAMMO TOSIBIIGHUE BTOPOTO MOJISPU3YIOLIETO IPaJUCHTa, HE COBIIAAAIOLICTO
C TIEPBBIM (UTO Ha TEHHOM YPOBHE MOXKET OBITh JOCTHUTHYTO, HAIPHUMED, My TeM
JIyTUIMKAIIMHA TeHOB, OTBETCTBEHHBIX 32 (POpMUPOBAHUE NIEPBUYHOTO T'PaIUCH-
ta). [lepexox oT OunaTepasbHO-METAMEPHOTO TJIaHA CTPOCHHS K CUMMETPHHU
CKOIIB3SIIIIETO OTPAXKEHUS OCTHTaeTCs n3MeHeHneM mapamerpoB OOC 6e3 yc-
JIO)KHEHUS TIPOrpaMMBbl pa3BUTHS. TakuM 00pa3oM, 3BOJIIOLIMOHHBIE TEPEXOIbI
OT «HHU3LINX» TUIIOB CHMMETPHUHU K «BBICIIUM» MOTYT MPOUCXOAUTH O€3 paau-
KaJIBHOT'O YCJIO)KHEHU S ITPOTpaMMBbl pa3BUTHSL.

OKCIIepUMEHTHl TI0 MOJEIMPOBAHUIO OHTOT€HE3a TPEXMEPHBIX OpraHu3-
MOB B mporpamme Evo-Devo 3D momseparutyi BEIBOIBI, CACTAHHBIC paHee B
xoie paboTHI ¢ IBYMEpHOi# Bepcueit mporpammel (Mapkos, Mapkos, 2011). Ilo-
BUIMMOMY, CJICACTBUSMHU TJABHOTO MPHHLIMIIA OHTOI'CHE3a MHOTOKJIETOYHBIX
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SBIISIOTCS TaKWe €r0 CBOMCTBA, KaK HEOOXoMUMOCTh ctadmimm3upypmux OOC
JIIsL TIOAABJICHUSI CTOXACTUKHU M YIOPSIOYMBaHUs (DEHOTHIA; YHUBEPCAIBHBIN
XapakTep CTaOUIU3UPYIOIIUX PETYISATOPHBIX KOHTYPOB U BBITCKAIOIIAs U3 HETO
MOMEXO0YCTOWUYNBOCTh (IKBU(PHHAIBHOCTH) OHTOTCHE3a. PoCT momexoycToiyu-
BOCTH OHTOT€HE3a 3a CYEeT Pa3BUTHSA JOMOJHUTEIBHBIX CTAOMIN3HPYIONINX
KOHTYPOB aBTOMATHYECKHU MOBBIIIAET YCTOMYMBOCTb K NOTEHIIMATIBHO BPEIHBIM
MYTaIUSIM,CHUKasl WX TICHETPAHTHOCTh U CITOCOOCTBYS HAKOIJICHUIO CKPBITOM
U3MEHUYUBOCTH.

Yenoxuenne ['PC HeoOXonuMo AJist KIeTOUYHOH TUQQEepeHIIMPOBKH, a TaK-
JKe sl CTaOMiIM3aluy ¥ yIopsiiounBaHus (peHoTHIa, TO eCTh A Mepexona
«OT HEOIPEICICHHON OSCCBI3HOM OAHOPOAHOCTH K OMPECIICHHON CBSI3HOM pa3-
HOPOTHOCTHY». BBIBOI 0 TOM, 9TO cTabmiIu3amus peHoTHIa (COOTBETCTBYIOMIAS
MEPEXOAY OT HEOIPENEICHHOTO COCTOSHUA K OTpeIelIeHHOMY) TpeOyeT yCIIox-
nenust I'PC, cozByuen nunesim UL.U. IlImansraysena (1968) o cozuaarenbHOM ponu
crabuiusupytomero oroopa. [lo-BugumMomy, HMEHHO 0TOOp Ha CTAOMIJIN3ALHIO
(eHoTHNa TO0MKEH MPUBOAUTH K PyHIaAMEHTAIBHOMY YCIOKHEHUIO TeHeTHYe-
CKOM MpOorpaMMBbl pa3BUTHs, CIOCOOCTBYSI (POPMUPOBAHHUIO HOBBIX KOMIIOHEH-
ToB ['PC — perymsaTopHBIX KOHTYPOB, TOBBIMIAIONINX ITOMEXOYCTOWUYHBOCTH
pa3BUTUS. DTO OTKPHIBAET HOBBIC BO3MOXHOCTH JJIsl aIallTUBHOM 3BOJIIOIUH,
MOCKOJIbKY, C OJJHOH CTOPOHBI, IOMEXOYCTOMYHUBOCTh CIIOCOOCTBYET HAaKOILIe-
HUIO CKPBITON M3MEHYMBOCTH, YTO TOBBIIIAET SBOJIIOIMOHHYIO MIACTUYHOCTD,
¢ Apyro# — Kaxx b1 HOoBBIN deMeHT ['PC B manmbHENIIIEM MOXET CTaTh OCHOBOM
JUTsl DEHOTUITUYECKHUX HOBIIECTB Onarofapsi AyTIUIMKALKSIM, IEPEHOCaM B JIpY-
TOi TeHETHYECKHH KOHTEKCT FJIM WHBIM MOAM(DHUKAIHIM.
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COMPUTER MODELING OF ONTOGENY OF ORGANISMS
WITH DIFFERENT KINDS OF SYMMETRY

© 2013 M.A. Markov, A.V. Markov

The ontogeny of multicellular organisms is based on self-assembly of ordered struc-
tures due to coherent behaviour of cells, each of which is basically “programmed” in
the same way. All embryonic cells follow the same set of rules encoded in the structure
of gene regulatory networks (GRNs), which in its turn is encoded in the genome. This
principle was laid in the foundation of the computer program ‘Evo-Devo’ designed by us
for modeling the ontogeny of multicellular organisms. Modeling revealed the absence of
unambiguous correlation between the type of symmetry of the organism and the com-
plexity of GRNs that are needed to produce such symmetry. Evolutionary transition
from simpler kinds of symmetry to more complex ones does not necessarily require
more complex developmental programs.

However, the complexity of GRNs should increase in order to make the phenotype
more robust, stable and ordered. This conclusion is cocordant with I.I. Schmalhausen’s
ideas concerning the formative role of stabilizing selection. Selection for more robust
phenotype results in the development of additional regulatory mechanisms based on
negative feedback, a process that necessarily implies the increase in complexity of the
genetic developmental program. New elements of GRNS, in their turn, open new paths
for evolutionary change.

Keywords: modeling, morphogenesis, evolution, symmetry, gene regulatory net-
works, stabilizing selection, complexity.
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TEOPETUYECKAS U 3BOJIIOIIMOHHA 51 BUOJIOT U
JAE®EKTBI CTPOEHUS PETI'YJISAPHBIX KIIETOUYHBIX MO3AUK
N X BO3MOKHOE ®YHKIIMOHAJIBHOE 3HAYEHUE

IA. CaBocTbsiHOB
Hnemumym 2eonioyuonnotl puszuonocuu u ouoxumuu um. ©.M. Ceuenosa PAH,
Canxm-Ilemepbype, gensav@iephb.ru

PaccmaTpuBarOTCsI SITUTETNH KaK PErysipHbIC KICTOYHBIC CeTH (permeT-
KH), UMCIOIIHE THCTHOHHOE CTPOCHHUE U XapaKTEPHU3YIOMIHECs TPAHCIS-
LUOHHOW CUMMETpPHEN U cTeXHoMeTpHel coctaBa. [ TakKux pemeTok
XapaKTePHBI pa3TuvHble AeQeKThl. [IpeqmararoTcs TONOIOrHIeCKHe U re-
OMETPUYCCKUE MOJICITH TAKUX ME(PEKTOB M TOKA3BIBACTCS X PCATHCTHY-
HOCTB IYTEM CpaBHEHU I MOJIEJIEN ¢ peaibHbIMU TKaHsIMU. Bbicka3biBaeT-
s IPEIITONIOKCHIE, UTO JE(PEKTHI KJICTOYHBIX PEIICTOK MOTYT IPUAaBATh
TKaHSIM JIOIIOJHUTEILHBIC CBOMCTBA.

IIpocTpancTBeHHass opraHW3anus TKaHEW W, B YaCTHOCTH, DIUTEIHUEB JI0
cux nop u3ydeHa ciabo. Ilpexne Bcero, Bompoc 0 TOM, PEryjIsipHO WJIN CIIy-
YallHO yNaKOBaHBI KJIETKH B MPOCTPAHCTBE IUIACTa, B SBHOM BUJE HE pEIICH.
['maBHas mpryYMHA ITOTO — HU3KAs pa3peliaronasi ClocOOHOCTh U TPYJ0EMKOCTh
SMIIMPUYECKON PEKOHCTPYKIIUHU MO0 CEPUNHHBIM Cpe3aM, HeyCTpaHseMas Jlaxke C
MPUMEHEHUEM KOMITBIOTEPHBIX TeXHOJIOrui. J{pyras npuynHa — ci1abocTh Cy-
LIECTBYIOIIEH MATEMAaTUYECKOW TEOPUU CTPOCHMSI TKaHEH, KOTOpask OCHOBaHa
Ha M3JIMIIHE )KECTKOH aKCHOMAaTHKE U I0Ka J1aeT BeCbMa OI'paHUYEHHBIM HA0Op
TOMOJIOTHYECKUX U T€OMETPUUYECKUX MOJeNed TKaHeBOH CTpyKTypbl (CMoms-
HUHOB, 1980; Mapecun, 1990; Dormer, 1990 u np.). Kak utor — Tpexmepnoe
CTpPOEHHE TKaHEH ocTaeTcsl HEM3BECTHHIM, PaBHO KaK U CyTh MX IEPECTPOEK B
HOpPMaJbHOM Pa3BUTHH W TNPHU MaTOJOTHH. HEeBO3MOXHO Takke IJIaHUPOBATH
CO3JAaHHME HOBBIX TKAHEBBIX KOHCTPYKIIMI B paMKax TKaHEBOW HHKCHEPHH,
YIPaBIATh UX PA3BUTHUEM U U3MEPSTH €TO0.

Jns mpeononeHus CyIIECTBYIOIMX 3aTPYJHEHUN MBI MPENNPUHSIN TI0-
NBITKY Pa3pabdoTaTh HOBBIM MOAXOA K M3YyUCHHIO CTAHOBJICHUS U Pa3BUTHUS MIPO-
CTpaHCTBEHHOM opranu3anuu Tkanen (CaBoctesanoB, 2005, 2012). B HacTosmieit
CTaThe MPOJOJIKACTCS €ro JajpHeimas pa3paboTka U MPUBOAATCA HEKOTOPbIE
HOBBIE PE3YJIBTATHI.
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1. CYTh HOBBIX IPEJICTABJIEHUI
O CTPOEHUMU KJIIETOYHBIX TTJIACTOB

Hosplii mogxon 0a3upyeTcst Ha yCOBEPIICHCTBOBAHHON TEOPUH CTPOCHHS
omnonornuecknx Tkane (CaBoctesHoB, 2005, 2010, 2011, 2012a, 6). DTa Teopus
OCHOBaHa Ha 0oJiee aJeKBaTHOM aKCHOMAaTHKE, BBITEKAIOUICH 13 ABYX IJIaBHBIX
uaen. 1) DneMeHTapHBIMH CTPYKTYPHO-(QYHKIIMOHAILHBIMU €IMHULAMY TKaHH
SBJISIOTCA HE KJIETKH KaK TaKOBbIE, a TPYTIIIHI pa3HOPOAHBIX KJIETOK, HA3BaHHbBIE
HaMU TUCTHOHaMU. MIX MOXHO paccMaTpuBaTh Kak CBO€OOpa3HbBIE “MOIEKYIbI”
MHOTOKJIETOYHOCTH. 2) TKaHM — 3TO peryisipHble KJIETOYHBbIE CETH (pereT-
KH) Pa3IMYHON Pa3MEPHOCTH, THCTHOHHOE CTPOCHUE KOTOPBIX MPOSIBISETCS B
TPAHCIISIIUOHHON CUMMETPUM M CTEXMOMETPHUHU COCTaBa pEIIeTOK. Takue pe-
HIETKH TPEACTABISIOT COO0M MOJIENIN MPOCTPAHCTBEHHON OpraHU3aliy TKaHEeH.
W3 Mopnerneit BEITEKaeT U KOMILIEKC HOBBIX HH()OPMATHBHBIX ITPU3HAKOB ISl KO-
JINYECTBEHHON XapaKTEPUCTUKH COCTABA U CTPYKTYPBI KJICTOYHBIX PEIIETOK.

Jnst Bu3yanusanuu CTpyKTYpbl PEIIETOK BHayale CTPOMINCH (hU3NIECKHE
MOJZEIH, 3aTeM ObUIH pa3paboTaHbl CIelUaIbHbIE KOMIBIOTEPHBIC IPOrPAMMBI
I'mcroapx n I'mcropen (CaBocThsiHOB U Ap., 2007, 2011). 3T mporpamMmsl mo-
3BOJISIFOT MPEJICTABIISITH MOJICTTH KaK B BHJIE Tpad)oB, OTPAKAIOMINUX JIUIIb TOIO-
JIOTHIO TKAaHW, TaK U B BUJE MO3aUK W3 MOJUTOHOB M IOJIUAIPOB, YIPOIIEHHO
OTPAKAIOIUX W TEOMETPHUIO KJIETOK. Takue MOJENM OMHCBIBAIOT MHOXKECTBO
BApHAHTOB CTPOEHHS TKAHEW W NMPOTHO3ZUPYIOT BO3MOXKHOCTH MX M3MEHEHHH.
Kpowme Toro, mporpammel NO3BOJISAIOT TAK)KE MOIYUYaTh pa3JIMUHbIE CEYEHU S MO-
neneil. Ha ocHOBe Takux ceyeHH MpensiokeH HOBBIHM 3 (eKTHBHBIN MOAX0A K
M3YUYEHHIO TPEXMEPHOH OpraHN3alliy peajbHbIX dnuTenues. Ero cyTs cBonutes
K CPABHEHUIO TEOPETHUUECKUX CEUCHUIN MOJIENIEH CO cpe3aMU peallbHbIX TKaHEl
1 BBIOOPY TOM M3 MOjeIIeH, KOTOpasi B HAMOOJIBIIIeH CTEIIEHH COOTBETCTBYET pe-
anbHOCTH. [IpoBeieHHast mMpoBepKa MOIX0/1a [0Ka3ajla ero BhICOKYI0 3 dekTus-
HocTh. Hakonern, ObUIO MOKa3aHo, 4YTO MOpQoreHe3 Tkaneil — 3To Tpancdopma-
L[1sI OTHUX TOMOJOTMYECKUX BAPHAHTOB PELIETOK B IPYTHE, HOCSINAS XapaKTep
¢azoBbix nepexonoB (CaBocThsinoB, 2005; Maruuikas u ap., 2009).

IIpu omucaHuM KIJIETOUHBIX PEIIETOK peajbHBIX TKaHeW OBlI0O OTMEYEHO
TaKKe, YTO OHU HE UJEAJIbHBl U UM CBOMCTBEHHBI Pa3IU4HbIC 1€QEKThl CTPYK-
Typbl. OgHaKo TUIBl Ae(EeKTOB HE OBbLIM IPOaHAIN3UPOBAHBI C JAOCTATOYHOMN
nosHoTON. Huke paccMarpuBaroTCsl MpOCTEHIINE MPUMEPBI OCHOBHBIX THIIOB
JIeeKTOB U JaeTcs MPEATOJIOKEHNE 00 UX BO3MOKHOM 3HAUCHUH.

2. CYTB IIOAXOAA K UBYUHEHUIO TKAHEBBIX TEOEKTOB

Panee Ob110 TTOKA3aHO, YTO OCHOBOW CHHTE3a 0e3Me(DeKTHRIX TKAHEBBIX MO-
Jielieit siisieTes TpaHchOpMAIUs Pa3TUYHBIX HCXOIHBIX MO3aHK My TEM BHEIpE-
HUS B HUX HOBBIX KJIETOK HJIM BEIYMTAHUS TpeAcyecTByomuX (CaBOCThIHOB,
2005). Takoii >xe TOAXOJ] SIBJSETCS OCHOBOH M JIJIsi IOCTPOCHMS MOJICTICH TKa-
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HeBBIX nedekToB. OgHAKO eCiH MPH CHHTE3e MOeNell TKaHEeBOW CTPYKTYPHI
BHEJIPEHUE KIJIETOK MPOUCXOIUT BO BCE 3KBHUBAJIICHTHBIC BEPITUHBI I IIEITH
KaKOH-T0O0 MCXOMHON MO3aMKH M MPUBOIUT K €€ TOTaJIbHOH TpaHchopMaliu
C BOBHHKHOBEHHEM HOBOMW MOJPEIIETKH, TO IIPU MOJICIUPOBAHUH 1e(DEKTOB HO-
BbIC KJIETKH BHEIPSIOTCS JIUIIb B HEOOJIBIIYIO YACTh BEPIIMH WX 1Ieliei 0e3
o0pa3oBaHUs MOAPENIeTKH. B 9TOM cilydae IpOMCXOJUT HE TOTaJIbHALA, a JIO-
KaJbHas TpaHchopManus, T. €. «3alryMJICHUE)» UCXOIHOW MO3aWKH Pa3IndHbI-
MU Ae]eKTaMu KIETOYHON YITaKOBKH.

C NOMOIIBIO TAKOTO TMOAX0/Ia MOKHO CTPOMTH MOJETH Pa3IuYHbIX Je]ek-
TOB TKaHEBOU CTPyKTypbl. [lo aHanorum ¢ kpuctamiorpaduei, Takue Moaenu
€CTECTBCHHO JIENIUTh 10 pa3MepHOCTH. Torja MOKHO TOBOPHUTH O TOYEHHBIX
(HyTBbMEPHBIX), MPOTSHKEHHBIX (OQHOMEPHBIX WIIN JIMHEWHBIX), TIOCKOCTHBIX
(IByXMepHBIX) M1 00BEMHBIX (TPEXMEPHBIX) nedekrax. J{ins ux onncanus ymaoo-
HO HCIOJB30BaTh TEPMHHOJIOTHIO, MPHHATYI0 B kpucraiuiorpadun (Kemmm,
I'posc, 1974). [IpoBepKy NOIYYEHHBIX MOJCICH MOXKHO MPOBOAHUTH MyTEM HX
CpaBHEHUS ¢ JeeKTaMH CTPOCHHUS PEaTbHBIX KJICTOUHBIX MO3aUK Pa3IuvYHbBIX
AIHUTEIUCB.

3. MOJIEJIU JIE®EKTOB TKAHEBOM CTPYKTYPhI

3.1. Monenu ToueqHbIX Ie(heKTOB KIETOYHBIX MO3aUK

Takue nedeKThl 3aKII0YaI0TCS B JIOKAJIbHOM HapyIICHUH y30pa XpoMaTHye-
CKOW MO3auKHU (COCTOSIICH M3 Pa3HOTUIHBIX KJIETOK) 3a CUCT U3MEHEHUS KJie-
TOYHOTr0 B3auMopacmojoxenus. [lokaxem 3To Ha mpuMepe camMoi pacrpocTpa-
HEHHOH (OIHOCIIOMHOM rekcaroHanabHoN) Mo3anku cocrtaBa AB, (puc. 1). IIpo-
cTedmmii 1eeKT B Hell BRI3BIBAETCS TEM, YTO BMECTO KJIETKHA A B TIOJI0)KEHHOM
MecCTe OKa3bIBaeTCs KileTKa B. B ntore B nmiacTe BO3HUKAaeT XpoMaTHUECKas Ba-
KkaHcus (puc. la, BakaHcus MoMedeHa KpecTUKoM). Jpyroii nedexT Ha3bIBaeTCs
BHe/IpeHHEM U BBI3bIBACTCS IOMEILCHUEM JIMIIHEH KJICTKH A HE HA CBOE MECTO
(puc. 16). Hakonen, nedekTsl Thna BakaHCH W BHEAPEHUH MOTYT BO3HUKATH
U BMECTE, KOrjJa pa3HOTHIIHEIC KJIECTKU MEHSIOTCS MecTtaMu (puc. 16). Bee atu
JnedeKThl He 3aTparuBaloT CMEXHOCTh KJIETOK (OHA OCTAeTCs PaBHOM INECTH).
OnHako Ba)KHO HNOAYEPKHYTh, YTO MUKPOOKPY’KECHHE KJIIETOK, (POPMHUPYIOLIUX
nedeKT, Bcera OTIINYaeTcss 0T MUKPOOKPYIKEHHUS OCTAJIbHBIX KJIETOK.

Crnenyromas rpynmna aeGekToB oObequHsET 0ojee CIOXKHBIE UX (OPMBI,
KOTOpBIE TMPOSIBISAIOTCA B M3MEHEHUM CMEXHOCTH OTAEIBHBIX KJeToK. [Ipo-
CTEHIINK BapuaHT Takoro jedeKTa BOZHUKACT B PE3yJIbTaTe BHEAPCHUS JIHII-
HEll KJIETKN B UCXOJHYIO MO3aHKy, KOTOPOE MOXET OCYIIECTBIISTHCS ABOSKO: B
TOUYKY [EPECeUeHHsI KJIETOUHBIX CTOPOH (pHC. 12, BBEPXY) NN B MEKKJIETOUHY IO
menb (puc. le, BHU3Y). B mepBoM ciydae BOKPYT HOBOHM TPEyTOIbHON KIETKH
TPH CTapblX NPUMYT TenTaroHaJbHbI npodwuis. [Ipu Bo3pacTanuu miomanu
BHEJIPEHHOTO TPEYTOJIbHUKA BO3MOKHO MPEBPAILCHHUE TeNTarOHaJIbHBIX KIETOK
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Puc. 1. Monenu Toue4HbIX 1e(eKTOB IreKcaroHajJbHOW KIIeTOYHOM Mo3anku. ['pynmna nedek-
TOB (MOMEYEHHBIX KPECTUKAMHU) B XpPOMAaTHYECKOH Mo3auke cocTaBa AB,, BRI3BaHHBIX: d — OT-
CYTCTBHEM KIIETKH A Ha CBOEM MecTe; O — BHEIPEHUEM JIHIIHEH KIeTKN A He Ha CBOE MECTO;
6 — 00MEHOM MecTaMH Mex 1y KieTkamu A u B. I'pynmna nedektos, mposBIsSIOMINXCS B U3MEHE-
HUU KJICTOYHOH CMEKHOCTH MOHOXPOMHOI MO3aNKH: 2 — BHEIPEHUE HOBBIX KJIETOK B BEpPIINHY
U IIENb UCXOJHOH MO3aMKH; O — MCYE3HOBEHHE KIETKHU; e — JeNeHHE KIETOK B Pa3IUYHBIX
HAIIPaBJICHUSX; o — COJNMIKEHUE KJIETOK M 3 — YCTaHOBJICHHE MEKJY HUMH HOBOTO KOHTAKTa;
U — CIUSTHHE KJIETOK.

B [IEHTAroHaJIbHbIC (I0OKa3aHO MYHKTUPOM), @ UHUCJIO NIEPECEKAIOIINXCSI KIETOY-
HBIX CTOPOH IO KpasM BHEIPEHHOM KJIETKH CTaHET PaBHBIM YeThIpeM. Bo BTO-
pOM cityyae, T. €. IpU BHEIPEHHUH JOTOTHUTEIBHON TeTparoHaIbHOW KIETKH B
IeJb, IB€ KJIETKH MCXOJHOW MO3aMKH, CMEXHBIX C BHEJPEHHOM, CTAHYT Iel-
TaroHaJbHBIMH. B KOHEUHOM cyeTe, pU YBETUUYCHUU BHEAPEHHON KJISTKU OHU
TAK)K€ MOTYT NPEBPATUTHCS B MEHTArOHBI (IIOKA3aHO IMYHKTHUPOM), TOTAA KaK
JIBE IpyTUe CTaHyT TeTparoHaMu B hopme Tpanenuil. Yucino nepecekaromumxcs
KJIETOYHBIX CTOPOH B 3TOM CJIy4ae TOXE CTaHEeT PaBHBIM YETHIPEM.
Crenyromuii BapuaHT AeekTa BOSHUKACT B PE3yJIbTaTe BHIYMTAHUS KICTKH
13 MO3auKH, CKaKeM, B pe3yJibTare KieTouHoi rudenu (puc. 10). Takue nedek-
THI (Ha3BaHHBIE BAKAHCUSMH) 3aKJIOYAIOTCS B BOSHUKHOBEHUH IIECTH TICHTAro-
HaJIbHBIX IPOQUIEH ¢ IEPECECUCHUEM B LICHTPE IIECTH KJIETOYHBIX CTOPOH.
Haubosiee n3ydeHHBIM SIBIISIETCS TOYCUHBIM Ie(EKT MO3aMKH, CBSI3aHHBIN
C ZeTieHneM KJeTOK. OOBIYHO CUMTAETCsl BOSMOYKHBIM JIMIIb OAAMH BapHAHT Jie-
JIEHUS, NIPX KOTOPOM €ro IJIOCKOCTh IPOXOJUT 4Yepe3 CepeMHbI MPOTHBOJIE-
JKAIIMX KIETOYHBIX CTOPOH M MPUBOAMT K BOSHUKHOBEHUIO JABYX Nap MEHTa- U
renTaroHajJbHBIX KIETOK (pHc. le, BBepXy). [eoMeTpruyeckue acrekThl GopMu-
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poBaHUS Takoro Aedekra (0OMEH CTOpOHAMH U BEPITHHAMHM, IIOCTOSTHCTBO YHC-
Jla CTOPOH) MOIPOOHO paccMoTpeHbl B pabotax CmonsHuHOBa (1980), Dormer
(1980) 1 Mapecuna (1990). Bmecte ¢ TeM cymiecTByeT BO3MOKHOCTD U IPYTOr0
HaIlpaBJICHUA ITIJIOCKOCTH ACJICHUA, IPHU KOTOPOM MPOUCXOJAUT BOSHUKHOBCHUC
JABYX TpallCUCBUIHBIX KJICTOK. B stom CJIydac€ B IBYX TOYKax NEPECCUCHUA 6y-
YT CXOAHUTCS TI0 YETHIPE KICTOUYHBIX CTOPOHEI (pHC. le, BHU3Y).

Emie oxnu BapuaHT nedexTa 3aKkii04aeTcs B BOSHUKHOBEHHH KilacTepa h3
JBYX I1ap MEHTAa- U TeKCaroHaJIbHBIX KJIETOK, B IIEHTPE KOTOPOTO IepeceKaeTcs
4eThIpe KJIETOYHBIX CTOPOHBI (puc. loc). [locnenyromee ero pa3BuTHE MOKET
IMPpUBOAUTH K 06pa3OBaHI/IIO HOBBIX MCKKJICTOUYHBIX KOHTAKTOB C IIPCBPAILICHH-
€M Tapbl TeKCAarOHAIBHBIX KJIETOK B TeNITaroHaJIbHEIC (puc. 13).

Haxoner, BO3MOXHBI Ie(heKThI, BOSHUKAIOLINE B PE3yJIbTaTe CIUSIHUS KIETOK.
Tak, cnusiHue ABYX BEPTHKAJIBHO PACIIOJIOKEHHBIX T€KCATOHOB ITPUBOANT K BO3-
HUKHOBEHHIO OJTHOW OKTaroHaJGHOW M JABYX NMEHTarOHAJIBHBIX KJIETOK (puc. lu).
KonunuecTBo cauBIIMXCS KJIETOK MOKET OBITh M OosbIInM. B 3akitoueHne orme-
THUM, 4TO HOI[OGHBIC I[e(l)eKTI)I MOT'YT BO3HUKATh B MO3anKax U NHOT'O COCTaBa.

3.2. Monenu JIMHEHHBIX Je(PEKTOB KICTOYHBIX MO3aUK

Takue neQeKThl MPENCTaBISIIOT COOOH MPOTSIKEHHYIO TPAHHILY MEXIY
ydacTKaMu (6JI0KaMH) MO3auK, Pa3IuyaronXcsl KIETOYHON CMEXHOCTBIO, CO-
CTaBOM WM opueHTanuen. Takas rpaHuila UMEeT BUJ NMPSMOU WU JIOMaHOU
JWHWAW A MOKET OBITh YETKOH MM pa3MbITOl. [IpocTedmnM mpumMepomM MOKeT
CIy’KUTb I'PaHUIIA MEXKAY IBYMS y4acTKaMU FeKCaroHaIbHBIX MO3aUK COCTaBa
AB,, pa3IMYaKOIUXCA TOJBKO B3aMMOPACIOIOKEHUEM U MUKPOOKPYIKEHUEM
UX KJIETOK (OPMEHTAIIMOHHBIM MOPSIKOM, puC. 2a). B apyrom ciydae mo3au-
KU MOTYT Pa3IMYaThCs €Ile W YUCICHHBIMU COOTHOMmEHusIMHU (puc. 26). B mo-
CJIETHEM CITy4ae PSIAKY KJIETOK OJHOTO y9acTKa MO3aWKH HAuYWHAIOT MATH TIO
YTIIOM K psZIKaM Apyroro ydactka. [Ipyn HeGOoIbIIIOM OTKIIOHEHNH PSAIKOB OYIy T
BO3HUKATh MaJOYyTJIOBEIe rpaHullbl — MYI'u. BMecTe ¢ TeM B rekcaroHaslbHBIX
MO3aHMKaxX BO3MOXHO U TaKOE€ M3MEHEHHE ATOr0 yIya, Ipu KOTOPOM HampasJe-
HUE KJICTOYHBIX PsJIKOB MeHsieTcs Ha 90 rpamycoB (puc. 26). B aTom ciyyae
pa3IUYHO OPUEHTUPOBAHHBIE YYACTKH MO3aWK Pa3esiiOTCsS YeTKOW JIOMaHOM
TPaHULICH, COCTOSILIEN U3 IEHTATOHOB U T'eNTaroHoB. E€ MOXHO COIIOCTAaBUTh C
JMUCKITMHAIIMEH B KPUCTAIIIOTPA(HH.

Crnenyromuii BUI JTHHEWHBIX Ne(PEKTOB BOSHHKAET Ha TPAaHUIIE MO3aHK C
pas3Hoii Tonojorueit. Hampumep, Mo3auku U3 TeTpa- U reKCaroHaabHbIX KJIETOK
MOTYT pa3/iensiThcs HECKOIBKUMHU BapraHTaMu rpaHull. Ha puc. 22 nokasaH Ba-
PHAHT, KOTAA 3TH MO3aUKH Pa3feiIeHbl YETKOM I'paHMIel U3 neHTaroHos. Kak
MBI YBUJUM Jlajiee, TPaHUIa MEXIy y9acTKaMH C Pa3JIMYHON TOIOJIOTHEH MO-
JKET OBITh W Pa3MBITOM.

Hakowner, etie onuH BU MPOTSIKEHHOTO Ie(peKTa MOKET BOSHUKATh ITPH UC-
4e3HOBEHUU (0OPBIBE) KJIETOYHOTO PsiaKa. B pesynbrare Ba KICTOYHBIX PsIKA,
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Puc. 2. Mozenu nuHEHHBIX 1e(EeKTOB reKCaroHalbHOM KJIETOYHOM Mo3auku. I'pymmna xpo-
MaTHYECKHX MPOTSHKCHHBIX Je(EKTOB, IIPEICTABICHHEIX B BHJIC I'PAHHUIIBI MEXKIY: ¢ — ydacT-
KaMH MO3auKH cocTaBa AB, ¢ pasinuHON CTPYKTYpOH; 6 — Mexay Mo3aukaMmu coctaBa AB,
u AB,. I'pynna npoTsiskeHHbIX 1€()EKTOB, MPEACTABICHHBIX B BUJIE IPAHHULIBL 6 — MEXKY ABYMs
y4acTKaMH I'eKCaroHaJIbHOM MO3aNKH, IMEIOIUMU PA3JINYHYI0 OPHEHTAIIHIO; 2 — MEXKIY IreKca-
U TETParoHaJbHOW MO3aMKaMH; 0 — CONPHUKOCHOBEHHS JBYX paHee M30JMPOBAHHBIX KIETOY-
HBIX PSIJIKOB IeKCAarOHaJIbHOM MO3aMKH1, BOSHHUKILETO B PE3YJIbTaTe 00PbIBA OHOTO U3 €€ PSIJIKOB
(KJISTKH KOTOPOTO HOMEUYEHBI KPECTUKAMH).

COCEJICTBOBABIINE C MCUE3HYBIIMM U paHee pa3zeieHHbIC UM, COMMKAIOTCI U
Janblie UAYT PSAOM, YTO U MOPOXKIAeT HECBOWCTBEHHYIO MCXOAHOM MO3auKe
TPaHUIlY M COCTaBIISCT HApyLICHHE MPAaBMIBHOCTH Ijacta (puc. 20). B urore
B 30HE OKOHYAHUs PSJKA BOBHUKHET KJIETKa C MPO(QHIIEM MIEHTaroHa, a psijaoM
00s13aTeIBbHO PACIIOIOKUTCS TeNTAaroH (JBE 3TH KJIETKU 00pa3yroT HelpeMeH-
HYIO Mapy ¥ IS MPOTSHKEHHBIX Ae()EKTOB), TPH ITOM YUCIIO MEPECEKAIOIINXCS
KJIETOYHBIX CTOPOH B 30HE Ae(eKTa MOXKET OCTaThCsl paBHBIM TpeM (puc. 27),
WJIM IPUHATH Apyrue 3HadeHus. 1o ananoruu ¢ kpucraniorpadueii, Takue ae-
(eKTHI MOKHO Ha3BaTh AUCIOKALUSMU.

3.3. [InockocTHBIE 1 0O BEMHBIE IEPEKTHI

Takune nedexThl CBOMCTBEHHBI TOIBKO TPEXMEPHBIM TKaHEBBIM MOZACISIM (pe-
nretkam). K miockocTHbIM JieeKTaM OTHOCSTCS TOBEPXHOCTH Pa3JIesioB MEXKTY
y4acTKaMH PEUIETOK ¢ pa3IuyHOi Toronoruer. K aTum ke nedekram oTHOCATCS
IUIOCKOCTHU CABUI'OB OJIHOH 4aCTH PELIETKH OTHOCUTEIJIBHO JIPYTOM, IJIOCKOCTHBIE
ne(eKThl yIakoBOK M HAKOHEI[ caMa IIOBEPXHOCTh TPEXMEPHOH TKaHHU.
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O0beMHbIe TePEKTH MOTYT MPEACTABISITH COO0M 3aUaTKH PEIIETOK C IpY-
roii Tonoorueii. O0beMHbIe 1e(heKTHl MOTYT TIPOSBISTHCS U B pa3pbiBax MeEX-
KJICTOUHBIX CBSI3€H, MPUBOAIIUX K BOSHUKHOBCHUIO CAMHUYHBIX BHYTPUAIIU-
TeJIMaJIbHBIX MOJIOCTEM.

3.4. KomOuHauu Jie)eKToB

Hanomuum, uTo Bce pa3o0paHHBIE THUITBI TOYEYHBIX M TPOTSHKEHHBIX Je(ek-
TOB CYIIECTBYIOT Ha (hoHE OoJiee MIIM MEHEee KPYIMHBIX YyYaCTKOB ITPABUIILHOTO
PEryJIpHOrO CTPOEHUsS MCXONHOW Mo3auku. [Ipu sTOoM paznuusble AedexTs
MOT'YT KOMOMHHMPOBATHCSI MEXy COOOM, Opokaasi B IJIaCT€ MHOKECTBO pPas-
JUYHBIX CTPYKTYP, CXEeMAaTHUECKH MTOKa3aHHBIX Ha PHUC. 3.

B wactHOCTH, NTUHEHHBIE JEeQEKTHl THIIa OOPHIBOB KJIETOYHBIX PSIKOB (IHC-
JIOKalMii) MOT'YT IPUBOJUTE K CTPYKTYpPaM, BKIIOUAIOIIMM BHEIPCHUE U BbIUH-
TaHue psAakoB (puc. 3a, 6). COBOKYITHOCTb JIMHEHHBIX OJHOHAIPABJIEHHBIX 00-
PBIBOB PSIIKOB (IMCIIOKAIIMI) BEJIET K CMEHE WX HaIlpaBJIeHHH. B 3aBucHMOCTH
OT KOJINYeCTBa OOpPBIBOB CMEHA HAIIPaBJICHUI MOXKET KacaTbCs OIHOIO PsiiKa
(puc. 36) MM MHOTHX, ITPH ATOM YTJIbl OTKJIOHEHUH MOT'YT OBITh Pa3JIMYHBIMU —
oT BbIeYnoMsHYTEIX M YT 0B (puc. 32, 0) 1o yria B 90 rpagycoB ¢ BOZHUKHO-
BEHUEM MPOTSIKCHHOT0 JiepeKkTa THIa JUCKIUHAIUY (puc. 3e).

Wrax, MbI pa3o0paiy MOAETH HEKOTOPBIX Je(PEKTOB, MOTYIIIUX BCTPEUYaThCs
B pEasIbHbIX I€KCAarOHAJbHBIX MO3auKaX. DTHU NE(PEKThl COCTABIAIOT JIULIb He-
0O0JIBLIYI0 YaCTh BO3MOXKHBIX HapyIICHHM MPaBUJIBHOH CTPYKTYPBI TAKUX MO-
3auk. Kpome Toro, orMmeTum, 4To nogooHble JeeKTs U 1X KOMOMHALNN CBOM-
CTBEHHBI HE TOJIBKO IeKcaroHaJIbHBIM, HO M JPYTUM BHAAM KJIETOUHBIX MO3auK,
onucaHHbIX HamMH paHee (CaBocTesaHOB, 2005, 2012). BaxkHo nog4epKHYTh, YTO
BO BCEX CIIyYasX KJIETKH B 30HE ICPEKTOB OTIMYAIOTCS [0 CMEKHOCTH U MUKPO-
OKPYKEHHIO OT BCEX OCTAIbHBIX KIETOK MO3aHUK.

Rl
A=

Puc. 3. Cxemarndeckoe mpeAcTaBiIeHHE MATTEPHOB MO3aMK, ITOPOXKAAEMBIX KOMOMHAIMIT
nedexToB. [IpuMepsl MaTTEPHOB, BBI3BIBAEMBIX: @ — BHEAPEHUEM JIMIIHETO PsKa KIETOK; 6 —
BBIYUTAHUEM PAAKA KJIIETOK; 6 — HCKPUBJIICHUEM PsAJIKAa, BBI3BBAHHOT'O JABYMs 06prBaMI/I; 2, 0 -
MastoyTioBsle TpaHunbEl (M Y1), BEI3BaHHEIE cepre TOMOTHUTENBHBIX PAJIKOB; ¢ — T'paHUIla,
BBI3BaHHAs M3MEHEHUEM HAIPaBICHUH PSAAKOB MO IPSIMBIM YIIJIOM (Cp. ¢ puc. 26).
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[Mepeiinem Tenepb K pACCMOTPEHHIO BOMPOCA O TOM, HACKOJIEKO MOJICITH Jie-
(EKTOB COOTBETCTBYIOT ACHCTBUTEILHOCTH.

4. WJJIFOCTPALIMU JJEDEKTOB B PEAJIBHBIX TKAHAX

I/ICCJICIIOBaHI/Ie CTPYKTYPbI KJICTOYHBIX MO3auK PCAJIbHBIX IOKPOBHBIX U
CCHCOPHBIX DIHUTECIIMEB, 4 TAKXKC aHAJIU3 NaHHBIX JIUTECPATYPhl IIO3BOJIUIIN 3a-
KIIIOYUTb, YTO BCC OITMCAHHBIC THUIIbI ,Z[e(l)CKTOB n ux KOM6I/IHaLII/Il>'I CBOMCTBEHHBI
" pCaJIbHBIM TKAaHAM.

4.1. Toueunsle nedeKTH

1) XpomaTnueckue nedeKTsl TUIIa BAKAHCUI U BHEAPEHMH (IpuMeceil) sB-
JSIOTCS THTMYHBIME M BCTPEUAIOTCS JIOBOJIBHO YacTO KakK B MO3aUKax SMUIep-
MUCa 3apoJIblla JSATYIIKH, TAK U CIIyXOBOTO DIUTEIHS YIUTKU NTHIL. Tak, mpu
0011IeM MPOCMOTpPE OOIIUPHBIX YUYACTKOB MO3aHUK B HUX MTOCTOSTHHO OTMEYaIIUCh
MHOTOYHCJICHHBIC TOYCUHBIC AUCIOKanuu (puc. 4a). MOXHO mmonararh, 9To Ta-
KHe 1e(eKThl CBONCTBEHHBI OOJIBIIMHCTBY XPOMAaTHYECKUX KJIETOUYHBIX MO3aUK
peasbHBIX TKaHEH.

2) Bonee cnoxxHble TOUYeUHBIE Ae()EKTHI C M3MEHEHHUEM TOMOJOTHH TaKXKe
BCTPEYAIMCh NOCTOSIHHO B TIOKPOBHBIX M CEHCOPHBIX MUTENNAX. B cooTBeT-
CTBUU C MOJICJISIMH, OHU BBI3BIBAIOTCS PA3HBIMU NpuunHamMu. Hampumep, BHe-
npeHreM (AMOPHOJIOT CKa3ayi Obl TIEpPKAISITHEH, MaToNOT — WH(MIBTPAITHCH)
KJICTOK B BEPLIMHBI 3B€3 U MEXKJETOUHbIE 1IeiH (cM. puc. 40, ). K Bo3HuK-
HOBEHHIO TOUCUYHBIX Ne(EKTOB NPUBOAUT HAJIUYUE IPUMECH HOHOLIUTOB B KJie-
TOYHOH MO3aMKe dnuaepMuca 3apoabiia asarymks (Dubaissi, Papalopulu, 2011),
WJIM HavaJbHas CTaJAMs TUMQPOUTHON HHPHUIBTPALUN TKAaHEH.

3) I'ubenpb KIIETOK Tak)Ke BHI3BIBACT BOSHUKHOBEHHE 1e(DEKTOB THITA BaKaH-
CHil, KOTOpBIC UMEIOT BHJ PO3ETOK W3 IIECTH IEHTAaroHOB C MEPECCUCHHEM B
LEHTPE IIECTH KIETOUHBIX CTOPOH (puc. 42). BecbMa HarnsigHO Ae(EKTHI C BbI-
YUTAHUEM KJIETOK BBIMJISIASIT B TKaHSIX C BBICOKOH PEryJIsIpHOCTBIO CTPOCHHUSI.
Hanpuwmep, B Koptuesom oprane takue aeekTsl ObUIN MoKa3zaHbl B pabote XKy-
paBckoro u coaBTopamu (2004).

4) Berpeuatorest Takke Je(EKThI, BHI3BIBAEMbIC KJIECTOYHBIM CIUSHUEM C
BO3HMKHOBEHHEM MHOTOSIICPHBIX KJIETOK. Takue KIETKH MOXKHO paccMaTpu-
BaTh KaK cBOeoOpa3Hble MUKpocuMILIacTsl. Hanbosnee geMoHCTpaTHBHO 11000-
HbIC 1e(EKTHI MPOSBISIOTCS B MO3aMKaX C BHICOKOW PEryJIsIPHOCTBIO CTPOCHHS,
HanpuMmep, B (aceTOUHOM IJ1a3y Apo30(UIIbl IPH MYTaLUIX T€HOB, KOHTPOJIH-
PYIOLIUX pa3BUTHE TJa3a.

5) Odepennbie MedeKTH B BHJE KJICTOYHBIX KJIACTEPOB W3 MEHTArOHOB C
MEPEeCeUCHHEM B LICHTPE YEThIPEX KIETOUHBIX CTOPOH PErYJISIPHO BCTPEUAIUCH
HaM KaK B SIHUACPMHUCE 3apOABIIIA JIATYIIKH, TAK U B CITyXOBOM SIIUTEINH YIUT-
ku ntul (puc. 40, e). Takxe perynspHo BCTpedaroTcs Je(eKThl, BOSHUKAIOLIUE
Ha OCHOBE 3THX KJIACTEPOB ITyTEM 00pa30BaHUsI HOBBIX KOHTAKTOB MEK/y I'eK-
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Puc. 4. IlprMepsl TOYEUHBIX 1e(PEKTOB B SIHUASPMHUCE 3aPO/BIIIA JISATYIIKH (d-2) U CITyXOBO-
TO SIUTENHs NTHUI (0-€). JleekThl, BOZHUKAIONUE B pe3yIbTaTe HapyIIeHUS: d — PEryIsIPHOCTH
BO B3aMMOPACIIOJIOKEHUH PECHUYHBIX U INIAJIKUX KJICTOK: TPU UAYIINX CHU3Y PErYJISPHBIX Psil-
Ka OOpPBIBAIOTCS B pPe3yJIbTaTe CMELICHUS] PECHUTUYATHIX KJIETOK CO CBOMX MECT; O — BHEAPCHHUS
HOBBIX KJIETOK B BEPIIMHBI U IIEIH (8) HCXOAHBIX MO3auK (yKa3aHBI CTPEIKaMH), a TAKXKE B pe-
3yJIbTATe BBIYMTAHUS KJICTKH U3 UCXOAHON MO3aMKH; & — BaKaHCHS, BOSHUKIIAS B Pe3yJbTaTe
BBIYUTAHUS KJIETKH U3 IJIACTA; 0 — KIJIETOYHBIE KJIACTEPHhI U3 KIETOK PAa3JINIHOH CMEKHOCTH C
HepecedeHneM B ICHTPE YETHIPEX KJIETOYHBIX CTOPOH (yKa3aHBI CTPENKAMM); e — KJIACTep U3
JIByX NEHTa- U ABYX rekcaroHoB. CkaH. ai1. MuKp. Llena pucku 10 Mkm.
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CaroHaJFHBIMH KJIETKAMU C MTPEBpaIlleHUeM WX B TeNTaroHsl. Takue mpeBparie-
HUsl HeogHOKpaTHO onucanbl B nutepatype (Classen et al., 2005; Lecuit, 2005;
Lye, Sanson, 2011; Lecuit, Lenne, Munro, 2011) 1 COOTBETCTBYIOT MOJICIISIM,
MIPUBEAECHHBIM Ha pHc. o, 3.

6) Hakonert, 1e)eKThl, BBI3bIBAEMbIC JCJICHUEM KJICTOK, TAK)KE BECbMa THUITHY-
HBI JUTSI pealTbHBIX Mo3auK. [IpruMephl Takux eneHuil U UX ONMHCAaHWE OTHCAHBI
Hamu panee (CaBocThstHOB, 2005), popMHupOBaHUE BO3HUKAIOIINX ITPH 3TOM JIe-
¢exToB onmcano B paborax B.B. CmonsauHOBA (1980) 1 B.M. Mapecuna (1990).

4.2. TIpotsixkeHHBIE IeEKTHI

[Ipex e Bcero, Takue AeeKThl OTMEUAIOTCS KaK TPAHUIIBI MKy y4acTKa-
MU KJICTOYHOU MO3aMKHU C Pa3IMYHBIM XPOMATHYCCKUM PUCYHKOM HJIH Pa3iny-
HOU Torosiorueii. HamoMHMM, 94TO Takue TpaHUIlbl MOTYT OBITh KaK YeTKHMH,
TaK U pa3MbIThIMU. [[pocTeIIUM MPUMEPOM MOXKET CIYKUTh T'PAHHIIA MEKY
MOHOXPOMHOM ¥ TIOJIMXPOMHOM MO3aMKaMHU, HAIPUMED, B YIIUTKE MTHULL MKy
y4acTKaMH CIIyXOBOTO M «OHOPHOTO» muTenus (puc. 5aq). Jpyrum npumepom
SIBJISICTCS] TPAHUIA MEXK/Ty XPOMATHYCCKUMHU MO3aMKaMU Pa3juYHOIO COCTaBa
(puc. 560). Hakonern, emie oJHUM MPUMEPOM MOXKET CIYKUTh T'PAHULIA MEXTY
STIEUCTON M TI0JI0CaTON MO3aWKaMH B OPOHXHAIBLHOM SIUTEIHH (pHUC. 56) UIH
rpaHuIa MEK/y MO3aHKOW U3 TETPAarOHAIbHBIX U I'€KCAarOHAIbHBIX OMMATHU /U~
€B B IIa3y JOMAaIIHEel MyXu (puc. 5e).

JIoBOJTEHO YacTON MPUYMHOW BOSHUKHOBEHHS MPOTSHKEHHOTO aedekTa sB-
JISIETCSL CMENICHUE OJTHOM YaCTH KJIETOYHOU MO3aMKH OTHOCUTEIILHO JIPYTOH 0]
BIIMSTHUEM MEXaHUYECKUX HANpshKeHU. [lpyras pacnpocTpaHeHHAs IPUYMHA —
MCcYe3HOBeHUE (0OPHIB) KIIETOYHOTO PSJIKA, KOTOPHIN B 3TOM Cly4ae OOBIYHO 3a-
KaHYHMBACTCS NIEHTArOHAIBLHOHN KJIETKON. DTO IPUBOUT K TOMY, YTO JIBA JPYTUX
KJICTOYHBIX PsIJIKA, COCEJCTBOBABIINE C MCUE3HYBIIMM M paHee pas/cliCHHBIC
UM, COMMKAIOTCS M JAJbIlIe UAYT PSAIOM, 9TO M IMOPOXKIAET HECBOHCTBEHHYIO
MCXOJTHOW MO3auke TpaHuny (puc. 6a, 0).

Eie ogiHa nmpruyrHa BOZHUKHOBEHUS TTPOTSIKEHHBIX JICHEKTOB 3aKJII0YACTCS B
TOM, YTO BCJIEJICTBHE MYJIBTHIICHTPUYIECKOH 3aKJIaIKH 1 pOCTa CPOPMHUPOBaAHHASL
MO3arKa HepeIKO HallOMUHAET CKOpee He MOHO-, a TIOJUKPUCTAILIINYECKOE 00-
paszoBanue. [ paHUIIBI MEKITY OJIOKAMH B TAKOW MOJUKPHUCTAIUIMICSCKON MO3amKe
Y TIPENICTABISAIOT cO00H MpoTsKEeHHbIe nedeKThl. Takne rpaHuIbl MOTYT UMETh
B/l YETKOW T'PAHUIIBI HIIN OBITh U Pa3MBITBIMH, KaK MOKHO BHJIETh Ha pHC. Se.

4.3. TlitockocTHBIE 1 00BEMHBIC Te(DEKThI

[Tpumepamu TIIOCKOCTHBIX JE(PEKTOB MOTYT OBITh PaHEBBIE TIOBEPXHOCTH.
O0beMHBIME AeeKTaMu SIBISIOTCS HEOOIBINE YUYACTKH TKAaHU C UHOU TOIIO-
JIOTUEH, CKaxxeM, pu (pOpMHUPOBAHUU MUKPOMETACTA30B, HAYalle METAILIa3uu
ni BosHUKHOBeHUH Ca in sity. K 00beMHBIM eeKTaM OTHOCHUTCSI U BO3HUK-
HOBEHHE TI0JIOCTEeH, KaK B KPUOPO3HBIX AMUTENNIX, TAK U TIPU PA3TUIHBIX KOXK-
HBIX BBICBITIAHUAX (ITyCTYJbI, BONAbIpH). [lompoOHOE paccMOTpeHue Takux fe-
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Puc. 5. [Ipumepsl NPOTSIKEHHBIX IPAHULL g — IPOTSAXKEHHAs] TPaHULIA MEXKY MOHO- U I10-
JUXPOMHOH MO3aMKaMH B CIIyXOBOH YJINTKE NTHULI, 6 — TPaHHUIIA MEX/ly MO3auKaMH Pa3IHIHOTO
cOCTaBa B AMHJICPMUCE 3apOABIIIA JISTYIIKH; ¢ — TPaHHWIA SYSHCTOH M MOJII0CAaTO MO3auK CO-
crasa AB, B 6ponxuanbHOM sruTenuu (o Pomanosoit 1987, cp. ¢ puc. 2a); 2 — rpaHuna Mexay
reKca- U TeTparoHaJIbHBIMU OMMATHIUSIMHE B TJ1a3y nomainseii Mmyxu (CaBoctbsiHoB 2005).

Puc. 6. IIpoTsiykeHHBIE TPAHUIIBI, BO3HUKAIOIINE B PE3yNIbTaTe OOPHIBOB OJHUX KIETOUHBIX
PsIAKOB (IIOMEUeHBI OeJIBIMU 3BE310YKaMH) U CONMIKEHUs IPYTUX PSKOB (IOMEYEHBI KPeCTHKa-
MH): @ — 00OpPBAaHHBIN PAJOK 3aKAHIMBACTCS KJICTOUYHBIM KJIACTEPOM HX IICHTa- M IeITaroHa ¢
nepecedeHneM TPeX KIETOUHBIX CTOPOH; O — B KOHIIE IBYX MOCTEAOBATEIHHO OOPBIBAIONIHXCS
PSAIKOB Y BEpIIMHBI [IOCIEIHET0 NEHTArOHA CXOAUTCS YeThIpe KJIETOYHBIX CTOPOHBI; CIIYXOBOU
SNUTENHUH YIUTKH ITHL, KOH(OKAIBHASI MUKPOCKOIIHSL.
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4.4, KomOnHanws aeGpeKToB

B peanbHBIX MO3anKax Bce OMUCAHHBIE NIe()eKTHl OOBIYHO COCYIIECTBYIOT
B pa3lInYHBIX KOMOWHANMSIX. B UTOTE peaibHble TKaHH MPEACTABISIIOT COOOM
COBOKYITHOCTh 0e3/1e()eKTHBIX Y4YaCTKOB Pa3lIMYHBIX pa3MEepOB, BHYTPH U Ha
rpaHUIlaX KOTOPBIX BCTPEUAIOTCS KaK TOYCUHBIC JC(PEKThI, TAK U JAUCIOKAIIUU
B BHJIE OOPHIBOB U CMEIIEHUH (Pe3yibTaT HOJUKPUCTATIIMYECKOTO CTPOCHHS).
[losToMy cyIecTByromre BHYTPH YY9aCTKOB KJIETOYHBIE PEIIETKH U PAIbI HE
HETIPEPBIBHBI, a IIPEACTABISIOT COOOH IMOCIIEIOBATEIPHOCTH PA3TUYHON JITTHHEI,
BKITIOYaronue ot 5 10 20 u Gonee kieTok. HeckoiabKko psiioB MOTYT UITH Tia-
pajuIenbHO, 3aTEM YacTh UX OOpBIBACTCs, APyrasi — MEHSET HaIlpPaBJICHHE 0]
Pa3IUYHBIMU yTJIaMHU. PSabI MOTYT pacXoIUThCS, AaBas MECTO HOBHIM, BHOBb
CXOJIUTHCS, 00Pa30BBIBATh 3aBUTKHU U T. JI. B uTOre pacnonoxenue kKaeTok (op-
MHUPYET CI0KHYIO KapTHHY, OT/IaJICHHO HATOMHHAOIIY IO TaKTHIOCKOITHYECKHH
PUCYHOK. DTO CBOMCTBEHHO KakK IMOKPOBHOW TKaHM (IKTOAEpMa 3apOJbIIia Jsi-
TYIIKH), TaK U CEHCOPHBIM DITUTENHAM (MO3aUKaM CIyXOBOTO SITUTENUS YIUTKU
IITUIl U CETYATKH PBIO, puc. 7).

4.5. TloHsiTHE O KOHLEHTPALUH 1e(EeKTOB

W3 06mux coobpakeHu# SICHO, YTO KOIMYECTBO Ae(hEKTOB B MO3anKaX MO-
KeT ObITh pa3nuyHbIM. [loaTOMY, Hapsiny ¢ MpoBeAeHHON TuddepeHIrantbHONR
XapaKTEPUCTUKOW Pa3IMYHbIX Je(PEeKTOB, BAXKHO YMETh OLICHUBATh WX KOHIICH-
TPAIHUIO, TO €CTh CTENEHb 3alTyMJICHHUS] UMH Pa3IMYHBIX MO3aWK. DTO MOYKHO
JieNaTh mo-pa3Homy. Hampumep, myTem mpsMoro mojicyeTa onpenaestsiTh KO-
4eCTBO Je(EKTOB, MPUXOASIINXCS HA HEKOTOPOE (PUKCHPOBAHHOE KOJIMYECTBO
(100, 1000 u T. 1.) KIETOK. MOKHO TPOBOJUTH M HMHTETPATBHYIO OIIEHKY KO-
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Puc. 7. O6muit Bux narTepHOB, HOPMHUPYEMBIX KOMOMHAIMAME nedekToB. CoueTanne pe-
TYJISIPHBIX PAZKOB PELENTOPHBIX KJICTOK M MX JIe(eKToB (OpMHPYET XapaKTepHbIH MaTTepH,
HAIIOMMHAIOIHUIl JTaKTHIIOCKOTMYEeCKHH prUcyHOK. CiieBa — CIIyXOBOIl SHUTEINH YJINTKH NTHIL
(ckaHHMpyromast MEeKTPOHHAsT MUKpockonus). CrpaBa — MO3aMKa KOJIOOUEK B CETUATKE PHIOBI
Gadus minutus (Engstrom, 1961), cBeToBas MUKPOCKOTIHSL.
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JMUYEeCTBA PA3IMYHBIX Je(PEKTOB, UCIIONB3Ys] TAKOH KOCBEHHBIN IMOKa3aTelb,
KaK JUCIIEPCHSI BETUYUHBI KJICTOYHOH CMEXKHOCTH. JTa BEIHYUHA JaeT Mepy
paccoriiacoBaHus UJeaTbHBIX MOJIeNIcH 0e3/Ie()eKTHOM CTPYKTYPBI U PEaIbHBIX
TKaHEeBBIX MoO3auK. HakoHell, /i1 XapaKTEPUCTUKU KOHIICHTpAlUU JIe()EeKTOB,
BO3MOYKHO, OyJIET yI00HO MCIOJIb30BaTh U JAPOOHYI0 Pa3MEPHOCTh, IPUHSATYIO
JIJIs1 XapaKTepUCTUKH (hpaKTaoB.

[IpoBeneHHass MpUKUOYHAS OICHKA IyTEM IIPSMOTO IOJCYeTa IoKasana,
YTO KOJWYECTBO Ae(PEKTOB (MX KOHIIGHTpAIMs) B pPa3HbIX TKAHAX JCHCTBU-
TEIBHO MOXKET NMPUHUMATh pa3liMyHbie 3HaueHUs. Hampumep, B SMOpHOHATb-
HBIX TKaHSX, B KOTOPBIX HHTEHCUBHO MJYT IPOIECCHl PA3MHOKCHUS U THOCIH
KJIETOK, KOHIICHTPALKS Je(EKTOB BbICOKA: B SIHUACPMHUCE 3aPOJIbIIIIA JIATYIIKH
Ha Kaxaple 100 kmeTok mpuxonutcs 1mo 5-10 pa3nugabix nedexktoB. C apyroi
CTOPOHBI, B T€X TKAHIX, B KOTOPHIX Mpoiudepanus TpaKTHIeCKH 3aKOHIMIIACh
(HampuMep — CEHCOPHBIE MUTENNH), PETYISAPHOCTh CTPOSHUS SBIsIeTCs Ooee
BBIP2)KEHHOW M OHU Ha OOJIBIIIOM IPOTSKSHUH HEPEIKO YIIOHA0OISIOTCS Ucaib-
HbIM Oe3/1e(heKTHBIM MOHOKpHUCTaIaM. HarmsiHbIi mpuMep — MO3auKH B HOP-
MaJbHOM (PaCeTOYHOM TJa3y Apo30(uisl, e ofuH AeeKT MPUXouTes Ooee,
yem Ha 1000 ommaTHaANEB.

Pe3ynbpraTHBHOCTH MHTErPAJIBHON OIEHKH KOJU4ecTBa Ae(exToB ObLia 1mo-
Ka3aHa HaMH ITPY KOJTUYECTBEHHOH OIIEHKE JTUCIIEPCHH TKAHEBOW PEryIIpHOCTH
(CaBocthsiHoB, I'pedrep, 1993). OTMeTuM, 4YTO aHAIIHU3 PACIPEACICHUS KISTOK
MO0 CMEXHOCTHU SIBJISICTCS TPAJAUIIUOHHBIM BOIPOCOM TpU (HOpMaJIM30BaHHOM
M3YYCHHUH TKAHEBHIX KJICTOUHBIX Mo3aukK (CMomnsiauHOB, 1980; Mapecun, 1990).

5. BOBMOXHA POJIb JIE®EKTOB

Wraxk, pa3znudnbie NeeKThl KJICTOYHOW YIAKOBKHU JICHCTBUTEIBHO MTPUCYIITH
peabHBIM TKaHSIM (aHAJOTMYHBIC JIS()EKThI HAOIOJAIOTCS M B MO3aUKaxX pacTe-
HUM). B 3TOM OTHOIIIEHUH KJIETOYHBIC IJIACTHI MOAOOHBI KPUCTAILIIAM U TIPOYUM
PEryJSIpHBIM CTPYKTypaM. [IpuurHbl BO3HUKHOBEHHS JAC()EKTOB B peajbHBIX
TKaHEBBIX MO3aWKaX MOTYT OBITh Pa3HBIMH. TaK, TOUeUHbIE Ae(PEKTHI BEI3BIBAIOT-
s TIporieccaMu Mpoiudepanny ¥ THOETN KIETOK, a TAK)KE WX BHEIPEHUEM HITH
BbIYMTaHUEM. [IpoTskeHHBIC NEEeKThl BOSHUKAIOT HA T'PAaHULIAX MO3aWK, pas-
JMYAIOIINXCS TI0 COCTAaBY U CTPYKTYPE, HIIM 00pa3yroTcs B pe3ybTaTe CIBUTOB.
O06BemMHBIC eEKTH MOSBIISIIOTCS BCICICTBUE HAPYIIICHHS OTHOPOIHOCTH CTPO-
SHUsI TPEXMEpPHOTOo 1iacta. OTMETHUM, 9TO TIOTOOHBIC Te(PEKTHI CYIIECTBYIOT U
Ha yIBTPACTPYKTYpHOM ypOBHe. B KkadecTBe mpumepa MOXHO yKa3aTh Ha JIO-
KaJIbHBIE HAPYIIIEHUs YITAKOBKH KallCOMEPOB B BUpycax u ¢arax, Ha TOYCYHbIC U
MPOTSHKEHHBIE Ae(PEKThI CTPOCHUS aKTUH-MHO3UHOBBIX MO3aUK B MBIIIIAX Pa3-
JINYHBIX KUBOTHBIX, Ha IS()EKTHI YKJIaJI0K CBETOYYBCTBUTEIIBHBIX «BOPCUHOKY B
padaomepax (I'pubakus, 1981), a Tak)Ke BO MHOTHX JAPYTHX CIydasiX.

B geM ke MOJKET COCTOSATHh OHOJIOTHYCCKUNA CMBICIT Ae(PEKTOB? SIBISIOTCS JIH
OHH JIOKQJIbHBIMU CTPYKTYPHBIMH HECOBEPIIEHCTBAMH, KOTOPBIMH MOXKHO TIpe-
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HeOpeub, UM OHM CIY>KaT HCTOYHUKOM JONOJHUTENIbHBIX TKAHEBBIX CBONCTB U
MOTOMY 3aCIIyKHBAIOT CIICLHAIFHOTO BHUMaHUS U uccienoBanus? OTBeyas Ha
3TOT BOIPOC, CIEAYET NMPUHATH BO BHUMaHUE UX BaXKHEHIIYIO YePTY, a UMEHHO
TO, YTO 0 CBOEMY MUKPOOKPY KEHHIO U TIJIaHAPHOHN (IMPKYJISIpHO) TuddepeH-
UPOBKE KIJICTKH B 001aCTH 1e(DEKTOB BCET]a OTIIMYAIOTCS OT OCTAIBHBIX KJIETOK
Mo3aukH (pewmeTky). IpyruMu CiIoBaMH, pedb MIET O JOKaJIbHOM H3MEHEHUH
CIeLUAIN3aLNN U UHTErPAaluy KJIeTOK. Ha 3TOM OCHOBaHHMH MOKHO IIOJIaraTh,
YTO KJIETKH Ae()EeKTOB OyyT OTINYATHCS OT KJIETOUHOT'O OONBIINHCTBA U (PYyHK-
[[MOHAJIBHBIMM CBOWCTBAMHU. DTO OTJIIMYHE MO3BOJISET CTAaBUTh BOIPOC O BBIJE-
JICHUU CTPYKTYPO- U Ie(eKTO3aBUCUMBIX CBOUCTB TKaHel (CaBocThsiHOB, 2005).

CTpyKTypOo3aBUCHMBIE CBOWCTBA 00ECMEUYMBAIOTCSA MPABMIIBHOM CTpPYK-
TYpO# KJIETOYHON MO3aWKH (PEmIeTKH). ITO — IIABHBIE CBOMCTBA, 3aKJIIOYAI0-
IIMecsl B OTIPABICHUH OCHOBHBIX TKaHEBBIX (DYHKLUUH (M30JALMsI, CEKpeLus,
peuenuus U T. a.). JedexrozaBucumbie — 3T0 0cOObIe HOBBIE CBOMCTBA, BO3HHU-
Kalolie y KJIETOK B 001acTh 1eeKTOB M MPHUIAIOIINE TKaHIM JONOIHHTEIb-
HbIe XapakTepucTHKu. CKa)xeM, KJICTKH B 30HE jJe(eKTa 3a cueT M3MEHEHHOM
TG PepeHIIIPOBKH MOT'YT TIPUOOpPETaTh HE CBOMCTBEHHBIC OCTAJBHBIM KIICT-
KaM CITOCOOHOCTH (IOCTATOYHO BCIIOMHUTH O KJIETKAaX PaHEBOU MOBEPXHOCTH).
B cnyuae TouedHBIX 1€()EKTOB 3TO MOXKET OBITH CLIOCOOHOCTH K HKTOIMNYECKOM
TOPMOHAJIFHON aKTHBHOCTH, K BBIPA0OOTKE IreTepOOPTraHHbIX aHTUT'€HOB, K (aro-
uurto3y (Bacunbe u ap., 1975), nnm K NoBBIILIEHHON 4yBCTBUTEIBHOCTH K BO3-
JEMCTBUIO BUPYCOB, KAHIIEPOT'€HOB | T. JI. JIpyrumMu cinoBamu, KIeTKH Ae()eKTOB
MOTYT CTAaHOBUTHCS] aKTUBHBIMHU (DYHKITMOHAJIBHBIMH LIEHTPaMH, MPUAAIOIINMHU
TKAaHU JOIOJHUTEIbHBIE BO3MOXKHOCTH. OTMETHM, YTO aHAJIOTHIHBIM 00pa3oM
B (PM3UKE TBEPIOrO TeJa yKe JaBHO PA3JINYaroT CTPYKTYPO- U 1e(eKTO3aBUCH-
Mmble cBoiicTBa (Kemnu, ['poBc, 1974), 1 mpakTudecku Bcsi TBEPAOTEIbHAS JJICK-
TPOHUKA OCHOBaHa Ha Je(eKTaxX KPUCTAIIIIOB.

B oOmem Buze, Hanuune AeEKTOB W MOPOKIAEMOTO MMHU 3allyMIICHHS
PETYISAPHBIX CTPYKTYP MOXHO paccMaTpuBaTh KaK COCYIIECTBOBAHHE W KOH-
KypEeHLHMIO nopsiaka u xaoca. [lonst xaoca, naromas HEKOTOPYIO CTEHEHb CBO-
00zbl IETEPMUHUPOBAHHBIM PETYJISpPHBIM KJICTOYHBIM PEILICTKAM, CO3[aeT
NPEONOCHUIKY A1 UX aJanTalHuy K JOKaJIbHBIM U3MEHEHHIM ycnoBuii (Mcaesa
u 1p., 2004). [IpuMeHUTENBHO K KJIETOYHBIM TIACTAM MOYKHO TPEATIONONKHUTh,
YTO MATTepPHBI, POPMHUPYEMbIe KOMOMHALIUSMH PETYIISIPHBIX YUYACTKOB KJIETOY-
HBIX MO3aWK U UX Je(PEKTOB, MOTYT OTpakaTh NCTOPUIO PA3BUTHSI IJIACTA U €T0
TOHKYI0 (DyHKLIMOHAJIBbHYIO HACTPOWKY. B cuily 3TOro takue marTepHbl, Kak U
JaKTUIOCKONUYECKHNE PUCYHKH, MOTYT UMETh YHUKaJIbHBIN XxapakTep. Hanpu-
Mep, o0pamasch K CIyXOBOMY SIUTEIHIO NTHUL, MOXXHO MPEINOI0KHUTb, YTO
MpaBUJIBHBIA XapaKTep YMAaKOBKHU KJIETOK CIYKMT OCHOBOW JJISI BOCHPHUATHUA
YHCTHIX TOHOB. Jle(eKThI ke U maTTepH, GOPMUPYEMBII UMHU, MOTYT CITy>KHUTb
CPEICTBOM HACTPOWKH OpraHa cilyxa Ha KOMOMHALIMIO Pa3JINYHBIX O0EPTOHOB,
COCTABIISIONIUX YHUKAIBHBIN 3BYKOBOM 00pa3 poauTeNel U poHOTO MecTa (Tak
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Ha3bIBaeMas CIyXxoBas TucKpuMuHanug (XarmoTuH, Jmurpuesa, 1981)), u 3ane-
yaTIeHus 3Toro oopasa. To e MOXKHO cKa3aTh U O HacTpolike ceTuaTku. OnHa-
KO 3Ta TMIOTEe3a HyXKJaeTcsl B IPOBEPKE.

B nenom ke cieayer mpusHaTh, YTO B HACTOsAIEEe BpeMs O CBOMCTBax Jie-
(GeKTOB M WX BIHSHUM Ha (QYHKIIMOHUPOBAHUE TKaHEH (M YIBTPACTPYKTYD)
PAKTUYECKN HUYETO HE U3BECTHO. B CBS3M ¢ 3TUM MOYKHO HAMETUTh HEKOTO-
pble BOIPOCHI, 3aCTy>KNBAIOLINE U3y UYCHUSI.

1) o ananoruu c¢ kpucramorpadueii (Lackonbekas, 1984) MmoxxHo mona-
raTh, YTO COBOKYMHOCTh TOUCYHBIX Ae(DEKTOB U BAKAHCHH B KJIECTOYHBIX MO3aH-
Kax (pemeTkax) MOXKET MPEACTaBISATh COOOH HOBBIE (DYHKIIMOHAJIBHBIE 00bEK-
THI C TOJIBKO UM TPHUCYIINMHU CBOMCTBaMU. B wacTHOCTH, Mapsl OAHOBPEMEHHO
BO3HHMKAIOIINX U OOBIYHO JIEXKAIIUX PSAJOM HNEHTArOHAJIbHBIX U I'eNTaroHajb-
HBIX KJIETOK, KaK Ha pHc. le, wutk ne)eKTOB THITA BaKaHCUI M BHEAPCHUH, Kak Ha
puc. 16, MOT'YT COCTaBJISITh BAPHAHTHI TAKMX OOBEKTOB.

2) Ipyroe BeposITHOE CBOMCTBO Je(EKTOB — UX CIIOCOOHOCTH K MepeMerie-
HUIO B IJacTe. B pe3ynbrare MOXXeT MPOUCXOAUTH HE TOJBKO BOSHUKHOBEHHE
HOBBIX JISPEKTOB, HO U 3aJICYMBAHHE CTAPBIX ITyTeM MHUTrpaluu AedeKra K Kpato
IJ1acTa ¥ BBIXOJA 3a €ro mpenensl. B qpyrom ciydae pa3HOHAIIPaBJICHHBIE IUC-
JIOKALMU IPU X IPONOJKEHUH 10 CIUSHUS TaKXKe CIIOCOOHBI HEHTPaIN30BaTh
JOpyT ApyTra U NIPUBOAUTH K HCUE3HOBEHHUIO eekTa. B yacTHOCTH, Takoe ucues-
HOBEHHE MPOU30IIET, €cI OOOPBAHHBIE PSAAKH HA PUC. 30 MPOAOIIKUTE A0 UX
COIMPUKOCHOBEHUS 33 CUET N30UPATEIIbHON KJIETOUHOM MPOIUd)epariuu.

3) O koHIeHTpaluu AePEeKTOB U TpaHCcHOpPMALIMK MO3AUK.

[lonsTHEe 0 KOHLEHTpAaUKUU Ae(EKTOB CTABUT BOIPOC O MPEAeiax ee Uu3Me-
HeHM. Tak, B HEOOJIBIION KOHIEHTPpAUMH Ae(QEeKThl PacpeaesioTcs B IacTe
CIIy4aiHO U JINIIb MOJU(PHUIMPYIOT €ro cBoiicTBa. B 3HAYMTENBHOH e KOHIIEH-
Tpalry OHU MOTYT MPUBOAUTH K (DOPMUPOBAHHUIO HOBBIX PErYJSPHBIX MOApeE-
HIETOK, T. €. K TOTaJIbHOH TpaHC(HOPMAaLlUU KIETOYHBIX MO3aUK (PEIIeTOK) U BO3-
HHUKHOBEHUIO TKaHEH C HOBOW CTPYKTYpOH M CBOWCTBaMHU. J[pyruMu ciloBaMmi,
MOXET OCYIIECTBUTbCA (a30BbIi nepexon. BennunHa nuama3oHa W3MEHEHUs
KOHLIEHTpaLuu 1e(eKTOB U €€ HUKHUN U BEPXHUIL ITpeeibl SIBISIOTCS elle O/-
HOW BayKHOM XapaKTEPUCTUKOM TKaHEBBIX PEIIETOK.

CemelicTBO onUcaHHBIX paHee Oe3aedekTHRIX Moaenei Takux pemerok (Ca-
BOCThsIHOB, 2005, 2012) m03B0JISIET YCTAHOBUTH TOTPEOHYIO JIUIS UX TpaHchop-
MaIM¥ JJOJTI0 BHEIPEHHBIX KJIeTOK. Hamprmep, 15 mpeBpalieHnst MOHOXPOMHOM
TEeKCaroHaJIbHON MO3aMKH U3 KJIETOK B B XpoMarnueckue Mo3anku coctasa AB,,
AB, nnn AB, He06X0MMO B BEPUIMHBI HCXOHOM MO3aHKH BHEAPUTH ~ 33, 25 1
14 % xneTok A cooTBeTcTBEHHO. [1070OHBIM ke 00pa30M 3TOT BOIIPOC PELIACTCS
U Uit Apyrux Mo3auk u aedekros. [Ipu sTom 00e Mo3anku (MCXOQHAS ¥ BHOBb
BO3HHKIIIAsI) MOTYT OBITh Kak 0e31e()eKTHBIMH, TaK M COACPKATh Ae(HEKTHI.

B mocnennem cimydae MOXHO TOBOPUTH O 3alIYMJIEHWH HCXOJHBIX MOHO-
XPOMHBIX MO3aMK Ae(eKTaMu, CKa)keM, TOrZa, KOrla MX KOHLEHTpaLus He-
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BEJIMKA W HE IPEBbIIIAET IMOJOBUHBI Ha3BaHHBIX Lu¢p. B 3TOoM auamasone
KOHLIEHTpaLus Ae(GEeKTOB MOXKET IUIABHO MEHSTHCS, HE MPUBOAS K TOTAJIbHOM
TpaHchopmay UCXOOAHOH Mo3aukH. [IprMepoM MOXET CIyUTh pa3inyHas
KOHIIeHTpanus noHouuToB (Dubaissi, Papalopulu, 2011) unu pecHUUHBIX KJle-
Tok (CaBocThsiHOB, ['pednep, 1993) B sxTonepme 3aposnpimma aarymkn. Ho xor-
Ja KOHLEHTpalus Ne(QEeKTOB HAuMHAeT 3aMETHO BO3pacTaTh M JOCTUIAET He-
KOTOPOTO KPUTHUYECKOTO YPOBHSI (BBIIIE MOJOBHUHBI MOTPEOHOIO ISl TIOJIHOTO
HACBIIIEHUS BAKAHCUN), CTAHOBUTCSI BO3MOXKHBIM TOBOPUTH O MEPEXO/IE 3ally M-
JIeHUs B TpaHC(HOPMALUIO, T. €. 0 (ha30BOM Tepexoe (3HaAMEHUTHIN Nepexo] Ko-
Ju4ecTBa B KauecTBo). [Ipu 3ToM BHavasie MOXKET MPOUCXOUTH BOSHUKHOBEHUE
HecoBepIIeHHOH (¢ nedekTamu) HOBOIT Mo3anku. [locne 3aBeprienus mpomecca
U 3aII0JHEHUS BCEX BAKaHCUN HOBas MO3aMKa MOXKET CTaTh U Oe3neeKTHOH.
DTOT e MPOLEeCcC MOXKET MPOTEKaTh U C APYTMMH BUIAaMH Ae()EKTOB, CBSI3aH-
HBIX C Pa3pbIBOM MEXKJIETOUYHBIX CBSI3€H M BOSHUKHOBEHHUEM MHKPOIIOJIOCTEH.
WX HakorjieHne BHaYaJIe TaKKe MOXKET JIUIIb 3alIyMJIISITh CTPYKTYpPY TKaHHU, HO
B MTOT€ MOXET 3aKOHUYHMTHCS MOJHBIM MCUE3HOBEHHMEM PETYJISPHON PEleTKH,
T. . “nmaBnenueM’’ TkaHu. [lopsanok nepeiinet B xaoc. Knnandecku 310 OyaeT
HPOSIBISATHCS. B BUJE BOCIAJICHHUS! WIM Pa3BUTUS pereHepalioHHBIX OJacTeM.
B npuHLunne takoe «IuiaBiIeHHE» 00pPaTUMO M MOXKET 3aBEPIIUTHCS OOpaTHOM
CKpHCTAJUIM3alMEH» B PEreHEpallni, T. €. Xa0C MepenieT B HOPSIOK.

OTmeTHM, YTO TONOOHBIE SIBJICHUS XapaKTepHBI U151 TBEPABIX Ten. Hampu-
Mep, B UUCTHIX KPUCTAIITIAX MOKET yBEIIMYUBATHLCS A0JIS IpUMece ¢ opMHpo-
BaHHMEM BHauaje JAe(EeKTOB, a 3aTeM — HOBOM peryiisipHoit pemetku. C apyroi
CTOPOHBI, [10 MEPE HArPEBAHUSI U TEIIJIOBON PAaCKaYKU KPUCTAJNINYECKON peleT-
KM B HEH PBYTCsI CBS3U M BO3HUKAIOT Ae()EKThI, KOHLIEHTPALUs KOTOPbIX Hapac-
TaeT BIJIOTH J0 miaBieHus. [lo aHajzoruu ¢ 3TUMuU ABJICHUSIMU 321y MJICHHBIC
neekTaMu TKaHH MOKHO Ha3bIBaTh “TopsyuMu’. TakoBbl SMOpHOHAIbHBIE U
perenepupyiomire Tkanu. C Apyroi CTOpOHBI, T€ 3aKOHUYHBIIINE Pa3BUTHE U Clla-
0000HOBIISIONTNECS TKAHU, B KOTOPBIX PEryJISpPHOCTH PEIIETKH OTYETINBO BbI-
pakeHa, a KOHLIEHTpaus JeeKTOB MUHUMAaJIbHA, MOKHO Ha3bIBATh ‘“XOJIOJHbI-
Mu”. TakoBbI HEHPO- U CEHCOPHBbIE ANUTEAUN. M aes mKabl 1151 U3MEPEHUs o-
noOHOH “TemmepaTypbl” ObliIa IpeaiokeHa Hamu panee (CaBocthsiHOB, 2005).

B cBs3u co cka3aHHBIM BO3HUKAET BOIPOC: MPU KAKOH KOHLEHTpALUH Jie-
(eKTOB MOKHO TOBOPUTH HE O 3aIlyMJICHUU HCXOJHOH, a YK€ O BOZHUKHOBE-
HUW HOBOH (ITyCTh HECOBEPIIEHHOIH) Mo3auku? B o0mem Buie momoOHBIN Bo-
poc o0CyX)TaeTcs B KOHICTITUN TTepKoisiinn (Ddpoc, 1982). [IpumeHuTEI5HO
K pa3BUTHIO OH 3aTparuBaics B padore lllabankuna u llabankuna (2007). DTa
KOHLICTIIINST MOXKET OKa3aThbCsl MOJIE3HOM U I OMMCaHUs TpaHchOopMaLuii Kiie-
TOYHBIX PEIIETOK PAa3TMYHBIX TKAHEH.

Hrak, momydeHHbIE Pe3ylbTaThl UMEIOT HJICHHYI0 OOLUTHOCTH C (H3MKON
TBeproro Tesa. Hapsiny ¢ u3ydeHnem peryssipHbIX KJIETOUYHBIX PELIETOK, MO3a-
UK U UX 1e(EKTOB CTAaBUTCS HOBBIM BONPOC: MPU KaKOH KOHLEHTPALUH [10CTe -
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HHUX MOXXHO TOBOPUTH O BOBHMKHOBEHHWH HOBOM Mo3auku? Minu ee niuaBieHun?
T. e. korna u3 AeeKTOB BOSHUKHET HOBas «(a3a»? ITOT BOIIPOC MOXKET UMETh
BAXKHOE MPAKTHUYECKOE 3HAYCHUE MPU U3YUYCHUU PA3BUTHUS U MATOJIOTHH TKa-
Hel. [lanbHeine TeopeTUUeCKUe U IKCIIEPUMEHTAJIbHBIE HCCIIEI0OBAHUS KJle-
TOYHBIX PEMICTOK M UX Ie(HEKTOB MOTYT IMPUBECTH K CO3AHUIO TCOPETHICCKUX
OCHOB CHHTETHUYECKOH OMOJIOTHH B TOW €€ YacTH, KOTopas KacaeTcs MpeacKasa-
TEJIbHON TPEXMEPHOU I'MCTONOIMU U TKAHEBOW MHKEHEPHU.

6. BbIBO/IbI

1) PeanbHble TKaHU, SBISSICh PETYJISIPHBIMH KJICTOUYHBIMH PElIETKaAMH, CO-
JepyKaT pa3TuIHbIC Me(EKTHI.

2) Knetku u3 30HBI IeheKTOB 00aqal0T 0COOBIMH CBOMCTBaMH. Ha aTOoM
OCHOBaHWHW BO3MOXKHO BBIJIEJICHHE CTPYKTYpPO- U Ae(PEKTO3aBUCHMBIX CBOWCTB
TKaHHU.

3) PucyHok, popmupyemMblii psjikamMu miacta (IaTTepH), MOXKET OKa3aThCs
HOBBIM MH(OPMATHBHBIM IPU3HAKOM. BO3MOXKHO, OH OTpakaeT TOHKYIO (QyHK-
[IMOHAJIBHYIO0 HACTPOUKY TKaHH.

4) B ceHCOpHBIX TKaHSX BO3HHKAIONIMI B pe3yibrare Ne(eKTOB MmaTTepH
MOJKET CIIY)KUTbh CIOCOOOM 3aIevaTieHns] YHHKAJIbHBIX 0COOCHHOCTEH (B YacT-
HOCTH, 3BYKOBBIX) Cpebl OOMTaHNUA.

5) INoHsiTHE 0 KOHIEHTpAIMK Je(EKTOB CTABUT BOIPOC O AMAIIa30HE e 13-
MEHEHHH U ero mpejenax, 3a KOTOPSIMUA KOHYAeTCs 3allyMJICHHE U HAaYWHAETCS
TpaHchopmarus.
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THEORETICAL AND EVOLUTIONARY BIOLOGY
OF STRUCTURAL DEFECTS IN REGULAR CELL MOSAICS
THEIR POSSIBLE FUNCTIONAL SIGNIFICANCE

G.A. Savostjanov

Epithelium as a regular cellular network (lattices) having histionic structure and
characterized by translational symmetry and stoichiometry composition is considered.
Different kinds of defects are characteristic for these lattices. Topological and geometric
models of these defects are offered and their realism is proved by comparing the model
with the actual tissues. It is suggested that defects in cell lattices can impart additional
properties of the tissues.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «['eo-6uonoeuueckue cucmemvt 8 npownomy. M.: IHH PAH, 2013. C. 89-104
http://www.paleo.ru/institute/publications/geo/

CUMMETPUSI B CKEJETAX PAJTUOJISAPA:
IMPABUJIA U UCKJIIOUEHU 51

M.C. AdanacneBa, I3.0. AMoH
Haneoumonoeuueckuti uncmumym um. A.A. bopucakxa PAH
afanasieva@paleo.ru, amon@paleo.ru

Hcropust pa3BUTHS paguoOIsIpuil ¢ paHHETO KeMOpHs O HAIINX AHEH —
3TO MCTOPHS BBIPAOOTKH PA3JMUYHBIX U CAMBIX Pa3HOOOPA3HBIX IO I'€0-
METPUHU CKEJIETOB, CTPEMSIINXCA K KIACCHYECKOW CHMMeETpuu: chepsl
u ceponipl, KOHYCHI, WIMHAPH © MHOTHE IpyTHe NpUYyIHBbIE (op-
MBI, HO C HEIPEMEHHBIMH 3JIEMEHTaMH CMeIIaHHo#i cuMMeTpun. Ckere-
THI CO CMEIIAHHON CUMMETpHEH MOSBUINCH B CAMOM Hadajie BOIOLNN
paanosApui M TOMUHUPOBAJIH Ha Beex ee dTanax. Ho mogoOubIe huryps
C TOYKH 3PEHUs KJIACCHYECKOH CUMMETPHH SIBJISIIOTCS ACHMMETPHYHBI-
MU, JINOIEHHBIMHA KakKoH-muOo ymopsnodenHoctn. OqHaKo OHM He Oec-
(dbopMeHHBI, a, CKOpee, TApMOHUYHBI B CBOeM cTpoeHuu. Kitaccuueckas
CUMMETPHSI HUKOT/IA HE peayin3yeTcs B OMONOTHMYECKUX M KPHUCTAILIH-
4eCKUX 00BEKTaX ¢ MaTEMAaTHYECKOW TOUYHOCTHIO. JKMBbIE OpPraHU3MbI 1
MUHEPAJIBI IBISIOTCS KOMITO3UIIMOHHO-CIIOKHBIMH U CTPYKTYPHO-COBEP-
IIEHHBIMU HEPAPXMUECKH OPraHN30BAHHBIMH CHCTEMaMH BEIIECTBEHHO-
MaTepHaIbHOro Mupa. IloaToMy yromoOieHue CKEeJNeTOB pPaguoIsIpUil
KPUCTAJUTMYECKOMY TeIy C MJICaIbHONH CHMMETPHUEH HETPaBOMEPHO.

Karoueswie crosa: Radiolaria, kiaccuueckasi CAMMETPHS, CMEIIAHHAS CUM-
METpUS, THITBI CAMMETPHH, MOphoIorus, haHepo30i.

Wpneun cBsi3u CUMMETPHUM C IIUTOJIOTUEH, (PU3UOJIOTHEH, OHOJIOTHEH, IKOJIO-
ruer U TaKCOHOMUEH JKUBBIX OAHOKJIECTOYHBIX 1 MHOT'OKJICTOYHBIX OPraHn3MOB
BocxomsaT k mpomopdonoruu D. ['ekkenst (Haeckel, 1884) u Becbma aeTanbHO
osun popadoTransl B.H. beknemumensim (1964), 1o MHEHHIO KOTOPOTO 3BO-
JIOIMOHHOE pa3BuTHe JKUBOTrO BCerja U MpH BCEX YCIOBHSAX COBEPIIACTCS Ha-
MPaBJICHHBIM ITPOT'PECCUBHBIM TIOPSTKOM:

* OT IPOCTOTO K CJIIOKHOMY U CBEPXCJIOKHOMY;

* OT HepaCUYJICHEHHOTo, HeAUu(PPEePEeHIIUPOBAHHOIO K pacUJICHEHHOMY, TU(-

(hepeHITTPOBAHHOMY;
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* OT OJIUTOMEPHOIO IIJIaHa CTPOCHUS TelIa K IIOJIMMEPHOMY U METAMEPHOMY;

* OT TONUYECKH HEOMPEACICHHBIX CTPYKTYP K TOMUYECKH OIPEICIICHHBIM;

* OT OTCYTCTBHSI CUMMETPHUH K CHMMETPHH;

* B OTIENIBHBIX CIIyuasx, B pe3yibrare cynepauddepeHunannu, K BeIpoxKie-

HUIO CHMMETPHH, K aCHMMETPUHN HEOTPEIeIEHHOCTH.

bexnemures (1964) momaras, 9T0 THIT CHMMETPHUH KaKOH-THOO TPYTIIIBI TIPO-
THUCT SIBJISIETCS TIOKA3aTEJIEM €€ HBOJIFOLIMOHHOTO COBEPLICHCTBA U Pa3BUTOCTH U,
CJICIOBATEIIBHO, OIPEIEIISET CTYIEHb I'PYIIIBI B CHCTEMaTHKE, €€ MECTO B CUCTEME
€CTEeCTBEHHOHN KJlacCU(HKALUU OpraHu3MoB. [Ipu 5TOM OTCYyTCTBHE CUMMETPHH
YKa3bIBaeT, HAa apXauyHOCTh, IPUMHUTHBHOCTb, HEPA3BUTOCTH T'PYIIIBL; MOSBIIE-
HUE CIIOKHBIX M YCIOKHSIONIMXCSI TUTIOB CHMMETPHH, CBHIETENILCTBYET O OoJiee
BBICOKOH CTYIEHH 3BOJIFOLIMOHHOIO Pa3BUTHsI U 00Jiee BBICOKOM MECTE B CHCTe-
Me kJlaccuukannu opranu3MoB. Cirydan ske sIpKO BhIPa>KeHHOH OriiaTepasibHOM
CUMMETPUHU CBOWCTBEHHBI TUIIEPCIICIIMATN3UPOBAHHBIM (opMaM, 001aJarolIiM
CIIOKHEHIIMMHU TIJIaHAMH CTPOCHUS U TOTHOH A depeHIIPOBKOI YacTeH.

B mupe XXuBoro Hemano cMMMETPUYHBIX (OPM, WITH, BO BCSIKOM Cilydae,
TaKUX, BHEIIHUNA OOJMK KOTOPHIX MO3BOJISIET TOBOPUTH O CHMMETPUYHOM (MU
IPUOJIMKEHHO CUMMETPUYHOM) CTPOSHHUH U YCTPOMCTBE Tena opranu3MoB. Jo-
BOJILHO MHOTO MX CPEAM MPOTHUCT, B TOM YHCJIE U PAJUONSPUN, OIHAKO Yy TIO-
CJIEIHUX YaCTO BO3HUKAIOT (POPMBI CKEJIETOB, KOTOPBIE HENb3sI Ha3BaTh CTPOTO
CUMMETPUYHBIMH.

Panuonapun — 3TO ONHOKJIETOYHBIE MOPCKHE (OKEaHCKHE) TIaHKTOHHBIE
IPOTHUCTBI, CIIOCOOHBIE K KCTPAKILIUU PACTBOPECHHOIO KPEMHE3eMa U3 MOPCKOM
BOJBI U K IIOCTPOMKE U3 HETO OMAaJIOBOr0 BHYTPEHHETO ckenera. OHM 00s1agaroT
OJHUMH M3 CAMBIX COBEPIICHHBIX (C FT€OMETPUUYECKOI TOUKH 3pEHUs) U KpaiiHe
pa3zHooOpa3HbIX (HOpPM CKeleTa, SBISACH CAaMbIM HACTOALIUM YYIOM HPUPOABI.
MHorue ucciiesoBaTeNn Mojlarajy U MoJararoT, YTO MPOSBICHUS Pa3IUMYHbIX
BUJIOB CHMMETPHH B CKEJleTaxX ITUX yIWBHUTEIbHBIX CO3/IaHUH SBIISIIOTCS HOP-
MOH JJIsl TPYTIIBl ¥ CBOMCTBEHHBI PAJUOISIPUSM Ha NPOTKEHUH BCEl HCTOPUU
UX HBOJIOLMOHHOTO Pa3BUTHSI.

Pagnonsipun noaruma Polycystina mosiBunuce B Ouocdepe BecbMa AaBHO,
Ha 3ape «KeMOPHUICKOT0 B3pbIBa CKENETHOH Ku3HW». [Ipn 5TOM Ha nepexoae oT
BeH/JIa (3/IMaKapus) K KeMOPHIO CKEJICThI PAJIUOJISAPHIL MPEICTAIOT BIIOJIHE COp-
MHPOBAaHHBIMH, T.€. JOCTUTIIMMH 3PEJIOH CTaJWM 3BONIONHOHHOTO Pa3BUTHA
(AdanaceeBa, AmoH, 2012a). B panaeM keMOpHH, B caMOM Hadajle 3BOJTIOIHOH-
HOT'O Pa3BUTHS JAHHOW IPYIIBI IPOTUCTOB, B TEOMETPUH CKEJIETOB PAIHOIISIPHUA
npeobagaronee 3HaYUeHHE HMEJIM CHMMETPHYHBIE Tella BpallleHus — mapsl (cde-
pBl), MHOTJa 3JUTUIICOMABI. B KadecTBe NOMOIHUTEIBHBIX AJIEMEHTOB CKEJIETOB
(BHELIHSISI OpHAMEHTAIINS, UTJIBL, TIEPEKJIAAMHBI PEIeTYaTol TKaHW) ObLITN TaK-
K€ UCTIONIb30BaHbl U APYTHE FeOMETPUUECKHE Tesla BpaIleH!s — KOHYCHI (MIJIbI,
IITUIIBI), TUPAMHU/JIbI, KaK Pa3HOBUIHOCTH KOHYCOB (IpaHEHBIE UTJIBI, IITUIIBI), I[U-
JMHAPBI ¥ IPU3MBI (IePEKIaJuHbl CKEJIETHOW TKAHU U I'PAHEHbIC UIJIBI).
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KITACCUYECKA A CUMMETPUA

N3yuyeHnio ciMMeTpun paauoiIsipuil BCeraa MpuaaBajiock OOJbIIOe 3HaYe-
Hue (Haeckel, 1884; Mopnyxaii-bontoscko#t, 1936; Xabakos u ap., 1959; Ka-
Mmoiina, Kosmosa, 1971; XKamoiina, 1981; IlerpymeBckas, 1986; Afanasieva et
al., 2005; AdanacreBa, Amon, 2006 u np.). Emie Tpu gecsituneTus Tomy Hazaja
AWM. XKamoiina nucai: «J10 CHX MOp HEAOOLECHUBACTCS 3HAYCHHE CPaBHUTEIb-
HOTO M3yYeHHS] CUMMETPHH CKEJIETOB PAJIUOJSPHIA C LETbI0 MCIONb30BAHUS
npu pa3paboTke Kiraccu(uKaIy MOAKIACCA U SKOJIOTHH €ro MPeACTaBUTENeH.
3nech erie MHUPOKOe T0NIe AeATeIFHOCTH IS aJeOHTOJIOTOB M HEOHTOJIOTOBY
(Kamoiina, 1981, c. 9). 1 3Tu coBa 10 CHX MOp OCTAIOTCA aKTyaJIbHON HCCIIEO-
BaTEJIbCKOW MPOrpaMMOH.

B ckenerax pagnonsipuii Mbl pazanvaeM clieqyIolrue THITBI CHMMETPHUH CO-
riracHo Mopdoorudeckomy psaay beknemuriena (1964).

Cohepuueckas (romakconHas) (puc. la). CAHMMETPUYHOCTh OTHOCHTEIHHO
BpallleHWHd B TPEXMEPHOM IPOCTPAHCTBE HA TPOU3BONIBHBIE YTIHL MMmeercs
IEHTP CUMMETPHUHU, B KOTOPOM TepeceKaeTcss OECKOHEYHOE YHCIIO OCeH CHMMe-
Tpu# OeckoHeuHO Oonbioro npsaka. Ckenersl UMeroT GopMy mapa.

[paBunbHas nonuakconHas (puc. 16). CTporo onpenencHHOe YUCI0 Ocei
CUMMETPHH OIpe/ieJIeHHOTo nopsiaka. Ecnm uncno oceii cokparmeno 1o 20 wim
4-6, TO yMEHBIIIAETCS U YHCIIO PAINYCOB CUMMETpPHH. Yarie BCero Takue ckene-
THI UMeeT (hopMy ONH3KYIO K mapy Wik GopMy MPOM3BOAHYIO OT cdepbl. Bos-
MOYHO, 3TO ONTUMAJIBHOE IPUCIIOCOOJICHHE K TUIAHKTOHHOMY 00pasy >KH3HH.

CraBpakcoHHasi (MOHAaKCOHHas, romomnossipHas) (puc. ls-e¢; puc. 2a-0;
puc. 3a-6). Uucio oceit cOKpaiieHo A0 OAHON ¢ PAaBHOIICHHBIMH MOJIFOCAMH, TO
eCTh MepeceKaemasi B LIEHTPE MIOCKOCTHI0 CHMMETPHHU, B KOTOPOU JIeKaT HE
MeHee JIBYX JIOTIOTHUTENBHBIX OCeH CHMMETPHH. Takne CKeNeThl OKa3bIBAIOTCA
CILTIOCHYTBIM B HAIIPABJIEHUU 3TOH OCH WUITH, HA000POT, BEITSIHY THIM BJIOJIb HEE.

PanuaneHo-myueBas (akcuanbHasi) (puc. low, 3; puc. 2oic-u; puc. 32). Cum-
METPUYHOCTH OTHOCHTEIHHO TOBOPOTOB HAa TPOM3BOJIBHBIN YT OJI BOKPYT KaKOH-
100 ocH (CHMMETPHS BPAIICHUSI HEOTIPEIEIICHHOTO TTOPSIIKa).

MomnakconHas (retepononsiprasi) (puc. lu, x). Ilomtockl eTUHCTBEHHON OCH
HE paBHO3HAYHBI, a [IEHTP CUMMETpPUHU UcUe3aeT. YNCIo pagnycoB CHMMETPHH
HEOIpeIeNICHHO, MOXKET paBHAThCS 3 win 2. B mociennem cirydae o0pasyroTces
JIBE TIOJIOBUHBI CKEJIETa, KOTOPbIE MOKHO TEOPETUYECKH COBMECTHTD, IIOBEPHYB
BOKpYT ocu. McxomaHo rerepononsipabie popmel panuoispuit (Pylomariata, me3o-
30iicko-KkaitHo3olckue Nassellaria n Phacodaria) umeroT Gonee uim MeHee yIiu-
HEHHBIC KOHIMYECKHUE CKeIeThl. YHCIo paTnycoB CHMMETpHUH 2-4, penko 5-6, Hau-
Oosiee 0OBIYHOE YHCIIO BHEITHUX TPUAATKOB — 3, TAK HA3bIBACMBIH TPEHOXKHUK.

bunarepanbras (puc. 1z; puc. 30). Jluddepernupopanne ckeneTa B HalIpaB-
JIEHUU OZHON MOpQoJOorndeckoi ocu (YyCIOBHO BEPX-HU3) W B HAINpaBICHUHU
nepeAHe3agHeil ocu, KOTopasi JEeKUT B IJIOCKOCTH CUMMETPHH: HOTYYaroTCs
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Puc. 1. Cummerpust U BO3MOXHEIE IIpeoOpa3oBaHus (OPMEI CKeleTa B (uioreHese pa-
nuonsipuii Polycystina (mo Ilerpymesckas, 1986 u AdanacreBa, Amon, 2006 ¢ U3MEHEHUSAMH
u 100aBICHUSIMH): a — ceprueckas: TOMaKCOHHAs; 6 — IpaBUIIbHAS MOJHAKCOHHAs: cyOcde-
pHUecKast; g-e — FOMOIOJIIpHAs (CTAaBPaKCOHHAs): 6 — JIMCKOBHJIHAS, & — DJUIUIICOMJaIbHAs, O —
BEPETCHOBH/HAS, € — N-Ty4eBas; 3 — PaJAHAIbHO-Ty4eBas: o — FAHTEICBUIHAS, 3 — JIyyeBas;
U, K — MOHAKCOHHas (reTeporosipHas): u — CyOKOHYCOBH/IHAs, K — popMa TpeHOXKHHKA; 1 — Ou-
naTepaibHasi, pa3Ho00pas3HOW (GOPMBIL.

3epKajbHBIC TOJOBHHKH CKeJeTa. buiaTepaibHas CHMMETpHS SIBISICTCS 3a-
BEPIIAIOIIEH CTYIEHBIO CIICIUATN3AINH PATHOIISIPUI, TIPUYEM HE TOJIBKO BHY-
TPH CKeJeTa, HO B HAPY)KHOM PACIONIOKEHHH KaMEp U CETMEHTOB, HATIPUMED,
Acanthodesmiidae, Cannobotryidae u Albaillellata. Hanpumep, namu (Adana-
ceeBa, AMoH, 2003, 2006) npeniaranachk rTHMOTETHYECKAS MOJICIIb TIPOUCXOXKIC-
HUs OUIaTepaibHO-CHMMETPUYHBIX TIceBopakoBuH Lapidopiscidae ot rerepo-
noJsipHbIX ckenetoB Ceratoikiscidae, COCTOSIUX U3 TPEX ML, TEPECEKAIOITIX-
cs1 B (hopme TpeyronbpHuKa (puc. 3 2).
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Puc. 2. JIyueBble 1 JIONIACTHBIE CKEJIETHI CTABPAKCOHHBIX pajuoisipuii orpsiaa Radiiformata:
a — Polyfistulidae: Polyfistula; 6, 6 — Quadriremidae: 6 — Quinqueremis, ¢ — Quadriremis;
2, 0 — Ormistonellidae: 2— Nazarovella, 0 — Ormistonella; e — Deflandrellidae: Deflandrella;
aic-n — Latentifistulidae: orc — Ishigaum, 3 — Latentifistula, u — Pseudotormentus, x — Latentibifis-
tula, 7z — Triactofenestrella.

AHanu3 TeoMeTpHUeCKUX (OpM CKEJIETOB PajAHONSApPHI IO3BOJISET IMO-
HOBOMY THOJIONTH K BONPOCY O BO3MOKHOM YCJIO)KHEHHUH TUIIOB CUMMETPHUH IO
YeThIpeM OCHOBHBIM HarpasieHusM (AdanacseBa, AMoH, 2006, 2012B):

(1) or moutn maeansbHOU chepsrl (puc. la, 6) 10 TUCKOBUAHBIX, ITHIICOU-
TATBHBIX, BEPETEHOBUAHBIX (pHC. 1, 6-0) M N-TyUEeBBIX CKENETOB (puc. le);

(2) pamnaneHO-TyuncTHIe (hOpMEI (puC. lorc, 3);

(3) cyOKOHYCOBHUTHBIE CKEJIETHI C MIJIOMOM (puc. lu, K);

(4) popmupoBanue urnucroro ckeiera Aculearia (puc. 3a-e2).

bunarepanbhas cummerpus (puc. lz; puc. 30), kak noguepkuBan bexnemu-
meB (1964), MokeT BO3HMKATh HE3aBUCHMO CAMBIMH PA3HBIMU MY TSAMH OT KaXK-
JIOH U3 NIepEeYUCICHHBIX (OPM CKeJleTa.

M.I. TlerpymeBckas (1981, 1986) paccmaTpuBaia mociae[0BaTeIbHOCTD YC-
JIO)KHEHUSI CHMMETPUU CKEJIETOB B (DHIIOTeHE3e paguoIsipuil coriacHo Mopdo-
noruueckomy psigy beknemumieBa (1964), kak nmontBepkaenue uaen [exkemns

] i

Puc. 3. Cxema popmupoBanus UraucToro ckenera Aculearia (AdanacreBa, AmoHn, 2006:
a — Palacantholithidae, 6 — Palacospiculinae, ¢ — Xiphocladiellidae, ¢ — Ceratoikiscidae, 0 — Al-
baillellata. OGo3naueHus: a, b, i — OCHOBHBIE UIJIBI CKEJIETA.
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(Haeckel, 1884) o mponcxoxaeHUN reTeponoiasapHbIX Nassellaria oT romakcoH-
HBIX cheprudeckux npeakoB. OMHAKO 3TO KaKETCS HAM HE CTOJIh BEPOSTHBIM.
[NosiBneHne u pa3BUTHE Pa3HOOOPA3HBIX CyOKOHYCOBHAHBIX (POPM € MHUIOMOM
(puc. lu, x) sIBASIETCA CaMOCTOSITEIILHBIM HAIIPAaBICHUEM CTAaHOBJICHUS OuIaTe-
paJbHBIX CKeJIeTOB paguoisipuii (Adanaceea, AMos, 2000).

CornacHo MpencTaBIeHUSM, BOCXOISIINM K «KOHCTPYKTHBHON Mopdoio-
rum» J1.J1. Mopnayxaii-bonrosckoro (1936), chepudeckas u chepoungaas GopMbl
ckesera, o0ecreunBasi BRICOKHE MMPOYHOCTHBIE XapaKTEPUCTUKHU, OTHOBPEMEH-
HO SIBJIIIOTCSI BECbMa SYKOHOMHUYHBIMHU B IIJIAHE PACXOA0BAHUS OPTaHU3MOM Be-
1IECTBa, SHEPTUU U MHOOPMAIMH AJIS €€ CO3AaHusl (MIPUHLIUT «MUHIMAKCa» —
JOCTHKEHUE MAKCUMAaJIBHOTO pe3ylibTara Mpu MUHUMYME CpeAcTB). DTu dop-
MBI CKeJleTa SIBISIOTCS MICaTbHBIMH I 00ecledueHns IIaHKTOHHOTo 00pasa
JKW3HH, Tpucyinero MaoruMm npoructam (Ilerpymesckas, 1986; AdanacheBa,
AwmoHn, 2006; BoritexoBckuii, 2002).

[lokazaHo, 4yTO B JKHMBOH MpHUpOIE peadu3yeTcss He Bce MHOrooOpasue Te-
OpPETUYECKH BO3MOKHBIX TOJIBIX MOJIUAIPOB, MPEACTbHBIM BIPa)KEHUEM KOTO-
pBIX sABISAIOTCS chepa u chepon, a TOIBKO JUIIh BEChbMa OTPaHUYCHHAS YacTh.
DTO CBSI3aHO C MPOTPaAMMON «IKOHOMHOTO PACXOIOBAHMS BEIIECTBA F YHEPTHI»
no }O.JI. BoritexoBckomy (2002). OmHuM U3 Ba)KHBIX BBIBOAOB BoiiTexoBCKOTO
(2002, 2004a,0, 2012) sBnsieTcss OMOMUHEpPAJIbHAS TOMOJIOTHS MEXIY TIOTH?-
IpaMu QyJIIepEeHOB yriepoaa, MOoIUdipaMi BUPYCOB, CKEJIETOB PaJAHOISpHi U
KOJIOHUH BOJIBBOKCOB. JlaHHAsi TOMOJIOTHS MTpEeoNpe/iesieHa He CTOJIBKO Bellle-
CTBEHHBIM BOIUJIOIICHHEM, CKOJIBKO TOMOJIOTHYECKOH ONTUMAJIFHOCTHIO (DOPMBI,
pearu3yoneil MUHIMYM HEPTeTHYEeCKIX U MaTepHalbHBIX 3aTpaT. HeOe3bIH-
TEPECHO OTMETHUTH, UYTO MOTCHIIMAIBHO CTAOMIBHBIMU SBISIOTCS (DyIIIEpEeHBI
nuamnazona C60-C100, T. e. MAKCUMaJIbHO CUMMETPUYHBIC, C MUHUMAJIbHBIM
YHUCJIOM KOHTAaKTHPYIOUIUX IpaHeil. DTUM YyCJIOBUSM OTBEUYAIOT MKOCAdpUYe-
CKasl ¥ JIoJIeKadipudeckas rpyrnima nojaudIpoB, YaCcTO BOIUIOIIAIONIASCS B CKeJle-
Tax cepuyecknx paguonspuil (Adanacrea, AmMon, 2004).

IIpu 5TOM Ba)kKHO TOMUEPKHYTh, UTO CPEPOHIBI M TTOIUIAPHI HEOTHOKPATHO
MOSIBJISUTMCH B OOJBIIIOM KOJMYECTBE HA Pa3HBIX JTAIlax 3BOJIOIMOHHOTO pa3-
BUTHUSI PAIUOIISIPUA, U HE ObLIIA OTPUHYTHI KaK «IIPOUICHHBIN TPUMHUTUBHBII
3Tar, a Ha00OPOT BEIOMPATHCH KaK HanboIee ONTUMANBHBIE [0 PACXOI0BAHUIO
CTPOUTEIFHOI'0 MaTeprasa 1 ujeaabHble JAJIsI )KU3HH B MIJIAHKTOHE.

I'eTepomnonspHas u npyTrue TUIBI TaK HA3BIBAEMBIX «BBICIINX» CUMMETPHI
OoJee 3aTpaTHBIE W CKOpee OTPaKaroT Y3KHE NMPUCTIOCOOMTEThHBIE PEaKIUH.
Cpenu pagHoNspuii 3TO HATVISITHO TPOSBISETCS y TPEACTaBHTENEH Kiacca
Stauraxonaria.

BwMmecTte ¢ Tem, «3aBHCUMOCTh MEXAy (opMoli CHMMETPUU MPOCTEHIINX, C
OJTHOH CTOPOHBI, Cpe/lol OOUTAHUS U CIIOCOOOM ABHIKEHHUS, C PYTOH, — OTHIO/b
HE SIBJISICTCSl O{HO3HAYHON U abcomtoTHON» (beknemures, 1964, c. 33).
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CMEITAHHA A CUMMETPU A

[MosiBuBIIHECS. B paHHEM KeMOPHH PaJHOISIPUH HE «YIOBOJIHCTBOBAIUCHY
TOJBKO HamOoJIee PKOHOMHOH chepudeckort (cheponmanoii) popMoit, a HagaIn
co31aBaTh (PUIypbI CO CMEIIAHHONW CUMMETpHEH, BeIyIleil K JOMOJTHUTEIbHBIM
pacxozam BeuiecTBa v 3Hepruu. [1onoOHbIe TpaThl ONpaBIaHbI TEM, YTO Pa3HOO-
OpasHasi BHEIIHSISI OpPHAMEHTAIIUS Ha CKEJIeTEe CYIECTBEHHO 00JIeryaeT napeHue
(boTupoBaHKE) OpraHU3Ma B TOJIIIE BOJbI B PA3IUYHBIX 10 (PU3UKO-XHUMUYEC-
CKHM IIapaMeTpaMm (TemiepaTypa, IJI0THOCTh, BA3KOCTh, COJEHOCTb, COEpKa-
HUE Ia30B U ONPEeNICHHBIX PACTBOPEHHBIX MUHEPAJIbHBIX BEILECTB U Ap.) O1o-
tornax Muposoro okeana (Ilerpymesckas, 1986; Adanacsea, Amon, 2000).

Best moctpanHekeMOpuiickas UCTOPHsI pa3BUTUSA PaAMOISPHHA BILIOTH 10
HAIIUX AHEH — 3TO MCTOPHS BHIPAOOTKM Pa3IUYHBIX U CAMBIX Pa3HOOOPA3HBIX
M0 TEOMETPUHU CKEJIETOB, CTPEMSIIIIUXCS K KJIACCUYECKOH CHMMETPUU: CHEPhI U
cheponibl MPUCYTCTBYIOT BO MHOTHX CHCTEMATHYCCKHUX TPYIINax; KOHYCHI M-
POKO IIPECTABIICHBI Y HACCEIIPUN; IMJIMHIPBI, HAIPUMED, Y IIPEACTaBUTENEH
ponoB Prunobrachium, Ommatogramma; u MHOTHe Jpyrue IpudynuBbie Gop-
MBI, HO C HEIPEMEHHBIMH 3JIEMEHTAMHU CMEIIAaHHOH CUMMETPUH.

Ourypsl cMEImaHHOH CUMMETPUU HE MOTYT OBITh pa3lelieHbl HA paBHBIC
YacTH, CIIEIOBATENBHO, SBISIOTCS aCHMMETPHYHBIMH C TOYKH 3pEHUS KJlac-
cudeckor cummeTpuu. OrpoMHOe YUCI0 MOP(HOTUIIOB CKEJIETOB PajHOJIsPHUi
00pa30BaHO (UTypaMH CO CMELIAHHOM CUMMETPHEH, HO Takue (PUrypbl HUKAK
HeJb3sl Ha3BaThb OeC(OPMEHHBIMH, JIMIICHHBIMH KaKOH-THOO YHOPSI0YEHHO-
CTH, HAIIPOTHUB, OHU TAPMOHHYHBI, COPa3MEPHBI U KOHCTPYKTHBHBI.

KoMOuHanus pa3iudHbIX T€OMETPUYCCKH-CUMMETPHUYHBIX TElI B OJHOM
CKeJIeTe PaInOJISIPHil IPUBOJIUT K BRIPOXKICHUIO CHMMETpHH. Tak, eClii Ha 1pa-
BUJIBHOM chepe mosiBisieTcs XOTs Obl OHA UMINHAPUIECKAsl UTJIa, TO COCTaBHAS
¢durypa Oyaer UMeTh OOIIMMH OCh 00 U IIOCKOCTH CHMMETPHUH, MPOXOJAIINE
4yepe3 3Ty OCh (C HCUE3HOBEHUEM BCEX 3JIEMEHTOB CUMMETPUHU HUIMHIPA, TIep-
MEHIUKYISIPHBIX OCH 00; a 'y c(hepbl — C BOSHUKHOBEHHEM BBIJICIICHHOTO JIHaMe-
Tpa W MCYE3HOBEHUEM TEPIECHIUKYISIPHBIX €My AJIEMEHTOB). B obmiem ciyuae
cdepa ¢ «yIoKEHHBIM» Ha Hee IIHJIMHPOM, T. €. pUrypa co cMeriaHHOl cHMMe-
TpHEH, COXPAHHT JTUIIb OJIUH DJIEMEHT CHMMETPHH — TIOCKOCTD, MPOXOJISIIY 0
yepes 0Ch HWJINHIPA U LEHTP Chepsl.

Krnaccuueckasi cuMMeTprsi HUKOTZIa HE peanu3yeTcsl B OMOJOrMYeCKUX U
KPUCTAJIITMYECKUX 00BEKTaX ¢ MaTeMaTH4ecKoi TOUHOCTHIO. JKuBbIe opranus-
MBI I MHHEPAJIBI SIBJISIOTCS HanOoJiee KOMIO3UIIMOHHO-CIOKHBIMH U CTPYKTYP-
HO-COBEPIICHHBIMU UEPAPXUUECKH OPTaHU30BAHHBIMU CHCTEMaMHM BEIIeCTBEH-
HO-MarepuaibpHoro mupa. Konednas gopma u CTpyKTypUPOBAaHHOCTb CKeJleTa
SABJISIFOTCS PE3yJIBTUPYIOIIUM HTOIOM JEHCTBUS U B3aUMOJCHCTBHUSI IBYX OCHOB-
HBIX (hakTOpOB: abuorennoro u ouorennoro (I'onyGes, 1981; Adanacwera, 1990,
2000; Afanasieva, 1990, 2006; FOmkus, 1996; AdanacseBa, Amon, 2004, 2006).
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[Iponecc pocra ckenera B KJIETKE PagUOISIPUNA, PABHO KaK U APYyTHX Opra-
HU3MOB, KOHTPOJIUPYETCS HTUTOONOXUMHYECKUMHU PEAKIUSIMH, YIIPABISIEMbIMH
FEHETHYECKMM aIIapaToM, 4To He 1mo3ponseT SiO, B MOIHOM Mepe KpHCTall-
JM30BaThCS TaK, KAk 3TO MPHUCYIIEe eMy B HEXMBOH cpene (AdanacweBa, 1990,
2000; Afanasieva, 1990, 2006; AdanacbeBa, Amon, 2004, 2006).

B kpucramiorpaduu 3To NpuBeIIo K pa3AeIeHUI0 NOHATHH «PeabHOTO KPH-
CTajlay U «UACATIBHOTO KpHcTajua». Kpucramnorpaduyeckue nccienoBanus
P.B. l'annynuna (1996a, 6) moka3zamnu, 94ToO €CITH BHYTPEHHS S T€OMETPUSI 3apOJIbI-
IIa KPUCTaJlJIa COBMAJAECT C T€OMETPHEH MPOCTPAHCTBA, B KOTOPOM OH PAacTerT,
TO CTPYKTypa HEKOTOpOe BpeMs MpojoixkaeT pacTu. OJHaKO MPOCTPAHCTBO, B
YaCTHOCTH MPOCTPAHCTBO OPraHUYECKOW MAaTPHUIIbl CKEJICTOB, HEOJHOPOIHO, U
IUISL TOTO, 4TOOB! IIPUCOEAMHUTD OYEPEIHON aTOM, KPUCTAJUI AOJIKEH CHadalsa
MOATOTOBUTH JIJIs1 HETO MecTO. B CBSI3M ¢ 3TUM B mporecce pocTa KpUCTall Me-
HSIET KPUBU3HY IpocTpaHcTBa. [jisi pocTa KpucTamia JOCTaTOYHO, YTOOBI €ro
CTPYKTypa Oblila KOMOMHATOPHO MpaBHIBHOH. M «ecnu Obl 3Ta KOMOWHATOP-
Hasi IPaBUIBHOCTH MOIJIAa COXPAHUTBHCS, TO HUYTO OBl HE IMOMeNano codparb
Bcio Beenennyro B onuH kpucTtamt. OnHako KOMOMHATOpHAS TPaBUIIBHOCTH HE-
YCTOMYNBA, OHAa BCEIZla CKATHIBACTCS K METPUUYECKOH IPaBHIIBHOCTH, KOTOpast
yKe HECOBMECTHMMA C MEHSIoIIecs KpuBU3HON mpocTpaHcTBa (Ky3bMeHKOB,
1977; Tanuynun, 1994).

B mpoTHBONONOKHOCTD KPUCTAJJIaM JKHBBIE OpPraHU3MBbl HE CTOJb JIETep-
MUHUPOBaHBL. DTa HENETCPMUHUPOBAHHOCTH MPOSBIISICTCS B BHUJIE MYyTaIlHii,
KOTOpPbIC CHUMAIOT HATIPSIKCHHU S, BOSHUKAIOIUE MEXKTY PacTylIel CTPYKTY PO
u ipocTpancTBom» (Ianmmynun, 19966, c. 103-104).

ACUMMETPUA

Knaccuueckas cuMMeTpusi — 3TO, XOTSA M BaXKHBIM, HO HE €IUHCTBEHHBII
Croco0 MPOSIBICHUSI YIIOPSIOYCHHOCTH, PETYISPHOCTH U COPA3MEPHOCTHU CTPO-
€HHUs OPraHM3MOB M WX pa3BuTHs. OTHUM W3 MPOSBICHUIN yHOPSI0YEHHOCTH
OMOCTPYKTYp OKa3bIBAETCS aCHMMETPHS, MPOSBIAIONIASACS BO MHOTHUX acCIeK-
Tax. Cny4yaeM OTKJIOHEHHS OT U/I€aIbHOM CUMMETPUH SIBISETCS CMELIECHUE, CO-
€MHEHNE B IIPEIMETE Pa3IN4HbIX, HHOT/Ia TIPOTUBOPEUUBBIX cUMMeTpHil. Ta-
KHe QUTypPbI, eclii OpaTh HX YUCTO TEOMETPUUYECKYIO CYIHOCTD, B II€JIOM Mpe/-
CTaBIIAIOTCS ACHMMETPUYHBIMH, HO COCTaBHbIE YaCTH CUMMETPUYHBI.

PacnipoctpaneHno siBneHne, KOT/Ia TEOMETPHYECKH BOZMOYKHBIMU SIBIISIOTCS
JIEBbI€ U IpaBbl€ 3€pKaJIbHbIE ABOMHUKHU B 3€pKAIbHOM CUMMETPUH, HO B JKU-
BOH TIpHUpoJe, HApSIAy C CYIIECTBOBAHHEM OOEHMX 3€pKaJBHBIX MOAH(UKAIINA,
CYILIECTBYET M 3alpeT Ha Pa3BUTHE KaKOH-THO0 U3 MonuuKauuid. ¥ paanoms-
pHii, HapUMep, HarpaBJICHUE BETBIICHUS arloU30B HA UTJIaX U 3aKpy4HBaHUE
UTJ MOXKET OBITH JINOO TOIBKO MTPABBIM, JINOO TOIBKO JIEBBIM. J[pyrum nmpuMepom
ACUMMETPUHN Y PAIHONAPUI U APYTHX )KUBBIX OMOCTPYKTY P MOKHO Ha3BaTh pac-
TIOJIOKEHHUE DIIEMEHTOB MOP(OJIOTHH 110 ABYM CHCTEMaM CIIHPATBHBIX PSIOB Ha
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MOBEPXHOCTH 00JIee WM MEHEEe BRITSHYTOr0 KOHyca. Y pajinoisipuil — 3TO pac-
MOJIOKEHHE KaMep Y CIHpaibHO CBepHYThIX Porodiscidae, y KOTOpbIX uncna psi-
JIOB, OPHEHTHPOBAHHBIX MTPOTUBOIOIOKHO, TPUHUMAIOT HE KaKHe YTOITHO 3HAYe-
HUSI, a TOJIBKO BIIOJIHE onpeiesieHHbie: 1/2,2/3, 3/5, 8/13, 13/21..., mpeneiom 3Toro
psizia SIBIISICTCST MPPAIIMOHAIBHOE YHCIIO ¢ (30710TOe ceuenwne) (Amon, 2003):

a=1/2+(J5-1)~061803...

AcummMmeTpus He 03HadaeT 0ec(hOPMEHHOCTH, Xaoca, U aCUMMETPHS Y pajIu-
OJISIPUI — 9TO TaPMOHUSI, KOTOPYIO MBI BCETO JIUIIb HE MOKEM OIHUCATH SI3bIKOM
KJIACCHYECKOU TEOPUU CUMMETPUH M3-3a €r0 HeJ0CTaTOYHOCTH. OIHAKO MBI BU-
UM, TIOHUMACcM U 9yBCTBYEM 3THU I'APMOHMUIO. )41 3J€Ch IMOJIC3HO HAIIOMHUTD, YTO
SKBHUBAJICHTHOCTH BBICIIMX IMOPSIKOB TAPMOHUU M Xaoca MPOSBIAETCS B BBIC-
IeM paBHOBEeCHH. | apMOHHM JOJDKHO OBITH B Mepy. CIWIIIKOM MHOTO TapMo-
HUU — 3TO cMepTh. CIIMITKOM MHOTO Xaoca — 3To pacrnaj (MenbHUKOB, AMOH,
2001).

JUCCUMMETPUA

Henwnurae sranoMHUTE, 9T0 beknemurien (1964), mocTpouB CTPOHYIO BOC-
XOASNIYIO CHCTEMY YCIIO)KHEHHSI CHMMETPUH, TeM HE MEHee, He CUUTAJ ee uJie-
aJIbHOM U aJIeKBAaTHO OTpa’karolllel peasuu Myupa IpoTUCT. B 4acTHOCTH OH mu-
caJl: «Ha4yaB C MMOJHOTO, UJIU TMOYTH TOJIHOTO OTCYTCTBHUSI CAMMETPHH Yy ame0, B
KOHIIE PSJIOB pa3BUTHS, y Haubojee TupPepeHINpOBaHHBIX HH(Y30pHi, TH-
HO(JIATEIIIAT | TIP., MBI OMSITh MPUXOIUM K TIOYTH TIOJTHOMY OTCYTCTBHIO CHM-
Metpun» (bexnmemumes, 1964, c. 28-29). Paznnuas nmepBUYHYI0 aCHMMETPHIO,
T. €. ACHMMETPHIO HEOTPEICIIEHHOCTH, ¥ BTOPUYHYIO, T. €. ACHMMETPHIO THUTIEP-
cnernranu3anuu, bexnemumies (1964, c. 30) npemioxkun 0003Ha4YaTh BTOPYIO
TEPMUHOM «JTUCCUMMETPUSI», T. €. HAPYILICHHAS CUMMETPHSL.

C Hamell TOYKM 3pEHUs] TUCCUMMETpPHs, WHA4Ye XUPAJIBHOCTH, €CTh yHH-
KaJIbHOE CBOWCTBO JKHMBOTO peasn30oBbIBATh HEBOSMOXKHBIE C TOUYKH 3PEHUS 3a-
KOHOB ()M3WKW W XMMHUHU TIPOIECCHl U SBICHHS, B TOM YHUCIE U B CHMMETPHH,
1, KaK IoJyiararoT, QyHaamMeHTanpHo oTindatomniee KuBoe o KocHoro (Kusens,
1980). Cuuraercs, yto o quccuMMeTpuu Briepsble nucai JI. [lactep B 1848 1. u
OCO3HAll ee KaKk KOCMHUYECKOe SBJIEHHE KU3HU. V3yueHue nuccuMMeTpun mpo-
nmomxui 1. Kropu, chopmyrnuposaBiiuii Teopemy B 1884 ., BIOCIEACTBUU Ha-
3BaHHOM ero umeHeM — «npuHiun Kiopu». [lozauee, B8 1930-50x rT. mpobieme
IHUCCUMMETPHUH TIpuaaBai Oonbmroe 3HaueHne B.M. BepHanckwii, oTkyma Tep-
MUH ¥ [TOHATHE MOy YHIIH PACcIPOCTPaHEHUE B OTEYECTBEHHOM tnuTeparype. Ha
caMoM Jeite, [Tactep B cBOMX TpyZax, B TOM UHCIIE€ HE3a0JT0 JIO CBOEH KOHYH-
HbI B 1883 ., TOBOpUI TOJIBKO 00 acuMMeTpuu: «Ku3Hb, OTKpBITAsl HAM, €CTh
MOPOXKJACHUE aCUMMETPUU MUpa U €€ CIEICTBHM... S naxe aymaro, 4To BCE
BUJIbI )KM3HH B M3HAYAILHON CBOEH CTPYKTYpE, B CBOMX BHYTPEHHHX (popMax
SIBJISTFOTCST TTIOPOXKICHUEM KocMudeckor acummeTpum» ([apmaep, 2007, c. 148).
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Takum 00pa3oM, Kak HaM Ka)KeTcs, TEPMHUH U HOHSATHE «IAUCCUMMETPUSY,
SIBJISIFOIIASICSL YaCTHBIM ciiydaeM obmieit acummerpun (Lladpanosckuii, 1968;
llyonukos, Konnuk, 1972; Amon, 2003; T'aguep, 2007), Mano IpUTOIHBI s
pacKpbITHs MTPOOIEMBI CUMMETPUHU TeNa y PajHOJISIpPUN U JIydIlle T0JIb30BaTh-
cs1 Ooslee HEHTPATBHBIM TEPMHUHOM «aCHMMETPHUS» WIIH «HapyIIEHHAas CUMMe-
TPHS», «BBIPOXKACHHASI CHMMETPUA», HEIOCTATOYHASI CAMMETPHUSI».

CTABPAKCOHHBIE PAINOJISAAPUN

['maBHOIT 0cOOEHHOCTHIO TIpeACTaBUTENEH Kiiacca Stauraxonaria Afanasieva
et Amon, 2005, mprUHIIMITHATBFHO OTJIMYAIONIEH UX OT BCeX IPYTUX PagHOISpH,
ABJISIETCS cBOoeoOpa3Hast (hopMma ckenera: OT YIUIONIEHHOW JHCKOUJAIBHOW U
CcyOTpeyTONBbHOI 0 BEPETEeHOBH/IHOM, OT TUPAMHIAJIBHOM /10 JIOMACTHOMU C Tpe-
Msl, IATBIO U OoJiee JonacTsMU. JlaHHBIN KJlacc paguosipuil XapaKTepu3yeTcs
NEPEKPECTHBIMU OCSIMH CUMMETPUH, JISKAIIMMH B IUIOCKOCTH, HNEPHICHIUKY-
JISIPHOM TJIaBHOM OCH: CTaBpaKCOHHBIC (MOHAKCOHHBIE, TOMOIIOJISIpHEIE) (puc. 16-
e; puc. 2a-0) u paauanbHO-yueBbie (puc. loc, 3; puc. 2e-71) TUIIBI CHMMETPHUH.
[pencraBurenu kiacca Stauraxonaria paclpoOCTPaHEHBI C MO3JHETO KeMOpHs
JI0 HAIIUX JHEH.

PaguonsipussiM B 1eOM NOPUCYL] 3BOJIOLMMOHHBIA TPEH[I MNPOrPECCUBHO-
r'o Pa3BUTH C YCIOKHEHHEM CTPYKTYp ckeiera Bo Bpemenu (Ilerpymesckas,
1986; Adanacwena, 2000; Amon, 2000; AdanaceeBa, AmoH, 2006). OmxHako
CTapaKCOHApUU B OTJAENBHBIX (QHIIAX JIEMOHCTPHUPYIOT PErpecCHBHOE Pa3BU-
THE, YeM-TO HamoMuHaromee Karamopdo3. DTo HabmomaeTcs, HalIpuMep, 1Mo
COKPAILIEHUIO CKEJIETHBIX CTPYKTYP B JIMHUH Pa3BUTHS (puc. 2a-e): OT Ipen-
craButeneit poxa Polyfistula (FOxubiit Ypain, aprunckuii sipyc; CILIA, HeBaga
u Texac, neoHapAcKuil sipyc) ¢ ceMblo U Ooliee TyyaMu-JonacTIMu K Gopmam ¢
nsatbio (Quinqueremis, cpennsis nepmb CLIA, Texac), uetbipeMmst (Nazarovella,
Ormistonella, BepxHsist mepmb, Anonust) u tpems nydamu (Defladrella, Bepxusis
nepmb, Amonus) (Adanacrena, 2000; Amon, 2000; AdanacseBa, AMoH, 2006).

Pazymeercs, 3To He ecTh UCTHHHBIN KaTraMop(]o3 B TOM CMBICIIE, KOTOPBIi
B HEro 0OBIYHO BKJIAJBIBAETCS B 3BOJIIOLMOHHON OMOJIOTHH, T.€. pErPECCUBHBIC
npeoOpa3oBaHMsl OPraHU3MOB MPH MEPEXOAe UX K 0ojee MPOCTHIM YCIIOBUSIM
CYILIECTBOBAHUSI, JISKAIINE B OCHOBE PETPECCUBHON IBOJIIOLUHN — KaTareHesa 1o
N.N. llImansrayseny (buonornueckuii..., 1986). Karamopmo3 gacto cBsizan ¢
noTepel opraHu3Mamu B IMPOIECCE IBOJIOIMH HEKOTOPBIX MPHUCIIOCOOJICHUH K
YACTHBIM YCJIOBHSIM CYLIECTBOBAHUS (AeCHELHAIN3aLMs), HAIPUMED, Y YCOHO-
TUX PaKoB, 000JIOUHUKOB U Ap. B ciyuae ctaBpakcoHapuii BepxHel nepmu Sno-
HUHU UMEET MECTO He Jieclielinann3alusi, a HA000pOT, MPUCIIOCOOTIeHNE K KAKUM-
TO 0COOCHHBIM YCJIOBHUSIM CYyIIECTBOBaHHS, BO3MOXKHO, K aKTUBHOW BYJKaHU-
YeCKOHM JesITeNbHOCTH, CBOMCTBEHHOI pPEernoHy (IOAYIIEYHbIE JaBbl), YACTBIM
MOJIBMKKAM OJIOKOB 3¢MHO# KOPBI (OJIMCTOCTPOMBI M OJTUCTONIUTHI, KOHTIIOMEpa-
161) (De Wever, Caridroit, 1984; Caridroit, De Wever, 1986), i, COOTBETCTBEHHO,
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K OYeHb aKTUBHOW THIPOJUHAMUKE (BOJHEHHE, TEUCHHU s, BKIt0UYas TypOuTHbIE
MOTOKH). B TakuX ycrnoBHsIX U30BITOYHOE KOJIMYECTBO JTyYeH-JIONACTeH B CKele-
TE MOXET CTaTh HE TOJIBKO U30BITOYHBIM, HO M OTIACHBIM.

NHTepecHO OTMETUTH, YTO MPH YMEHBIICHUH (PEAyKIIUU) YHUCIa JTydeil
CTaTyC CHMMETPHH CKEJIeTa BO3pacTaeT. DTO OTHOCUTCS K CTaBPAKCOHAPHSIM C
TpeMs JIOTACTAMH, KOTOPbIe MOTYT ObITh Ha3BaHBI BIIOJHE CHMMETPUYHBIMU:
Ishigaum, Latentifistula, Pseudotormentus, Latentibifistula, Triactofenestrella
(puc. 2o1c-n). [lpencraBuTenu JaHHBIX POJIOB OTIIMYAIOTCS PA3BUTHEM PagHaib-
HO-JTYy4YeBbIX (DOPM C OJHOW HEOIPENEIICHHOM IIOCKOCTHI0 CUMMETPHUH, OTHO-
CUTEJIBHO KOTOPOH JIBE TIOJIOBUHBI 00bEKTa 3epKAJIBHO CHMMETpUYHBL. Ho maxe
B 3TOM cily4ae, Kak, BIPOUYEM, U y UCTUHHO OHIATePaTbHO-CHMMETPUUHBIX
JKUBOTHBIX (BeHEII dBoionuw, 1o B.H. beknemuinesy), 3epkanbHast CAMMETPHUS
MIPOSBIISIETCSI HE B AOCONIOTHOW ayTEHTHYHOCTH JIEBOM W TPAaBOW ITOJIOBHHOK
Tena, a JINIIb B CXOKECTH VIIH CPABHUTEITHHO TTOJTHON MIEHTUYHOCTH.

3AKJIIOYEHUE

Bocnpusitue KpacoThl y 4eloBeKa 4Yaile BCEro CBS3aHO C CUMMETPHCH:
«CuMMeTpHsl OTpaKEHUS — OAWH M3 JIPEBHEHINNX W CaMbBIX MPOCTHIX CIIOCO-
00oB co3maBaTh M300pakeHus, paayroomue raa3z» (Iapmaep, 2007, c. 37). He-
YAHUBUTEIBHO MOITOMY, YTO CIIELHUATHCTHI-IPOTUCTONIOTH, HaunHas ¢ [exkemns
(Haeckel, 1884), cronpko BHUMaHHS YACISIIM CAMMETPHH, HAXOAS €€ B OJHO-
KJIETOYHBIX MUKPOOPTraHU3Max.

Pagumonsipun — penkas u cBoeoOpa3Hasi TPyIa MPOTHCT, WCHOIb3YIOMIAs
JIJISL TIOCTPOEHUS BHYTPEHHET'O CKeJleTa IMOJIMMEP OPTOKPEMHHUEBOW KUCIOTHI U
o0naiaromas COBEPIIEHHBIM C T€OMETPHIECKON TOYKH 3peHHs ckeneToMm. Mx
CKEJICTHI HE TOJBKO (paHTACTUUYECKH Pa3HOOOPa3Hbl, HO KPACHBHI M BECbMa MPH-
BJIEKATEJIbHBI C ACTETHUYECKOH TOUKH 3peHHust. bonee Toro, M3BECTHBI MONBITKH,
ynomo0sisi CKeNeThl paaroNIIpuil KpUcTalllaM, CO3/1aBaTh CTPOIHBIC KIIACCH-
¢ukarmonnsie cxemul (Haeckel, 1884, 1887; Mopnyxaii-bontoBckoi, 1936; Xa-
OaxoB u ap., 1959; XKamoiina, Koznosa, 1971; Tounnuna, 1989, 1997), momoOHO
cucteme @enoposa-lllendnuca B kpucrammorpaduu, B KOTOPHIX BBIBOI U 00b-
sCHeHHE HaOmogaeMbIX GOpM CUMMETPHUH Y KUBBIX TeJl IPEACTABISLIN ObI CO-
0ol 3a/1a4y TEOMETPHUH U TOTIOJIOTUH, a HE OUOJIOTUH.

BwMmecre ¢ Tem, Kitaccuueckasi CAMMETPHSI HUKOTTIA HE peasin3yeTcsi B OHOIIo-
TUYECKHUX M KPUCTAIITMIECKUX 00BEKTaX C MaTeMaTHIeCKOH TOYHOCTHIO. JKHBBIE
OpPraHW3MBl W MHHEPAIBl SBJISIOTCS HauOoliee KOMITO3UIIMOHHO-CIOXKHBIMA H
CTPYKTYPHO-COBEPILCHHBIMU HEPAPXUUECKH OPraHM30BAHHBIMU CHCTEMaMH Be-
HIECTBEHHO-MaTepuaibHOro Mupa. [loaroMy ynomoOieHne CKeIeToB paIuoisprii
KPUCTAJJINYECKOMY TEIIy C MJICaIbHOW CUMMeETpUei HerpaBoMepHO (AdaHache-
Ba, 1990, 2000; Afanasieva, 1990, 2006; AdanacseBa, AMoH, 2004, 2006, 20128):

(1) omanoBas ckeneTHas TKaHb PATUONAPUN B NMPUIKU3ZHEHHOM COCTOSHHH
HE SBIISICTCS KPUCTAIITIONIOM, a TIPOSIBIISIET Ce0sI KK OYEHb CIIOKHBIHN 110 CTPYK-
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Type U CBOWCTBaM OMOTEHHBIN arjoMepar KPUCTaJUITMYECKHX M OPraHUYeCKUX
KOMTIOHEHTOB;

(2) poct u pa3BuUTHE CKelleTa HE MOAYMHACTCS 3aKOHaM CUMMETPHUH, BIa-
CTBYIOIIUX B MUPE KPHUCTAJIIOB, BKIIt0Yasl clofa u npuHuun Kropu (HanoxeHue
CUMMETPHUH cpelibl OOUTaHMS Ha CHMMETPHIO TEJa).

B neiicTBUTENBHOCTH Y payOIsipUi TOCIIOACTBYET HE KJIacCHUYecKas CUM-
METpPHS KPUCTAIIIOB, 2 OMOCUMMETpPHsI OpraHU3MOB. boree Toro, cTporo cum-
MeTpUYHbIE POPMBI CPEIH PAAUOISIPHI JOCTAaTOUHO peaku. Mopdonornieckoe
MHOTr000pa3me ux CKeJIeTOB 00pa30BaHO (PUTypaMH CO CMEUIAHHOW CUMMETPH-
eit. Ho moo0HbIe KOHDUTypalliy HUKAK HEJlb3s Ha3BaTh 0€C(HOPMEHHBIMHU, JTH-
NIEHHBIMH KaKOH-IN0O yIOPSJOYEHHOCTH, XOTSI C TOUKH 3PEHUS KIIACCUYECKOM
CUMMETPHUH (POPMBI CO CMETIIAHHOW CUMMETPHEN SBISIOTCS ACHMMETPUIHBIMH.
Opnnako oHH He Oec(hOpMEHHEI, a, CKOpee, TApMOHUYHEI B CBOEM CTPOeHUH. bo-
see Toro, GOpMBbI CO CMELIAHHOW CHMMETpHEN TOSIBUIIMCH B CAMOM HavaJie 3BO-
JOIUH PaJUOIISIPUI U TOMUHUPOBAIIM Ha BCEX €€ DTalax.

3aMeTHM TaKkKe, YTO BO3HHKHOBCHHE M CYIIECTBOBAHHME HOBBIX CTPYKTYD
CKeJleTa ONpe/IessieTCsl UCKIIIOYUTEIEHO aKTHBHBIM B3aUMOJICHCTBHEM C BHEIITHEH
CpEeZoii ¥ COCTOUT B CTPEMIICHHH OPTaHU3MOB aJ[alITHPOBATHCS K HOBBIM YCIIOBH-
SIM C TIOMOIIBIO 00JIee COBEpIIeHHBIX MOp(OTHIIOB. Takas amanTalys COmpoBo-
JKAACTCS N3MEHEHHEM (IIOHMKEHHEM) THIIa CHMMETPHUH IIPH IIEPEX0/Ie OT MPEeKHe-
ro 0oJiee MPOCTOro K OyayIieMy 0oJiee CII0KHOMY COCTOSIHUIO C BOSHUKHOBEHUEM
MIPUHIIMITHAIBFHO HOBBIX Ka4eCcTB U cBOMCTB ckeneToB (I'opsiuHoB, MBaniok, 2001;
lopstuaoB u ap., 2012). UHBIME clTOBaMH, B TIPOIECCHI SKCIIAHCHHU PaTHOIISIPHUH,
0COOEHHO IMPH OCBOCHUY HOBBIX OMOTOITOB ¥ OOPETEHIH MU HOBBIX aJalITHBHBIX
peaxiui, nepruoabl HAYalIbHBIX CTAJUI WHBA3MH JOJDKHBI COIPOBOXKIATHCS TI0-
HIDKEHHEM THIIA CHMMETPHH, T.€. YCHJIEHHEM acuMMeTprH. KOHeUHBIM cTaausiM
9KCTIAaHCUU OyZIeT CBOMCTBEHHO MOBBIIICHHE THIIA CHMMETPHH.

Takum 00pa3om, peabHas CMEIIaHHAS CHMMETPHS B CKEJIETaX paaHoNIIpuil
SIBJISICTCS TPABUIIOM, a He UCKITFoUeHHeM. [103ToMy MOYKHO BITOJTHE COTTIACHTHCS
¢ BeIBoZIoM BoiiTexoBckoro: «Ilo-BuaumMomy, TOMKEH UMETh MECTO TPHUHIIHIIL:
YeM aKTHBHee JIBUKEHUE OMOoIorndeckoit popmel, yem aAuHaMudHee ee Mop¢o-
reHe3, TeM HUXKe ee pe3ylIbTUpyIomias ciMMeTpus. Ee abcomtoT — komOuHaATOP-
HO acuMMeTpuuHas popmay (Boiirexosckuii, 2012, c. 9).

Ho rnaBHoe, 4eM CUMMETpHS )KUBBIX OPTaHU3MOB OTJIIMYAIOTCS OT UJeallb-
HOW CHMMETPHH KPHCTAJUIOB — 3TO HEMPEICKa3yeMOCTh U 00s3aTelIbHOE TIPH-
CYTCTBHE JIEMEHTOB HepanuoHaabHOCTH ([ ammymmH, 19960). 'apmonun momK-
HO OBITH B Mepy. AOCOJTIOTHO CHMMETPHUYHBIN MU — O€3KU3HEHHBIH.

Pabora BeimonueHa mpu nogaepxkke [Iporpammer [pesuaunyma PAH «Ilpo-
OJIeMBbI IPOUCXOKIACHUS KU3HHU U CTAHOBIICHHS OHOC(hEephI».
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SYMMETRY IN THE RADIOLARIAN SKELETONS
M.S. Afanasieva, E.O. Amon

The history of Radiolarian evolution from the earliest Cambrian to present days — is
a history of the making of very varied and divers geometry of the skeletons, tending to
the forms of classical symmetry: spheres and spheroids, cones, cylinders and many other
shapes, but with indispensable participation of the elements of mixed-symmetry. Skel-
etons with mixed-symmetry appeared in the early evolution of radiolarians and dominat-
ed during all periods. These figures from the point of view of classical symmetry are the
asymmetric, lacking any order. However, they are not formless, but rather harmonious
in its structure. The classical symmetry is never realized in the biological and crystalline
objects with mathematical accuracy. Living organisms and minerals are compositionally
complicated and structurally perfect hierarchically organized systems of real material
world. Therefore, the assimilation of radiolarian skeletons to crystalline body with ideal
symmetry is incorrect.

Key words: Radiolaria, classical symmetry, mixed-symmetry, types of symmetry,
morphology, Phanerozoic.
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CUMMETPHUA B KOJIOHUAX TEKATHBIX T'HIPONJ0OB
(CNIDARIA, HYDROIDOMEDUSA, LEPTOMEDUSAE):
MEPEXO/I OT PAIUAJBHOW CUMMETPUU K BUJTATEPAJIBHOM

© 2013 1. 1.A. KoceBuu
Mockosckuii cocyoapcmeennulii ynusepcumem um. M.B. Jlomonocosa, Buonoeuueckuii ¢p-m
ikosevich@gmail.com

I'mapounneie monumsl (Cnidaria, Hydrozoa) xapakrepusyrorcst mpe-
oOna-marormeil paguanpHOW cuMMeTrpuei. Ha ocHoBe momenu Bepkuna
(Berking, 2003, 2006), ocHOBaHHO¥ Ha THNIOTE3aX MMO3UIIMOHHON MH)OP-
Malll¥ ¥ «CaMO-aKTHUBAIMH U JIATePATbHOTO MHTHONPOBAHUS», TpOaHa-
JU3UPOBAH MEPEXOJ OT PAINAIBEHON CHMMETPHH TIEPBUYHOTO MOTYJISI KO-
JIOHUH TEKaTHBIX THApon 0B (moakiace Leptomedusae) k OnitarepanbHON
CUMMETPHH MM CHMMETPUHU CKOJIB3SIIIETO OTPAKCHHS B CIOXKHBIX MO-
Oerax. [lokazaHo, 4TO ymopsijOYeHHE MPOCTPAHCTBEHHOW OpraHU3aIluN
1 U3MEHEHHE CUMMETPHITHON (pOPMBI SBIISETCS «TOOOYHBIMY» d3PPEKTOM
MEXaHU3MOB perynsannn GpopMooOpa3oBaHusT MOTYJIBHBIX OPTaHHU3MOB,
OCHOBAHHOT'O HA ITUKJIMYECKOM MOp(OreHese.

Knrouesvle cnosa: KOIOHUATBHBIC Tuapounl, HI/IKJ’II/I‘IGCKI/Iﬁ MOp(bOI‘eHGS,
paanajibHass CUMMETPUS, IIO3UITUOHHA I/IH(i)OpMaHI/ISI, MOICIIb.

BBEJIEHUE

Onucanue 11000T0 OpraHn3Ma, a TAakKe MIaHa OpraHu3alii, XapaKTepHOTo
Tl TAKCOHOMUYECKUX TPYIIT OpraHU3MOB JIFOOOTO paHra, 00s3aTeIbHO BKIIIO-
Jal0T XapaKTePUCTUKY CUMMETpHH 00bekTa(oB). be3 MoHMMaHHUS CHMMETPUHU
OpraHn3Ma HEBO3MOKHO IIOJIHOLIEHHOE €r0 ONMCAHUE U IOHUMaHUe 3aKOHOMEP-
HocTell ero pa3BuTHus u crpoeHus (3apenkos, 2009). IlepBoHayanbHO cunTa-
JIOCh, YTO CUMMETPHsI KOHKPETHOTO OpraHU3Ma MJIM TAKCOHOMUYECKON TPYTIITBI
HEBBICOKOT'O paHTa ONpPE/IETIsAeTCs, B IEPBYIO OYEPEh, 00pa30M €ro )KU3HU (IpH-
KpEIJICHHBIA — TOABM)KHBIN) B cuMMeTpueit cpeasl ooutanus (Hyman, 1940;
bexnemumes, 1964; [orens, 1981; XanopH, Benep, 1989). B nacrosmee BpeMs
npeobianaroneil MoXXHO CUMTATh TOUKY 3PEHHUs], YTO HAa PAHHHUX CTaJAMsIX 3BO-
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JIIOITMH KUBOTHBIX CHMMETPHS B3POCIIOTO OPTaHU3Ma 3BOJIONHOHUPOBAJa OT
ACCUMETPHUYHOM K paJuaibHON, U Jaee K OmiaTepasbHO, U 3TO MPOUCXOIUIIO
MapaJuIeIbHO C TIOBBIIICHUEM CIIOKHOCTH OpraHu3anuu xuBoTHBIX (Finnerty,
1998; Finnerty, Martindale, 1999; Martindale et al., 2002; Brusca, Brusca, 2003,
2008). OmxHako MOJICKYJISIPHO-(DMIIOTCHETHYECKUH aHaJIU3 M JIAHHBIC BOJIIO-
IIMOHHOW OMOJIOTHH Pa3BUTHUS CBUACTEIHCTBYIOT O TOM, YTO BOJIONHS TIIaHa
CTPOCHHUSI OPTaHU3MOB MPEICTABIISIIOT COOON TOpa3o OoJee CIOKHBIHN MpoIiecce
(Finnerty et al., 2004; Halanych, 2004; Matus et al., 2006; 3oomorus 6ecrno3-
BOHOYHBIX, 2008), 1 HET MPSIMOM 3aBUCUMOCTH MEXAY CIOXKHOCTHIO T'€HETH-
yeckoil u Mopdonoruueckoi opranuzanuu (Ball et al., 2004; Kusserow et al.,
2005; Technau, 2005). I3MeHEHHU s TUIIOB CAMMETPHH B TCUCHUE IBOJIIOLIMH K H-
BOTHBIX B OCHOBHOM OTPEACIISUINCH (PU3HUECKIMHU (HaKTOPAMHU, CTPYKTY PHBIMH
OrpaHUYCHHSIMU (CaMble paHHHUE COOBITUS B Pa3BUTHHU, KOTOPBIE YCTaHABIINBA-
I0T OCHOBHOU IJIaH CTPOCHUS, OINpPENeNstoT Habop Ooiiee MO3AHUX COOBITHIA,
OTPAKAIOLIUXCS HA OPraHU3aI[UU KUBOTHOI'0), 1 €CTECTBEHHBIM OTOOPOM, JKC-
MJIyaTUPYIOIIMM IMUPOKUH KPYT aJalTUBHBIX BO3MOXHOCTEH, Ipe/iaraeMbIxX
pPa3HBIMU THIIAMH CHMMETPHHU B YCJOBUSIX Pa3HBIX YCJIOBHH CYIIECTBOBAaHMS
nnn obpaza >xuszau (Manuel, 2009).

OmnpeneneHre CHMMETPUH YHUTAPHBIX OPTaHU3MOB OKa3bIBACTCS 3a4aCTYIO
3aTPyHUTEIBHBIM — TUTAH OpPTaHHW3aIlii 4acTO OCHOBAaH HAa KOMOWHAIIMHU He-
CKOJIBKMX BAPHAHTOB CUMMETPHH, B 3aBUCUMOCTH OT TOT'0, KAKOI YPOBEHb pac-
cMoTpeHus BeIOpaH. Erle ciioxkHee 00CTOUT €0 ¢ MOAYIbHBIMU OPTaHU3MaMHU.
Ecnu onpenenenre CUMMETPUHU OTCIBHBIX MOAYJICH 3THX OpPraHW3MOB 3aya-
CTYIO HE BBI3BIBACT 3aTPYIHEHHUH, TO BECh MOAYJIBHBIA OpPTaHU3M 3a9acTyIO BHI-
TIISIAUT JUCCUMETPUYHBIM, JTHOO I OMUCAaHUS TaKUX BapUAHTOB CUMMETPHHU
HE00XOIUMO IMPUMEHEHHE ITOHATUH CUMMETPHH MTO00U S, CIUPATBHON CHMMe-
TPHUH, TEOPHH (PpakTaioB, Wik X komOuMHauui (3apenkos, 2009). [Ipu aTom
CXOJIHbIC BapUaHTHI CIIOKHOH CUMMETPHH HAOJIOAAOTCS Y MOAYJIBHBIX Opra-
HU3MOB, OTHOCSIIIMXCS K OYCHb JAJIEKHM B (PHIIOT€HETHYSCKOM OTHOIICHUH TaK-
COHaM: KOJIOHWAJThbHBIC THAPONIBI, MIIAHKH, BEICITHE pacTtenus (Kitore, 1962;
Mamsirus, 2001; SryroBa, 2005; ITstaeBa, Kocenu, 2008). DT MHOTOYHCIIEH-
HbIC KOHBEPI'€HTHBIC CXO/ICTBA B CHMMETPHUH U TUIAHE OPTraHU3aIH MOYJIbHBIX
(1 yHUTAPHBIX) OPTaHU3MOB CBUJICTEIILCTBYIOT O TOM, YTO Ba)XKHbIC U3MECHEHUS
CUMMETPHH TeJla OPraHW3MOB HE TPEOYIOT MOSBJICHUS HOBBIX I'EHETHYECKHX
WJIU PEryJATOPHBIX MeXxaHu3MoB pa3Butus (Manuel, 2009).

Ionumonnnas ctagus runpounssix (Cnidaria, Hydrozoa) mpenmyiectBeH-
HO TpE/ICTaBJICHa MOAYJIbHBIMU (hopMamu |. B KOJIOHUH THIPOUIOB BBIACISAIOT
JIBe OCHOBHBIE YacTH. [ mapopusa, mpeacTaBiIeHHAs] TPEUMYIIIECTBEHHO CEThIO
TpYyOKOBUIHBIX BETBSIIUXCS CTOJIOHOB, CIIYXKHUT JIJIsl MPUKPEIIIICHUS KOJIOHUU

! B maunoii pabore Mbl OyJIeM HCIIOJIb30BaTh HCTOPHUYECKH «IIPUBBIYHBIC» TEPMUHBI «KOJIOHH-
aJIbHBIC THIPOUABD U «KOJIOHUS» THIPOUIIOB, TaK KaK 10 CHX IO HET OOIIENPUHSATOrO U y100-
HOT'0 B YIIOTPEOJICHUU TePMIHA JUIsl 0003HAUCHIS MOJIYJIBHOT'O OPTaHHU3Ma B IICJIOM.
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Puc. 1. Cxemsbl OpraHusanu OCHOBHBIX THIIOB KOJIOHMH TEKaTHBIX T'MAPOUZIOB U TIPpU-
MepBl CHMMETPHH UX MOAYJEH M 1Mo0GeroB: ¢ — CTOJOHMATIBbHAS KOJOHHS, 6 — moderoodpasy-
fonIasi KOJOHUA, 6 — PaJlalbHO-CHMMETPUYHBIA THAPAHT MpeAcTaBuTeNs ceM. Sertulariidae,
2 — paJnalbHO-CHMMETPHYHBIN MUApPaHT mpeactaButes ceM. Campanulariidae, 0 — nucranb-
Has gyacTb nobera Sertularia albimaris (cem. Sertulariidae), e — yaacTox mobera mpecTaBuTeINs
cem. Plumulariidae; Bp — Bepxymika pocTa, BpO — BepXyIIka pocTa O0OKOBOW BETBH, T — THIPAHT,
I'T — THAPOTEKa, MII — MEX/JI0y3/Ihe nodera, MC — MEXJI0y3JIMe CTOJIOHA, 1T — HOOer, NI — IoYKa
THUAPAHTA, CT — CTOJIOHEI THPOPHU3HL.

K cyOCTpaTy W pacmpocTpaHeHus mo Hemy. Ha mpoTuBOmoONOKHOU cyOcTpaTy
CTOpPOHE CTOJIOHOB PACTOIAraloTCs WU OTACIbHbIE THAPAHTHI (ITUTAIOIINE 300-
Wbl KOJIOHWH), WJIM TIO0ETH, HECYIHe OOJBIIOe YHCIO THAPAHTOB (puc. la, 6).
CrnenoBaresibHO, KOJIOHUH THAPOUIOB MOYKHO Pa3JIeINTh HA JIBE TPYIIIIEI — CTO-
JIOHUAJIbHBIE (C OTACTBbHBIMU THPAHTAMU Ha CTOJIOHAX), M TOOEerooOpasyomue
(Haymog, 1960; Mapdenun, 1993; Bouillon et al., 2006). [Ipu sTom moberoo-
Opasyromue MpeACcTaBUTEN N TeKaTHRIX THAPOUI0B (moakiace Leptomedusae) B
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MOABIISAIONIEM YHCIIE CTyYaeB UMEIOT MOOErH MPOCTPAHCTBEHHO OoJiee yropsi-
JIOYCHHBIC, XapaKTePU3YIONUecs OOJbIICH PerylspHOCTBIO BETBICHUS U pac-
MOJIO’KEHHS] THIPAHTOB HA CTBOJIE M BETBSIX, 110 CPAaBHEHHIO C 100Eroodpasy-
IOLTUMU TIPECTABUTEISIMH aTeKaTHBIX TUApouoB (moakiace Anthomedusae)
(Marfenin, Kosevich, 2004; Leclére et al., 2007, 2009; Koceuu, 2012).

OCHOBHBIC THATHOCTHYECKUE MPU3HAKH TEKATHBIX THJPOUJIOB, OTHOCSTCS
K BHEIITHEMY XUTHHOUTHOMY CKEJIETy — nepucapky. PopMupoBaHue HOBBIX MO-
JTyJiel KoJoHUH (MEXI0Y3IUi CTOJIOHOB U TIOOETOB, THIPAHTOB — pUC. 16) mpo-
MCXOAHNT Ha KOHIaX Pa3BETBICHHOTO Tella KOJIOHUU HAa OCHOBE ()YHKIIHOHHPO-
BaHUsI CIIEIMAIN3UPOBAHHBIX MOIYJIEH KOJOHUHM — BEPXYIIEK POCTa. 31ech Ke
BBIJICJISIETCSl MaTepyall HOBOTO TIepHcapKa, 1 eMy MPUAaeTCsl BUIOCHeIn(DUIHAS
(dbopma, KoTOpas B majpHEHIIEM He nu3MeHseTcs (3apaiicknii u ap., 1984; bemno-
ycoB u nip., 1988; Kocesuu, 1990, 2006; Kosevich, 2005; KoceBnu, democos,
2008; Marfenin et al., 2010). BHemH#MIA )KeCTKUN CKEJIET CIYKUT OMOPON MST-
KHM TKaHsIM (LIEHOCapKy) THIPOUIOB, U (PUKCHPYET B3aMMHOE MTPOCTPAHCTBEH-
HOE TIOJIOKCHUE BCEX MOJYJIeH KOJIOHUH.

C To4KM 3peHust MOP(OIIOTUU MSITKUE TKaHU TTOJIABISIONIEr0 OONBIIMHCTBA
MOIYJIeH KOJOHHWHM TEKaTHBIX THIPOHUIOB XapaKTEePHU3YIOTCS Ipeobiagaromneit
panuanpHOil cuMMetpueil. CTpoeHHE THAPAHTOB W IICHOCApKa MOIyJieH TMo-
0eroB CBHETENBCTBYET O HAJIMYWU IJIaBHOW OpasibHO-a0opajbHOM ocH, uepes
KOTOPYIO MOYKHO ITPOBECTH HECKOJIBKO TIOCKOCTEW cuMMeTpun MoayJis (bekie-
muties, 1964; Manuel, 2009) (puc. 18, 2). B Mex10y311sX CTOJIOHOB THIAPOPHU3HI
Tak)Ke MMEETCs OJIHA TJIaBHAs OCh, HANpaBJCHHAsl OT IEHTpa KOJOHHWH K Bep-
XYIIKe pocTa cTosoHa. MlHaue 0OCTOUT JIeo mpyU pacCMOTPEHUH OpraHU3aIuu
MOOEroB B I[EJIOM, UIJTH JIETATbHOM M3YUYCHUN OPTaHHU3AIMH OT/ICTBHBIX MOTYJICH
Y CKEJICTHBIX 00pa30BaHMI BOKPYT THPAHTOB Y TEKATHBIX TUPOUJIOB (HAII.,
Haywmog, 1960; Cornelius, 1979; Schuchert, 1997; Bouillon et al., 2004, 2006). B
ITUX CIyYasiX MPUXOJUTCS TPU3HATH WIH OTCYTCTBHE MPEOOIaAaroei CHMMe-
TpHUH (IMCCUMMETPHS OPraHU3aIMK T00ETOB Y HEKOTOPHIX BHJIOB TEKATHBIX U
aTeKaTHBIX THIPOUJIOB), FUTH ITPeo0Ialanie pa3HbIX KOMOMHAIINNA OnIaTepath-
HOUW M TPAHCIISIITUOHHOM ((CUMMETPHS CKOIB3AIIECTO OTPAKECHUS»)) CUMMETPHIA.

OpraHu3aius OTASIbHBIX MOP(HOreHeTHUSCKUX MOJIYJei moberos > y Te-
KaTHBIX THAPOUJOB B MOJABIISIIOIIEM UYHCIIE CIy4YaeB CBUICTEIBCTBYET 00 UX
OunarepanabHOW CUMMETPHH. Y BEpXyIEK pOCTa CTOJOHOB (MopdoreHeTnye-
CKMX MOYJIEH CTOJIOHOB) OujaTepajibHas CHUMMETPHS MPOSBIACTCA B SBHOM
BUJIC, YTO OTPAKAETCSI B OPraHU3aI[MK TOT0 MOJYJIs: BEPXYIIKa CTOJIOHA UMe-
€T SIBHO BBIPAXKCHYIO «IIEPEIHE-3aTHSS» OCh, ¥ MPHICKANIYIO U OTCTOSAIIYIO OT
cybOctpara croponsl (Marfenin et al., 2010). CooTBETCTBEHHO, UMEETCS JIHMIIb
OJTHA TIIIOCKOCTh CUMMeETpHH. LleHocapk MeK10y3/IHii CTOJIOHOB MEK 1y odera-
MU XapaKTepu3yeTcs: MPOAOIbHON (PU3HOIOTHUECKOM TOJISIPHOCTHIO, HO CTPYK-

2 TlousiTe MOP(OreHETHYECKOTO MOAYJISl HE COBMAMACT C MOHSITHEM MOJYJIS HIIH MEKI0Y3IHUs
mo0era, UCIoIb3yeMOoro B MOp(OJIOTHH UITH cucTeMaTrke runpongabix (Kocesuy, 2008).
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TYPHO BBHITJISIUT PaIAalibHO-CUMMETPUYHBIM. Y MEXI0y3JIHid T0OEroB MOKHO
BBIJICTTUTH MIPABYIO U JIEBYIO, KIIPUIIEIKAITYIO» U KOTCTOAIIYIO» («IOP3aTbHYIO»
U «BEHTPAJIbHYIO») CTOPOHBI MOAYJIs (puc. 10, e). 3auacTyto, OunaTepaibHOCTD
OTCYTCTBYET JIUIIb B NEPBUYHOM MOJYJIE KOJOHHH (IIEPBHYHOM MEKJIOY3ITHH
noOera, pa3BUBAIONICTOCS U3 OCEBIICH JIMYMHKH), OPraHu3alns KOTOPOro COOT-
BETCTBYET paJHaIbHON cuMMeTprur. OTHAKO C TIOSBIEHHEM BTOPUYHBIX MOJY-
JIe ¥ pOCTOM KOJOHWHW OWIIaTepalibHas CHMMETPHUS MOIYJieil MoOeroB cTaHo-
BUTCSI OUEBHIHON U ONPEAEIISIONIEH BCIO OPraHn3aluio HoOeros.

JononHuTeNbHbIC 3aTPYAHEHHS B ONpeie/ieHHe CHMMETPHH OOETOB BHOCST
XapakTep BETBJICHHS MOOCTOB M BapUAILIMU B PACHIOJIOKESHUH THIPAHTOB B CTBOJIC
M Ha BeTBsX 1moOeroB. Ha ocHOBaHMM XapakTepa BETBJIEHWS W B3aMMHOTO pac-
TIOJIOKEHUST BETBEH B TOOETe BBIJACISIOT HECKOJIBKO OCHOBHBIX THIIOB ITOOETOB:
TIEPUCTBIE, TPEBOBHU/IHBIE, CITUPAIILHO-3aKPYUCHHBIE M C HEePETyJIIPHBIM Xapak-
TEPOM BETBJICHHA. ECliN yUUTHIBaTh M XapakTep B3aUMHOI'O PACIIOIOKEHHS TH-
JPaHTOB Ha CTBOJIE M BETBSAX MOOETOB, TO CJIOKHO ONPECTUTh CAMHCTBEHHBIN Ba-
pHuaHT GOPMBI CHMMETPHH, COOTBETCTBYIOIUI TaHHOMY TT00ery. B OonbImHcTBE
CIIy4aeB 3TO KOMOWHAIINS Pa3HBIX CHMMETPHUHBIX ()OPM, COOTBETCTBYIOIIUX T10-
Oery B IIEJIOM H €r0 OT/IEIbHBIM YacTsAM (CTBOJIY M BETBSM Pa3HOTO TIOPSIIKA).

B nanHo#i pabore chenaHa mombITKa 00OCHOBATh MPEATION0KEHAE O TOM,
YTO B OCHOBE PErylsuuu (pOPMUPOBAHUS KaK OTICIBbHBIX MOJYJECH KOJIOHHH
TEKaTHBIX TUAPOHJIOB, TAK U MPOCTPAHCTBEHHOW OpraHU3aui X MO0OEroB, MO-
JKET JIeXkKaTh eANHbIA MexaHu3M. [Ioka3aHo, Kak Ha OCHOBE OJTHOTO U TOT'O K€E Me-
XaHU3Ma PETyISINN B pe3yJibTaTe BapbUPOBAHUS OTNPEIEIEHHBIX TapaMeTpPOB
Pa3BHUTHS MOXET MPOUCXOAUTH 3aKOHOMEPHOE M3MEHEHHE MPOCTPAHCTBEHHOMN
OpraHu3aluy NOOETOB ¥ UX CHMMETPHUH, HE CBSI3aHHOE C YCIOKHEHHEM WITH W3-
MEHEHHUEM IUTaHa OpraHu3auy CaMOro OpraHu3Ma.

PE3VJIBTATBI 1 OBCYXAEHUE

B ananmze 3akoHOMepHOCTEW pa3BUTHS B (HOPMUPOBAHUS MTPOCTPAHCTBEH-
HOW OpraHu3aliy MOOETOB Y TEKATHBIX THAPOUIOB MBI OYJeM UCXOIUTD U3 BbI-
CKAa3aHHOT0 paHee MPEANOI0KEHUS, YTO B SBOTIOLUHU MOAYJIBHON OpraHu3alnu
no0Oeru B KOJIOHHH THAPOUIOB BOSHUKIIN OT CTOJOHUAIBHBIX OPM C TUJIpaH-
Tamu Ha HOXKax (puc. 2) (Marfenin, Kosevich, 2004; Kocesuu, 2012). Ucxon-
HBIM ¥ €IMHCTBEHHBIM THIIOM POCTa IMOOErOB Y TEKATHBIX T'HIPOUJIOB CIIENY-
€T pacCMaTpUBaTh CUMITONHATHHBIN THUII, KOTOPBI MOXKET OCYIIECTBIISITHCS B
JIBYX BapHaHTaX — BEEPOBHJIHOM WJIU CEPIOBUIHOM (pHC. 28, 2). Tak Ha3bpIBae-
MBbIe «MOHOIIOIUAIbHBIE TIO0eTaMU C TePMUHAIBLHBIME 30HaMU pocTa» (Kuhn,
1914; Haymos, 1960; Mapdenun, 1993) ¢ MopdoreHeTHUECKONH TOUKH 3PEHUS
XapaKTEePU3YIOTCSA CHJIBHO M3MEHEHHBIM BapHaHTOM CHUMIIOAUAJIBLHOTO POCTa
(Kosevich, 2007; Kocesuu, 2007, 2012).

Pa3BuTHe MepBUIHOTO MOAYIS (MEXIOY3JIHS) MOOETa M3 OCEBICH JTHIMHKA
y TEKaTHBIX THIPOUIOB HAUWHAECTCA C 3aKJAJKH B IIEHTPE MPUKPETTHTETHHOTO
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Puc. 2. [IpoucxoxaeHre U BapuaHThI OPraHU3alHH CHMITOHATBHBIX TIOOCTOB TEKaTHBIX TH-
JIPOUJIOB: @ — CTOJIOHUAIbHASI KOJIOHUS ¢ CUASTYMMU I'HAPAHTAMU, 6 — CTOJIOHHAJIbHAS KOJIOHHUS,
TUJPAHTHI C HOXKKaMU, 6 — BECPOBUIHBIH CHMIIOMATILHBIN THII POCTA 1Mo0era, e — CeproBUTHBIH
CUMIOANAJBHBIN THUI pocTa O0era; T — THIPAHTHI, C — CTOJIOHBL.

JIMCKa BepXyIIKH pocrta mnobera (puc. 3). Bepxymika pocta B Mpolecce CBOEro
(GyHKIMOHUPOBaHUST GOPMUPYET YUacTOK OyIyIlero cTBosia nmobdera (MexJ0ys3-
JIMEe CTBOJIAa B MOP(OJIOrHYECKOM MMOHMMAHUHN) U THAPAHT (C HOXKOU MU 0€3)
(puc. 3e). Ilpu aTOM BepxyIIKa pocTa rmodera mpuHUMAET ydacTre B (hOpMHUpPOBa-
HUU JUCTAIFHOTO OTIeNa THIPAHTa, U KaK CAMOCTOS TEIIbHBIN MOJYJTb ITPEKpaIia-
eT cBo€ cyliecTBoBaHMe. [lanpHeliee HapacTaHue ocu nobdera B AMHy odectie-
YMBAETCSI 32K JKOM B OCHOBAaHUH HOXKKH THPAHTA UM B OCHOBAHUHU THIPOTEKH
OYEPETHON BEpPXYIIKH pocTa (puc. 3e), KoTopasi HOBTOPSICT MOP(HOreHETHICCKHI
UK GOpMUpOBaHUS MEXI0y3nus nodera (Mapdennn, Kocesuy, 1984a; Koce-
Brd, 1990, 1991b). Takum oOpa3om, I TEKATHBIX THAPOUIOB XapaKTepeH ITH-
kimdeckuii Mopdorernes (Mapdennn, 1993; Marfenin, Kosevich, 2004).

TMIIOTETUYECKU MEXAHMW3M

B ocHoBe npeqaraeMoro MexaHu3ma JieXXaT JABE B3aHMMOCBS3aHHBIE THUIIO-
T3B!

1. I'mmoTe3a MO3UITMOHHONW WH(DOPMAUK: TTEPBUYHAS CUCTEMa PEeryJsIuu
MPOCTPAHCTBEHHOW OPraHU3aIMK OIPENEIASTCS OTHOCUTEIBHO YCTONYHBBIM
CKaJISIPHBIM CBOMCTBOM TKaHEH, KOTOPOE OBLIIO Ha3BaHO MO3MIIMOHHBIM 3HaYe-
nueMm (I13) (Wolpert, 1969, 1971, 2011; Wolpert et al., 1974).
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Puc. 3. Cxema ocenanust rutanyisl, GOpMHPOBAaHUS NMEPBUYHOTO MEXAOY3JIHs modera u
OTIpe/IeJICHHE MECTa 3aKIaKU OUYepeTHON BepXy KU pocTa modinera y Gonothyraea loveni (cem.
Campanulariidae): ¢ — nuunnaka (COM) (13 Mayorova, Kosevich, 2013), 6 — oceBiuas tuduHKa —
NPUKPEIHUTENBHEIH TUCK IIEPBUYHOTO 1To0era, Buja ceepxy (COM), 6 — cxema NIPUKPENUTEILHOTO
JIHCKa, BUJ] COOKY, 2 — 3aKJIa/iKa BEpXYLIKH POCTa IIEPBHYHOTO MEXI0Y3JHs, 0 — popMupoBaHue
MEXJI0y3Jus, cTaaus GOPMUPOBAHUS CPEIHEH IIaKOIl YacTH, e — MOJHOCThIO ChOPMUPOBAH-
HOE IEPBUYHOE MEKJI0y3Ine; GUTypHas CTpelika — MHTHOMpyIolee BIUsHUE THJIPAHTA, CEPhIM
[[BETOM BbIjIeJicHa 001acTh «3anpeTa GOPMHPOBAHMS OYEPEIHOH BEPXYLIKH POCTa», MPSMOY-
TOJILHMKOM BbIJICJICHA 00J1aCTh ¢ HanOOoJIblLIeil BETMYMHON MO3UIIMOHHOTO 3HAYCHUS, TyHKTUP-
Hasl JUHHUS — OChb PagHalIbHOM CHMMETPUU MEPBUYHOrO Mexaoy3ius nodera; [13 — Bennunna
MO3UIIMOHHOIO 3HAYEHHsI, BP — BEPXYIIKa POCTa, I'T — FHJIPOTEKa, HI — HOXKKa THAPAHTA; Mac-
mrabHas JuHelka — 50 MKM.

2. I'mmote3a caMo-aKTHBalMK W JaTepajabHOrO WHTHOMpoBaHwms (Gierer,
Meinhardt, 1972; Meinhardt, Gierer, 2000).

O0e rumoTe3sl OCHOBaHBI HA ()OPMUPOBAHHUH T'PaJIMEHTa MOPHOTEHOB, KO-
Topeiii 1 onpenenset I3, BocnpuHUMaeMoe KJIeTKaMHU Pa3BUBAIOLIEIOCS Op-
raHu3Ma, ¥ KOTOpoe OIpeneNseT UX JalibHeliee nmopeaenre. Ho n3HavanbHo
3TH THIIOTE3bI MPEIoJarajiu HeoOX0MMOCTh CYIIIECTBOBaHMS Hapbl MOpdore-
HOB — aKTHBATOPa U MHTUOUTOPA — JUISI KasKIOM OTJEIIBHO CTPYKTYPHI B COCTaBe
Pa3BHUBAIOIIETOCS OPraHN3Ma, YTO CO3/AaBajo OMpeeeHHbIe TPyAHOCTH. bonee
MPUEMIIEMON TIPECTaBIAETCS MOIH(DUKAIUS THIIOTE3bI MMO3UIITMOHHON HH(DOP-
Mmanuu, npeasioxennas bepkunsim (Berking, 2003, 2006). Ero mogens 00bsic-
HseT popmupoBanue rpajauenta [13, KoTopbIi CIIYKUT OCHOBOH ISl IEPBUYHOM
«pa3MEeTKH» Pa3BHBAIOIIETOCS OPTaHNU3Ma HIIM CTPYKTYpbl. Ha ocHOBe nepBuy-
HOM pa3MeTKH (POPMUPYIOTCS BTOPUYHBIE T'PAUEHTHI U T. 1., B OCHOBE KOTOPBIX
MOTYT JIe)KaTh T€ )K€ MPUHITUIIBL.

OCHOBHOI OTJIMYUTENHFHOW OCOOCHHOCTHIO MOJIENH bepkuHa sBIsieTcs To,
YTO MUHUMAaJIBHOE YUCIIO MOP(OreHoB, criocoOHbIX KOHTposinpoBaTh 113, paBHO
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Tpem. Bennunna mo3urmonHoro 3HadeHuss D ompeznensercs KOJIMYECTBOM Be-
mecTBa A (aKTHBaTOp), KOTOPOE MPOU3BOANTCA B KieTKax. [Ipu HakomiaeHnn A
B kjeTkax D Bo3pacTtaeT. BemecTBo A MOKET BBIIEISTHCS U3 KIETOK, IPU 3TOM
MO3UIIMOHHOE 3HAYCHHUE CHUYKACTCS. BBIICTICHHBIN aKTHBATOP CTUMYJIHPYET H
€ro BBIJICJICHHE U3 KJIETOK, M €ro IMPOMU3BOJICTBO B KIETKaX. TakuM o0pasom,
eCTh JB€ TeTIW aBTOKaTaimu3a. Jlanee, BEIACNEHHBI aKTUBATOP CTUMYIHPYET
BBIJIETICHNE JIBYX MHTHOUTOPOB (reTepokaTanu3). B BeimeneHHoil Gpopme onuH
ux Hux (B) momaBisieT BbIJIENIEHHE aKTUBATOpa U3 KIETOK, Apyrou (C) — mona-
BJISICT IPOU3BOJICTBO AKTUBATOPA B KJIETKAX.

Ha mpumepe THIpHI SKCIIEPUMEHTANIBHO OBUIO MOKAa3aHO, YTO CYIIECTBYET
rpagueHT cHrbkeHus: BennduHbl [13 0TO pra mo HampaBieHHIO K 0a3allbHOMY
nucky. B coorBercTBHe ¢ BenmmumHONW I3 B KOHKPETHOM MECTE MPOUCXOTUT
aKTUBAIUS BTOPUYHBIX CUCTEM MOP(OTreHOB, OTBEYAIOIMINX 32 (hOPMUPOBAHHE
JIOKAJIBHBIX CTPYKTYp. [IpemiokeHa MmareMaTnyeckast MOJIE)Ib Ha OCHOBE MOJIe-
mu ['mpepa u Meitaxapara (Gierer, Meinhardt, 1972), nozBosnsromast 00bICHUTH
KaK 3aKOHOMEPHOCTH TIOYKOBAHUS M pEreHEepaIllii Y THPHI, TAK U BETBICHHE Yy
crpekaromux (Berking, 2003, 2006; Berking, Herrmann, 2010).

[IpuMmeHuTENbHO K aHANINU3Y PEryJSIHH TPOCTPAHCTBEHHOW OpraHW3aIiu
1M00EroB KOJIOHUAJBHBIX TEKAaTHBIX THIPOHIOB OCHOBHBIE TTOJIOKEHUS MOJIEIH
3aKJII0YAIOTCS B CIEAYFOLIEM:

1. ®opmooOpa3oBaTeNbHasi aKTUBHOCTh BEPXYLIKH POCTA 3aBHCUT OT BEJIU-
gunbl 113.

2. Bennunna I13 onpenensercs: KOHIIEHTpaIlUE akTUBaTOpa, KOTOPast BO3-
pacTaet 1mo Mepe GyHKIIMOHHPOBAHUS BEPXYIIKH POCTA.

3. MunumansHoe 113 cOOTBETCTBYET COCTOSIHUIO CTOJIOHA.

4. Makcumaibaoe 13 cooTBETCTBYET rMIIOCTOMY THPAHTA.

5. HoBast Bepxymika pocta nodeca 3akjiaJplBaeTcsi B MECT€ C MaKCHMallb-
ueM 113,

6. CymiecTBYIOMHHN JJIEMEHT (CTPYKTypa) HHTHOMpPYET (GOPMHUpPOBAHHE
CXOJTHOM CTPYKTYPBI BOJH3H ceOsl.

PaccMoTpuM pa3BUTHE TEPBHYHOTO MEXKJOY3JHsl ToOera Ha MpuUMepe
npencrasutens ceM. Campanulariidae (wanp., Gonothyraea loveni, Laomedea
flexuosa, Obelia longissima). ¥ TakuxX BUJIOB THIPOTEKH MMEIOT KOJBYATYFO
HOXKY. B mporiecce ocenanust TMUMHKA MPUKPEILISETCS K CyOCcTpary nepeaHum
KOHIIOM M PACIIACTHIBAETCS 10 HEMY, TPHHUMAas (OpPMY BBIITYKJIIOTO A¥CKA, MO-
KPBITOTO TieprcapkoM (puc. 3a-6). B meHTpe BBITYKJIOW YacTH 3aKJIAbIBACTCS
BepXyIIka pocra nodera. BoaMokHO, onpeaeneHne MecTa 3aKIa ki BepXyIIKH
pocTa cBS3aHO ¢ OBIBIIUM 3aJIHUM KOHIIOM JTUYMHKH, OJTHAKO OIPE/IEICHUE Me-
CTa ee MHULIMALUH JIETKO OO BSICHAETCS THIIOTE30M CaMO-aKTUBALIUH 1 JIaTepaib-
Horo uHruoupoBanus (Gierer, Meinhardt, 1972). B HayanbHbIii MOMEHT MOKHO
JIOMTYCTUTh, YTO B MOMEHT 3aKJIaIKu BepxyInku pocta [13 B 1anHOM MecTe nme-
T MUHUMAJIBHYIO IS BEPXYIITKH TTo0era BeMUUHUHY (2-3 YCIOBHBIX SIHMHUIIBI),
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OJITHAKO IMPEBBIIIAET TAKOBOE, COOTBETCTBYIOLIEE COCTOSHUIO cTosNoHA. [loaTo-
My BEepXyIIKa pOCTa HaYMHAET IUKJ (POPMUPOBAHHS MEXKA0y3ius mobdera. [1o
Mepe ee pyHKIUOHMpoBaHUs BennunHa [13 mocreneHHO BO3pacTaeT, U B CO-
orBercTBHe ¢ BennunHoi I13 u3mensiercss popmMoodpazoBareabHast aAKTHBHOCTD
BepxymkHu (puc. 3r-¢). CHauajia mpoucxXoauT (HopMUpOBaHNE TMPOKCUMATILHON
KOJIBYATOM 30HBI MEXA0Y3JIUsl, 3aTEM CIEAYET YYacTOK «IJIaJIKOIO» PocTa C
HE3HAYUTEJbHBIM yBEJIMUYECHUEM HAMETpPa BEPXYIIKH, MOCIE YEro OmsiTh Ha-
OJIFOJTACTCS «KOTBUYATBIN» POCT, OTIUYAIOIIMICS, OJHAKO, OT MPOKCUMAIIEHOTO
yuacTka. [Ipu gocTHKeHUU ompelneeHHOW «MaKCUMalbHOIY» BeauuuHbl 113
BEPXYIIKa pocTa pacurupsieTcss ¥ GOpMHUPYET 3a4aToOK T'HApaHTa. YJIMHEHUE
MEXK IOy 31 3aKaHYUBACTCSI ¥ IPOUCXOIUT nuddhepeHnnpoBka ruapanta. [lep-
BUYHOE MEXJ0y3Jue odera, chopMHUpOBaBIIEeCs U3 OCEBIICH TUIMHKH, MOXK-
HO B BBICOKOH CTENEHBIO JOCTOBEPHOCTH pacCMaTpHUBaTh Kak 00Jajarolee pa-
JUATBHON CHMMETpPHEH, C SAMHCTBEHHON OpaibHO—a00paIbHOM OChIO.

MakcumanbHoe I3 cooTBeTCTBYeT rMIIOCTOMY T'HApPAHTA. 3aKjajka oye-
peIHON BepXyIIKH POCTa, KOTOpast I0JHKHA MPOJOKUTE HapacTaHue ocH mode-
ra, TOJDKHA TIPON30UTH B MecTe ¢ MakcuManbHBIM I13. OgHAaKO CyIeCTBYFOIIHI
TUAPAHT MHTHOMPYET WHHUITMAINIO BEPXYIIKH POCTa KaK Ha CBOEM Telle, TaK |
Ha OTPEEeIIEHHOM PACCTOSHUHU OT CBOETO OCHOBaHUS (B COOTBETCTBHUE C THIIO-
TE30i caMO-aKTHBAIMK W JaTepajbHOro MHTHOMpoBaHus) (puc. 3e). YuacTok
¢ MakcuMalsipHOM BenmuuHOU 13, rie oTcyTCTByeT MHTHOMPYIOIEe BIUSHUC
TUAPaHTa, COOTBETCTBYET I'PaHUIIE MEXy CpEeIHEH II1aIKON YacThI0 MEX10Y3-
JUs U HOKKOHM ruapanTta (puc. 3e). Ha 3ToM ypoBHE MEPBUYHOTO MEXKI0Y3IIHS,
B IPOM3BOJIBHON OPUEHTALlMU U MPOUCXOAUT 3aKJIAJKa OUEPEIHON BEPXYLIKU
pocta nobera. [Ipon3BOIBHOCT 3aKJIAKH BEPXYIIKHA POCTa CBSI3aHA C paju-
aJIbHOM CUMMETPHUEH KaK BHEIITHETO CKENETa, TaK U MATKUX TKaHEH NEPBUYHOTO
MEXA0Y3IHS.

HoBast Bepxymika pocta, chopmMupoBaHHasi Ha MEPBUYHOM MEXKAOY3JIHUH,
yKe 3aBesioMo Oyzner oOnanarh «(QyHKIMOHATIBHOM» OWiaTepaibHOW CHMMe-
Tpueil. U3HauanpHO ee mpuiexamas (K THAPAHTY MAaTEPUHCKOTO MEXKI0Y3IIHS)
cropona Oyznet umeth I13, HECKOIIBKO BBIIIE, TEM OTCTOsAMIAs CTOpoHa (puc. 4a,
0). [loaTomy B TedeHHe AaIbHEHIIIETO PYHKIIMOHUPOBAHUS BEPXYIIKH JTaXKe TIPH
YCIIOBHY PaBHOMEPHOTO (10 OKPY>KHOCTH BEpXYIIKHU pocTa) HapacTanus I3 c
LIEHTPOM aKTUBHOCTH Ha areKce, Mpuiekaliasi CTopoHa BEpXyIIKH pocTa OyaeT
nMeThb I13 HecKoJIbKO BEIIIE, YeM OTCTOSAMIAs CTOPOHA. DTHUX HE3HAYUTEIbHBIX
otnuuuii B BenmunHe I3 noctaTtouHo /s OOBSICHEHUS OTKIOHEHUS OT paju-
albHOW CHMMETPHUH MpH (HOPMUPOBAHNUU BTOPUUYHBIX MEXKI0y31uii moderos. B
3aBUCUMOCTHU OT BenuuuHbl I3 MoxkeT, Hanpumep, U3MEHSTHCS pACCTOSIHUE, HA
KOTOPOM IIPOUCXOAUT OKOHYATEIHHOE 3aTBEPACBAHNE MIepUcapKa, MPUBOAIIEE,
COOTBETCTBEHHO, K YBEJIMYSHHIO UJIM YMEHBIIEHNIO AUaMeTpa MeprucapKaibHON
TpyOku (puc. 46) (Kossevitch et al., 2001; Kocesuu, 2006). Korna xe rpanuna
3aTBEpIIEBAHUS IIepUCcapKa CMEIAETCS OTHOCUTEIBHO alleKca BEPXYIIKU acCH-
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Puc. 4. Bo3zHUKHOBEHME TUCCUMMETPHH NPH 3aKJIaIKe O4epeTHOI BEpXYIIKH pocTa Ha Iep-
BUYHOM MEXAOY3IHH modera n GopMupoBaHue OMIATEPalbHO-CHMMETPUIHOTO BTOPHUIHOTO
MEKI0Y3JIUs B IOOErax ¢ CMMIOIUANbHBIM pocToM: a-2 — 110 Berking, 2006; a — pacnipenesnenue
BEJIMYWH ITO3HIIMOHHOT 0 3HaYeH NI (3HAUCHH ST BEIOPAaHBI TPOM3BOJIBHO) B TKAHAX B 00JIACTH «pa3-
peIIeHHO» 3aKIaAKH (BBIAEICHA MPSIMOYTOIEHIKOM) OYepeTHON BEPXYIIKH POCTa (BBIACTICHA
CEPBIM IIBETOM), 6 — 110 MEPE POCTA BEPXYIIKH MO3UIIMOHHOE 3HAYEHUE MOCTENEHHO BO3PACTAET
C OINHAKOBOH CKOPOCTBIO B TKAaHSX, OKPY KAIOIIMX BEPXYIIKY; Ha IIPHIICKAIIeil cTopoHe BOJIH-
3W BEPXYIIKN CKaHH UMEIOT MO3UIIMOHHOE 3HAYCHUE BBHIIIE, YeM Ha OTCTOSIIEH CTOpOHE, ITO U
NPUBOJHUT B AaJbHEHIIEM K 3aKJIaKe OYePEAHON BEpXYyLIKM POCTa B ATOI obnacTu (BblieieHa
YEepHBIM), 6 — 3aTBEPACBIINII NEepUCcapK (TOJICTAsl YepHAsl JTHMHHS) CIIYXKHT ONMOPOH JUIsl TKaHeit
BEPXYIIKN POCTa (MOKa3aHbI CEPBIM IIBETOM) ISl TOCTYMATENBHOTO ABMKEHUs. PaccTosiHIe OT
arieKca BEPXYIIKH JI0 TPAHUIIB 3aTBEPAEBAaHUS IepHcapka ONpefenseT U3MEeHEHUe JuaMeTpa
nepucapkaibHoi TpyOku (1 — rpaHUIa HAXOAUTCS Ha ONPEAEICHHOM IIOCTOSTHHOM PacCTOSTHUHU —
TepucapKaibHas TpyOKa HMeeT HOCTOSTHHBII AuaMeTp; 2 — TPaHHIa CMEIIAeTCsl K aleKcy — AHa-
MEeTp NepHcapKalbHOH TPYOKH yMEHBIIAETCs; TPAHKIIA OTOJABUTAETCA OT aneKkca — epucapKaiib-
Hasi TpyOKa pacmmpsercs), ¢ — pe3yJbTaT aCHMMETPUYHOTO CIBUTA I'PAHUIBI OKOHYATEIBHOTO
3aTBEPECBAHNUS MIEPUCAPKA OTHOCHTEIHHO alleKca BEPXyIIKH — H3TH0 NepHcapKaIbHO’ TPYyOKH 1
U3MEHEHHE ee AuaMeTpa, 0 - (HopMa BTOPHYHOr0 OMIIaTepabHO-CHMMETPHYHOTO MEXI0Y 31,
TOYKAMHU BBIJICJICH YYaCTOK C MAKCUMAJIbHOH KPHBH3HOM, I'/Ie TPOMCXOJUT 3aKJIaaKa odepeTHOI
BEPXYIIKN POCTa.

METPUYHO (OTHOCHTEIBHO MPOIOJIBHON OCH U B COOTBETCTBHE C JOCTHIKECHUEM
onpenenenHoit Bennunnel [13), To popmupyemas neprcapkanbHas TpyOka npu-
oOperaeT u3rub npu u3MeHenun nuametpa (puc. 4e) (Berking, 2000).

B pesynbraTe BHEMIHUI CKeJNET BTOPUYHBIX MEXKJIOY3IUH MOOETroB pac-
CMaTpPUBAEMbIX KOJIOHHAJbHBIX THIPOHUIOB NIPHOOPETACT XapaKTEpHYIO Ouia-
TEPaJIbHO-CUMMETPUUIHYIO (HOopMy. Y BTOPUUYHBIX MEXKIOY3JIUH €CTh IJIaBHAs
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Puc. 5. Cxema 3akiaaku BepXyLKH pocTa modera Ha ctojoHe. [lo mepe pocra ctosnona 113
MOCTEIIEHHO BO3PacTaeT B BEPXYIIKE pOCTa CTOJIOHA (IT0OKa3aHo cepbIMU cTpenkamu). [Ipu noctu-
JKEHHH MOPOTOBOT0 3HA4YCHU (Ha IIKaJe BBIJCICHO TOJICTOH JMHHUEH) B IPOKCHMAJIbHON 4acTH
BEPXYIIKHU CTOJIOHA IIPOMCXOAMT 3aKJIaIKa BEPXYILKH pocTa nodera (BbIACICHA CEPHIM LIBETOM).
C HauasnoM QyHKIIMOHHPOBAHUS BEPXYIIKH pocTa rmodera B Heif BozpacraeT [13, HO oHOBpeMeH-
HO B pe3yJIbTaTe HHTHOMPYIOMIETO BO3ACHCTBHS (IIOKa3aHO YePHOH (PUTYPHOI CTPENKOii) B Bep-
XYHIKE CTOJIOHA MTPOUCXOAUT CHUKCHUE I13 J0 MUHUMAJIBHOT'O, U IIUKJI Pa3BUTUSA MEXKI0Y3JIUA
CTOJIOHA HauMHaeTcs 3aHOBO. Hanmmune rpaauenta [13 B1oab CTOJIOHA IPUBOAMT K ITOSIBICHHIO
MprIIeKanei (K BepXyIIKe CTOJIOHA) M OTCTOSAMICH CTOPOH BEPXYIIKH mmodera (cM. puc. 4). Bpc —
BEpXyIIKa POcTa CTOJIOHA, I'T — THAPOTEKA, C — CTOJIOH.

opabHO-a00pasibHasi OCh M pa3iuyalolirecs mpujekKaas 1 OTCTOsIAas CTOo-
pousl (puc. 40). [Ipu 3TOM Ha pUISKAIICH CTOPOHE MEKIOY3JIHS B OCHOBAHUHU
HOXKHU 'MAPOTEKH MOSIBIISIETCS XapaKTEPHBI, aCCUMETPUYHO PACIIOIOKEHHBIH
BBITTYKJIBIN y9acTOK mepucapka (puc. 40). 3Ta HEOTHOPOIHOCTH (POPMBI TIepH-
capka B 00iacTu, rae JoJKHA MPOUCXOAUTh MHULIHALUS OYePEIHON BEPXYILIKH
pocta mobera, «o0nerdaeT» U «pUKCHPYeT» MECTO 3aKJIaJKH O4epeqHOl Bep-
XYIIKH pOcTa. B3auMoIelCTBHE MATKHUX TKAaHEW C BHEIIHUM CKEJIETOM OKa3bl-
BaeTCA HEOJMHAKOBBIM IO OKPYKHOCTH Ha 3TOM YPOBHE «MATEPHUHCKOTO0» MEXK-
JOY3/IMsl, YTO U HCIHOJIb3YETCs KaK «CHUI'HAD» IJIs BbIOOpa MecTa MHULMALUU
ouepenHo Bepxymku pocta (Kossevitch, 2002; Kosevich, 2005).

IIpu pa3BuTHH CIEAYIOLMIETO MEKI0Y3JIUsI BCE IOBTOPSAETCS, HO MEKI0Y3IIHE
OKa3bIBaeTCs MOBEPHYTHIM Ha 180 rpaaycoB BOKpPYT INIABHOH OCH OTHOCHTEIb-
HO OpHEHTAI[MU MAaTEPUHCKOTO Mexa0y3ius. PopMHupoBaHUe Bceil ocu moode-
ra MOJYUHSETCS MPABUIIY BEEPOBUIHOIO CHMIOAHAIBHOTO pocta. Och mobera
npuoOpeTaeT OuaaTepabHy0 CHMMETPHIO, HIIM, CTPOrO IOBOPS, CHMMETPUIO
CKOJIB3AIIETO OTPAXKEHUS.

115



[IpennoxeHHBI MEXaHU3M PETYIISIIUHA MOKET OBITH MCIIOIB30BAH JJIs1 00B-
SICHEHUSI OTHOCHTEIILHOTO TIOCTOSTHCTBA PACCTOSTHUM MEXy moOeraMu Ha CTo-
none (puc. 5) (Mapdenun, Kocesuu, 1984b; Kocesuu, Mapdenun, 1986). Kpome
TOTO, YKe MEPBOC MEKI0y3Iue odera, pa3BUBAIOILIEroCs Ha CTOJIOHE, (hOpMHU-
pyercsi OunaTepalibHO-CUMMETPUYHBIM, KaK U JTF000H BTOPUIHOE MEKIOY3IIHE.
YV Takoro MexI0y371st MOXKHO Pa3THIUTh MPUIISKANTYTO (K BEPXYIIKE CTOIOHA)
M OTCTOSIIYIO (CMOTPSIIYIO K IEHTPY KOJIOHHUH, K OCHOBAaHHIO CTOJIOHA) CTOPO-
HBI. DTO OOBSCHSET OPUSHTAIIUIO IIEPBOTO MEXKJIOY3IIUsI TOOETa OTHOCUTEILHO
HaIpaBJICHHUS POCTa CTOJOHA (pUC. 16) Y BUJIOB TEKATHBIX THAPOHJIOB C CHM-
MOJIUaTbHBIM BEEPOBUIHBIM THUIIOM POCTA MMOOETOB U TUAPAHTAMH C HOXKKAMH.

[lepexosa OT BeepOBUIHOTO CUMIIOAMAIBHOTO THIIA POCTA MOOETOB K CEPIIO-
BHIHOMY (pHC. 22) TpeOyeT ABYX TOTIOTHUTEIBHBIX «ycIoBHi. [lepBoe — oTCyT-
CTBHE YETKO BBIPAYKEHHOW HOXKKH TUAPOTEKH (prc. 6). B Takom cirydae mmo mepe
(hOopMUPOBAHUS MEKI0Y3TUS TPOUCXOUT IMIOCTETICHHOE YBEITNYCHHE JHaMeTpa
BEPXYIIKH POCTA, 00CCIIEYNBAIOIICE IIJIABHBIH MEPEX0 MEXKTY MEKIOY3IIUEM H
OCHOBaHHUEM THAPOTEKH. Takoe M3MCHEHUE B OPTaHM3AI[UU MEXKJI0Y3JIUs Jallle
BCEro KOPPEIUPYET C YMEHBIICHHEM HHTHOMPYIONICr0 BIMSHHUS THJpaHTa Ha
WHUNHALHAIO OYePEeHON BEpXYIIKH pocTa modera. ITo 03HAYAET, YTO OUYepe]-
Has BEpPXYIIKa pOCTa 3aKJIAJBIBACTCS B OCHOBAHUH THAPAHTA.

Cpenu BUJIOB TEKATHBIX THAPOUIOB C BECPOBHIHBIM CUMIOAUATBHBIM TH-
MOM POCTa MOOETOB MOKHO MPOCICIUTh TCHICHIIUIO K YBEIUYCHHUIO TUAMETPa
BEPXYIIKH pocTa nobera no Mmepe GopMHUPOBAHUS MEKIOY3JIUS U IO MEpe Po-
cra mobera (mamp., Pyataeva, Kosevich, 2008a; IlstaeBa, KoceBmu, 2008). B
HBOJIOLIMOHHOM TIJIAHE 9TO MPUBOIUT K (POPMUPOBAHUIO MTOOETOB C CUATUYNMH
THIPOTEKAMH, a TAK)KE€ YACTUYHOMY WIIU MOJTHOMY «CPACTaHHIO» THIPOTEK CO
cTBOJIOM T100era (puc. 60-2). OnMHAKO B OONBITMHCTBE CIyYaeB CUMITOIUATBHBIN
BECPOBHJIHBIN THII POCTa TAKUX IMOOETOB OCTACTCs y3HABaeMbIM. BmecTe ¢ Tem
MIEPBUYHOE MEXKJIOY3JIHE 00eTra, pa3BUBAIOIIETOCS U3 OCEBIICH JIMUUHKH, OCTa-
eTcs pagualibHO-CUMMETPUIHBIM (pHC. 60).

Bropoe «ycroBue» mepexoqa OT BEEPOBHIHOTO CHMITOJHATBHOTO THIA K
CEPIIOBUIHOMY — ATO OTpaHWUYEHHE YBEIWUYECHHS JHaMeTpa BEPXYIIKH modera
o Mepe GOpMUPOBAHHS MEXKI0Y3THsl. BEITIOTHEHNE 3TOTO «YCIIOBHS» MPHBO-
JIUT K TOMY, 9YTO JHAMETP THAPOTEKU 3HAUYUTEIHHO MPEBHINIACT JUAMETD BEp-
XYIIKU pocTa B mpoiecce (GpopMUpoOBaHUS MPOKCUMATIBLHONW M CPEIHEH 4acTH
MeX0y3us (puc. 7a).

BrimonHenne 000uX MepevrCcIeHHBIX «yCIOBHID 00eCTIeduBaeT Mepexos K
CEPIIOBUIHOMY CHMIIOIMAIIEHOMY pocTy mobera. [lepBuunoe Mexpoy3nue co-
XpaHsIeT paJualbHO-CHMMETPUYHYIO (POpMY BHEITHEro ckenera. Takxke Kak
U TP BEEPOBUJIHOM CHMIIOJHAIIBHOM POCTE, JIF000e BTOPUYHOE MEXKI0Y3ITHE
OKa3bIBaeTCs OMIaTepaibHO-CUMMETPUYHBIM. OIHAKO B JAaHHOM Cityuae 0oJjiee
Bbicokoe I3 Ha npuiiexalieii CropoHe MEKI0y3JIMsI O3HAYaeT, YTO PACIIUPEHHE
BEPXYIIKH POCTa MPH Mepexojie K GOPMUPOBAHHUIO THIPOTEKH Ha MPHUIISKAIICH
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Puc. 6. I3MeHeHne opraHu3anuy no6eroB ¢ CHMIOINAIBHBIM POCTAM BCICACTBHE HCYE3HO-
BEHUS HOXKKH THJPaHTA: @ — CXeMa U3MEHEHUs] MeXI0y3JHs mobera Ipy HCUe3HOBEHHH HOXKKH
THpaHTa (BBIICJICHA CEPBIM I[BETOM); O-2 — IPUMEPHI TOSIBIICHUE «CUISTIUX» (0 U &) U CPOCIIUX-
¢l O CTBOJIOM 1o0era THIPOTEK (): 6 — TepMHUHANbHAs YacTh nodera Sertularella gigantea (cem.
Sertulariidae), ¢ — yuactok ctBosia modera Salacia articulata (cem. Sertulariidae) (mo: Cornelius,
1979), 2 — TepmunHaneHast 9acTh nodera Abietinaria abietina (cem. Sertulariidae), 0 — nepBuaHON
paanaibHO-CUMMETpUYHOE Mexoy3nue Hydrallmania falcata (cem. Sertulariidae).

CTOpPOHE HAUYMHAETCS PaHbIIe, YeM Ha oTcTosmel (puc. 7a, cp. puc. 42). B pe-
3yJbTaTe JAaKe «YCIOBHO PaHalIbHO-CUMMETPUYHAS» THIPOTEKA OKa3bIBACTCS
PacCIONOKEHHOW JTUCCHMMETPUYHO OTHOCHTEIILHO TJIABHOW OpalibHO-a0opaiib-
HOH OCH BTOPUYHOTO MEXIO0Yy3nus. [Ipy 3TOM MecTO MHHIMALNUN OYePEAHOM
BEPXYIIKH POCTa, COOTBETCTBYIOIIEE TAKOBOMY Y BUIOB C BECPOBUIHBIM CHUM-
MOJMANILHBIM POCTaM, OKa3bIBACTCSl PACIIONOKEHHBIM Ha OTCTOSIIEH CTOpPOHE
MEXI0Y3JIHsI B OCHOBAHUH THJIPOTEKH. VIMEHHO B 3TOM MECTE€ MaKCHMallbHOE
I3 u oTcyTCTBHE MHTHOMPYIOWIETO BIHSHUS CYHIECTBYIOIIETO THAPAHTa CO-
BIIaJIa€T C MAaKCHMAaJIbHOW TIOJIOKHUTEIIBHOW KPUBU3HOW mepucapka (puc. 7a)
(Kossevitch, 2002). Kak pe3ynbraT — Ha OCHOBE CXOJHOTO MEXaHHM3Ma PeryJis-
nuu (GopMooOpa30BaHUsI MBI MOJy4aeM CEPIIOBUIHBIA BapHaHT CUMIIONUATb-
HOT'0 pocTa 1mo0OeroB, KOrjaa Bce THAPOTEKH Ha OCH rodera (CTBOJA MIJIM BETBH)
pacroyiaratoTcsl Ha OHOH CTopoHe (puc. 70, 6).

Mps1 paccmoTpenu GOopMUPOBaHHE OCHOBHBIX, 0a30BBIX BapHAHTOB IMTOOETOB
y TEKaTHBIX THAPOUIOB. B NeHCTBUTEIBLHOCTH, pa3HOOOpa3ue BAPHAHTOB IPO-

117



Puc. 7. I3MeHenune opraHu3aliy MOOErOB ¢ CHMIIOAMAIBHEIM POCTaM BCIECTBHE HCUE3-
HOBEHHsSI HOXXKU THPAHTA M OTPAHUYCHUS YBEIHUCHHs [HAMETPa BEPXYLIKH POCTa IO Mepe
(hopMUPOBaHUS MEXKA0Y3Hs 10 HOPMUPOBAHUS THAPOTEKU: @ — cxeMa (HOPMHUPOBAHUS BTO-
PUYHOIO MEXKIO0Y3JIUsl HAa TEPBHYHOM pajUalibHO-CHMMETPHYHOM; CEPBIM I[BETOM BBIJCIICHA
001acTh «3amnpeTa Ha GOPMUPOBAHUE» BEPXYIIKUA POCTA, MPSIMOYTOIBHUKOM — 30Ha 3aKJaJKH
OUePEHOM BEPXYIIKHU POCTa 00era; 6-6 — MpUMephl MOOETOB ¢ CEPIIOBUIHBIM CUMITOHATBHBIM
THIoM pocta: 6 —nober Ophinella parasitica (cem. Kirchenpaueriidae) (mo: Bouillon et al., 2006),
6 — y4acTok BeTBU Halopteris alternate (cem. Halopterididae) (mo: Agis et al., 2001); oBp — MmecTO
3aKJIaJJK1 OYePEHON BEpXYyIIKH POCTA HA BTOPMYHOM MEX/0Y3JINH rodera.

CTPAaHCTBEHHOW OpraHW3aIlu{ IMOOETOB M UX CHMMETPHHHBIX (OpM B TaHHOMN
TPYIIE )XUBOTHBIX TOPa3/10 BHIIIE. ITO CBA3aHO C TEM, UTO Y MHOTHX BHJIOB Te-
KaTHBIX THAPOHJIOB CO CIIOKHO OpraHU30BAaHHBIMU MOOEramMu psiji apaMeTpOB
pa3BUTHs (M3MEHEHHE TMaMeTpa BEPXyIIKH POCTa, pACCTOSTHUE HHTHOMPYIOILIe-
T'0 BO3/ICHCTBHUS CYIIECTBYIOMINX CTPYKTYP Ha 3aKJIaJAKy CXOTHBIX 00pa30BaHMI
1 T. I1.) MOTYT H3MEHSATRLCS B 3aBUCHUMOCTH OT MECTa MOJIO’KEHUI Ha TIobere (Bep-
XyIIIKa pocTa CTBOJA, OOKOBOH BeTBH 1-r0, 2-T0 TIOpsAKa) UK B KOJIOHUH (TIep-
BUYHBIN TOOET, BTOPUYHBIN TOOeT U T. 1.). B pe3ynbrare, MpocTpaHCTBEHHAS
opraHu3ainus U CMMMeTpuiiHas Gopma dacteil moderos (CTBOJ, BETBH Pa3HOTO
MOpSIAKA | T. T1.) MOXKET OBITh pa3Hoil. [IpuMepbl 3TOMy WHOTIa BCTPEYAIOTCS B
onncanunu BunoB (Haymos, 1960; Bouillon et al., 2004), HO moapoOHO W3yYeHBI
UG A1 HebombImmoro yucia BumoB ruapounos (Kocesna, Mapdenun, 1986;
Koceruu, 1991a, 2003; Kosevich, 2006; Pyataeva, Kosevich, 2008b; Ilsraesa,
Kocesuy, 2008). OTu Bapuaiy MOryT ObITh OOBSCHEHBI C MO3UIUN OJTHOH 00-
Cy’KJIaeMOI MOJICIIH, C YYETOM BapbUPOBAHUS TAPAMETPOB.
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3AKJIIOYEHUE

Ha ocHoBe omHOTO U TOTO XK€ 6a30BOTO MEXaHU3Ma PETYIAIuu hopMoodpa-
3oBaHus (Mozenb bepkuna (Berking, 2003, 2006), ocHOBaHHasi Ha THUIIOTE3aX
«TO3UIMOHHON WH(OpPMAaIUU» U «CaMO-aKTHUBAIlMH W JIATePaIbHOIO HMHTHOU-
POBaHUS») BOZMOKHO 00BSICHEHUE TPOCTPAHCTBEHHOW OPraHU3aI[M OCHOBHBIX
BapUAHTOB MMOOErOB y TEKATHBIX THAPOUIOB. BaXHBIMU mapamMeTpamMu pa3Bu-
THSI OKa3bIBAOTCS TUAMETP BEPXYIIKUA pocTa (OCHOBHOI'O MOP(OreHETHUECKO-
TO MOZYJIS KOJIOHWH) M BpeMs 3aKJIaJKN O4epPEIHON BEPXYIIKHA POCTa OTHOCH-
TEITFHO MOMEHTA 3aBepIIeHUs (OPMUPOBAHMS MATEPUHCKON CTPYKTYPHI (MEX-
noysnus) (Kocesuu, 2012). Ecnu Hame mpennoyiokeHUe BEpHO W PEeryJisius
(hopMo0OOpa3oBaHKs Yy KOJIOHUATBHBIX TEKATHBIX THPOUIOB OCYIECTBISCTCS
Ha OCHOBE MOJIe]IU bepkrHa, TO MBI MOJy4aeM OTBET Ha BOIMPOC, ITOYEMY Y KH-
BOTHBIX C Ipeodiajaronmell paarnallbHOH CUMMETpUei HabironaeTcs epexos
K OWiaTepabHONH CHMMETPHUH WJIH KOMOWHAITMU OWJIaTepajbHOM CHMMETPHH
(Momyneit) ¢ cHMMeTpHel CKOJIB3SIIETr0 OTPakeHUs (II00ET KOJOHWUHU B IEJIOM).
B ocHOBe Takoro M3MeHEeHUsI CHMMETPUHHBIX OTHOIICHUH JIKUT W3HAYAIBHO
UKJIMYECKUH XapakTep popMooOpa3oBaHus TEKATHBIX TUAPOUI0B. CBsi3b (hop-
MOOOPa30BaTEIbHBIX I[UKJIOB C CHMMETPUHHBIMU (hOpMaMU B JIAHHOM Cllydae
MOJTBEPIKIACTCS TEM, YTO CXOIHBIC MMPOCTPAHCTBEHHBIC OTHOILICHUS MOMYJICH
00HApYKUBAIOTCS Y HEPOJACTBEHHBIX OPraHU3MOB, HAIIPUMED,  PA3HBIX TPYIII
pacTeHul 1 KOJIOHUANBHBIX Tuipon1oB (Mamkaes, 2004).

Ha naHHBIT MOMEHT CIIOKHBIMH JIJIsl TIOHUMaHUsI ¥ OOBSICHCHHS OCTArOT-
Csl IPUYMHBI U3MCHEHHUsSI JUaMeTpa BEPXYIIKU POCTa — HE B TCUCHUE OJIHOTO
MOP(OTreHETHYESCKOTrO IUKJIA, @ B OHTOI'CHE3¢ HEKOTOPBIX BHJIOB THJIPOUJIOB,
Y B 3BOJIIOLMM 3TOW TPyMIbl B 1iejoM. [1naH opraHu3anuu TUApOUIHBIX OCTa-
eTcsi OUYeHb KOHCEPBAaTHMBHBIM, M MOXHO OBLIO ObI OXHJATh, YTO M MEXaHU3M
MO ACPKAHMS Pa3MePOB (B MIEPBYIO OYepeb — JUAMETPa IBYXCIOHHONW TPyOKH
Tea) COXpaHsETCs y BCeX MpeAcTaBuTeNiell. BMecte ¢ TeM, aHATU3 peanbHBIX
(opM MoOKa3bIBaCT, UTO JUAMETP TPYOKH Teia Jaxke B MpejesiaX OJHOTO opra-
HU3Ma MOXET Pa3jInvarhCs Y4yTh JIM HE Ha NOPsAoK. [Ipenioxkena Moiens, mo-
3BOJISIIONIAsL OOBSICHUTH (DOPMUPOBAHUE TPYOUATHIX CTPYKTYP M MOJACPKAHUEC
WX TIPOTIOPIINHA, OCHOBaHHAS HA MEXaHU3MeE «JIaTEPATbHON aKTUBALIMH B3aUMHO
MCKITIOYAIOMINX KJIETOYHBIX cocTossHmin» (Berking, Herrmann, 2010) (ocHOBaH-
Hasl, B TOM YHCIIE, U Ha THIIOTE3€ «CaMO-aKTUBAIlUH U JIATepaIbHOTO HHTHOUPO-
BaHHS»). DTa MOJIETb TAK)KE OCHOBaHA Ha CYIIECTBOBAHUU HEKOTOPBIX CUTHAIIb-
HBIX MEXaHU3MOB WK «MOp(oreHoB». OMHUMU U3 KaHJIUJIATOB B MOP(OreHe-
TUYCCKH BaKHBIC CUT'HAJIBHBIC MEXaHU3MbI Y CTPEKAIOIIMX B MOCIICIHEE BPEMSI
paccMaTpuBaIOTCS dJIEMEHTHl Wnt-curHanmbpHOTO TIyTH (Wht, b-catenin n Icf)
(Hobmayer et al., 2000; Hoffmann, Kroiher, 2001; Guder et al., 20006).

JpyToii COXHBIN NI MOHUMAHUS BOIIPOC — 3TO HAIMYNE WIH OTCYyTCTBUE
HOXKH THAPOTEKH Y TEKATHBIX THAPOUI0B. Hamnure HOXKKY THIPOTEKH Orpa-
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HUYMBAET IOTEHIMAIBHOE Pa3HOOOpasHe HPOCTPAHCTBEHHOM OpraHu3aluu
no0eroB HEMHOT'OYMCICHHBIMH BapHalMsIMH, OCHOBAaHHBIMU HA BEECPOBUAHOM
CUMIIOJIUATIBHOM THUIIE pocTa. DyHKIIMOHATbHBIE TPEUMYIIIECTBA HATUYHS HOXK-
KM THAPOTEKH OYEBUAHBI (ONpeesieHHass THOKOCTb, TPEA0TBPALIAIoNIas H3JI0oM
neprucapKkaJbHON TPyOKM HAa CHIIBHOM TE€UEHHH), HO HE OUYEBHIHBI MEXaHH3MBI
U IPUYMHBI KIOTEPU» WU KIPUOOPETEHUS» HOKKH B 3BOJIIOLIOHHOM IIJIAHE.

ABTOp BeIpaxkaeT omarogapHocth mpod. 1. bepkuny u ap-py K. Xepmany
(3oosornuecknii HHCTUTYT YHuUBepcuTeTa I. Kénbha, ['epManns) 3a KOHCTPYK-
THUBHOE 00CYKJCHUE MPOOIIEMBI.
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A SYMMETRY IN THE THECAPHORE HYDROZOA COLONIES
(CNIDARIA, HYDROIDOMEDUSA, LEPTOMEDUSAE):
TRANSITION FROM RADIAL TO BILATERAL SYMMETRY

I.A. Kosevich

Hydroid polyps (Cnidaria, Hydrozoa) are characterized with the dominated radial
symmetry. With the help of Berking’s model (Berking 2003, 2006), which is based on
the position information and “self-activation and lateral inhibition” hypothesis, we ana-
lyzed the transition from radial symmetry of the primary module to a bilateral sym-
metry or glide symmetry of complex shoots among thecaphore hydroids (subclass Lep-
tomedusae). We showed that regulating of three-dimensional structure and alteration of
symmetry type are side effects of mechanisms of the modular organisms development’s
regulation, which are based on cyclic morphogenesis.

Keywords: colonial hydrozoa, cyclic morphogenesis, radial symmetry, position in-
formation, model.
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ABYCTOPOHHASA CUMMETPUS B OHTOI'EHE3E
WU TIPU PETEHEPAIIUM Y PYT'O3 (CNIDARIA; ITAJIEO30M)

© 2013 C.B. Po:xxnos
Haneonmonoeuueckuii uncmumym um. A.A. bopucaxa PAH, Mocksa
rozhnov@paleo.ru

[upoxoe pacmpocTpaHeHHe OOKOBOI'O MPUKPEIICHHUS y OTMHOYHBIX
PYro3 yka3pIBaeT Ha OCElaHUE U MPUKPEIJICHHE X JIMUYNHOK OpPIOIIHON
cTopoHO#. IIOCKOCTH CHMMETpPUHM KOpajuluTa pyro3, o0O3HaYEeHHas
IJIABHOW ¥ MPOTHBOMOJIOXKHON CENTaMHU, COBMAAAET C MIOCKOCTHIO CUM-
METPUU JINYUHKHU, Ha YTO yKa3bIBACT PACIIOIOKCHHUE TTIAaBHOM CENTHI U
pyOI1a MpUKpeIUIeHHs Ha OTHOI CTOPOHE KOPAJUIUTA. DTO ¢ OOJIBINION Be-
POATHOCTBIO CBUAETENLCTBYET O IPUCYTCTBUH Y TMYUHKHU PYTO3 MTAPHBIX
ME3EHTEPHEB, MO KpaitHell mMepe, Ha OprolIHON cTopoHe. becckeneTHbie
MpeIKU Pyro3, HENOCPEACTBEHHbIE WM yJaJeHHbIe, UMEIU IIaHyJI00-
OpasHbIi 00JIMK 1 OPIONIHYTO, a, BOSMOXHO, ¥ CIIMHHYIO Napy Me3eHTe-
pueB. OHE Bexy OCHTOCHBIN 00pa3 KU3HH, 01331 Ha OPIOITHON CTOPOHE,
U NUATAJIUCHh TOHHOW I0JIypa3iIokKHUBILIEHCS opraHukoi. M3yuenue pere-
HEpalNH y pyTo3 MOoKa3ayo, 4TO Ha CKEJIEeTE MOTJIH OBITh OTPa’keHBI BCE
TPH PEreHEePalMOHHBIX MYTH (3MUMOP(O3, MOpGasIaKCHC U KOMIIEHCa-
LMOHHasI pereHepanus). Mopdaiakcuc IposiBISIICS B BUJE HEOOIBIINX
MIOYEK Ha ITOTHOIIeM MaTepUHCKOM KopaJlauTe. Vi3ydyeHue pa3BUTHS 3THX
MOYEK TT0Ka3aJIo, YTO (JOPMUPOBAHME CENT y HUX OPraHU30BBIBAJIOCH IO
BIIMSTHUEM pelibe(ha HOBEPXHOCTH MATEPUHCKOTO KOPAJJINTa, Ha KOTOPOM
HAXOJIMJICS 3a4aTOK. Me3eHTepHH Ha PaHHUX CTAAMUSIX Pa3BUTHUS MOYCK,
BUJIUMO, OTCYTCTBOBAJIH.

Knrouegvle crnosa: pyrossl, kKapOooH, perenepaius, Mopgasiakcuc, Me3eHTe-
pHUH, OHTOT'eHE3,IIaHyIIa, CPABHUTEIbHASI MOP(OIOTHSL.

BBEJIEHHUE

Pyro3s! siBisitoTCS MOP(hOIOTrHYECKH XOPOIIO OYEPUESHHOHN TPYIINON maje-
030MCKHX KOPAJIJIOB, JAJIsI KOTOPOM XapaKTePHbI KaJIbIIUTOBBIHN CKEJIET, TOCTPO-
EHHBI cenTaMi OOBIYHO JBYX IOPSIKOB, PACIIONOKEHHBIX OWMIaTepaIbHO
U B OHTOI'€HE3€ MOSBIAIOUIUXCA B YETHIPEX CEKTOPAX, TOPU3OHTAIBHbBIC THU-
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I1a B HEHTPAJIbHOH YacTH KOPAJJINTa U JUCCEHNUMEHTHI B Nepudeprnyeckon
YacTH, SMMTEKa, TOKPBIBaIOMIasi 00KOBYIO MOBEPXHOCTH KopayinTa (Scrutton,
1997). OOBIYHO WX paccMaTPHUBAIOT B paHIe OTPsAa CPEeOu APYTHX JEBATH
OTps1I0B B moakiacce Zoantharia knacca Anthozoa tuna Cnidaria (Scrutton,
1997). Ha3zpanue pyro3ssl Jjis HuX ObLI0 BBeneHo [ DnBapacom u JI. Xelimom
(Edwards, Haime, 1850) n3-3a cHIbHO MOPIIMHUCTON MUTeKH. Hepenko nx
Ha3bIBAIOT YETHIPEXJIYUEBBIMU KOPAJIJIAMHU H3-3a 3aJI0KEHHUSI CENT B YEThIPEX
CEKTOpax, WM NTEPOKOpaIaMH M3-3a MOJYyYaIOMerocsi Py TAKOM 3ajloxke-
HUH CENT UX NEPUCTOM PUCYHKE Ha MONEepeyHOM cpe3e KopasmuTa. Cpean ot-
psiaa pyros BeIACHSAIOTCS 17 TPy MOAOTPSAHOTO paHra, GUIOreHeTHIYEeCKUE
OTHOIIEHUS MEXJIY KOTOPBIMH HEIOCTaToO4HO sicHBI (Scrutton, 1997). DTo0
CBS3aHO, C OZIHOH CTOPOHBI, C OTCYTCTBUEM HEPEXOAHBIX (POPM MEXKAY HUMH,
a C Ipyroil CTOPOHBI, C OTPHIBOYHON M3yUEHHOCTHIO MOP(OJIOTHH UX CKEJIeTa
Ha PaHHMUX CTAJUAX €ro pa3BUTHS. JJocTaTOUHO TEMHON OCTAETCs MPOUCXOXK-
JEHUE PYTO3 B IEJIOM U UX CBS3b CO CMEHUBIIMMHU MX B ME30KalHO30HCKUX
coo0liecTBax IMECTUIYYEBBIMH KopalliaMu (ckiepakTuHusmu). [locnemanue
JIOCTATOYHO CXOJIHBI C PyTr03aMu 10 o01ieMy 00JUKY, HO UMEIOT H PsiJl CyIIe-
CTBEHHBIX OTJIMYMMH, 3aCTABJISIIOLINX COMHEBATHCS B IPABUIIBHOCTH IPEIIIO-
JIOKEHHS O Pyro3ax Kak Mpejakax ckiepakTuHuiu (003op cm. Kemrep, 2012;
Budd et al., 2010; Stolarski et al., 2011). Cpeau 3TuX OTAMYUN QUTYPUPYIOT
0COOEHHOCTH 3aJIOKEHUSI CENT, KAJIBIUTOBBIN CKEJET Y pyTro3 B MPOTUBOIO-
JIO)KHOCTh aparOHUTOBOMY Y CKIIEPaKTHHHH, FepMaTUITHOCTh MEJIKOBOIHBIX
CKJIEPaKTHHUN U arepMaTHIIHOCTh BceX pyro3. ComocTtasienune Mopdosaornu
CKeJIeTa pyro3 u JeTajieil ero OHTOreHETUUYECKOro Pa3BUTHS ¢ Mopdooruei
CKeJleTa, MSTKUX TKaHEeH M JINYMHOYHBIM Pa3BUTHEM CKJIEPAKTHHHUH JaeT HO-
BbIC BOBMOXKHOCTH JJIS1 PEKOHCTPYKLUH (PUIIOTEHETUYECKON CBSA3HM 3THX ABYX
TPYIIL, XOTS U CTaBUT IIPH 3TOM HOBBIE MpooOieMbl. Cpeau 3Tux npobiem He
TOJIBKO BO3MOXXHOCTH MEPECTPONUKH 3aJ0KCHUS YETHIPEXITYyUEeBOI'0 TIEPUCTO-
r'0 3aJI0KEHUS CeNT y Pyro3 B LUKJINUYECKOE MIECTHIIYUEBOC UX 3aJI0KEHUE Y
CKJIEPAaKTHHUH, HO ¥ NPUYMHA IHUPOKOTO0 PACHPOCTPAaHEHUsI OOKOBOI'O MpH-
KpEIJICHUs Y OAMHOYHBIX Pyro3 M BONPOC HAJIUYHUS Y PYTro3 ME3eHTEpHUEB.
Ecnu mepBomy Bompocy nocBsiteHa Oosipmas Juteparypa (063op cm. Oliver,
1980, 1996; Nnvuna, 1984; Kennep, 2012; Kyssmuuena, 2002; Scrutton, 1997),
TO TMOCIICAHUE JABE MPOOIEMBI JIe)KAT HECKOJIBKO B CTOPOHE OT OCHOBHBIX Ha-
HpaBJICHUN U3yUYeHUs 3TUX ABYX rpynn. OHM NPEeuMyIIeCTBEHHO U paccMa-
TPUBAIOTCS B JaHHOM cTaThe. HecMOTpst Ha HEIOCTATOYHYIO ONPEACIICHHOCTh
(GUIOreHEeTHYECKUX OTHOIIECHUH PYTO3 U CKIEPAKTUHUN, MOP(OJIOTUI U OH-
TOTEHE3 COBPEMEHHBIX MPEACTaBUTEICH CKICPaKTUHUN JaloT OOraThli cpas-
HUTENBHBI MaTepHas JJIsi PEKOHCTPYKIIMH MSATKOI'O Tejla U 0OCOOCHHOCTEH
WHJIMBHYaJIbHOTO Pa3BUTHUSI PYTO3.
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PA3BUTME JIMUYMHKHN Y COBPEMEHHbBIX CKJIEPAKTUHUI
N HAYAJIO 3AJIOXKEHUA YV HUX CEIIT

Jl1st coBpeMEHHBIX HIECTHUIIYUYEBBIX KOPaJJIOB XapaKTepHa CBOOOIHO-IIIA-
BaroIas TMYMHKA, Ha3bIBaeMas Tutanyiou (0030p cm. Fadlallah, 1983). Mopdo-
JIOTMYECKUI YPOBEHb OPTaHN3alNH TIJIaHYJIbl BAPbUPYET B IIUPOKUX Mpeaenax
(Heltzel, Babcock, 2002). On MOkeT COOTBETCTBOBATH TOJILKO YTO MPOIIC/IICH
racTpyJssiliui, MOXKET OTBEYaTh HAYaJIbHBIM CTaJHsIM (HOPMHUPOBAHHS MOTUTIA,
y2Ke HMesl POT, CTOMOJEYM U IOJIHBIN Ha0Op NEepBUUYHBIX Me3eHTepueB. Bozmox-
HBI Pa3HOOOPa3HbIC MPOMEXKYTOUHBIE MEKIY STUMH JIByMsI KpatHUMU CTaIdHsI-
MU pa3BUTHUA I1aHyJbl. Dopma MIaHyIbl MOKET 3HAUMTEIBHO BAPbUPOBATH, HO
B LIEJIOM OHA BBITSIHYTasl BIOJb OpalibHO-a00pajbHOM ocH. AOOpaIbHBIN KOHEIl
MJIaHyNbl HanOoJiee MIUPOKHN M SIBISIETCS MEPEAHUM TPU JIBM)KEHUH JIMUWH-
ku. Pazmepsl mutanysbl 0ObIYHO JOBOJBHO OOJNbINKE — 1-2 MM MpH OTICICHUH
OT poIUTENbCcKoro nonuna. Ho Hepeqko OHW 3HAYMTENHHO MeHbIe. MHOTHe
IJIAHYJIBI MOTYT IUTAThCS, 3aXBATHIBAS IUILIEBbIC YACTULIBI C IOMOLILIO MYKYC-
HOHM CeTH MJIU C TIOMOILBIO0 PECHUYEK, IEPEMEIIAIOIINX TOKOM BOJbI YACTHLIBI C
abopaNbHOTO MOJIOCA K OPaJbHOMY, TJIe OHM MONataioT B poT. Ho ams MHOrHX
MJIaHYJ HET HEOOXOAMMOCTH B CIIEMATILHOM yJIaBIMBAaHUH MMULIH, TAK KaK OHH
JIJIs1 MATAHUS UCTIONB3YIOT JKEJITOK, a OcelaloT uepe3 1-2 nHs mocie Havyaa ca-
MOCTOSATEIBHON OT POAUTEILCKOTO IIOJIMIA )KU3HU. BOJIBIINHCTBO IIJIaHYJI CBO-
00/IHO TIABAIOT B TOJILIE BOJbI, XOTSI HEKOTOPOE KOPOTKOE BpeMsl B HavaJe ca-
MOCTOSATEIBHOM KU3HHU MOJ3aI0T 110 cyocTpary. HekoTopble mitaHy bl SBIISIIOTCS
CTPOro OEHTOCHBIMHU U MOTYT TOJIBKO MOJI3aTh 1O cyOcTpatry. OOBIYHO TIIAHYIIBI
MpeTepreBaT Hayaao MeTaMopdo3a B MOJHII elIe TIepel OCaXACHUEM Ha CyO-
ctpar. HecMoTpst Ha TO, 4TO MHOTHE KOPAJUIBI CIIOCOOHBI KUTh Ha MSITKOM I'pyH-
T€, JIs IPUKPEIJICH U] I1JIaHYJIbl HEOOXOAMM XOTs1 Obl MaJIeHbKUH TBEPbIH 00b-
eKT Ha JHE AJIA CLEIJICHUS CO CKeJIeTHBIM MatepuaiioM. [Ipukperuienue npouc-
XOIUT a0OpaJIbHBIM HONIOCOM, TAe (OPMHUPYETCs MaJeHbKast HPUKpPENUTeNbHas
MOJOIIBA, HAJl KOTOPOH 00pa3yeTcsi KOHYCOBUIHBIH SMUTEKAIbHBIN CKEJET C
aparonuToBbiMH centamu BHyTpu (Wells, 1956). Otu centsl popMHpYIOTCS B
CKJIQJIKaX MSITKOM CTEHKH TIOJIMIIA, Pa3JICISIONIYI0 €ro MOJIOCTh Tela Ha CeK-
Topa. KanpuuToBble CenThl CKIEPAKTUHUNH U COOTBETCTBYIOILUE UM CKJIAAKH
BHYTPU TOJIOCTH TIOJIMIIA BOSHUKAIOT MO MOJIENIH, KOTOPYIO UM OPraHU3YIOT I10-
SBHBILIHUECS paHee, elle y MIaHyIbl, IEPBUYHBIC TaPbl ME3EHTEPUECB.

MeseHTepur MOJHUNA CKICPAKTUHUN MPEACTABISIOT COOOH MPOAOJIbHBIC
MEePEropoJIKi racTpalibHON TOJIOCTH TOJTHUIA, CIOKEHHbBIE CKIIaJIKOW SHTOMAEP-
MBI CO CJIOEM ME30IJIEH BHYTPH, U JEJISILHKE [10JOCTh HAa FacTPalbHbIE KAPMaHBI
(puc. 1). Orm 06pa3yroT mapel, 00pa3yonre HECKOIBKO TTOPSIKOB, B IEPBOM U3
KOTOPBIX IIECTh Tap, a B MOCICAYIOMNX YHCII0, KpaTHOe mecth (Wells, 1956).
Cpenu 1ecTy map ME3eHTEPHUEB NIEPBOTO MOPSIKA BbIACISIETCS Mapa TaKk Ha3bl-
BaEMBIX HAMPABIAIOIIUX ME3CHTEPHEB, KOTOPbIE BMECTE C LIECJICBUIHBIM PTOM
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u  cudoHornmudamu, IMPEACTABIISIONTUMHA
co00i1 pecHHYHBIE OOPO3AKH B YIIIaX TIIOT-
K{, MapKHUPYIOT MJIOCKOCTH JBYCTOPOHHEU
CUMMETpHUU. ME3eHTEpUU HECYT Ha OJHOU
A3 CBOMX CTOPOH IPOJOJIBHBIE MYCKYJIBI-
pPETPAaKTOpPbl B BUJE BAJIMKOB, IPOTATHUBA-
IOLUXCST BIOJIb OJJHOM U3 CTOPOH KaXAOro
ME3CHTEpUs. Y HaMpaBIsSIOMIKUX Map ME3EH-
TEPUEB ATHU BAJIMKHU PACIIOJIOKEHBI CHAPY KU
racTpajbHOr0 KapMaHa W HANpaBJCHBI B
pa3Hble CTOPOHBI. Y OCTaJbHBIX OHM pac-
IIOJIOXKEHBI BHYTPU WM HAIIPABIEHBI IPyr K
Puc. 1. DuTocentst u sk30CenTEl  puyury (Wells, 1956). Takoe pacronoxeHue
y CKJICPAaKTHHUI (YepHBIC) U UX pac-
HofokeHUe oTHOCHTeNbHO map me-  MPOMOTMBHBIX MYCKYINBHBIX BAJHKOB €IIIe
3eHTEpPHEB (Cepble) C MYCKYIbHBIMHU CUJIbHEE MOJAYCPKHUBACT JBYCTOPOHHIOIO
BAJIMKAMH HA OJIHOH M3 CTOPOH (1O CUMMETpPHUIO IIOJIMIIA U OTPAXKaeTCs Ha pac-
Wells, Hill, 1956). ITugpamu nokasan IIOJIOKEHUHN IMYIIAJIELl, TaK KakK II0JIOCTH
TMOPANOK ITOABJICHUSA CEIIT.
HIyTayier MpefacTaBiIseT coO00H MPomoIKe-
HUE TOJIOCTH TacTpasibHBIX KapMaHOB. W3-
BECTKOBBIE CEIITHI [IEPBOrO MOPSAJKAa U COOTBETCTBYIOLIME UM CKJIAAKU CTEHKHU
TeJa MOJHUIA MOSIBISIIOTCS MEXAY Me3eHTepusiMu (puc. 1). Centsl nepBoro mo-
psAKa NOABIAIOTCS BHYTPU racTpaIbHOrO KapMaHa Kak oW Mapbl ME3EHTEPUEB
nepBoro mnopsnaka. [loaTomy oHuM Ha3eIBarOTCS dHTOCcenTaMu. Cpeau SHTOCEIT
BBIICTISFOTCS TJaBHAS M MPOTHUBOIOJIOXKHAS CENTHI, (DOPMHUPYIOMIHECS B COOT-
BETCTBYIOLUX IaCTpajbHbIX KapMaHax HalpaBJAOIIUX Me3eHTepueB. OHu co-
OTBETCTBYIOT OpIOIIHOW W CIUHHOW CTOPOHE ILIAHYJIBI, TJIe, COOTBETCTBEHHO,
(hOPMUPYIOTCS HANIPABIISIOIINE ME3CHTEPUH.

OCOBEHHOCTHU 3AJIOXEHWA CEIIT ¥V PYT'O3

3ali0KeHUE CeNT U3YyYeHO Y MHOTHX PYro3, XOTs CaMble paHHUE CTaJIUH,
OTpaXkarlue MOCIEA0BATEIBHOCTh 3aJI0KEHHUS MPOTOCENT JAIeKO HE Bceraa
yaaeTcst peKoHCTpyHupoBath (0030p cm. Oliver, 1980, 1996; Hill, 1981; Scrutton,
1997). HecMoTpst Ha pa3zHo0Opa3ue cenTajbHOro arapara y pyros, Mojeib Gop-
MHPOBAHUS CETIT B OCHOBHOM CBOAMTCS K Kiiaccuueckoi cxeme (puc. 2). Ilocne
MPHUKPETJICHUS MIJIaHYJIbl CHavYalla pa3BUBACTCS MaJeHbKHI, 0OBIYHO MEHbIIIE |
MM, aceNTaIbHBIA KyOOK. 3aTeM TOSBIAIOTCS JBE OOINBIITHE CENTHl — IJIaBHAS
(cardinal — C), Ha cTopoHe KyOKa ¢ pyOIlOM MPUKPEIIICHHS, U TPOTHBOIIOJIOK-
Has (counter — K) Ha mpOTHUBOIONIOXKHOM CTOpOHE KyOKa. Bckope 3Tu 1Be cenThl
MOT'YT COSIUHATHCS CBOMMH BHYTPEHHUMH KpasiMH, 00pasys eIMHYIO OCEBYIO
centy (axial septum). OceBas cenra MapKUPYET MJIOCKOCTh CUMMETPHH KOpaJ-
nuta. Bekope 6113 nepug)eprudeckoil 9acTH TIIABHON YaCTH MOSBIISICTCS CHMME-
TPUYHO PACTIOJIOKCHHAS CIIeYIOIas mapa OOJBIIUX CEINT, KOTOPhIC HA3bIBAIOT
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Puc. 2. TlocnenoBarensuble cragnu (1-8) mosiBIeHHs cenT B OHTOTeHe3e y pyro3 (1o Oliver,
1980). IIpoTocenTsl moKa3aHbl yTONIMEHHBIMU TUHUAMH: C — TaaBHas1, K — mpoTHBONONIOKHAS,
A — amsipHasi, KL — cocenssisi ¢ IpOTHBOIOIOKHOW; MeTacenTsl 0003HaueHsl nudppamu 1, 2, 3 B
MOPSIJIKE UX 3aJI0)KEHHSI; MaJIble CeNThl 0003HaYeHbl OyKBaMHU a, b, ¢ B MOPSIKE UX 3aJI0KSHHSL.

OOKOBBIMHU, WK aJisipHBIMH (alar septa — A). OHOH CTOPOHOW OHU YITHPAIOTCS B
CTEHKY KOpaJUINTa, a APYTOH MPUMBIKAIOT K 0ceBO# cernrTe. OMHOBPEMEHHO, FITH
YyTh MMOKE 3aKJIAJBIBACTCS Mapa CEIT CO CTOPOHBI MPOTHBOITOIOKHOM CETITHI.
Wx Ha3pIBalOT cOCeHME C IPOTUBONONIOKHON (counter-lateral — KL). Dtu nep-
BBIC IIIECTh CEIT HA3bIBAIOT MpOTOCenTaMu. Hepeako OHM MOTYT MOSBIATHCS
MPaKTUYECKHU OJHOBPEMEHHO. MHorma nocie ux oOpa3oBaHUs HACTYIMAeT He-
OorpIas may3a B MOSIBJICHUW HOBBIX CENT, TOCIIE KOTOPOU TOSBIISIOTCS CEMy-
IOII[e KPYITHBIE CETTHI, KOTOPhIE MPUHATO HA3bIBAaTh METACENTHl. MeTacenTsl
TIOSIBJISIIOTCS. TOJIBKO B YETHIPEX MECTaX: JIBa B MEKCENTAIEHOM ITPOMEXYTKE
PSZIOM C TJIABHOM CENTOH U JABa MEXTY OOKOBBIMHU U COCETHUMU C IMPOTUBOIIO-
JIOXKHOU. DTON K€ 3aKOHOMEPHOCTHU TMOJUYUHSCTCS M TOSBICHUE MAJbIX CEIIT.
TakuMm 00pa30M, BEIPHCOBBIBACTCSI MOJICIIb TICPUCTOTO MOSIBJICHHUS U JIBYCTOPOH-
HETO PACIOJOXKEHHS CEINT C MJIOCKOCTHI0 CUMMETPHUH, B KOTOPOU JIe)KaT IIaB-
Has ¥ MPOTHUBOIIOJIOKHASI CEMNTa, a Takke pydern nmpukperuieHus. Takum obpa-
30M, 3aJIOKEHUE CENT y Pyro3 3HAYUTEIHHO OTINYACTCS CBOCH TEPUCTOCTHIO
OT CKJIEpaKTHHUEBOW Mojiesin. [103TOMy BO3HUKAET BOIIPOC O HAIMYUH Y PyTo3
ME3CHTEPHEB.

bbIJIN JIM ME3EHTEPUU V PYT'O3?

PaccMoTpeHHBIE BbIlIE OCOOEHHOCTH MOP(HOJIOTHIECKOr0 COOTHOLICHHS
MSTKOTO TeJla U CKeJIeTa TOJIUIA MOYKHO TMEPEHECTH HAa PYTro3, PEKOHCTPYHPYS
pacroyioXKeHHEe y HUX ME3CHTEPUEB MO OCOOCHHOCTSIM DPACTIONIOKCHHS CETIT.
CkparoH (Scruton, 1997) Bcnen 3a Copaydom (Sorauf, 1993) nonaraet, 4to, 1o
KpaliHel Mepe, TJIaBHBIE CENTHI Y PYT03 SBJISIOTCS SHTOCENTaMH, TO €CTh (hop-
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MUPOBAJHCh B FaCTPaIbHOM KapMaHe MEX1y MapHbIMH Me3eHTepusiMu. OHY He
COTJIacHHI ¢ mpenmnonoxenueMm bupenxaiiga (Birenhide, 1965) 06 orcyrcTBum
y pyros mesentepueB. Ero mpeanonoskenue OblJI0O OCHOBAaHO HAa YTBEPKACHUM,
4YTO MCTACCIITHI Y pyTr03 BO3HUKAIOT PACHICIIIICHUCM CCIIT, TOABUBIINXCA PAHEEC,
1 9TO 3TOT MPOIECC CXOACH C 00pa30BaHUEM DK30CENT Yy CKICPaKTHHUHN. JIeh-
CTBUTEIIBHO, SK30CEITHI MOSIBISIIOTCS Y CKICPAKTHHHUN MEXy ME3eHTEpUah-
HBIMH MIAPaMU KaK CeNTaTbHBIN IIUKJI, MPE/IICCTBY MU CIeIyOMEMY ITUKITY
pa3BUTHUS NapHBIX Me3eHTepueB. Korna 3ToT ciaeayonuil LUK NapHbIX ME3€H-
TEPHEB TOSBISETCS, SK30CENThl PACHICTUISIOTCS, MPUCTIOCA0INBAICh K HOBBIM
napam ME3eHTEPUEB H COMTPOBOKIAAIONIUM HX SHTOCENTaM. DTOT IPOIECC U3Be-
CTeH Kak centaibHas cyocturyuus (Wells, 1956). OueBuHO, IPOIECC CeNTab-
HOTO PACHICTUICHUS y CKJICPAKTUHUI TOXKE CBSI3aH C Pa3BUTHEM ME3CHTEPHEB
U TI03TOMY HE MOXET CIYKHTh JIOKa3aTeILCTBOM OTCYTCTBHSI ME3CHTEPHEB Y
pyro3 (Scruton, 1997), kak npeanonoxun bupenxaiig (Birenhide, 1965). Tem ne
MCHEC, U 3TOT BbIBOJ IMOBHUCACT B BO3AYXE, TAK KaK, C OI[HOI\/'I CTOPOHBI, HACTOSA-
LM TPOLECC PaCIICIICHHsI CENIT Y PYTro3 IOBOJIEHO PEIOK U MOJACTH PACIIOJIO-
’KEHUS CENT HE COOTBETCTBYET MOJICTH, KOTOpasi Obl BBITEKAJIA U3 CYIICCTBOBA-
HUS y HAX CeNTaIbHON cyOCTUTYIMHU. C Ipyroil CTOPOHBI, 3aJI0KEHHE HOBBIX
CeNT MPOUCXOIUIIO0 HA Mepr(EepPHUUECKOM BBICTYIIC BISTUMBAHUS BBIICISIONICTO
CKEJIET CJI0s1, aCCOLMMPOBAHHOTO C Pa3BUBLICHCS HEITOCPEICTBEHHO MEPEA AITHM
cepueli cent (Scruton, 1997), ¥ 3TO MOXKET CBUACTEILCTBOBATH 00 OpPraHU3Y0-
IIeM BIMSHUU CENT Ha BO3HMKHOBEHUE CEIIT MOCIEyIONero nopsaka. [loaro-
MYy ISl pelieHust Tpo0IeMbl GUIOTeHETHYECKUX OTHOIICHUH pPyro3 ¢ IpyTruMH
rpymnnamMu KopaaioB HEOOXOIUMO OMPECTUTh BOSMOXKHYIO IEPBUYHYIO TIOCIIE-
JIOBATEJILHOCTh BKJIIOYEHUS MOP(OreHETHYECKHX MPOLECCOB, ONPEACISIOMNX
3aJI0)KEHUE ME3EHTEPHUEB U CEIIT, 1 OTBETUTH HA BOIIPOC O IPUUMHAX 3aJI0KECHHUS
ME3EHTEPHUEB €IIle Y CBOOOHOIIIABAIOIICH TUYMHKHA CKIICPAKTUHUM: SBIISICTCS
JM 9TO Pe3ybTaTOM CMEIICHUS MX 3aKJIaJKU Ha Oojee paHHIOK OHTOTEHETHU-
YECKYI0 CTJIMIO WIIH, HA000pOT, OTpaxKeHne MOP(OJIOTHH PEJTKOBOTO TIaBa-
IOIIET0 MIIM MOJI3AI0NIEero cOCTOsHUA? B paMkax 3BOJIIOIMOHHON MOPGOIOrHH
3Ta mpo0ieMa COOTHOILICHHSI CENIT U ME3EHTEPUEB Y PYT'03 M CKICPAKTHHHH NPH-
oOpeTaeT OoJsiee 00Iee 3ByUaHUE: KaKoe pas3fielicHUue TacTpalibHOW MOJIOCTH Ha
KapMaHbI IEPBUYHO — ME3CHTEPHAIILHOE HITU CETITaJIbHOE.

B TMEPBYIO OUCPE€Ab O HAJIWUYUU HUIJIN OTCYTCTBUU ME3CHTCPUCB MOI'YT CBH-
JIETENLCTBOBATh OCOOCHHOCTH 3asIoKeHus cenT. Ho, Kak MBI IMOKa3aiu BbIIIIE,
BBIBOJIBI PA3JIMYHBIX aBTOPOB O HAJTMYUU ME3CHTEPHEB, CICIAHHBIC IO YTOMY
KpUTEpHIO, HeolHO3HAUHBI. [l03TOMY clemyeT paccMOTpPeTh U Ipyrue 0coOeH-
HOCTH, KOTOpbIE MOTYT MpPOJIUTH CBET Ha 3Ty mpobiemy. [Ipexae Bcero, aTo
TaK Ha3blBaeMoe OOKOBOE MPUKPETUICHUE, XapaKTepHOE JIJIsl OMHOYHBIX PyTO3,
1 OCOOCHHOCTH PEreHEPaIMH Y STON IPYIIIIBL.
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OCOBEHHOCTHU OCEJAHU A U ITPUKPEIUJIEHWA JIMUNHKU PYTO3:
[TOIIBITKA PEKOHCTPYKI N

H.H. SIxosnes (1904, 1910, 1914, 1937, 1945, 1946), n3y4as 1eBOHCKHUE U Ka-
MEHHOYTOJIbHBIE KOpaJUThl, ellle B Hadaje MPOIIJIOro Beka oOpaTHil BHUMaHUE
Ha 0COOCHHOCTH MPUKPEIJICHUS! OMHOYHBIX PYTro3: OOJIBIINHCTBO U3 HUX MPH-
pacTajo K KakOMy-HUOY/b TBEPAOMY OOBEKTY OOKOBOI TOBEPXHOCTHIO KOpPaJI-
JIUTa, @ He €r0 KOHYMKOM, KaK y OOJIBIINHCTBA cKiIepakTuHUi. Kpome Toro, mo
€ro HaOJIIOJICHU M, TJIaBHAS M TIPOTHBOTIOI0KHAS CENTHI BCETa PACIOIOKEHBI B
MJIOCKOCTH U30THYTOCTH POTOBHTHOTO KopaJiiia. [Ipu aToM ritaBHast cerrra Haxo-
JINTCSL HA BBINTYKJIOW CTOPOHE, I/ie U pyOel] mpupacTaHus, a MPOTUBOIOIOKHASL
cenTa B TOH JKe TUIOCKOCTH Ha BOTHYTOH cTopoHe (puc. 3, 4). SlkoByieB HeoIHO-
KpPaTHO Mmucall 00 3TOi 0COOCHHOCTH Pyro3, U 3TO BEPHOE HAOIIOICHUE, XOTS U
He OBIJIO MHTEPIPETUPOBAHO UM C TOYKH 3PEHHSI OHTOTEHE3a KOPAJIJIUTa U pas3-
BUTHS TUTAHYJIBL, TOATBEPKIa€TCA HA MHOTHX PYT03aX Pa3HOI'0 Ie0JIOTHYECKOT0
Bo3pacta (Scruton, 1998). P. Onnac (Elias, 1984, 1982a, b) moka3zai, 9to ocax-
JICHUE TUTaHYJIbI TOPU30HTAIIEHO TIIABHON CENTON BHU3 XapaKTEePHO IS TIO3/THE-
OPIOBUKCKHX POTOBUIHBIX KopasuioB. Hetiman (Neuman,1988) mokasan 3To ais
cunypuiickux pyro3. T.I. Unbuna (1984) yka3zana Ha pacnosoKeHHEe INIaBHOU
CeNnThl BHU3Y Ha BBIITYKJION CTOPOHE JIJI1 MHOTHX MEPMCKUX OMHOYHBIX PYTO03.

CoBnazieHne MIOCKOCTH CHMMETPUH BHEIIHEHW (POPMBI KOpajuIhTa | TIIaB-
HOW CEeNThl HE MOXKET OBITH CIyYalHOCTBIO, M JTOJDKHO OBLIO OMpEeneisiThCs B
MOMEHT OCelaHWs Ha JHO TUIaHyibl. Mcnonwsiys nanHbeie Heiimana (Neuman,
1988) o mpuKpenieHnH CUITy pUHCKOT0 OAMHOYHOTO Kopasuia Phaulactis angelini
(Wedekind) u3 cunypa ['o0TiiaH1a MOKHO YTOUYHHUTH 3TO IOJIOKEHUE: HE M3THO
KOpaJIJTUTa OMpeJIeNsieT PacloyioKeHHe TJIaBHOM CenThl, @ UMEHHO pyOer] mpu-
kpernnerus. OH MoKa3aj, 9TO JIWYWHKA 3TOTO BUJA PyTr0O3 MOTJIa MPUKPETIATh-
csl K JIF0OOH TOBEPXHOCTH, TOPH3OHTAIBHOW, BEPTUKAIBHON WM HAKIOHHOW
(Neuman, 1988). B 3aBucMMOCTH OT 3TOro, CTOpOHa KOPaJUIMTA C TJIaBHOH cen-
TO# MorJia ObITh BBITYKJIOW, BOTHYTOH Mk cKkolieHHoW. Ho py0Oer mpukperwie-
HUS BCerna ObLI HA OJHOM CTOPOHE C TJIaBHOM cemToid. Takol BEIBOM MOITBEPK-
JaeTcsl Ha TMPOCMOTPEHHOW OOMIMpPHON KoJuiekuwu Bothrophyllum conicum
(Trd.) u3 [TomMockoBHOTO BepxHero KapboHa (puc. 3, 4). 13 a3tux HabMIOMEHNHA
MBI MOYKEM C/IeJIaTh BBIBOJI, YTO IUIaHYJa Pyro3 ¢ OOKOBBIM MPUKpEIIICHUEM
ocefaa v MpUKPEIUIsiIach K TPYHTY He a00palibHbIM MOJTIOCOM, a OJHOW U3 CTO-
POH, MPOTATUBAIOIIEHCA 0T a0opanbHOrO A0 OpajbHOro MoirocoB. IMEeHHO Ha
9TOW CTOPOHE OCEBIIEH JMYMHKH 3aKjajblBaiach IJIaBHas cenra. DTy CTOpo-
HY JJMYUHKHU PyTO3, KOTOPOH OHA MPUKPEIIAIach, MOKHO Ha3BaTh OPIOITHOM.
CpaBHEHHE C Pa3BUTHEM M OCEHAHHEM JIMYWHKHU CKJICPAKTHHHH MOKa3bIBaeT,
YTO 3aJI0KEHHUIO U3BECTKOBOM CENTHI y PyTo3 ¢ OOJBIIONH BEPOITHOCTHIO MOTIIO
MIPENIIECTBOBATH MOSBIICHUE HATPABIISIONICH TTAphl ME3EHTEPHUEB elle Y CBOOO/I-
HOTLJIABAIOLIEH JIMUMHKU.

131



Pybey
2 NpUKPenneHna

Puc. 3. CooTHOmEHHE TUIOCKOCTH CHMMETPHH, TIABHON W MPOTHBOMOJIOXHOH CENTHI
u pyoua npukperuienust y Bothrophyllum conicum. Dx3. IINH, Ne 3335/5: a — kopanaut cOoky,
6 — CBepXy, 6 — NPUIUIN(POBKA HA OTMEUEHHOM YpPOBHE, 2 — BUJ CHH3Y Ha pyOel| mpukperie-
HUS U HAYaJIbHYIO CTAIMIO Pa3BUTHS KOPAJUINTA CO CJICTKA MOBPEKACHHBIM KOHYMKOM. Bepx-
HUil KapOOH, KacMMOBCKHH sipyc. [logMOCKOBHEIH OacceiiH, oTBajbl Kapbepa y ct. [lndepHast.
O06o03Ha4yeHus KaKk Ha PHC. 2.

Ho uem eme morna mopdonorndeck MapKupoBaThCsl OpIOIIHAs CTOPOHA
m1anynsl pyros? JlopcoBeHTpanbHas IIIOCKOCTh, ONpeaesiiach, Kak Uy COBpe-
MEHHBIX CKJICPAKTHHHH, BUIUMO, ILEICBUAHBIM PTOM, Ha 000MX KOHLIAX KOTO-
pOro, WJIH TOIBKO HA OTHOM, MOTJIH Pa3BUBAThCS 3a4aTKU CU(POHOTITU(POB, KOTO-
pble OPraHU30BbIBAJIN TOK BOZBI B FACTPaIbHYO IIOJIOCTh U U3 Hee. JlopcanibHas
Y BEHTPAJIbHASI CTOPOHBI MOTJIM ObITh BHELTHE MOP(OIOrHUECKH HEPA3TMUHUMBI,
€CJIN IJIaHYJIbI OBLIIN MJIAHKTOHHBIE M BEPTEIUCh BOKPYT CBOCH OCH IIPH JIBHIKE-
HUU a0opalbHBIM IOJI0cOM Bepen. Ho ocenanue u nmpuKpernieHue TIaHybl
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PyGey

MPHKPEeNNeHKa

Puc. 4. SIBnenue omonoxenus y Bothrophyllum conicum. TIoauim yMeHbIIAJICSA B pa3Mepax
M HaYMHAJ CHOBA pacTd Tpu paza. Kopammut usrubacst Kax /bl pa3 B HOBYIO CTOpOHY. ' naB-
Hasl CerTa MpU ITOM OCTaBaJiaCh Ha TOW e CTOPOHE, YTO M HavaJbHBIH pyOel MpUKperIeHHs.
Ok3. [T1UH, Ne 3335/6. Cpennuii kapOboH, MsukoBckui sipyc. [lonMockoBHBIN OacceiiH, lomoe-
IIOBO, 3a0poImeHHbIN Kapbep. O003HaueHHS KaK Ha puc. 2.

Pyro3 OpIOLIHON CTOPOHOM, @ HE TOUCUHBIM a0OpaIbHBIM KOHLIOM, KaK y CKJIe-
PaKTUHUI, MOKET CBUJCTEIBCTBOBATEH O €€ IPEUMYIIECTBEHHO OEHTOCHOM 00-
pase JKU3HU M MOJ3aHUH 1O JHY Ha OPIOLIHOM CTOPOHE, BBIPaKeHHOU Mopdo-
joruyuecku. B aTom ciyuae eme y cCBOOOAHOMOIBUKHOM IMYMHKH PyTro3 MOrJia
CYIIECTBOBATh MO KpaiiHel Mepe OpIoIIHas mapa Me3eHTEPHEB, PErYIHPYIOMINe
TOK MHUIIEBbIX YaCTHUI[ B FaCTPAJIbHOI I1OJIOCTH.
3T0, B CBOIO OYEPE/Ib, BBI3BIBACT IPEAIIONOKEHHE, YTO OECCKEJIETHBIE Mpe/-
KM pyro3 ObUIH MJIaHYJ000pa3HBIMU OEHTOCHBIMH JKHUBOTHBIMH, MTOJI3AI0IIMMH
WJIH JISKAIUMH Ha JHE W YK€ UMEBIIUMH HANPaBISIONIYI0 OPIOIIHYIO, a BO3-
MOKHO W CIIMHHYIO, Iapy Me3eHTepueB. BeposTHO, OHU cOOMpau ¢ IOMOIIBIO
CJIN3H TIONYPa3JIOKCHHYIO OPTaHUKY B «OyJIbOHE)» HACHIIIEHHOTO 3TOH OpraHu-
KO# IPHIOHHOTO CJI051 BOABI, CTOJIb BAYKHOTO JIJI51 CYIIECTBOBAHMS KEMOPUHCKOM
oenTocHol GayHnsl (Rozhnov, 2009). Cau3b ¢ HAIUMIIIAMHA TUIIEBEIMHU YacTHIIA-
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MU TIEPETPaBIISLIACh C MIOMOIIBIO PECHUUEK Yepe3 CUPOHOTIH(HI UITU CXOTHBIE
MPEIKOBBIE CTPYKTYPHI B TACTPAIBHYIO MOJIOCTh, KaK Y HEKOTOPBIX TIIAHYI CO-
BPEMEHHBIX CKJICPAKTUHUNA. MOXKHO MPEAIOJIOKUTh, YTO Y TAKUX OeccKemneT-
HBIX IMPEAKOB MOIJIM BO3SHUKATh MPUMHUTHUBHBIC 6pIOHIHa$[ U CIIMHHAasI MC3CHTC-
pUaJibHbIE TIAphl JJIsl PEryyIsluy MOTOKAa MUIIM B TacTpalibHOW nojoctu. [lpu
nepexosie K MPUKPEIICHHOMY 00pasy *KHU3HU U TOCIEeYIONIeM BOSHUKHOBEHUH
CENTaJBHOTO CKEJeTa C ATUMH ME3CHTEPHUSMH JIOJKHO OBIJIO COTIIACOBBIBATH-
Cs1 MECTO MOSIBJICHUSI TTIABHBIX CENT. IMEHHO HAMMYUEM ME3EHTEPUEB, MOSIBUB-
IIUXCS elle Y OeCCKEIeTHBIX MPEIKOB PYro3 (HEMOCPEICTBEHHBIX WM Jaje-
KHX, JOTaOyJsATHBIX), MO)KHO OOBSICHUTH COBIAJCHUE TIOCKOCTH CHMMETPHH
BHeITHEH (POPMBI KOpaJJIUTa M PACIOJIOKEHUE B 3TOW TUIOCKOCTH HAYaJIbHBIX
cTamuii pa3BUTHS pyOIla MPUKPEIICHNUS U TJIABHOW CenThl. TeM He MeHee, Kak
MBI YBHJIMM Jaliee, MECTO BO3HUKHOBEHHUS BOTHYTOW CKJIAJIKHM TOJHIA MOTJIO
ONPENEATHCS HE TOJIBKO MOJOKEHUEM MapHbIX ME3CHTEPUEB, HO U BHEUTHUMU
(hakTopamu, IPEKJIe BCEro pesibeoM MoJICTUIAIOIIEH MATEPHHCKON OBEPXHO-
CTH Pa3BUBAIOIIETOCS 3a4aTKa IPH pereHeparuu.

PEI'EHEPALIA Y PYT'O3

Perenepaiiust y pyro3 nposiBiasieTcsl B BUAC JOCTPAUBAHUSI CKEJIETa MPH He-
OONBIINX MOBPEKICHUSIX U MOJHON NEPECTPOMKe CKeNeTa MpH Pa3BUTHH HOBO-
To 1oJjmIia u3 HC6OJII)HII/IX KYCOYKOB TKaHHN HOFI/I6HIGI‘O MAaTCPUHCKOT'O MOJIrIia
B BU/JIe HEOOIbIINX Mo4eK. K 0JHOMY M3 TUIIOB pereHepanuu cienyeT OTHOCUTD
W TaK Ha3bIBAEMOE OMOJIOKECHHUE KOpaslia, KOr/ia Py HeOIaronpusiTHBIX YCIIO-
BHUSIX MOJIUIT PE3KO COKPAIIIACTCS B pa3Mepax U PacroyioKEHUE CENT CTAHOBUTCS
MOXOKMUM Ha IOHYIO CTaJHIO, a TIPU MOCIENYIOMNX ONarONpUsITHBIX YCIOBHX
CHOBA yBEJIMYNBAETCS, BOCCTAHABJIMBAS B3POCIIOE PACIOIOKEHHE CENT (pUC. 4).

Perenepanus y )KMBOTHBIX MPOUCXOAMT IO OJHOMY M3 TPEX OCHOBHBIX ITy-
Teil: snumopdo3, mMopdarakcuc u kKomreHcatopHast perenepanus (Gilbert,
2010). IIpu smumopdo3e mocaenoBaTeaIbHO MPOUCXOAUT neauddepeHnnpoBKa
CTPYKTYpP B3pOCJIOTO0 OpPraHM3Ma, CO3JaHHE MAacChl Hequ(pPepeHIIPOBAHHBIX
KJIETOK M MX JanbHelmas pecnenudukanus. [Ipu 5ToM HOBbIE KJIETKH 0Opa-
3YIOT JIUIIb yTPadeHHbIE CTPYKTYpPHI U He Oonee. [1o 3ToMy myTH MPOUCXOAMT,
HampuMep, pereHepanus koneunocted y am¢puouii. [lpu mopdannakcuce npo-
HCXOAUT NEPECTPOMKA CYIIECTBYIOIUX TKaHEH IpPU HE3HAUMTEIBHOM POCTE.
Takoli TuI pereHepanu xapakTepeH st rTuapbl. [Ipu paspesaHnuu BHITSHYTO-
ro Teja TUJPbl Ha HECKOIBKO KYCOYKOB, TO M3 KAXKJOr0 Kycouka MOXeT chop-
MHUPOBaThCS MalieHbKasi rujapa. J[jist 9Toro He TpebyeTcs HOBOTO KJIETOYHOTO
MaTepHalia, ¥ KJIETOUHbIE JIeJIeHUs] He mpoucxoasT. Kakaas kieTka coxpaHsieT
CBOIO TUIACTUYHOCTb, TIOATOMY JIFOOOH KYCOUEK JOCTATOYHOTO pazMepa MOMKET
MPEBPATUTHCS B LIEJIbIA OpraHu3M MEHbIIEro pazMepa. [Ipu koMmneHcaTopHOU
pereHepamnuy KIeTKH IIPOCTO NETATCS Ha ce0e MomoOHbIe KISTKU U He OpPMU-
pYIOT Macchl aequdGepeHIIPOBAHHBIX KICTOK.
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YaCTk NOAMNG

Puc. 5. Pa3Butue ckenera npu snumopdHoit perenepanuun y Bothrophyllum conicum (mmo
PoxHoB, 1974, ¢ HONIOTHEHUSIMH).

Bce Tpu Tna perenepanny MOKHO 0OOHAPYKUTH HA HCKOMAEMBIX KOpaJliax.
Omonoxerue pyro3 (puc. 4) MOXKET CITY>KUTh IIPUMEPOM KOMIICHCATOPHOH pere-
Hepaluu, KOrJia OCJie YMEHBIICHUS pa3MEPOB KOPAJUIUTA IPOUCXOIHT JICJICHHE
KJIETOK U pOCT KopaytuTa 6e3 ux aenuddepeHnpoBKH.

B cimyuae noctpanBaHus CKeleTa MPU HEOONBIINX TMOBPEXKICHUSAX MBI Ha-
OmomaeM npusHaku SnuMopdosa. [IpumMepoM MOKET CIIyKUTh ONTUCAHHE pere-
Hepauuu y Bothrophyllum sp. W3 MSTYKOBCKOTO TOPU30HTa CpEJHET0 KapOoHa
[TommockoBHOTO Oacceiina (PosxHoB, 1974). YV 3TOT0 SK3eMILISIpa OBLIIA TTOBPEIK-
JleHa W TIOTH0JIa JINIITH TTOJIOBMHA TToTuTia (puc. 5). OcTaBmrasics 9acTh MOCTEIICH-
HO paspacTaiiach M JIOCTpauBaia HEMTOCTAIONIYIO MONOBHHY monumna (puc. X).
Pacnionoxenune cent JoCTpaMBarolecs YacTH KOPAJUIMTa MOCTEHIEHHO CTaJo
MOJTHOCTBIO COOTBETCTBOBATH COXPAHMBLICHCS YacTH, M PEreHEPUPOBABLIMIMA
TIOJIHIT TPHOOPEIT MOJIENb PACIIONOKEHUSI CETIT, MOTHOCTHIO0 COOTBETCTBYOMIY IO
MOJIETTH MaTePHHCKOTO KOPAJLTUTA, XOTsI U HECKOJIBKO MEHbIIero pa3mepa. [1io-
CKOCTh CHMMETPHH PEreHEPHPOBABIIETO U MATEPUHCKOrO MOJIMIA coBmanu. B
3TOM clydae HaOIoAaeTcs, Kak U MpU KJIacCHYeckor smuMop¢HOil pereHepa-
[[M KOHEYHOCTH y CaJlaMaHJIpbl, OTPa)KCHHAs HA CKEJIETHOM TKaHU MOCIIeI0Ba-
TEJIBHOCTb PEreHEePALUH, TP KOTOPOM BO3ZHUKAET JIMIIb yTPAUEHHAS! CTPYKTY-
pa ¥ HUYETOo JIOTIOJTHUTEIHLHOTO HEe 00pas3yeTcs.

[IposiieHue pererepauu o Ty Mopdariakcuca y pyros3 npeicTaBisieT-
csl HanboJiee MHTEPECHBIM JUIsl TOHUMaHHsI 0COOCHHOCTeH X Mopdorenesza. K
Mop(haIaKCHUCY CIIEAYET OTHECTH Pa3BUTHE HEOOIBIINX ITOYEK Ha OOBIYHO O/IH-
HOYHOM KOPaJJTUTE U3 OCTATKOB TKaHEH Ha CKelleTe MaTepHHCKOr0 OpraHu3Ma
nocie ero rudenu (puc. 6). [lomoOHbIe MoYkK ObUTH OTMEUeHBl Y Bothrophyllum
conicum (Trd.) T.A. Jloopomnro6oBoii (1937, 1940) u neranbHO onucanbl PoxxHO-
BEIM (1974). JloO6pomo0oBa cauTana 3Ti HOYKH (OPMOI OECIOIoro pa3MHOXKe-
HUS ¥ Ha3bIBajia 9TO MOYKOBAHUE BEPXYIICUYHBIM, BHyTpUYAIICUHBIM. JleTanu
Pa3BUTHUS TAKMX MOYEK 3aCTABHJIM, TEM HE MEHEe, OTHECTH 3TO K SIBJICHUIO CO-
MaTtuueckoro smopuorenesa (Poxxnos, 1974). Tepmun «coMaTHuecKuii 3MOpu-
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Puc. 6. [Touku B wameuke Gshelia Shtuk., Bo3HUKIINE B pe3ynpraTe Mopdamnakcuca (X 1,5).
Ok3. [TUH, Ne 3335/7. Bepxuuit kap6oH, rkenbekuit sspyc. [loaMockoBHbIH 6acceii, cT. I kens.

oreHe3» Obu1 BBeneH B nmuteparypy b.Il. Tokunsim (Toxun, 1959) nis sasnenns
Pa3BUTHUS OPIraHU3MOB M3 €IMHUYHBIX COMaTHUECKUX KJIETOK UJIM KOMIIJIEKCOB
ux. ComaTuyeckoMy sMOproreHesy, kak ormedaet TokuH (1959) obs3arensHO
MPEIIICCTBYET KOpEHHasl MEepecTpoiKa KICTOYHBIX CHCTEM, KOTOpas MOXKET
OBITH O0Jice MM MEHEe MOJTHON. DTO XOPOIIO BUIHO Ha IPUMEPE COBPEMEHHOM
aktuauu Metridium senile (Verril), korna npu ee pa3BUTHH U3 MaJICHbKUX KY-
COYKOB TeJla ME3CHTEPUHU B UCXOTHOM (hparMeHTe JIH00 ACTCHEPUPYIOT, a 3aTeM
BO3HHMKAIOT 3aHOBO, JTM0O MPOUCXOAUT BKJIIOUECHHE OCTATKOB ME3CHTEPUEB B CO-
craB HoBoro opranusMma ([lonresa, 1972). Ecnu B pa3zBuBaromemcsi pparmenre
MMEIOTCS OCTaTKH Mapbl HANPABISIOMINX ME3EHTEPUEB, TO OHH 00SI3aTEIIBHO CO-
XPaHSIOTCS U BXOAST B CUCTEMY ME3CHTEPHEB HOBOTO OpraHH3Ma, ONpeesisist
€ro IMIOCKOCTh cuMMmeTpun. Celdyac TEPMUH «COMATHYCCKUN SMOPHOrCHE3»
IITAPOKO UCTIONB3YeTCS IIPH ONUCAHNUH pa3BUTHUA pacTeHuil (bareiruna, 2000). B
€ro OIpE/eICHUH BaKHYI0 POJIb UI'PACT JeTaJIbHOE U3YUCHHE ITpoLecca Ha KJle-
TOYHOM yPOBHE, UYTO HEBO3MOXHO C/IEJIaTh HA MaJICOHTOJIOrHYECKOM MaTepuaie.
[TosTOoMy B 3TOH paboTe MBI UCTIONB3YyeM OoOJIee IUPOKO TPUMEHSIEMbIH 715 Ta-
KOTO THUTA Pa3BUTHS TEPMHUH «MOPQAIAKCHC» KaK 0COOBIM TUI pereHepaluu
(Gilbert, 2010). Tem He MeHee, ClIEAYET OTMETHTh, YTO COBPEMEHHOE M3yUYCHHE
pereHepanny Ha KJIETOYHOM U MOJICKYJIIPHOM yPOBHSX HOKa3bIBaeT O0JIbLIOE
cxonctBo Mopdannakcuca u snuMmopdosa (Agata et al., 2007), Tak kak oba
OHHM MPOXOIAT IMOJ KOHTPOJEM MO3UIIMOHHON MHpOpPMaLUU U AJi 000UX Xa-
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AauaTos
MHIUKN

Puc. 7. llocnenoBarensHble ceueHUs NMOUKH Bothrophyllum conicum ¥ TIOCKOCTH CHMMe-
tpuu (P u P’) (mo Poxxnos, 1974, ¢ nononunenusamu). Lluppamu nokazano paccTOSTHHE CEUCHHS
OT OCHOBAHHUS TIOYKH.

PaKTEpHBI IPOLECCHI TaK Ha3bIBAEMOU JUCTAJLIM3ALUU U UHTepKauanuu. [lo-
CJIe MOBPEXACHU S IIPU PereHepaluy Mo3UIHOHHas HHpopMaIus OBICTPO peop-
TFaHU3YETCS B PE3YJIbTaTE B3aUMOJACUCTBUSI MOSABISAIOIIECHCS JUCTAIBHO HOBOM
TKaHU (OUCTAJIM3ALKs]) M OCTAaBIICHCS NPOKCUMAJIBHOW 4YacTH, WHIYLUPYs
COOTBETCTBYIOIIYIO IPECTPONKY HHTEPKAIAPHOH TKaHu (MHTepKausinus). Ho
Ha BaYXHOM JJIsI HAC MOP(OJIOTHIECKOM YPOBHE MBI BIIOJIHE MOXKEM HCIOJIb30-
BaTh KJIACCUYECKHE TEPMUHBI JUIS PA3HBIX TUIIOB PErCHEPALUH.

-"f'l.'*.-'x‘

Puc. 8. Pa3Butue ckenera u nosioxenue miockoctu cummerpuu (P u P’) mpu mopdannakcu-
ce y TpeX pacIoiOKEHHBIX PAJIOM 1ouek y Bothrophyllum conicum (o Poxxnos, 1974, ¢ nomon-
HeHusIMU). 1, 2, 3 — 0003HAYCHH S TIOYCK.
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Puc. 9. PasBuTHe ckeneTa M M3MEHEHHE INIOCKOCTH CHMMETPHH HpU Mopdauiakcuce
B niouke y Bothrophyllum conicum (no PoxxuoB, 1974, ¢ nomnonHeHUAMN).

B Hacrosiiee Bpemst B [TogmMockoBHOM KapOOHE 0OHAPYKEHbI TOYKH 110100~
HOTO THUIIA HE TOJIBKO y poxa Bothrophyllum, vo n'y Gshelia (puc. 6). HoBbrit
MatepHal TpeOyeT ClelnnaibHOTOo JISTANBHOr0 onncanus. B HacTosel padoTe
paccMOTpHUM MPEUMYIIIECTBEHHO MMOTyYeHHBIE paHee TaHHbIe 10 Bothrophyllum
conicum M3 KAaCHMOBCKOTO TOPH30HTa BEpXHET0 KapOOHa O3 MOJMOCKOBHOTO
r. Bockpecencka (PoxxHoB, 1974) 1 BBISIBUM MX 3HAYCHUE JIJIs1 IOHUMAHHS MOP-
¢orenesa pyros.

N3 265 3k3eMIIIpOB 3TOr0 BHAa ObLIO BCTPEUYCHO JICBSITh KOPAJJIUTOB C
HeOOJIPIIMMH TMOYKaMH B damedke. Ha mocnenoBaTenbHBIX MPUILTH(OBKAX
ATHX TIOYEK OBIJI0 00HAPYIKEHO, YTO PA3BUTHE KAXKIOW M3 ITUX IMOYEK HAYNHA-
J0Ch C TI0X0 AU EPEeHIIMPOBAHHOTO CKeJleTa U3 MepeceKarmuxcs oecro-
PSAIOYHO Pa30POCAHHBIX M30THYTHIX CENT M JUCCENUMEHTOB (puc. 7-9). OTo
CBUJETEIBCTBYET O cinaboi nuddepeHunanuu 1 MHTETpallMU TKAHEH 3a4art-
ka mouku. OTCYyTCTBHE CIEOB POCTAa MATEPUHCKOTO KOPAJJIUTA CBUACTENb-
CTBYET O ero ru0eiu K MOMEHTY 3apOoXJIeHus MouKHh. JKn3HecrocoOHas 9acTh
MaTEepUHCKOTO TOJINIA B 3HAYMTEIBHOW CTENeHu AenauddepHunpoBaiach u
W3 Hee HavYMHAJl Pa3BUBATHCSA HOBBIM TOJUI B BUJICE YMEHBIICHHON KOIMUH
MaTEpHHCKOro opraHusma. [Ipu 3TOM NOBEpXHOCTH YalIeYKH MAaTEPHHCKOTO
KOpaJJINTa CTAHOBHJIACH CyOCTpaTOM, HA KOTOPOM ITPOUCXOJIUIIO Pa3BUTHE
noyku. OCOOCHHOCTH pPa3BUTHUSI MMOYKU HA PAHHUX CTAJUSIX OMPEICIISIIICH
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MHKpOperbe()OoM MOBEPXHOCTH KOpajinTa, Ha KOTOPOM OHa pa3BHBAJIaCh,
U pa3Mmepa 3a4aTka.

[Ipu oTHOCHTENBHO KPYITHOM 3a4aTKe, OXBATHIBABILIEM MSATh-BOCEMb MaTe-
PUHCKHUX CEeNT CTaaus ciabo MudPepeHIIMPOBAHHOIO CKEJIeTa 3auaTKa IMOYKU
OpL1a XOpoIo BeIpakeHa (puc. 7). CKelleT 3a4aTka COCTOSUT U3 HEPETryIIsIPHO pac-
TIOJIOKEHHBIX CKENIETHBIX JIEMEHTOB, OOBOJIAKUBAIOIINX MATEPUHCKHE CENTHI U
3aMONHABIINX IMPOMEXYTKHA MKy HUMHU. Ha uyTh Oosee mo3aHe cTtaanu rpa-
HUIIBI TIOYKHU CTAJIHM BCE OoJiee pPEe3KO OYepUHMBATHCS BOZHUKAOIIEH CTEHKOH, a
MaTEPUHCKHUE CEIThI, 3aXBAYCHHBIC MIOUKOM, HAJICTPAUBAIIUCh U B COOTBETCTBHH
C HUMH IIOABJIAIINCH HOBOO6pa3OBaHHI)IC KOPOTKUE M3O0THYTHIC CCIITHI. O)IHO-
BPEMCHHO IOABJISICTCA IIJIOCKOCTH ):[BYCTOpOHHeﬁ CUMMETPUHU, PACIIOJIOKCHHAA
MEPIICHANKYISIPHO HAICTPOSHHBIM MaTePUHCKHAM cenTaM. [locTerneHHo cTopoHa
MOYKH C KOPOTKUMHU HOBOOOPA30BaHHBIMU CENTaMH PACHINPSIIACh, CEUCHUE MT0Y-
KU OKPYTJISLIOCH, YHCJIO CEIIT CTaJI0 JOXOAUTH /10 20 ¥ paCIOIIOKEHHUE CENT MPH-
HSLJIO TIEPUCTO-PaIUalIbHBIA 00IHK. B MIOCKOCTH CHMMETPHH BBISIBUIUCH aHA-
JIOTH TJIaBHOM W NMPOTHBOIIOJIOKHOM cenT. TakuM 06pa3om, Ipy pa3BUTHH 3TOMH
IMOYKMU OpraHuzaropaMun pacIlOJIOXKCHUA CEIIT paCTymeﬁ IIOYKHU CTAHOBHJIUCH
MaTEepUHCKHE CETTHI, KOTOpPbIE 00pa30Balii COOTBETCTBYIOMINA penibed HUKHEH
MOBEPXHOCTH 3a4aTKa MOYKH, OPraHU30BaB OUEBUIHO, HOBYO IO3UIIHOHHYIO UH-
(dopmaruio B 3a4aTKe, YTO U ONPENEIIIIO B JaIbHEHIIIEM Pa3BUTHHU TTOJIOKCHHE
HOBOOOPa30BaHHBIX CENT M MOJIOKEHUE MIIOCKOCTH CUMMETPUU MOYKU. Me3eH-
TEpHHU, €CJIN OHU Pa3BHUBAJIUCH, JTOJIKHBI ObLIIH pacrojaratbeCia B COOTBETCTBHHU C
YK€ MMOCTPOCHHBIMH CETITaMH, TO €CTh IIPU Pa3BUTHH TIOYEK CENTHI OTPEACIAIN
pa3BHUTHE ME3EHTEPHUEB, a HE HA00OPOT.

[Ipu MaleHPKOM 3auaTKe MOYKH, 3aXBaTHIBAIOIIEM BCETO JBE-TPHU CETTHI,
pa3BUTHE MPOXOAMIIO HECKOJIbKO MHaue. JDTO BUJHO U3 omucaHus (PoxHOB,
1974) pa3BuUTHs Tpex MaJCHBKUX MOYEK Ha OJHOM Kopannute Bothrophyllum
conicum. DTH TPHU MOYKHU PACTIONOKEHBI HA HEOOIBIIOM PACCTOSIHUU JPYT OT
npyra (puc. 8). 3a4aToK OTHON U3 KpAWHUX, caMOil MaJeHbKOU U3 mouek (Ne 1),
pacronarajicst MeXAy ByMs JUIMHHBIMU MaTEPUHCKIMU CENTaMu, 00BOJIaKH-
Basl PACIOJIOXKEHHYI0 MEXIY HUMH KOPOTKYIO CENTYy BTOPOTO MOpsAaKa. JTa
KOPOTKasl CENTa ONpe/Aeiniia MepBOHAYAIBHYIO MIOCKOCTh CHMMETPUHU 3TOTO
3ayaTka, B KOTopoii chopMupoBaiace eme ogHa centa. O0e 3TH CeNThl CTalIH
aHaJIOTaMU TJIABHOW ¥ TPOTHUBOMOJIOKHOK cenT 00bIYHOr0 Kopaminuta. Cupasa
n CjJIeBa OT HUX IIOABHIINUCH IIO JABEC HeOOJIBIINE CCIITBHI, U MOIICPEUYHOEC CCUC-
HHE KOpaJUIUTa IMPHOOPEIo OOJIUK CEUCHUS OOBIYHOTO KOpaJlIuTa Ha PAaHHUX
cranusax pa3sutus. [locie 3Toro mouka paspociiach W CTajia OIMUPAThCs eIlle
Ha OJJHY MAaTEPUHCKYIO CENTY, YTO IMPHUBEJIO K HapylIeHUo cuMMetpun. [lpu
JIAJIbHEUIIIEM POCTE YacTh CENT MOSBISIIACH CHMMETPUYHO OTHOCHUTEIBHO
CTapoO# MIOCKOCTH CUMMETPHH, a YacTh — OTHOCUTEIBLHO HOBOM, 0003HaueH-
HOH TO37IHEE 3aXBAYCHHOW MaTEpUHCKOW cenToi. OueBHIHO, MO3UITMOHHAS
nH(pOpMaIMg B 3a4aTKe PEOPraHMW30BBIBATACH MPH pa3pacTaHWU 3adaTKa Ha
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COCEJTHIOIO CEMNTY M3-32 BO3HUKABIIETIO CYIIECTBEHHOTO M3MECHEHUS peibeda
OCHOBAHUS 3a4aTKa.

Hpyras kpaitasis mouka (Ne 3) u3 Tpex Ha 3TOM KOpaJUIUTE Pa3BUBaIach U3
Oosee KpymHOro (hparMeHTa Tejia moruodIero MaTepUHCKOro KopainuTa, pacro-
JlaraBIICrocs Ha TPEX MAaTCPUHCKUX CEIITax MEPBOro Imnopdajaka u JAByX BTOPOIro
nopsiaka. [1mockocTh cHMMETPUU 3TON TOYKH O0(OPMUIIACH HA MPOJIOIDKEHIH
CpeiHel M3 OXBAYCHHBIX € MAaTEPUHCKUX CENT MepBoro mopsaka. Ho u mate-
PHUHCKHE CEMThI BTOPOTO MOPSIAKA TOXKE OPraHU30BAIN HA CBOEM MTPOIOIKEHUU
pasBuTHE cenT B rnmouke. [loaToMy HaYaIbHBIC CTaIUH ATOU MOYKH 3HAYUTEIIHHO
OTIIMYAKTCA OT HadYaJIbHbBIX CTaILI/Iﬁ pa3BUTUA MAaTCPUHCKOI'O KOpalJiuTa, U B
pAaCIOJIOKEHUH CENT HE BUJHO YETKON MOJIEIIH.

Cpennsist u3 3Tux modek (Ne 2) mpruterana HEMOCPEACTBEHHO K CaMOU KpyTI-
HOM. OHa pa3BUBAIACh MEXKTY IBYMsI INTHHHBIMU MATCPHHCKUMU CETITAMHU U OITH-
pajiach Ha MaTEPHHCKYIO CEMTY BTOPOrO MOPSJIKA, KOTOpPAs U OMPEIeIuiia Mio-
CKOCTh CHMMETPHH Pa3BUBAIOICHCS MMOYKH. DTa MMOYKa, KaK U JIpyras MaJieHb-
Kasl, TOXXEe UMeJa CTaJHI0 LIECTH CEINT, HO PAaCIOJIOKEHHBIX MEHEEe CHUMMETPHY-
Ho. JlanbHeiilee pa3BUTHE MOYEK OMPENEISIOCh UX TECHBIM PACIOJIOKEHHEM,
MEIIaBIINM CBOOOIHO pa3pacrarbes. /IBe MalleHbKUE TIOUKH, BUIUMO, CPOCIIUCH
CBOMMH MSITKUMH TKAHSIMH, CTCHKa MEX/Jy HUMH UCYe3Jia, a CEeNThl CTAJH Pac-
TMOJIaraThCs MOYTH MapaJuledbHO APYT Apyry. Camast O0JIbIast IOYKa ere OoJbIe
paspociack, 1 B Hel IOSIBIJIACh HOBAs! TNIOCKOCTh CHMMETPHH, TIEPIICHANKYIISP-
Hasl TIepBOHaYabHOU. I3MeHeHne TIIOCKOCTH CUMMETPHUH TIPH pa3pacTaHuM 3a-
gaTKa MOYKHO HAOII0aTh U HA APYTOM OIMHCAHHOM dK3eMIusipe (puc. 9).

W3 aTuX HaONIOJCHWH CIleyeT, YTO MAaTepUHCKUE CENThl, 0OJeKaBIIrecs
(parMeHTOM MATKOTO Teja IOTHOIIEro opraHm3Ma, co3aaBalii HeKui penbed
B OCHOBAHUU Pa3BUBABIIIErOCS 3a4aTka. ITOT pebed) OMpeeisiI IepBOHAYATb-
HYI0 MO3UIMOHHYI0 MH(OpMAIUIO ISl OCTPOEHUS cKeleTa. Bo BISUCHHBIX
y4acTKax 3TOro peiabeda BO3HUKAIHU MEPBbIe CENTh (HOPMUPYIOMICHCS MOYKH.
Ecnu cenT ObI710 HEMHOTO, TO IJIOCKOCTh CHMMETPHH ITPOXOIHIIA HA MTPOI0JIIKE-
HUU CpeJHEeH W3 HUX, a B clydae 0ojiee KPYIMHOTO 3a4aTka MIOCKOCTh CHMMe-
TPHUU POXOAMIIA MEPICHAUKYIIPHO MATEPUHCKUM cenTam. [Ipu paspactaHuu
MOYKH M PACHPOCTPAHEHUH €€ Ha COCEIHUE MATePUHCKHE CENTHI MJIOCKOCTD
CUMMETPHU MOTJIa MEHSIThCS M CTAHOBHJIACH MIEPIICHIUKYJISIPHOW MaTEePUHCKUM
cenTaM. DTO CBUCTEILCTBYET O TOM, YTO CHMMETPHUS B PACIIONOKEHUH CENT Ha
HAYaJIbHBIX CTAJMH PA3BUTHS MOYCK OMPEACISIIACh PEIbeOM PACIIONOKCHHUS
MOJICTUJIAIONIUX 3a4aTOK MATEPHUHCKHX CENT, a Ha OoJiee MO3JIHEH CTanuu emle
W B3aHMHBIM BIUsHUEM chopMupoBaBimuxcs cent. Ho 3To BausHUE HE OBLIO
TaKUM JKECTKMM W YETKUM KaK Ha HayaJbHBIX CTAJUSIX Pa3BUTHUS OOBIYHOTO
KOpaJuInTa. ITO MOKHO OOBSCHHUTH, YTO MPH Pa3BUTHUU KOPAJUIUTA Pa3BUTHE
CEeNT ONPELISIOCh CPOPMUPOBAHHBIMU paHEE ME3CHTEPUSIMH, a B MOIO0OHBIX
MOYKaX Ha PAHHUX CTAAMIX UX PA3BUTHSI ME3EHTCPUH 0OBIYHO, BUJUMO, OTCYT-
cTBOBaIU. [109TOMY pacnonoKeHue CENT y MOUeK, BOSHUKABIIUX U3 parMeHTOB
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MOTHOIIETO OJIUIIA IyTeM Mopdaliakcrca, ObIJI0 He CTONh MPaBUIBHBIM, KaK
y 00BIYHOTO KopasuthTa. Bo3MoKHO, HIMEHHO STUM OOBSCHSETCS cialdas )Ku3He-
CIOCOOHOCTH TAKUX MOYEK U HECIIOCOOHOCTH X COPMUPOBATHCS BO B3POCIBIi
M10JIOBO3PENBIN TOJIUII.

3AKJIIOYEHUME

Iupokoe pacrpocTpaHeHUEe OOKOBOI'O IPUKPEIUICHUS Y OMUHOYHBIX PYTo3
YKa3bIBaeT HA OCeJaHHe W IMPUKPEIUICHHE UX JINYUHOK OPIOLIHON CTOPOHOH, a
He a0OpaJIbHBIM KOHIIOM, KaK Y COBPEMEHHBIX CKIIepakTHHUU. [1ockocTh cum-
METPUHU KOpaJTUTa pyro3, 0003HaueHHAas! TIIaBHOW M MTPOTHUBOIOJIOKHOH cernTa-
MU, COBITQJIA€T C MIOCKOCTHI0 CHMMETPHH JIMYUHKH, HA YTO yKa3bIBaeT PacIio-
JIOKEHHE TJIaBHOW CENTHI U pyOLa MPUKPEIJICHHsI Ha OIHOW CTOPOHE KOpaJlJInTa.
310 ¢ OO0NBIION BEPOATHOCTHIO CBUACTEILCTBYET O MPUCYTCTBUM Y JMUUHKH
pPYro3 mapbl ME3EHTEpHEB, 10 KpaiHedl mepe, Ha OPIOLUIHON CTOpOHE, KOTopas
W ompeaessiia MOoNoKeHHe POPMHUPYIOLIEHCS Moce MPUKPEIJICHUS JTHUYNHKH
riiaBHOM cenThl. [Ipeobmagaromiee pacmonoKeHNe TIIaBHOW CENTH Ha BBITYKJIOH
CTOPOHE POI'OBUIHBIX KOPAJJIUTOB OOYCIIOBJIEHO 3KOJIOTMYECKH HEOOXOAMMBI-
MH OCOOCHHOCTSMHM POCTa IOCJIE FOPU30HTAJIBHOTO MPHUKPEIJICHUS JTUUYNHKH
OpIOIIHOM cTOPOHOMN. M3 3TOr0 MOKHO cAeNaTh BHIBOJ, UTO OECCKEJICTHBIC MTPeI-
KH pyT03, HEOCPEICTBEHHbIE MU yJalIeHHbIC MMEIH MIIaHyI000pa3HbIi 00K
1 OpIOLIHYTO, , BOBMOXHO, U CIIMHHYIO TIapy ME3eHTEPHEB. DTH BEJH, BUIUMO,
OCHTOCHBII 00pa3 JKWU3HU, [0N3as1 Ha OPIOIIHOW CTOPOHE, U MUTAIUCh JOHHOM
TOJTy Pa3JI0KUBIIEHCS OPraHUKOM.

W3yuenue pereHepanuu y pyros rnoxkasajo, YTO Ha CKEJIETE MOTJIH ObITh OT-
paskeHbl BCe TPU PETCHEPALIMOHHBIX MYTH (3MUMOP(O3, MOpdasIakCUC U KOM-
NeHcalMoHHas perenepans). Mopdaniaakcuc mposBIsicS B BUAEC HEOOTBIINX
MOYeK Ha TOTHOIIeM MaTePHHCKOM KopaJtuTe. M3yueHne pa3BUTHs 3TUX MOYEK
MoKa3aio, 9To (POPMUPOBAHKE CENT Y HUX OPraHMW30BBIBAJIOCH MO/ BIHSHUEM
penbeda MOBEPXHOCTH MAaTEPUHCKOI'O KOpaJJINTa, HA KOTOPOM HaxOJWIICS 3a-
4aToK. Me3eHTepuH Ha PaHHUX CTAIUAX PAa3BUTHSI IOYEK, BUIUMO, OTCYTCTBO-
Bally, UJIH, N0 KpaliHel Mepe, HE OMPEACSIIN MECTO MOSIBJICHUS HOBBIX CEIIT.
Takum 00pa3oM, BecbMa BEPOSITHO, YTO M AJIS PYyT03, U JAJIS CKICPAKTUHUH mep-
BUYHBIM ObLIO pa3ziefieHue racTpajbHON MOJOCTH HAa KapMaHbl ME3EHTEPUSIMH,
a HE BIISTYMBAHUSIMU CTEHKHU T€Jla C U3BECTKOBBIMU CeNTaMu BHYTpu. Popmupo-
BaHUE ME3EHTEPHUEB €Ile Y MJIaHYJ CKJICPAKTUHUN MOXKET OTPaXkaThb UX MOsBIIE-
HUE elIe Y AaJIeKUX CBOOOTHOMOABHUKHBIX MPEIKOB.

Pabora BbIonHEHA pK (pUHAHCOBON moazepxke mporpammsl [Ipesunny-
Ma PAH «OKusas npupona». Astop npusHatenen C. I'pumnny, I. Mupanuesy,
A. lImakoBy u A. IlomoBo# 3a moMouis B cOope 1 GOPMHUPOBAHUN KOJIEKIIUU
KopaJsuioB, a Takxke O.JI. KoccoBoii 3a moMonis ¢ mogoopoM JTUTEpaTyphl.
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BILATERAL SYMMETRY IN THE ONTOGENY
AND IN REGENERATION IN TETRACORALS
(CNIDARIA; PALEOZOIC)

© 2013 S.V. Rozhnov

Widespread lateral attachment in solitary tetracorals indicates for settling and
attachment of their planula by ventral side. The tetracorals corallites plane of symmetry
indicated by cardinal and counter major septa, coincident with the larvae plane of sym-
metry indicated by the location of the cardinal septum and attachment scar on one side
corallite. This indicates with a high probability of the presence of paired mesenteries in
tetracorals larvae, at least on the ventral side. Soft-bodied tetracoral ancestors, direct or
distant, had planula-like body shape and a pair of ventral and, probably dorsal mesenter-
ies. They were benthic, crawling on the ventral side, and fed on bottom semi-decom-
posed organic matter. The study of regeneration in tetracorals showed that all three ways
of regeneration could be reflected in the skeleton (epimorphosis, morphallaxis and com-
pensatory regeneration). Morphallaxis appeared in small buds on the dead parent cor-
als. The study of the development of these buds showed that the formation of septa was
organized them the influence of the surface relief of the parent corallite on which there
was a bud. Mesenteries were probably absent in the early stages of bud development.

Keywords: tetracorals, Carboniferous, regeneration, morphallaxis, mesenteries, on-
togenesis, planula, comparative morphology.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «leo-6uonoeuueckue cucmemvt 8 npownomy. M.: IMH PAH, 2013. C. 145-164
http://www.paleo.ru/institute/publications/geo/

®EHOMEH SDHAHTUOMOP®UU Y MOPCKHUX MIHAHOK

JI.A. Buckosa
Taneonmonocuueckuil uncmumym um. A.A. bopucaxa PAH, Mockea
[ viskova@mail.ru

CaezeHust 00 sHaHTHOMOpP(HU3ME Y MOPCKMX MIIAHOK KpailiHe penku. Ha
OCHOBE aHAJHM3a IyOJIMKAalMi M MMEIOIIEerocss MaTrepuala Mo HCKomae-
MBIM U COBPEMEHHBIM MIIIAHKAM Y/aJOCh BBIJICIUTh Pa3Hble THITbI JHAH-
THOMOP(HBIX 3001/I0B U SHAHTHOMOP(HBIX KOJIOHUH, KaK Y APEBHUX, TaK
U Y PELEeHTHBIX TpeJcTaBUTeNel kiaaccoB Stenolaemata u Eurystomata.

N3BecTHO, YTO MOPCKMM MIIIAHKAM CBOWCTBEHHA OWjarepaibHas CHMMe-
Tpust. OIHAKO, KaK Y HEMOJABUKHBIX KOJIOHUATBHBIX OPraHU3MOB, Y HUX MOTYT
MPOUCXOANUTH 0OJiee MM MEHee pe3KHe HapyLICHHs] CHMMETPHH B Hapy KHOM
CTPOCHHUH KOJOHHWI M B COCTABISIONIUX MX 300HJaX. DTO BTOPUYHOE OTCYT-
CTBHE CHMMETPHUH, WJIA TUCUMMETpus, Kak oTMedaeT B.H. bexnemumes (1964),
HE MPUYUHSIET CHASTIUM KUBOTHBIM HEYZOOCTBA M OTPOMHOE MX YHCIIO COXpa-
HSIET CTPOTYIO JIBYCTOPOHHIOIO CHMMETPHIO, B TO BPEMSI KaK TMCUMMETPHS MTPO-
ABJISIETCS. Y HUX Pa3HOOOPa3HO M pa3pO3HEHHO. AHAJIN3 MMEIOUIMXCS JTaHHBIX
MOKa3bIBAET, YTO TAKYIO JUCHMMETPHIO 300HMJIOB U KOJOHUH, BCTPEUAIOUIYIO-
Csl B Pa3HBIX HE CBS3aHHBIX MEK]y COOOIO TPYIIax JPEBHUX U COBPEMEHHBIX
MOPCKHUX MIIAQHOK, MOXXHO OTHECTH K JIBYM MOJU(HKAIMSIM — JIEBBIM (CHHU-
CTpajJbHBIM) M TPABBIM (IEKCTPAIBHBIM) (pOpMaM KaXJOW U3 ATUX CTPYKTYP
W CBSI3aTh UX C TaKWUM SBJCHHEM, Kak dHaHTHoMopdusMm. B Bomnwmioit coset-
CKOM DHITMKJIONICANN TEPMHUH «IHAHTHOMOP(HU3M» 03HAYACT HAXOJSIIMICS Ha-
MPOTHUB, MPOTUBOMOJIOKHEIH (OT rped. enantios — u morphe — ¢popma). B ciosa-
pSIX yrmoTpeOsIieMbIX TEPMHHOB, UMEIOIIUXCS B Pa3HBIX M3aHUsX Treatise 1Mo
MiaHkaMm — crapeix (Bassler, 1953) n HoBbix (Boardman, Cheetham, Blake et
al., 1983), aToT TepmMuH oTcyTcTBYeT. OHAKO B CIOBApSIX MCIOJIB3YyEeMBIX TEp-
MHUHOB K JIByM MOHOTpa(usM, OCBAIICHHBIM MIITAHKAM TOJIBKO OTHOTO OTpsAa
Ctenostomata (Pohowsky, 1978; Hayward, 1985), pa3zbsicHsieTcsi, 4TO 300U bl H
KOJIOHUHY SHAHTUOMOP(HBI, €CITH OHH SIBIISIFOTCSI 3¢ PKaJIBHBIM OTPaskeHHEM IpyT
JpyTa, T. €. PEe/ICTaBICHbl CHHUCTPAIBHBIMH U JICKCTPAILHBIMH (POPMAMH.
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Cunraercs, 4TO y KOJIOHHAIBHBIX OPTaHIU3MOB YHAHTHOMOP(H3M BCTpeya-
eTCcsl He TaK 4acTo, KaK CPelM YHUTAPHBIX. MOXeT OBbITh, TOATOMY B paboTax
POCCHICKHMX aBTOPOB 0 UCKOIIAEMbIM M COBPEMEHHBIM MIIIAHKAM KaKy-THO0
nHpOpMaLKI0 00 SHAHTHOMOP(U3ME y ATHX KOJOHHAJBHBIX )KHBOTHBIX Hak-
TH HE yJajoch, 3a HCKIIOUEHHWEM omHOU ctaThu (Buckoma, Ilaxmeud, 2010).
0O0630p WHOCTpPAHHOM JTUTEpPaATypPHl IO MIMAHKaM (OYSBHIHO, HE MCUEPIBIBAO-
M) TI0Ka3aj, YTO TOJIBKO B HEKOTOPBIX PabOTax IHAHTHOMOPQHS 300HJ0B
U KOJOHHMH paccmarpuBaiiach KOHKpeTHO (Pohowsky, 1978; Hayward, 1985).
B npyrux u3gaHusx OHa KOCBEHHO MOATBEPKIAjach JACTAJIBHBIM OMUCAHUEM
0CcOOEHHOCTEH Pa3BUTHS AEKCTPAIBHBIX U CHHUCTPAIBHBIX KOJIOHHI, aCHMMe-
Tpuwn 300u10B win ux noysipHocta (Lagaaij, 1963; Cheetham, 1968; McKinney,
1980; McKinney, Burdick, 2004; Taylor, 1978; McKinney, Wass, 1981; Cook,
1981; Chimonides, Cook, 1994; Grischenko, Gordon, Taylor, 1999 u ap.). IIpo-
BEJICHHBIN aHaJIHN3 MyOJIMKAIMKA ¥ UMEIOIIETrocs MaTepralia 1Mo UCKOIMAaeMbIM H
COBpPEMEHHBIM MIIIAHKaM MO3BOJIHI 00OOIINTE BCE U3BECTHBIC JAHHBIC U BbIJC-
JUTH Pa3Hble THUIBI JHAHTUOMOP(HBIX 300HI0B U SHAHTUOMOP(PHBIX KOJIOHUH,
KaK y JIPEeBHUX, TaK U y PEIEHTHBIX MpeIcTaBuTesel KiaccoB Stenolaemata u
Eurystomata.

OHaHTHOMOP(HBIE 300MAbl. B KOJIOHUSIX MIITAHOK BCTPEYAIOTCS J[Ba THIIA
SHAHTHOMOP(HBIX aBTO300HIOB (Jajiee MouTH Besne — 300unbl). OauH THIT
MPENICTABIISCT ICKCTPAIbHBIC M CHHUCTPAJIBHBIC 300HIbI, BTOPOI THIT — 300U IbI
C HOPMAaJIbHOM M PEBEPCUBHON OpUEHTALUEH, MU C HOPMAJIBHON U PEBEPCUB-
HOW TOJSIPHOCTBIO: alepTypa PEBEPCHBHOTO 300H/1a HAXOJUTCS Ha €ro MpoK-
CUMaJIFHOM KOHIIE, TOTAa KaK MPH HOPMAThHON OPHUEHTAIIMH OHA WMEET I¥C-
TanpHOoe ToJoxkernue. O0a THma YSHAHTHOMOP(HHBIX 300HJIOB C Pa3HON CTETICHBIO
WX Pa3BUTHS MOTYT BCTPEUYAThCSI B OTHOU U TOH e KOJIOHHH, JIMOO BCS KOJIOHUS
MOXeT ObITh C(HOPMUPOBAHHOH TOTBKO OJHUM U3 ITUX THUIIOB 300H/I0B.

Kak okasaynoch, 3HaHTHOMOP(HBIC 300H[bl Yallle OTMEYAIOTCS Y TPYAHO
pacro3HaBaeMbIX JIPEBHUX M COBPEMEHHBIX CBEPISIIMX MIIaHOK Vesiculariida
(=Stolonifera, Ctenostomata), KOJIOHHH KOTOPBIX JTUIIICHBI H3BECTKOBOT'O CKEJIe-
Ta. DTH MIIAHKU TPUCIIOCOOJICHBI K KU3HU B TBEPJIOM U3BECTKOBOM CyOCTpaTe,
MPOHUKAs B HETO XMMUYecKuM myTeM. Ha moBepxHocTH cyOcTpaTa (paKOBUHBI
Pa3IUYHBIX MOJUTFOCKOB) OCTAIOTCS CJIEJbI CTOJIOHOB M MOYKYIOMIMXCS OT HUX
300MJIOB, a TaKXe anepTypbl, COOTBETCTBYIOLINE OTBEPCTUSM aBTO300HJIOB,
Yyepe3 KOTOpbIe BBHICTYMANU JI0GOoPOpHI I OCYIIECTBICHHUS BCEX YKU3HEHHO
BXHBIX (DyHKITMH. DHAHTHOMOP(HBIE 300Ul CBEPIAIINX MIIAHOK, TPEBHUX
Y PEIeHTHBIX, BliepBbie Ob1nu omrcanbl P.A. [loxoBckum (Pohowsky, 1978). Onn
Pacro3HAITCA 10 TOJOKEHHUIO X allepTyp OTHOCHTEIFHO CTOJIOHA: Ha MPaBOi
CTOPOHE WJIM BJOJIb HErO — 300HMbI JACKCTpaJIbHbIC, HA JICBOH — CHHUCTpAJb-
ueie. [1o nanabiM [loxoBckoro (Pohowsky, 1978) nekcTpalibHbIe U CHHUCTPAITb-
HBIC 300H]Ibl XapaKTEPU3YIOT KOJIOHHH CBEPIISIIIUX MIIAHOK TAaKMX POJIOB, KaK
Terebripora d’Orbigny, 1847 (so1ien — HBIHE) M Immergentia Silén, 1946 (Muo-
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[IEH — HBIHE) M YKa3bIBAIOTCS B MX JUArHO3aX. B OAHHMX KOJOHUSAX 9TH 300U-
JIbI MOT'YT OBITh CTHHUYHBIMH, B IPYTHX — MHOTOYHCICHHBIME. Hampumep, y
T. ramosa d'Orbigny, 1847 (mnunouen-ubine, CUIA, Yunm) nnm 1. patagoniana
Pohowsky, 1978 (coBpeMeHHBI#, ApreHTrHa) OOJBIIMHCTBO 300UJIOB SIBJISIOTCS
00 JIEKCTPaTbHBIMU, JIN0OO CHHUCTPalbHBIMH. KpoMe Toro, y BbIllle Ha3BaH-
HBIX BHJOB, a TaKXE Y TaKUX CBEPIIANINX MIMAHOK, Kak Ropalonaria? arachne
(Fischer, 1866) (xemmoBeit — okcdopa, Ppanmus), Marcusopora ripleyensis
Pohowsky, 1978 (maactpuxt, CIIA) u T. falunica Fisher, 1866 (coBpeMeHHBII,
Bpaszunus) BcTpeyaroTcsl 1 PeBEPCUBHBIE 300U IbI.

Kak nmoguepkuBaet [ToxoBckH, y cBepisiux mMimanok poga Cookobryozoon
Pohowsky, 1978 (muonien KanudopHuu, miauolieH ABCTpainu), ¢ €AMHCTBCH-
veiM BugoM C. lagaaiji Pohowsky, 1978, sHanTHOMOp(H3M B 3HAYNUTEITHLHOMN
CTEMEHU TPOSIBIISICTCS B HOPMAIILHON M OOpaTHOM OPUEHTAINU 300UI0B, H MTPH
3TOM PEBEPCUBHBIC 300U/IbI MOTYT COCTaBISATH OOJBIIYIO YacTh KosloHnu. Oc-
HOBHOH CTOJIOH, OTXOSIIMHA TUCTAJIBHO OT MPOKCHMAJIBHOTO KOHIA aHIIeCTPY-
JIBl, BCET/IA MIOUKYET TOJBKO peBepCHBHBIE 300U/ 1bl. [locnennue MoryT ObITh CH-
HUCTPAJLHBIMU, €CIT BCE MX allepTypPhl IIOMEIIAIOTCS HA JIEBOW CTOPOHE 3TOTO
CTOJIOHA, U ICKCTPAJILHBIMHE, €CJTH BCE OHU — Ha €ro MpaBoii cTopone (puc. la) .
300U/1bI, OPUCHTHUPOBAHHBIC HOPMAJIBHO U C alepTypaMu Ha MpaBoOdl cTOpO-
HE CTOJIOHA WMJIU BJIOJIb HErO PACCMATPHUBAIOTCS KaK JICKCTpPabHbBIC. DHAHTHO-
MOpPQHBIE 300U bl 3TOTO BUA XOPOLIO PACIIO3HAIOTCS U B YAAJICHHBIX, KPAaeBbIX
y4acTKax KOJOHUHU. Y JPYyTHX CBEPJSIIMX MIIAHOK JEKCTpalbHble U CHHHU-
CTpaJIbHBIC 300U/Ibl, OOJIee WIIH MEHEE JIETKO Pa3IndMMble Ha paHHUX CTaIHSIX
Pa3BUTHS KOJIOHUH, YaCTO TPYJHO y3HABAEMbI HA PACCTOSIHMH OT aHIICCTPYIIbI.
BosMoskHO, pa3BuTue B konoHusx C. lagaaiji 5SHaHTHOMOP(HBIX 300HIOB JBYX
TUIIOB U JAOMHHHMPOBAHHE PEBEPCHUBHBIX 300UJOB AABAJIO UM OIpEICICHHBIC
MPEUMYIIECTBA MEPed APYTUMHU CBEPISIIMME MInaHKaMu. [loxoBcku, moguep-
KUBas o0mupHoe pa3pactanue kojonuii C. lagaaiji Bo Bce CTOpOHBI cyOcTpaTa
BOKPYT aHIICCTPYJIIbI, CAUTACT, YTO OH IPOUCXOIHUII OUYCHB OBICTPO U 06€3 0COOBIX
MOMEX, HaXOJISALIUECs PSJIOM C aHIIECTPYJIOH CTOJIOHBI JUIMHHEE MOCICY FOIUX,
a UX POCT ObLI CBOOOAHBIM. 371eCh, OYEBHTHO, CIICAYET 3aMETUTh, 4TO [T0XOBCKH
orpezessieT Kak YJHaHTHOMOPQHBIE HE TOJIBKO 300MAbI, HO U Kononuu C. lagaaiji,
MOCKOJIBKY CTOJIOH, HAUMHAIOLIMICS OT aHLIECTPYJIbL, TOYKYET BCET/1a PEeBEPCHB-
HBIC 300U[IbI C allePTypamMK Ha JICBOH CTOPOHE (KOJOHWH CHHUCTPAJIbHBIC) WITH
Ha MpaBoi (KOJIOHHUH JIEKCTPANIbHBIE), U TAKOE KE TOJIOKECHHUE allepTyp BCTpeya-
ercs Ha apyrux cronoHax (Pohowsky, 1978, c. 93).

Penxme peBepcuBHBIE 300M1BI OTMeUYeHBI 1y Buaa Orbignyopora opulenta
Viskova et Pakhnevich, 2010. Dta cBepnsimas MIaHKa U3 CPEAHETO KEIJIOBEs
ITonMockoBbs Obli1a 0OHApY KeHa B TOBEPXHOCTHOM MOYTH ITPO3PAUYHOM CJIOE BHY-

' Ha 5TOM W Ha IpyTuX MPUBEACHHBIX B CTAThE PUCYHKAX pa3Mephl (MaciiTabHOE H300paKeHNUE)
OTIETBHBIX (PUTYP HECKOJIBKO OTIMYAIOTCS OT Pa3MepoB ITUX ke QUTYpP B OPUTHHAIBHBIX aB-
TOPCKHX CTAThAX, OJHAKO 3TO HE BJIUAET HA BOCHPHUATHE U3JIaraeMoro MaTepualla.
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Puc. 1. Dnantuomopdusie 30ousl: a — Cookobryozoon lagaaiji Pohowsky, 1978 (x 8.1); pe-
BEPCUBHBIC CHHUCTPAJIbHBIC 300H bl HA OCHOBHOM M Ha OOKOBBIX CTOJIOHAX, BHJIHBI AEKCTPAJIb-
HBIC HOpPMAaJIbHBIC 300HBI (KOPOTKasl CTPEJIKAa) U PEBEPCHBHBIA (JUTMHHAS CTPEIKaA); HUKHUH
wnonen; ABctpanus (Pohowsky, 1978); 6 — Orbignyopora opulenta Viskova, Pakhnevich, 2010
(x 24); Ha GOKOBOM CTOJIOHE, OTXO/SIIIEM OT OCHOBHOT'O, BUJICH PEBEPCHBHBIH YKOPOUCHHBIH 30-
oun (p3); cpenHsis 0pa, cpeqHuit kemoseid; Poccus, T. MockBa, kapeep Kamymku (apiae — Jle-
noBoit ueHTp MockBa-Cutn) (Buckosa, [TaxuneBud, 2010); 6 — cxema pacnoioXeHUs: YHAHTUO-
MOP(QHBIX 3001/10B B YWICHHCTHIX KojoHUsX Poricellariidae: @ — cerMeHT ¢ IPOJOIBHBIMH PsiJIaMH
MOHOMOP()HBIX 300HJI0B, 6 — TUMOPGHBIX 300MI0B; 0003HAYEHUS: JIII — JIEBBIH JIaTepaTbHBIH
psiz, ¢ — eBblid PPOHTANBHBIN Psif, [T — MPaBBI JaTepalbHbIA psif, ] — npasblii ppoHTANIB-
Hb1i psia (Bordman, Cheetham, 1969, ¢ uamMeHeHusIMU).
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TPEHHEH CTOPOHBI pakoBUHBI ycTpullbl (BuckoBa, Ilaxnesuy, 2010). B xomonuun
OT OCHOBHOT'O ¥ OOKOBBIX CTOJIOHOB MTOYKOBAJIVCH JIBA THUIIA ABTO300HUI0B — YKOPO-
YEeHHBIC U YJIJTMHEHHbIE, PACIIOIOKEHHBIE CHMMETPHYHO BOJb CTOJIOHOB U Xapak-
TEPU3YIOIIMECs B OCHOBHOM HOPMaJIbHOM opueHTalue (puc. 16). OnHako cpeau
YKOPOUCHHBIX 300UI0B, IIOYKOBABIIUXCS Ha OOKOBBIX CTOJIOHAX, WHOT/IA TPOSIB-
JsICs X dHAHTHOMOPQU3M. OH OB BRIpAXKEH Pa3BUTHEM, HAPSTY C HOPMallb-
HBIMH 300UIaMH PEBEPCUBHBIX, UMEBIIINX aNlepTypy Ha MPOKCUMAIIEHOM KOHIIE.

Od4eHb HATIAJHYIO JICBH3HY W IMPaBH3HY 300UJIOB JEMOHCTPUPYET ame-
pukanckuii uccnenoarenb A. YUuram (Cheetham, 1968; Bordman, Cheetham,
1969) Ha mpumepe XeHIOCTOMHBIX MIIaHOK cemeiicTBa Poricellariidae (maa-
CTPHXT — HbIHE), OJIHAKO, OH €€ PaCCMaTPHBACT KaK UX aCHMMETpPHIO. BeTBUCTEIC
YJICHUCTHIE KOJIOHUU ATUX MIIAHOK COCTOSIT U3 CETMEHTOB, B KOTOPHIX 300H/IHI,
OTKPBIBAIOIINECS TOIBKO Ha OJHY CTOPOHY, PACTIOI0KEHBI B UETHIPE MPOAOITH-
HBIX psja (puc. 16). I3 HUX 1Ba psijia 300MI0B SBISIOTCS (DPOHTAIBHBIMU (OTHH
JIEBBIH, IPYTON — TPaBbIi) CO CPEAMHHOM JINHUEH MEK 1y HUMH, H JIBa psia 300-
WJIOB — JlaTepajbHBIMU (OJIMH — JIEBBIH, IPYyToi — npaBselif). OTBepCTHUS (OIE31H)
300MJIOB BO BCEX PsJIaX HAKJIOHEHBI K CPEIIMHHON JTMHUH (PPOHTAIBHOH CTOPO-
HBI cerMeHTa. CaM aBTOp MOTUYEPKUBACT, UTO JIEBBIN (PPOHTATBHBIN U JIEBBIH J1a-
TepaJbHBINA PSAJIBI 300HI0B SBISIOTCS 3€PKAILHBIM OTPa’keHUEM MTpaBoro (HpoH-
TaJBHOTO W MPaBoOro jarepaybHoro panos 3o0u10B (Cheetham, 1968, c. 187).
Ho Ttakoli xapaktep pacrojioxeHusi 300u]10B B KonoHusx Poricellariidae u ux
MOPQOIOTUs IO3BOJISIOT CYUTATH 3TU 30016l SHAHTHOMOP(GHBIMU. MOXKHO OT-
METHUTb, YTO Ha 3TO ObLIO 0OpaieHo BHUMaHue [ToxoBckoro (Pohowsky, 1978,
c. 40). Cormacuo uccnenoBanusam Untama (Cheetham, 1968) y Poricellariidae
B MHTEpBAJIC MO3THUI MeN — HbIHE U3MEHSIINCh OCOOCHHOCTH MOYKOBAHUS H
Mop(hoITOTHst 300H10B (MX IITUPHHA, JUIMHA, YTOJI HAKJIOHA OTE3Hi, KOJIMYECTBO,
pasMepsl 1 OpHEHTALUs aABEHTUBHBIX aBUKYJISIpUEB U T. 1.). [Ipu 3TOM B 300H-
Jax JaTepalibHBIX PsI0B MPEOOpa3oBaHMs MPOUCXOIMIH OBICTPEE, YeM B 300U-
nax GpoHTaNbHBIX psAOB. B pesynbrare, kak orMeuaeT Ynram, MOHOMOp(HBIE
300u6I y MeTIoBBIX Poricellariidae cTraHOBATCS TUMOPGHBIMHU Y OJTUTOIICHOBHIX.
JumMopdHbIe 3001l XapaKTEPHBI U JJIsI COBPEMEHHBIX TIPEJICTAaBUTENCH ATOTO
cemeiictBa. lHTEepecHO 3amMeTuTh, 4T0 300161 Poricellariidae, HaxonuBiiuecs B
30HE aCTOT€HETHYECKOT 0 TIOBTOPEHHUS B ABYX (DPOHTAJIBHBIX U B IBYX JIaTepajb-
HBIX psiAax, Ha MPOTSHKEHWH paccMaTpUBAaeMOr0 MHTEpBaia BPEMEHH (MeN —
HBIHE) OCTaBAJINCh JHAHTHOMOP(HBIMH.

DHaHTHOMOP(HBIE 300MABl XapaKTEPU3YIOT YHUKAIBHYIO XEHIOCTOMHYIO
mmanky Fatkullina paradoxa Grischenko, Gordon et Taylor, 1999. IIpu sTom
SHAHTHOMOP(U3M TPOSBISACTCS TOJIBKO B HOPMAJIBHOW U PEBEPCHBHOM IOJISIP-
HOCTH 3001J0B (puc. 2). UHKpycTHPYIOLIUE KOJIOHUH 3TOH MIIAHKH, Pa3MepaMu
0.2-12.0 cm, OblTM HaligeHBl B TPUOpPEXHBIX Bogax OxoTckoro Mops (iuenbd
3amannoit Kamuatku) poccuiickum 6puosoonorom A.B. I'pumenko. OH Brep-
Bble 0OpaTHJI Hallle BHUMaHUE Ha PEBEPCUBHBIE 300U/IbI B €€ KOJIOHUIX BO Bpe-
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Puc. 2. Fatculina paradoxa Grischenko, Gordon, Taylor, 1999: ¢ — nunkpycTHpyoImas Kojo-
HHSI, BUJIHBI 300116l C HOPMAJIbHOM U PEBEPCUBHOM MOJISIPHOCTBIO (X 26); 6 — BAPUAHTHI OPUCHTA-
WU PEBEPCUBHBIX 300HI0B, MOYKYIOMIHUXCS OT aHIECTPYHI (A); coBp.; Poccus, OxoTckoe Mmope
(Grischenko, Gordon et Taylor, 1999).

M3l COBEIIaHUS MO0 UCKOMAEMbIM U COBPEMEHHBIM MIlaHkaMm B [lepmu B 1994 1.
BrocneactBuu oHa Obljia ONMMCaHa UM COBMECTHO C MHOCTPAHHBIMH KOJIJIeTra-
mu (Grischenko, Gordon, Taylor, 1999). MuTepecHO, 4TO TIEpBbIC PEBEPCUBHBIC
300UbI B KOJIOHUSX F. paradoxa oka3pIBaloTCSI B YHCIIE TPEX MOUYESPHUX 300-
WJIOB, TIOYKYIOIIUXCSA OT aHUecTpyiasl. OHM QPOPMHUPYIOT C HEW CBOeOOpa3HBIH
aHIECTPYISAPHBINA KoMIuieke. [lpu Bcerna HOpMabHON OpUEHTAIIMU CaMOW aH-
LECTPYJIbl, OPUSHTAIUS JIOUEPHUX 300UJ0OB B ITOM KOMILIEKCE MOXKET UMETh
4yeTbIpe Bapuauuu (puc. 20). PeBepcuBHble 300116l pa3dpocaHbl MO BCel KO-
nouuu F. paradoxa, ¥ y HUX, KaK U y HOPMaJbHBIX 300MJ0B, 3aMETHO yTOJI-
meHa GpoHTanb. KpoMe TOro, u3 peBepCHBHBIX 300UIOB IO KPasiM OKPYTIIBIX
KOJIOHHH (popMupyeTcs penbedHbII BBICTYII, KOTOPBIN, KaK OTMEYAIOT aBTOPHI,
UTpaeT 3alUTHYIO poiib. [Ipu 3TOM opuduUCH AITUX 300HI0B, PACTIONIOKEHHEIE
Ha MX IIPOKCUMAJIBHBIX KOHIAX (M OJIMIKE K LIEHTPY KOJOHUU), TAKKE HAXOISTCS
I10J1 3aLIUTON 3TOrO BHICTYIIA.

[TpuunHBl TOSBIICHUS YHAHTUOMOP(GHBIX 300UJIOB Y CBEPJISAIIUX MINAHOK
moka He packprIThl. Kak monaraet [ToxoBcku (Pohowsky, 1978), oru moryT hop-
MHPOBAThCS Ha MPOCTEHIINX YPOBHIX KIETOYHOU MudhepeHIuanum u opra-
HU3aIlMH, Ha Pa3HBIX CTaAUSAX OHTOI'€HE3a 300MI0B MJIM BOSHUKAThH CIy4ailHO.
Hamnpumep, y MHOrMX BHIOB Immergentia Takue 300116l CHa4YaJia pa3BUBAOTCS
KaK CPeIMHHO-0a3aJIbHOE SIBHO CUMMETPHYHOE PACIIUPEHHUE CTOJIOHA, a 3aTeM
MIPOUCXOIUT HE3aMETHOE CMEIIIEHNE allepTyPhl Ha TIPaBYIO UIIU JIEBYIO CTOPOHY
crosioHa. Y xeinocroMubix Poricellariidae, cormacHo ucciaegoBanusiM Yurama
(Cheetham, 1968; Bordman, Cheetham, 1969), sHanTHOMOpP(hU3M MOXHO pac-
CMaTpPUBaTh KaK Pe3yJbTaT aJZIOMETPHIECKOTO YBEIIMUEHUS 300 1alIbHON JUC-
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Puc. 3. ®parMeHTsl cniMpaibHBIX KOJIOHHU poma Archimedes: a, 6 — A.
keyserlingi Stuckenberg, 1875, a — oceBas yacTb (Hart. Bell.), 6 — pparMeHT CeTKH,
TaHTeHIHaJIbHOe ceueHne (x §); BepxHuUi kapooH; Poccus, Tuman (Huxudopo-
Ba, 1938); 6 — A. orientalis Schulga-Nesterenko, 1949, oceBast 4acthb (HaT. Bell.);
HWXKHsS IepMb; Poccus, 6acceiin p. [leuopst, p. [Tonuepem (Illynbra-Hectepenko,
1949); 2 — A. bolkhovitinovae Schulga-Nesterenko 1951, oceBast qacTh (HaT. BelL.);
cpenHuit kapoon; Poccus, p. [lunera, H. [lanenra (LLynsra-Hecrepenxo, 1951).

uMMeTpur. OTHOCUTEIBHO XeiiocToMHOro Bua F. paradoxa, oueBuIHO, MOXK-
HO CYUTATh, UTO €r0 SIHAHTHOMOP(HBIE 300U/IbI (C PEBEPCHUBHON U HOPMAJIBHOM
MOJISIPHOCTHIO) (POPMUPOBATUCh HA Pa3HBIX CTAJUSIX ACTOTCHE3a, HAuWHAs OT
AHIIECTPYIBI, KaK 3alIUTHAS PEAKIIHs Ha arPECCUBHYIO CPEAy.
OHaHTHOMOP(pHBIE KOJOHHHU. Y HCKOITaeMbIX MIIIAaHOK Kiiacca Stenolaemata
U COBPEMEHHBIX MIIAHOK kjacca Eurystomata oHu mpeacTaBleHBI MPOCTpaH-
CTBEHHBIMU JIEBO- U TIPABO3aBEPHYTHIMU CIIUPATSIMHU BEPTHUKAIHHO PACTYIIUX
KosoHui. KpoMe Toro, u3BECTHEHI JIEBO- M ITPABO3aBEPHYTHIC INIOCKHUE CITHUPATH
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WHKPYCTUPYIOUIUX KOJOHHM (CO CTIIMPAIbHBIM PACIIOIOKEHHUEM 300UJI0B) y UC-
KOTlaeMbIX U coBpeMeHHBIX Eurystomata. Cpeau mpocTpaHCTBEHHBIX SHAHTHO-
MOP(QHBIX cliUpaiell BEpTUKaJIBbHBIX KOJIOHUH UCKOMaeMbIX Stenolaemata Mox-
HO BBIJICNIUTH YETHIPE THUIIA PA3HOU CIIOKHOCTHU CTPOCHUSI.

[epBbiii U3 HUX — BUHTOOOpa3HbIC ceTYAThIe KOJIOHWHU IMUPOKO W3BECTHO-
ro maneo3oiickoro poga Archimedes Owen, 1842. B mame#t ctpane 3TOT pon
pacmpocTpaHeH B CpellHeM U BepxHeM KapOone Pycckoit mmardopmsl, B HIDK-
Heil mepmu Ypana u Tumana (Huxkudoposa, 1938; Llynsra-Hecrepenko, 1941,
1949, 1951, 1952, 1955; Mopo3zosa, 2001), HO HEOObIYaitHO OOWJICH OH B HUXK-
HeM kapOone CeBepnoit Amepuku (McKinney, 1980, 1993; McKinney, McGhee,
2003; McKinney, Wass, 1981). K coxanenuro, Hu B OTHOH paboTe pOCCHUCKUX
aBTOPOB, HECMOTPS Ha MOAPOOHBIC OMUCAHUSI MEJIoro psma BUmoB Archimedes
(puc. 3), He yKa3bIBaeTCs, SIBISIOTCS JIM UX CIUPATbHBIE KOJOHUU MPABO- UITH
JICBO3aBEPHY THIMH.

Yamie peructpupoBaiuch BUAbI Archimedes, ceTuaTble KOJIOHHH KOTOPBIX
Pa3BUBAIUCh B OMHOYHYIO CIIUPANb (ACKCTPAIBbHYIO WIH CHHUCTPATIBHYIO) OT
Kpasi CEeTKH POAMTEIHCKON KOJIOHUH, myTeM ¢parmentanuu (McKinney, 1983).
OnHaKo M3BECTHHI PEAKHE MPUMEPHI OJWHOYHBIX U PAa3HOHAIPABICHHBIX Map-
HBIX criupaieil Archimedes, koTopsle hopMupoBaNack OT PacIIMPEHHOTO MH-
KPYCTUPYIOIIEro OCHOBaHMS, oOpa3zoBaHHOro Bokpyr anuectpyisl (Ulrich,
1890; Condra, Elias, 1944; Conkin, Fuson, 1970; McKinney, 1983). Ho oco0srii
WHTEpEC MPEJICTABISCT YHUKAIbHAS HAX0/Ka 0JJHOro 13 BuioB Archimedes — A.
cf. intermedius (Ulrich, 1890) B ¢popmanuun Yectep (mo3aHuit kapOOH, paHHHHA
Hamiop) Ha ceBepe Anabamel, CILIA, omucannas K. MakxKuaau n /1. bapau-
koM (McKinney, Burdick, 2001). [Toutn oT oCHOBaHHUsI CETYaTO BEEPOBUIHOM
KOJIOHMH B TIPOTHBOIIOJIOKHBIE CTOPOHBI OTXOMAST ABE CHUPAJIBbHBIE BETBU, U3
KOTOPBIX OfHA AEKCTpasbHas, a Apyras — cuHUCTpaibHas (puc. 4a). bokosble
CIUpaU MEPICHANKYISPHBI K BEPTHKAIBHOMY POCTY MaTEPUHCKOH KOJIOHUH.
ABTOpBI 00palatoT BHUMaHKE Ha HEOObIUHOE 0a3aJIbHOE IIPUKPEILICHUE, CPOp-
MHPOBAHHOTO, OYEBUIHO, B PE3yJIbTaTe 00PACTAHMS aHIIECTPYIION U MOCIENYIO-
IIUMH 300HM/IaMH BEPXYIIKH d3PeMEepHOT0 CyOCTpaTa, KOTOPHI BO3BBIMIAJICS HAJT
MOPCKHUM JHOM. biarogapsi 3ToMy SHaHTHOMOP(HBIE CIUPAIN MOTJIA CBOOOIHO
pacTu B pazHble CTOPOHBL. B 1iesnom sTa cnoxknast kononust Archimedes HeoOBbI-
YaiiHO MUHHUATIOPHA: OHA UMeEeT Bcero 6.5 MM B BeicoTy 1 200.0 MM monepeuHoit
JutrHbL. Yamie B paboTax majieOHTOJIOTOB IPUBOUTCS TaKast JUTMHA OTJCIbHBIX
¢dparmenToB citmpanu Archimedes: 0.25-50.0 cMm, a wHOTHAa — 10 100.0 CM™.

OO0mIen3BecTHO, YTO JCIMKaTHAS ceTka crupaiau Archimedes coctout u3s
OndypKUPYIOMUX COSANHEHHBIX MEepeKIauHaAMU BETBEH ¢ ABYXPSIHBIM pac-
MOJIO’KEHHEM 300UJI0B, OTKPBIBAIOIINXCS HA OAHY CTOPOHY. McclienoBaHHusIMH
MaxKunanan (McKinney, 1980, 1993 u np.) ycTaHOBJIEHO, YTO TIOJHBIC KOJIOHHH
3TUX MIIAHOK (POPMHUPOBAIHCH CITUPAIBHBIM POCTOM OU(YPKUPYIOIINX BETBEH
BIIOJIb OCH W PaJMaIIBHBIM X pOCTOM OT Hee. [Ipu 3ToM B mpenmenax KakIou
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Puc. 4. TIpocTpaHcTBEHHBIE CHIMPATH KOJOHHH Nasie030ickux MiraHok: @ — Archimedes cf.
intermedius (Ulrich, 1890), BeepoBuHas ceTka U OTXOJSIINE OT HEE PHAHTHOMOP(HEIE CIIHpa-
mu (x 5.5); dopmanms Yecrep (mo3guuit kapOoH, pannuii Hamiop); CLLA, Anabama (McKinney,
Burdick, 2001); 6, ¢ — Kazarchimedes kalbensis Plamenskaja, 1964, 6 — BHentuuii Buj (Hat. BelL.);
6 — (parMeHT CeTKH, TAHTCHIHAIbHOE ceueHue (X 14); HiKHUI KapOoH, BepXxHul Bu3e; BocTou-
uerii Kazaxcran ([lnmamenckas, 1964).

CIHpaJii B cepun OM(ypKHUPYIOMMX BETBEH OIHA BETBb COXpPAHsIA CIIUPAJIb-
HBII pOCT (AEKCTPaNbHBIN MM CHHUCTPAIBHBIN) MATEPUHCKOIN BETBH, JIpyras
OTKJIOHSJIaCh B CTOPOHY. BHYyTpeHHHUI Kpail ciupaibHO 3aBEPHYTON CETKHU CO3-
JlaBall OCEBYIO CTPYKTYpY, WK oceBoil BUHT. Ho HacTosmel TuHeHHON cTpyK-
TYpbl, OT KOTOPOH HayMHaJach Obl CIMpajib CETKH, HE CylIecTBYyeT. TBepnas
BHUHTOBAs CTPYKTYpa, OKpY’Karolas BUPTYaJbHYIO OCh CIIMpaJi, CO3AaBajlach
3HAYUTEIbHBIMU OTJIOKEHUSIMHU KaJIbIIUTa, KOTOPBIH OBICTPO CEKPETHPOBAJICS B

MPOKCHUMAJIBHOM HaIIPaBJICHUH OT pacTylLIel BEpXyLIKH.
OueBUIHO, K 3TOMY THIIy CTPOEHHS CIEOYeT OTHECTH M BHHTOOOpa3HBIE
ceTyaThle KOJIOHUU €AMHCTBEHHOH Minanku poaa Kazarchimedes Plamenskaja,
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1964 u3 mmxHero kapbona BocTounoro Kazaxcrana (ITmamenckas, 1964). On
npencrasiieH ennHCTBeHHBIM BuioM K. kalbensis Plamenskaja, 1964 (puc. 46, 6).
Ot1oT pox otnnyaercs ot Archimedes Tem, 4To y Hero ouypKUpyIOIINEe BETBH
(GopMHPOBAINCH HE ABYMSI, & TPEMS-UETHIPbMS PsIIaMU aBTO300HI0B, a TAKKe
TEM, YTO JIHAMETP 000POTOB YMEHbBIAJCS OT OCHOBAHUS B CTOPOHY pacTyIiei
BEpXYIIKHA. ABTOp polla OTMETHJA, 4TO 000poTHl crimpanu y Kazarchimedes
UIyT CIIeBa HAIIPABO.

MaxKuHun noguepkuBal, 4TO COUpPaIbHbIA POCT KOJIOHUM MO3BOJISI, CO-
XpaHsis MUHUMAIBHYIO IUJIONIQ/Ib UX MPUKPEILICHUS, YBEIMYUBATH ILIOMATh
MOBEPXHOCTH BHTKOB CeTKH. lIWTaromue 300U/bl, KOTOPBIE OTKPHIBAIUCH Ha
BEPXHEH CTOPOHE KaXKJO0ro 000pOTa, YCHENTHO OPOIIANIUCH MIYIIMMH CBEpPXY
BOIHBIMU TIOTOKAMHU C MHTATENbHBIMHU dacTulaMu. Kpome Toro, Takoil poct
M30JIMPOBAJI KOJIOHHUIO OT JIOTIOJTHUTEIFHOTO KOHTaKTa C CyOCcTpaToM, Te B3a-
MMOJCHCTBHE C APYTUMHU CECCUIIBHBIMU OpPraHU3MaMH MOTJIO OBITH OCOOEHHO
YacThIM U HEOJIarOnpPUsITHBIM.

Bropoii THI MpsAMOro CHUpanbHOrO POCTa ¢ OOpa3oBaHUEM JHAHTHO-
MOp(hHBIX KOJIOHUH 3apeTHCTPUPOBAH y MIIAHOK topckoro poma Terebellaria
d’Orbigny, 1852, KOTOPHEIH MPEACTABICH BCETO OMHUM BHIOM — T. ramossissima
Lamouroux, 1821 (puc. 5). B Hamreii cTpaHe OH IIHPOKO pacIpoCTpaHeH B CPe/I-
Hell fope (CpemHui KeJToBel) IIeHTpallbHBIX paiioHoB EBporneiickoit wactu Poc-
cuu (I'epacumos, 1955; Buckora, 2006), 0H Takke MHOTOYHUCIICH B CPETHEH 10pe
Anrnnu u @panuun (Walter, 1969; Taylor, 1978). YHUKansHOCTH MILIAHOK pojia
Terebellaria cocTOUT B TOM, 4TO UX MPSIMbIC JUXOTOMHUPYIOLIHE BETBH MPEI-
CTaBJICHBI HHUCXOISAIICH MPOCTPAHCTBEHHON cmupaibio. HeoObruaiiHas oco-
OCHHOCTH KOJIIOHHAIIBHOTO pocTa T. ramossissima OblTa CKpyIyJe3HO U3ydeHa
anrimiickuM opuosoosiorom 1. Taitnopowm (Taylor, 1978). On momuepkHyII1, 4TO
BeTBU KoJioHuii Terebellaria siBsit0TCS IEKCTPATbHBIMU U CHHUCTPAJIBHBIMU, HO
00HApYKUTh 3TO MOYKHO TOJBKO CO CTOPOHBI pacTyllel BEepXYIIKH HIIU B I10-
nepeuHbIxX mngax. B nHamem marepuane (coopst I1.A. I'epacumosa, A.C. Anexk-
ceeBa M aBTOpa) M3 OTIOKEHHH cpemHero keytoBest MockBbl U [10AMOCKOBBS
UMeroTCs (PparMeHThl TONBKO JeKcTpalbHBIX BeTBeil Terebellaria (mx mmmHa
1.5-6.5 cm). Ho npuBenennsiii B pabote ['epacumona (1955, tadn. XII, ¢ur. 9)
CHHMOK OJTHOT'O TIOIIEPEYHOr0 cpe3a KOJIOHUU (pHC. 50) CBUACTENBCTBYET O TOM,
YTO CHHUCTpPAJIbHBIC BETBU OBIJIM U B MOCKOBCKOM MarepHalie, 4acTh KOTOpO-
ro, K COXaJICHUIO, TIoKa He HaiineHa. BeTBu Terebellaria umeroT npsimMoii oceBoit
CTep)KeHb, KOTOPBIM COCTOUT M3 ITyYKa YH/I030HAIBHBIX 300HI0B, TOYKOBAaHUEM
KOTOPBIX 00€CIIeYrBaJICs JUCTAIBHBINA POCT BETBU OT aHIECTPYIISIPHOTO OCHO-
BaHMs. OT KpaeB HEMPEPHIBHO PACTYIIEH BEPXYIIKH IIPSMOTO OCEBOT'O CTEPIKHS
MPOUCXOINIIO IOYKOBAHUE SK3030HAIBHBIX 300HM10B, KOTOPBIE POCIH HE BBEPX,
a BHH3, B CTOPOHY OCHOBAaHHMSI BETBH, CIMBAsCh B Y3KHH HMHKDPYCTHUPYIOLIHHA
MosIC. DTOT MOSIC 300U/I0B MO0 HUCXOASIIEH CIIMpaH, TPaBO- WM JICBO3aBEPHY-
TOH, oOpacTayl CHayaJia IMOBEPXHOCTh OCEBOTO CTEPXKHS, a 3aTeM U chopMHpo-

154



Puc. 5. Terebellaria ramossissima Lamouroux, 1821: ¢ — ¢parMeHT BETBHCTOH KOJOHUU
(x 4); 6 — monepevyHoOe CeUCHHUE, CIIUpalb CHHUCTPaIbHas (X 0); CPEAHSsIA 0pa, CPEAHUN KEII0-
Beit; Poccust, 1. MockBa, kapsep Kamymku (I'epacumos, 1955); 6 — mpoponsHoe ceuernne (x 9.5),
BUIHBI 9HI030HAIBHBIC 300U IbI, 00ECIICUNBABIINE TUCTATBHBIH POCT BETBH OT aHLECTPYIAp-
HOT'O OCHOBAHHSI, M 9K3030HAJILHBIC 300U/Ibl, KOTOPHIE POCIH B CTOPOHY OCHOBAHHS BETBH IO
HUCXOJISIIeH criupaiy, GopMupPYsI HHKPYCTHPYIOMIHH T0sIC; cpeHss 1opa, 6at; @pannus, Hop-
mauaus, (Taylor, 1978); ¢ — nuctanbpHas yacTh BETBH (X 12); 0 — monepevyHoOe ceueHue, CIIHpalb
nekctpanbHas (X 15) (Buckosa, 2006); cpennsis ropa, cpeaHuil keminoseit; Poccus, . Mocksa,
kapbsep Kamymkn.

BAaBIIIMXCS BETBEW, 3HAYNTEIBHO UX YKperiss. B kaxxaqoM cimpanbHOM 060poTe
BBIJICJISIETCSL 30HA OTKPBITHIX alepTyp, KOTOPbIE IPUHAIIICKAIN K MUTAIOLIINM
300MaM. DTO MO3BOJISET CUNTATh, YTO ACHCTBUS IyHaiel B 3THX 30HAX ObLIN
KOJIJIGKTUBHBIMH, & MX HaIPaBJICHHbIC IBMKECHUS MOTJIN CO3/1aBaTh 3P QeKTuB-
HYIO CHCTEMY BOJOTOKA, KaK MOCTYIAaBLIero, 00raToro MHUILEeBbIMU pecypcami,
TaK U OTQHIBTPOBAHHOTO.

Tpernit Tunm SHAHTHOMOP(HOW CHHUpATBPHOW KOJOHHM HMMEET BHJ
Heterocrisina candelabrum Voigt, 1987, onucanusIif HeMeKUM y4eHbIM D. Dor-
oM (Voigt, 1987). OH mporCXOANT U3 OTIOKEHN U BepXHero MaacTpuxra Humep-
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Puc. 6. DnanTHOMOp(QHEIE MPOCTPAHCTBEHHBIC CIHUPATH BEPTUKATBHBIX KOJOHUM: a-6 —
Heterocrisina candelabrum Voigt, 1987; @ — nekctpanpHasi ciupaib, AAOMIasi MOCIE TUXOTO-
MHUH HayaJo JeKCTPAJbHON M CHHUCTpAJIbHOU crimpaysaM (x11); 6-6 — CHHHCTpalbHbBIE CIHpa-
mu (x 12); BepxHUit Men, BepxHuil MaacTpuxT; Hunepnaunsr (Voigt, 1987); e-orc — Crisidmonea
archimediformis Taylor, McKinney, 1996: BuaHbBI yTONIIEHHBIE CIUPATbHBIE OCH U OTXOASIINE
OT HUX OUPYPKUPYIOIIUE BETBH, 2, ¢ — CIIHPATH JeKCTpalbHbie (X 2.3 u x 3.1), 0 — ciupaib
cuHHUCTpanbHas (X 4.2), oc — GparMeHT BETBH, BUIHBI aBTO300€I[UH, COOpaHHBIC B (PaCIHKIH, U
retepo3ooenuu (x 23); sonen; CLIA, Cesepnas Kaponuna (Taylor, McKinney, 1996).

nauaoB. Kak oTMedaeT aBTop, Bce (hparMeHThl KOJIOHUN 3TOro Buaa (puc. 6a-g)
MMEIOT BEIYYPHO M30THYTHIC Y3KUE CIUPAJIbHBIC BETBU (X JuiuHA 1.4—1.5 MMm),
KOTOpBIE TIPU BEPTUKAJIBHOM pOCTe YacTo AuxoToMupoBanu. U xors Port He
YKa3bIBaeT HAIMPABJICHHOCTH 00OPOTOB CIUPANIM BETBEH, HA MPUBEICHHBIX UM
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WJUTIOCTPALUSAX MOXKHO BUIETh, YTO CPEAH HUX €CTh IIPaBO- U JIEBO3aBEPHYTHIE,
Y 9TO TOCJIe TUXOTOMHUH TaKke (POPMHUPOBAINCH ACKCTPAJIbHAS U CHHUCTPAJb-
Has cnupanu. Paccrosiaue Mexay 000poTaMu y OCHOBaHHUsI BETBH, Oepy1iei Ha-
YaJio OT PaCUIMPEHHOTO 00pa30BaHMsI BOKPYT aHIECTPYJIbl, HEOOIBIIOE, HO OHO
3aMETHO YBEJIUYHMBACTCS B JUCTAILHOM HamnpasiieHHH. @ponTtaibHas U GpoH-
TaJbHO-JIaTe€paJIbHasl CTOPOHBI CHUPAJIBHBIX BETBEH cPOpPMUPOBAHBI aBTO300-
UIaMH, a AopcajibHas U AOpCajbHO-IaTepasibHasi — KEHO300UJaMH, IIM HeMa-
TO300HM1aMHU. ATIEPTYPbl aBTO300MJ0B COOpaHbl B (PACHUKIIN, PACTIOIOKEHHBIC
Ha JIaTepalibHBIX CTOPOHAX BETBEH BBHICTYMAIOUIMMH NapajliebHBIMU PsIaMHu,
NepHeHINKYIISIPHBIMY K JUITMHE BEeTBEH. JluameTp anepTyp B KakJ0M psiay yBe-
JTUYHMBACTCS B HAIIPABJICHUH (POHTAIIH.

K coxanenuto, @ort He 00paTuil BHUMaHUs Ha 00pa30BaHUE pa3HOHAIPAB-
JICHHBIX CIIMpaJieH, a TOJIBKO HOAYEPKHYI CIIUPATIbHBIN POCT BETBEH. DTOT POCT
y H. candelabrum oH cuMTaeT maTOJIOrMYECKHUM OTKJIOHEHHEM, OCOOCHHBIM
MPUMEPOM BO3ACHUCTBUS Ha POCT MILAHOK BBICOKOIHEPICTHUECKUX YCIOBHH
MOIBMJKHOT'O MEJIKOBO/IbA. TeM He MeHee, PacloIoKeHHe anepTyp MUTAIOIUX
300M/IOB, CBSI3aHHBIX B BBICTYMAIONIME (DACIUKIN, U UX OPUCHTAIMS Ha CITU-
PaJIbHBIX BETBSIX IO3BOJISAIOT IIPEATIOIOKHUTH, YTO KOJIJICKTUBHBIC AEHCTBUS L1y~
najen npuaaBajl HeoOX0QUMOe HalPaBJICHUE BOIHBIM ITOTOKAM C MUIIEBBIMU
pecypcamu. OHU MIPOXOJUIIM Yepe3 HECIOKHBIE CIIUPaIbHbIe 000POTHI BETBEH
H. candelabrum, oporast ux 60KOBBIE CTOPOHBI C OTKPBITHIMH aMlePTyPAMH.

YeTBepThli TUTT SHAHTHOMOP(QHBIX KOJIOHWW MIIAHOK, HECKOJBKO HAIO-
MUHAIONMK OCeBYIO YacTh crupaiu Archimedes, Takxe MpeacTaBiIeH OIHUM
BusioMm Crisidmonea archimediformis Taylor, McKinney, 1996. On 0b11 00Ha-
pyxeH B soueHe mrtata CeBepHast Kaponuna, CLHA (Taylor, McKinney, 1996).
Kononuu 3T0r0 BHAa COCTOST M3 YTOJMIEHHOH CHHPAJIBHOM OCH, MOAHHUMAIO-
HICHCST OT aHLECTPYJISIPHOrO OCHOBAHUS, M OTXOASIIMX OT OCH Ha KaKJIOM ee
000poTe cUCTEMbI OU(YPKUPYIOIIMX BETBEU (pUC. 62-d/c). DTU BETBU CBS3aHBI
MEXJTy cO00i B CBOEM OCHOBAaHUHM M 00Pa3yIOT MJIOCKOCTHYIO, HO BBHITYKIIYIO
(pOHTATBHYIO TIOBEPXHOCTE. M3 23 dhparMeHTOB, COXPaHUBIITUX OCEBYIO YacCTh
(mmuHA ee 10 25 MM), 14 ABIAIOTCS TEKCTPATBHBIMY U JACBATH — CHHUCTPATbHBI-
mu. [Ipeobnananue nepBeIX MO3BOIAET MPEANIONOKHUTH, YTO Y 3TOTO BH1A OBLIIO
Oosble MpaBO3aBEPHYTHIX CHHUpajieid. ABTOpPBI 00paIlaloT BHUMaHUE Ha TO, YTO
MPH IUCTATBHOM POCTE KOJIOHHN JIEKCTPaJbHBIE OCH UMEIOT POTAIUIO TPOTUB
YacOBOM CTPENKH, a CHHHCTPaJbHBIE OCH — TI0 4acoBOW. PaccTosiHue Mexy
000pOTaMu B KaXKJIOM (pparMeHTe IMpaBo- U JICBO3aBEPHYTOH CIMpaIu BO3pac-
TaJo B AUCTAJIBLHOM HaIlPaBJICHUH, B CTOPOHY pacTyIlel Bepxyiuku. budypku-
pymoie BeTBU chopMUpOBaHBl aBTO300UJaMH U TETEPO300UAAMH, KOTOPBIC
ABTOPBI OTHOCAT K KEHO300MJaM. 3a CUET HACIOCHHS MOCICAHUX CIIHpaIbHbIC
OCH KalbIU(QUIUPOBAHbI CHIIbHEE, YEM OCTaJIbHBIC YACTH KOJIOHHH. ATIEPTYPHI
aBTO300M/JIOB, KaK U Yy BbIIIe paccMoTpeHHoro Buaa H. candelabrum, pacmoo-
’KEHBI Ha JIaTepaJIbHbIX CTOPOHAX BETBEH MapalieIbHbIMU PsiiaMy — (hacIUKIIS-
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MU, TIEPIeHINKYIAPHBIMU K JUIHHE BeTBel. OHAKO TeTepo300H bl 3aHUMAIOT
HE TOJIBKO JIaTepaJbHYIO H JIOPCAbHYI0 CTOPOHY BETBEH, OHU Pa3BHTHI TAKKe
U MEXIY psiaamMu aBTo300u0B B ominune oT H. candelabrum. Pasmep amep-
TYp, YBEJINYUBAOIINUNCS B HAPABICHUU (DPOHTAJILHOW CTOPOHBI, KX PaCIIOJO-
KCHHE U OPUCHTAIIUS ITO3BOJIMJIM aBTOPAM IPE/IIIOI0KHTh, YTO B CIIUPAJIBHBIX
koonusax C. archimediformis cucTemMa MHUTAOMKUX BOAHBIX TOKOB ITPOXOIHIIA
CHU3Y BBEpX Uepe3 CIUpPAIBbHBIE 000pOTHl OU(PYPKUPYIOMINX BETBEH, OpoIIas
WX JlaTepalibHble CTOpoHEL. Ho, oueBnIHO, crienyeT 100aBUTh, 9YTO COOpaHHBIC B
(hacIMKIIN arepTyphl MUTAOIIUX 300H]I0B, MOTYT CBUJICTEIIbCTBOBATH TAKIKE U O
KOJUIEKTUBHOH pouin 10()oopoB B CO3aHIH HAIIPABICHHOW CUCTEMbI BOIOTOKA.

Cpenu coBpeMEHHBIX MINAHOK Kilacca Eurystomata Tak)ke BCTpedaroT-
cs TIPSAMOpACTYIHe crimpaibHble Kononuu (puc. 7). K uum otHOCcsTes Bugula
turrita (Desor, 1848), Retiflustra cornea (Busk, 1852) u Spiralaria florae Busk,
1861. CtpoeHue cnupaibHBIX KOJOHHUH MEPBBIX ABYX BHUJOB HEOJHOKPATHO
WCTOJIh30BAJIOCh MPU CPABHEHUU C HUMM CIIHPAIIbHBIX KOJOHUN HMCKOMAaeMBbIX
miaHok (Mc Kinney, 1980; Mc Kinney, Wass, 1981; Voigt, 1987). 1 xoTs aBTO-
PBI HE aKIIEHTUPYIOT 0COO0r0 BHUMAaHMS Ha UX SHAHTHOMOP(HHUHU, MOXKHO IIPe/I-
MIOJIOKUTH, uTO Yy B. turrita m R. cornea ona ectb. Uto ke kacaercs S. florae,
to K. MakKunnu u P. Bocc (Mc Kinney, Wass, 1981) moguepkuBatot, 4T0 BCe
AK3EMILISIPBI ATOTO BUJIA HMEIOT TOJBKO MPABO3aBEPHYTYIO CIIUPAlb, & HILIIO-
ctpauuio kosonuu S. florae ¢ neBozaBepHyToii cnimpansio (MacGillivray, 1880)
OHHU CUUTAIOT PE3yJbTaTOM JIUTOTpPaPHUECKON PEIPOTyKIINH.

PaccMoTpuM Mmi10cKue CMpPaIi HHKPYCTUPYIOMIUX SHAHTHOMOP(HBIX KOJIO-
HUI HEKOTOPBIX MIITIaHOK KJiacca Eurystomata. Takue KOJIOHUM XapaKTEePU3YIOT-
Csl CITUPAJIFHBIM PACIIONIOKEHUEM 300UJI0B, TEKCTPAIbHBIM H CHHUCTPAIBHBIM.
[Tpu 3TOM Cripaib 300M10B MOKET (POPMHPOBATH JTUOO BCIO KOJIOHUIO, JTHOO CO-
CTaBJIATh TOJILKO HECKOJIBKO HaYaIbHBIX 00OPOTOB BOKPYT aHLECTPYIbl. Takum
00pa3oM, MOXKHO CYUTaTh, UTO MJIOCKHE CIIUPAIU UHKPYCTHPYIOIIMX SHAHTHO-
MOP(HBIX KOJIOHHH MPEICTABICHBI BYMS THIIAMHU.

K mepBomy otHOCsTCsS Komonum Cranosina spiralis Chimonides et Cook,
1993 (peuentHsiii, ['aBan). Oan UMer0T 3—12 MM B AuaMeTpe W TOJHOCTHIO
c(hopMUpOBaHBI JIEBO - M MPABO3aBEPHYTHIMU CIUPATHHBIMH CEPHUSIMHU 300U-
noB (puc. 8a-6). ABTOpBI 3TOr0 BUJAa OTMeUaroT, uTo y 78 xononuii C. spiralis
CIHMpalib 300MI0B PACIOiOKEHa 10 YacOBOW CTpenke, a y 81 — mpoTuB Hee
(Chimonides, Cook, 1994). OHu CYMTAIOT, YTO HAMPABICHUE CIIUPATU TPEJIO-
MIpenesieTcs] aHIeCTPYJION U ee aBUKYISIpHeM, KOTOPhIe PACIIONIOKEHBI B CTO-
POHY TOCIIEYIOMIEr0 CHUPAIBHOTO pocTa. OT aHIECTPyIIbI cleBa WK CIIpaBa
MOYKYETCsl TOJABKO OAMH 300M[ moj yrioMm noutu B 180° Bropoi, Tpetuir u
YETBEPTHIA 300H/Ibl IOYKYIOTCS HE OT aHIECTPYJIBI, a MOCJICAOBATEIIBHO APYT
OT JIpyra ¥ pacroyiararoTcs TaKUM 00pa3oM, YTO OHH ITOJIHOCTBIO OKPYXKaroT
aHIecTpyay, o0pa3ys MEepBbIii BUTOK CIHUPAIH 300UJ0B, JEKCTPaIbHBIA WIH
CHHHCTPANBHBIN. Bce ocTanmpHbIe TeHepamuu 300uA0B B KosioHUsX C. spiralis
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Puc. 7. IlpocTpaHCTBEHHBIE CIU-
paJii KOJIOHMH COBPEMEHHBIX MIIAHOK:
a — Retiflustra cornea (Busk, 1852), Bun
CBEpXY, 1UaMeTp 000POTOB yMEHbIACT-
sl B HAIIPaBJICHUH OT OCHOBaHMS K BEp-
xymke; C-3 ABcrpanus; 6 — Spiralaria
florae (Busk, 1852); Ascrpanusi; 6 —
Bugula turrita (Desor, 1848); CIIA;
MaciTad TuHeHKu: a, 6 — 1 cm, 6 — 1 MM
(McKinney, 1980).

CJEeIYIOT HAIPABJICHUIO MepBoi crimpain. OOmuil BUI CUpatd 300HUI0B MO-
JKET OBITh HECKOJIPKO UCKaXKEH, YTO CBS3BIBACTCS JINOO C HEMPABUIIbHOU POPMOI
cyOcTparta, 100 U3HAYAIBHBIM CMEIICHUEM OCEBILCH TMYHMHKHA OTHOCHTEIBEHO
LeHTpa cyocTpara.

Ko BTOpOoMYy THITy IpUHAIJICKHUT COBpeMeHHbIH BU Setosellina goési (Silén,
1942) u3 Mekcukanckoro 3anmBa. Kak ormedaer P. Jlaraibk (Lagaaij, 1963), B
KOJIOHHSIX ATOT'O BHJIa Pa3BHBAETCS TOJIBKO IMApHAasi CIIMPANIb 300UII0B BOKPYT
aHnecTpyiabl. OHa MOKET ObITh U IEKCTPATBHOMN, U CHHUCTPAIbHOH (MIITIOCTPH-
pyeTcst TOJABKO TepBas). DTOT aBTOP MOAYCPKHUBACT, YTO OOBIYHO OOJiee YETKO
Oucrupab BhIPAXKCHA y FOBCHIJIBHBIX 3K3eMIUISAPOB (puc. 82, 0). B xomoHHsX
B3pOCIBIX (POPM POTAIMS TAPHOH CIIMPaJIH HE BCET/Ia sICHAs!, OJIHAKO, €€ Xapak-
Tep MOXKET OBITH OIPECIICH IT0 OPUCHTAIINH KPYITHBIX 3yOII0B BUOPAKYIISIPUCB:

159



Puc. 8. DHanTHOMOP(DHBIE TITOCKKE CIUPATH HHKPYCTHPYIOIUX KOJOHUI: a-6 — Cranosina
spiralis Chimonides, Cook, 1993: a — nekcrpansnas (x 21), 6 — cuructpaibHas (x 19), ¢ — an-
nectpyna (A) M CHHUCTpaNbHasl CIUpPAlb OKPYXKAIOMHX ee 300ua0B (X 45); comp.; I'aBam
(Chimonides, Cook, 1994); ¢, 0 — Setosellina goési (Silén, 1942): 2 — xononus (x40); 0 — cxema
HapHOH criMpany (IeKCTPalbHOM) BOKPYT aHLECTPYJIbl; coBp., Mekcukanckuil 3anus (Lagaaij,
1963).

OHa BCET/a COBIAAET C HAITPaBJIIEHUEM 000pOTa OHCITHPAIIH ITEPUAHIIECTPYIISP-
HBIX 300H]I0B.

IMomuyepkuBasi (OPMUPOBAHHE MAPHBIX COUPAJCH 300MJ0B Ha PaHHHX
CTaaMsIX acTOreHe3a y TaKHX POJOB HHKPyCTHpyromux Eurystomata, kak
Heliodoma Calvet, 1907 (coBpemennslii, FOxxnas Appuka) u Helixotionella Cook
et Chimonides, 1984 (onuroiieH — HbIHe, ABCTpajius), aBTOPbI, K COXKAJICHHIO,
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HEe YyKa3bIBalOT HampaBieHus ux obopotoB (Cook, 1981; Cook, Chimonides,
1984; Chimonides, Cook, 1994). Oqnako mpuBeneHHbIE B UX paboTax HILIIO-
CTpallM CBUIETEIBCTBYIOT O TOM, YTO napHble cnupanu y Heliodoma implicata
Calvet, 1907 (Cook, 1981) uiu y MIIIaHOK MHOIICHOBOTO W PEIEHTHOrO BHUA
Helixotionella spiralis (Chapman, 1913), kak u y coBpemennoro H. sculata Cook
et Chimonides, 1984 (Cook, Chimonides, 1984) sBisroTCsS meKCTpabHBIMH.
MOXHO MPENNOI0KHUTh, YTO Y MINTAHOK 3THX POJIOB JTOMUHUPOBATU KOJOHHH C
MPaBO3aBEPHYTHIMH MAPHBIMU CITHPATIIMH 300HI0B.

CrnenyeT OTMETUTh, YTO CIHUPATBHOE PACIIONIOKEHUE 300U0B B IMPSMBIX
U UHKPYCTHPYIONIMX KOJIOHHUSX MUCKOMAEMBIX W COBPEMEHHBIX MIIAHOK 000HMX
KJIACCOB BCTPEYACTCS IOBOJIBHO yacTo. OJJHAKO OTBETUTH HA BOIIPOC, SIBISIOTCS
JIY TH CIUPAH 300U0B SHAHTHOMOP(HBIMH, TIO3BOIUT TOJIEKO JasbHEiIIee
W3yYEHHUE ITUX MIIIAHOK.

3AKJIIOYEHUE

IT0 TIepBasi NOMBITKa 0000IICHNUST N3BECTHBIX JAHHBIX 00 SHAHTHOMOP(HH3-
M€ MOPCKHX MIIIAHOK, CBOWCTBEHHOTO OOBIYHO OJIMHOYHBIM dKUBOTHBIM. 300HIbI
Y KOJIOHMH MIITAHOK SHAHTHOMOP(MHBI, €CITU SIBISIOTCS 36PKATbHBIM OTPaXKECHH-
eM apyr apyra. OHU MpeICcTaBlIeHbI IEKCTPAIbHBIMU (TPABBIMK) U CHHUCTPAITh-
HBIMH (JIEBBIMHU) (hopMamH, TUO0 300MAaMU C HOPMAJILHON U PEBEPCHBHOM T10-
TpHOCTHIO. [IpoBeeHHBIN aHATH3 MyOINKAMKA U MMEIOLIErocsl MaTeprara 1o
WCKOIIAEMBbIM M COBPEMEHHBIM MIIAHKAM IMO3BOJIMII BBIJCIUTH Pa3HBIC THUIIBI
SHAHTUOMOPQHBIX 300HI0B ¥ SHAHTHOMOP(HBIX KOJIOHUH, KaK y APEBHUX, TaK
U PELEHTHBIX MpecTaBuTeNeH kiaccoB Stenolaecmata u Eurystomata. DHanTu-
oMop(HBIE 300116l 0OHAPY>KEHBI ITOKA TOJIBKO B KOJIOHHIX HEKOTOPBIX MIIAHOK
Eurystomata. 3to — cBepusuiue Ctenostomata u peaxue Cheilostomata.

OHaHTHOMOpP(]HBIE KOJOHHHM MPEACTABICHBI HECKOJIBKO HIMpPE W pPa3HOO-
Opasnee. OHM pa3BUBAIINCH B BHJIE MPOCTPAHCTBEHHBIX U IJIOCKUX CHUpaJIeH
HE3aBUCHMO B Pa3HBIX JIMHUAX UCKOTIAEMBIX W COBPEMEHHBIX MIIIAHOK 000UX
KJ1accoB. X pocT HAYMHAIICS OT aHIIECTPYJIbI, peXke — B pe3yJibTare ()parMeHTa-
uu. Bo3MoKHO, JieBbie U TIpaBbie (POPMbI KOJIOHHH OBLITH TEHETUYECKU 3ampo-
rpaMMHupoBaHbl. HO OHM MOTJIHM MOSBIISITHCA W CIy4aiHO, TTOJOOHO CIHPaIsiM
H. candelabrum, kak pediekTopHas peakius aHLIECTPYJIbl Ha ONPEICIICHHBIC
YCIIOBUS CPEbl OOMTAHMUSI, & 3aTeM 3aKPEIUTHCS B CIENYIOMINX MTOKOJICHUAX. B
3THUX CIIy4asX, 04YeBUTHO, MOXKHO TOBOPHTH 00 aJaliTHBHOW POJIM SJHAHTHOMOP-
¢u3ma. HeOe3bIHTEpECHO OTMETHTh, YTO y OTACIBHBIX MIIAHOK 3HAHTHOMOP-
Gbust coxpaHsIach Ha MPOTSHKEHUHU OOJIee HIIM MEHEe JUTUTEIBHOTO OTPE3Ka reo-
norudeckoro BpemeHu. K Hum otHocsTcs Poricellariidae (MaacTpuxTt — HbIHE),
Terebripora (3o01ieH — HbIHE), Immergentia (Muonien — HbiHe) U Cookobryozon
(MUOIICH — ITMOLICH), XapaKTepHU3yIoLIHecs SHAHTHOMOP(HBIMH 300UAaMH, a
takxke Archimedes (kap6on — niepmb) u Terebellaria (aanen — xennoseit) ¢ ux
MPOCTPAHCTBEHHBIMU 3HAHTUOMOP(HBIMH CIUPAISIMH, COOTBETCTBEHHO BOC-
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XOJAIIEH W HUCXOISIIEH, U, BO3MOXHO, pox Helixotionella (ouroneHn — HBIHE),
MMEIONINH KOJOHUH B BUE TIJIOCKOH CITUpaTH.

OueBuHO, PEHOMEH SHAHTHOMOpP(U3MA MPOSBISETCS y MIIAHOK 3HAYU-
TEJBHO IIMPE, YUeM PACCMOTPEHHBIC 3/IeCh mpuMepbl. OHM MMOKa HE MHOTOYHC-
JICHHBI, HO, KaK IPEJACTABISACTCS, TO3BOJISAT IPUBJICUb BHUMaHUE CIICIIUAJINCTOB
K OoJiee TIIyOOKOMY HCCIeNOBaHMIO (heHOMEHA SHAHTHOMOP(HH Y MITaHOK.

ABTOp BBIpakaeT HCKpeHHIOI OmaromapHocTh A.B. KopowmbicimoBoir u
N.O. Penre 3a momolIs B NOATOTOBKE HILTIOCTpanuidi. PaboTa BeIIONHEHA TIpH
nogaepxke rpanta PODOU, Ne 13-05-004-59.
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PHENOMENON OF ENANTIOMORPHISM IN BRYOZOANS
L.A. Viskova

Information about enantiomorphism in bryozoans is extremely rare. We identified
different types of enantiomeric zooids and enantiomeric colonies as in fossil representa-
tives also in recent representatives of classes Stenolaemata and Eurystomata, basing on
the analysis of publications and material on fossil and recent bryozoans.
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HAPYIIEHUE BUJIATEPAJIBHOM CUMMETPUU Y BPAXHOIIO/

I'A. AdanacneBa
Taneonmonocuyeckuil uncmumym um. A.A. bopucaxa PAH, Mockea
g.afanasjeva@mail.ru

PaccmarpuBatoTcs cilydad HapymeHUs OWJIaTepalibHOW CHMMETpPHH
y IPEACTaBUTEINEeH psiia OTPSIIOB 3aMKOBBIX OpaxHOIOJ Pa3JInYHOIO I'e0-
JIOTUYECKOT0 BO3PACTa M HBIHE )KUBYIIMX. ACHMMETPHS OOBIYHO BCTpe-
gaeTcst y obuTareneil pudoBbiX (anuii ¥ KacaeTcs B OCHOBHOM (HDOPMEI
pakoBHHBI, Topodopa, Opaxuaus u kKapauHaIHs. Kak nmpaBuio, n3mMeHe-
HUS HapY)KHOTO M BHYTPEHHETO CTPOCHHS MPOHCXOAST OXHOBPEMEHHO,
pexe MCKaXxaeTcst TOJIBKO (opMa PAaKOBHHBI MM TOJBKO BHYTPCHHHUE
CTPYKTYpbl. HapyiieHne cuMMeTpun MOXKeT OBITh CBSI3aHO C TECHOTOMH
noceneHus, ¢ (HopMOH INMOBEPXHOCTH HPUKPEIICHHS WHAWBUIYYMOB
U C HAIIPABJICHUSIMHU ITUTAIONINX [TIOTOKOB B OKPY’KaroLleH cpee.

Kniouegvie cnosa: 3aMKOBBIE OpaxMONO/bl, HAPYLIEHHE CUMMETPHH, J0(PO-
¢op, Opaxuauil, kKapauHaauid, popmMa pakoBHHBI, pudoBbIe hanuu.

bunarepanbHas cuMMeTpus, XapakTepHas IJs1 OpaxwuoIom, MOXKET Hapy-
HIAThCS Y MPEICTABUTEINICH Pa3HBIX OTPSIIOB KAK COBPEMEHHBIX, TaK M UCKOTIae-
MBIX OpPaxHOMO Pa3IMIHOTO T'eOJIOTHIECKOr0 BO3pacTa.

BnepBble HapyleHne OuiarepajibHON CHMMETPUHU Y COBPEMEHHBIX Opaxw-
ooz, 6610 otMeueno I1. dumepom u . Oneptom (Fischer, Oehlert, 1892) y
npezncraButens orpsiaa Terebratulida — Terebtatula dorsata (Gmelin), oGuraro-
mero y Oeperos ITataroHuu ¥ MPUKPEIUISIFONIETOCS K BETKaM KOpaJuIoB. Pako-
BUHBI 3TUX Tepedparynua Oblau NeOpPMUPOBAHBI U CTPOCHHE OpaxHabHBIX
MeTeNh UCKAKEHO B XOJIC POCTA BCIIEACTBUE CIKATHSI M3-32 TECHOTHI MOCEICHUSI.
3ateM siBHast acUMMeTpus Joodopa y HbIHE KUBYLIETO BHIA TepeOpaTyIua —
Macandrevia cranium (Miiller), cymiecTByIOIIEro B KOPAaJUIOBBIX 3apOCIIsX
y 6eperoB Hopseruu, Obuia otmeuena Jxx. Dmimotom (Elliott, 1948). ¥V onnoro
U3 K3EMILUISIPOB ITOTO BHA OJIHA MOJIOBHHA TICKTONIO(hA pa3BUTa HOPMAJIBHO,
a npyras — pyaumentapaa (puc. 1). I[Ipu 9ToM Hapy»HOE CTpOCHHE PaKOBHUHBI
cuMMeTpuuHO. HepaBHOMEpHOE pa3BUTHS MApHBIX BeTBel nododopa DmaroT
OBLIT CKJIOHEH pacCMaTpUBaTh KaK MPOSBICHHE BPOKIACHHOTO eeKTa pa3BUTHS.
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Puc. 1. Macandrevia cranium (Miiller),
crpoenue nododopa, x2; CeBepHoe Mope,
Hopserus (Elliott G.F., 1948).

HauOonbiee 4uciao HabmoaeHUH
acuMMeTpuu (popMBbI PaKOBHHBI U BHY-
TPEHHUX aHATOMHYECKUX U MOpQoIIo-
THYECKUX CTPYKTYP Y COBPEMEHHBIX
Opaxuonon npuHaIekuT J{. ATKHHC,
M3y4aBIel ctaguu pocta Jododopa,
y HECKOJIIBKUX BHJOB TepeOparyiuji,
oOuTareneil KOpaJJoBbIX PUPOB AT-
nantuku. Tak, y Platidia davidsoni
(Eudes Deslongchamps) Obiia oTme-
YeHa HeNpaBWiIbHAs (hopMa pPaKoOBH-
HBI, COOTBETCTBYIOIIAas IOBEPXHO-
ctu kopasua Dendrophillia cornigera
Lamarck, k KOTOpOI OHa MpUpacTaer, u
acummeTpus tododopa (Atkins, 1959).

Puc. 2. AcuMMeTpHS CTPOCHHU S pAaKOBHUHBI y COBpeMeHHO# TepeOparynuabl Fallax dalinifor-
mis Atkins: ¢ — upe3MepHOe pa3BUTHE JIEBOTO IPUSIMOYHOTIO I'PeOHsI, 6 — OMHOCTOPOHHEE pa3pac-
TaHHE MTPaBOW HUCXOIAIICH NEeTIN Opaxuans, 6 — aCHMMETpus pyk miuekronoda (Atkins, 1960a).
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V Fallax daliniformis Atkins, HafineaHOT0 TpUKperieHHBIM K Lophelia prolifera
(Linnaeus), mpu mpocnexxuBaHuu pocTa jododopa ot mmu3oioda 10 miekronoda
BBISIBJICHBI: ACHMMETPHSI OYE€PTaHUsI PAKOBHUHBI, Ype3MEpHasi BEIMUMHA JIEBOTO
MPUSIMOYHOTO I'PeOHS Ha BHY TPCHHEH TIOBEPXHOCTH CIUMHHOM CTBOPKH (pHC. 24),
OJTHOCTOPOHHEE pa3pacTaHue MPaBOl HUCXOAAIIEH BeTBU Opaxuaus (puc. 26),
acuMMeTpus pyk 1uiektomoda (puc. 26) (Atkins, 1960a). Y Megerlia truncata
(Linnaeus), mpukpersitomnieiics kak kK Dendrophillia cornigera, Tak u x Lophelia
prolifera, HabmogaeTcs HaM4YMEe YKOPOUCHBIX (PUIIAMEHTOB Hapy»XHOTO psija:
JBYX C JIGBOW CTOPOHBI U TPeX — C MpaBoi 03 U3MEHEHHUsI IJTMHBI (PUITaAMEHTOB
Hapy>KHOTo psana (puc. 3), u cMenieHue kumednnka (Atkins, 1961). ATkune npen-
royarasa, YTo HabJroiaeMas aCMMMETPHS B CTPOCHUHN OpaxHoIio]] CBsi3aHa ¢ He-
POBHOI MOBEPXHOCTHIO KOPAJIJIOBBIX BETBEH, K KOTOPOW OHM MPUKPEIISIIUCE,
OIM30CTHIO0 COCEAHNX OPaXMOMO/ HITH JPYTUX MpPEACTaBUTeNeH snudayHsl U HE
WCKJTIOYalia TaKxke BiusiHue mapa3utos (Atkins, 1959).

Ciyuau HapyIeHHsI CAMMETPHH (OPMBI PAKOBHHBI, CBSI3aHHBIE B OCHOBHOM
C HEPOBHOCTSIMU CyOCTpaTa M TeCHOTOH nocenenusi, Hadmoxanuck /1. Jlu (Lee,

500 MM

Puc. 3. HecuMMeTpHYHOE MOJIOXKCHHE HEOAMHAKOBBIX 110 JUTHHE (PUIAMEHTOB y COBPEMCH-
Hoii Tepebparyausl Megerlia truncata (L.) (Atkins, 1961).
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10 MM

Puc. 4. AcuMMeTpust pakoBHHBI y puHXOHeIUTHAB! pora Tornquirhynchia childs: ¢ — T. in-
constans (Sowerby); BepxHsis 0pa, KUMEPHDKCKH sipyc AHnu; 6 — T. asymmetrica (Radulo-
vic); cpenHsis ropa, 6aiiocckuit sspyc bankan (Mancefiido et al., 2002).

1978) y coBpeMeHHOTO BHJla PUHXOHEIUIN]I, o0uTaTens nodepexns Hosoii 3e-
nmanauu Notosaria nigricans (Sowerby). ACHMMETpHs yBETHUYHBAJIACh C POCTOM
PAKOBUHBI U B Pa3HOU Mepe npsBisiach NoYTH y 70 % Hcciea0BaHHBIX 9K3EM-
IsipoB. B GonbmmHCTBE ciydaeB U3ru0 nepeaHeil KOMUCCYPbl, COOTBETCTBY-
IO CeNTy CIIMHHOM CTBOPKHM, CMEIIAJICS BJIEBO MJIM BIPAaBO. ACUMMETPHUIO
B CTPOCHHUM PAKOBMHBI MO TeM ke nmpuuuHam otMmeTus A.B. ITaxuesuu (2012)
y HBbIHE XUBYIIHX Opaxuonon bapennesa, benoro u Hopsesxckoro mopeit. m
ObLT IPOU3BEJEH MOJCUYET POLEHTHOTO COCTaBa aCUMMETPUYHBIX PAKOBUH I10
OTHOIICHUIO K OOIIeMYy YHCITy paKOBHH B BhIOOpKe. Hambombiee 9ucio acum-
METPUYHBIX pakoBuH — 17.4 % oOHapyxkeHo y TepeOpaTynuasl Macandrevia
cranium, a y TepeOpatyiua ponos Terebratulina Orbigny, Diestothyris Thomson
u y poaa punxonemu Hemithiris Orbigny mpoueHT acCHMMETPUYHBIX DK3EM-
nsipoB Kosebnercs ot 3.45 mo 1.8 %.

Cpenu nCKomaeMBIX OpaxWoNoj HapylleHHE OuaTepaIbHOW CHMMETPUH
yale BCero BCcTpeyaeTcs y oOurareneidl pudoB 1 MPpHIIETAIOUINX YacTeH 1Ielb-
¢a. Haubonee sipkue npuMepbl aCHMMETPHH XapaKTePU3YIOT MPeACTaBUTEICH
orpsiga Rhynchonellida. B Hopme y GonbiinHCTBa pUHXOHEIUTHL IEPEAHSS KO-
MHUCCYpa COCTOUT M3 CPEIUHHOTO M3rnda B CTOPOHY CIIMHHON CTBOPKH, KOTO-
pBIii COOTBETCTBYET BBIXOMSIIEMY TOTOKY (QHIIBTPYIOIIEH CUCTEMBI, U IBYX 00-
KOBBIX, CHMMETPHUYHO PACIIOJIOKEHHBIX U3THO0B B CTOPOHY OPIOIIHON CTBOPKH,
COOTBETCTBYIOLINX €€ BXOASIIMM NMOTOKaM. OIHAKO y HEKOTOPBIX ME30-Kaii-
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Puc. 5. Arpununa Kerpina veneta Struve u3 sidensckoro sipyca cpegHero aeBoHa I'epma-
HUY; MONIEPEYHbIe MPUIITH(OBKY HENBHBIX PAKOBUH C COUJICHEHHBIMH CTBOPKaMH: @ — HOp-
MaJbHBINA CIMpa’IbHBIA Opaxuauil ¢ ABYMsI KOHYCaMH criupaneid, 6 — ofiHa U3 pykK crnupoioda
atrpoduposana, x4 (Copper, 1967).

HO30MCKUX PUHXOHEIUTHA pU(OBEIX (Qaruii ONWH 3 OOKOBBIX M3THOOB MOXKET
OTCYTCTBOBaTh TO C OJHOH, TO ¢ Apyroi cropons! (puc. 4). [Ipenmonaraercs,
4TO B JJAHHOM city4ae JIoodop ObLI TOKE ACHMMETPUYHBIM M CUCTEMA (DHITh-
Tpaluy MeHsu1ach — QyHKIMOHUPOBaja TOJABKO OIHA U3 PYK crupoinoda, a apy-
rasi arpoupoBanack 1 B QHIBTPALNN TPUHUMAI yYaCTHE OJUH BXOISIIUH 110-
ToK (Ager, 1965; Asgaard, 1968; Brookfield, 1973). PunxoHeiinam cemeiicTBa
Cyclothyrididae Makridin nagcemetictBa Hemithiridoidea, pactipoctpaneHHBIM
MOBCEMECTHO OT CPEIIHEro Tphaca JI0 MajeoreHa, aCHMMETPHS PaKOBHUHBI Ha-
CTOJIBKO MPHUCYLIA, YTO 3TO OTMEYAETCs B JUATHO3E CEMEHCTBA U B IMArHO3ax
ponos Cyclothyris McCoy, Septaliphoria Leidhold, Lamellaerhynchia Burri,
Tornquirhynchia Childs, Owenirhynchia Calzada storo cemeiictBa (Manceilido
et al., 2002). Kpome Toro, XopoIo u3BeCTHa aCHMMETPHUS PAaKOBHUHBI y PHHXO-
memmu poxa Rhactorhynchia Buckman cemeiictBa Tetrarhynchiidae Ager sto-
T0 XK€ HaJIceMelcTBa M3 KMMEPHKCKOTO sipyca BepxHel topsl AHrimn (Ager,
1965), uTo Takke oTpakeHo B auarno3e poaa (Manceiiida et al., 2002). Xapax-
TEpHas aCUMMETPHs NIepeHel KOMUCCYPbI, COCTOSIIEH Takke U3 ABYX H3THU-
00B, OTMEYCHa y polloB HajcemelicTBa Pugnacoidea: Streptaria Cooper cemeii-
ctBa Basiliolidae Cooper, mupoko pacnpocTpaHEHHOTO B MajieoreHe U HEOTreHe,
n Erymnaria Cooper cemeiictBa Erymnariidae Cooper n3 BepxHero mMeja — ma-
neorena (Cooper, 1959). V npyrux me30-KaifHO30HCKUX PUHXOHEITH]T aCHMMe-
TPHS MOKET MTPOSABISATHCS SMU30ANIECKH Y HHIMBUAYYMOB KaKOT0-THO0 OHO-
T'0 MECTOHAXOXKICHHSL.

Ecnu arpoduro onHol u3 pyk cnuposioda y HCKOMAEMBIX PUHXOHEIIN]
MOYKHO JIMIITb TPEATONAraTh ¢ OOJIBIION CTENCHBIO BEPOSITHOCTH, TO HEMOCPE/I-
CTBEHHO 3TO SIBJICHHE MOYKHO HaOIIOAaTh y MpEACTaBUTENeH oTpsaa Atrypida,
Yy KOTOPBIX CIIHPOJIO) MOAAEPKUBAETCS XOPOIIO Pa3BUTHIM OpaxmaneM. Tak,
aTpoduIo OAHOM M3 pyK cnuposoda U runepTpoduio APyroi ¢ oIHOBPEMEH-
HBIM HCKa)XEHHUEM (OPMBI pAKOBHHBI MOJKHO BHJIETh Y 0OUTATENsI KOPAJIIOBBIX
pudor arpunuas Kerpina veneta goniorhyncha Struve u3z otnoxenwuit sidens-
ckoro sipyca cpeanero aesona ['epmanuu (Copper, 1967) (puc. 5).
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Puc. 6. Spinocyrtia iowensis (Owen): ¢ — monepedHas MpUILIA(OBKA HEITBHON PaKOBHHBI
C COWICHEHHBIMHU CTBOPKAMH, 6 — peKOHCTpyKuus Opaxunauns, x2; neson (Cedar Valley Lime-
stone) AfioBsl (Ager, Riggs, 1964).

V¥ Buna Spinocyrtia iowensis (Owen) u3 otpsiaa Spiriferida mapymenue Ou-
JaTepaybHOW CUMMETPHUM HPOSIBISACTCS HE3aBUCHMO KAaK Ha HAPYXKHBIX, TaK U
Ha BHYTPEHHHUX CTPYKTYypaX pakoBUHBL M3 NEeBOHCKUX OTIOXKEHUH mTata All-
oBa CIIA 6but0o uccnenoBano 6osaee 200 3K3eMIUISIPOB 3TUX criupudepun, y
OONBIIMHCTBA U3 KOTOPHIX (popMa pakoBHHBI aCHMMETPHYHA — Y 55 % sK3em-
TUISIPOB ILIMPHHA TIPABOH MOJOBUHBI PAKOBHHBI OOJIBIIIE JIEBOH, a y 45 % Hao0o-
poT. BHYTpH pakoBUHBI CIIUpaTH Opaxuius OOBITHO CHMMETPUYHBI, HO y HEKO-
TOPBIX IK3EMILIAPOB HAOIIONAETCS UX AHOMAJIbHOE Pa3BUTHE — JIEBOCTOPOHHSIS
OpaxuanpHasi OAAEP)KKA UMEET OOJIbLIee YHUCIIO CHUpaliei, OONBIIYIO TPOTS-
JKEHHOCTb W HECKOJIbKO MHAue OPUEHTHPOBAaHA, YEM MPABOCTOPOHHsIS. Takyro
ACUMMETPHIO Opaxuaus, MPeaoIaraiilyo COOTBETCTBYIOIIYI0 aCHMMETPHUIO
cnuposoda, Hadmogasiue ee 1. Orep u O. PuUrs, 00bACHAIOT HAJIMYUEM CHITb-
HBIX TEUEHUM B MecTax oouTanus Buaa (Ager, Riggs, 1964) (puc. 6).

VY nuckonaemMbIx OpaxHOIO Pa3HBIX OTPSJOB, TAK XK€ KaK U Y COBPEMEHHBIX,
M3BECTHBI MHOT'OYMCJICHHBIE CIIy4au acUMMETpPUU (OPMBbI PAKOBHHBI M BHY-
TPEHHHUX CTPYKTYP BCJICACTBUE TECHOTHI MOCEICHHUS U IPUKPETIICHUS K HEPOB-

Puc. 7. lepopmupoBannas OpromHas crBopka cnupudepunsl Choristites sp.: ¢ — BUx cHa-
PYXH, 6 —BHYTPEHHEE CTPOCHNUE, 6 — BUJ CO CTOPOHBI MAKYIIKH; CPEAHNIN KapOOH, MOCKOBCKHIT
spyc, MoAonbcKuit ropu3oHt IlogmockoBHoM koTnoBuHb! (MBaHoBa, 1949).
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HOMY cyOcTpary. [Ipu 5 ToM acumMMeTpHst HaOIIO1aeTCs B OCHOBHOM y Haubosee
KPYTHBIX B3POCIBIX 3K3EMIUISIPOB U YCHIJINBAETCS C POCTOM.

Hanpuwmep, E.A. Banosa (1949) ormeuana HepaBHOMEPHBIH POCT PaKOBH-
HBI U3-3a CKy4eHHOCTH y cimpudepun poxna Choristites Fischer n3 nogonbckoro
Y MSTYKOBCKOT'O TOPU30HTOB MOCKOBCKOTO sipyca cpejiHero kapooHa [TonMockoB-
HOM KoTIOBUHEI (puc. 7). A. Kymep (Cooper, 1957) mabmtogan mogo0HyO acuM-
METpHI0 (OPMBI PAKOBHHBI BCICICTBHE IIOMEX Pa3BUTHUS CO CTOPOHBI COCETHUX
MHAMBUAYYMOB Yy ciupudepus pora Mucrospirifer Grabau u3 cpennero neBoHa
CLIA. ¥ sTux Opaxuonon HepaBHOMEPHO Pa3BUTHI OOKOBBIE KOHIIBI PAKOBHHBI —
OHHU WJIH OTTSHYTHI B JUIMHHBIC BBIPOCTHI, MJIH OKPYTJICHBI U 1e()OPMHUPOBAHEI.

Hapyurenue ciMMeTpry MPH CKYYEHHOCTH MOCEICHUSI MOXKET MPOSIBIIATH-
Csl TOJIBKO B Hapy>KHOM CTPOCHUU PAKOBUHBI 0€3 M3MEHEHUS €€ BHYTPEHHHUX
cTpykTyp. Takoro pocta acummerputo ormetmiia I. buepnar (Biernat, 1957) y
punxonenmuabl Peregrinella multicarinata (Lamarck), pacipoctpanenHoit B ro-
TEPHUBCKOM sipyce HikHero Mmena [lompmu m @pannuu. Y naHHoro Buja, 1o
MHEHHIO BbuepHaT, Tpo3/1bs pakoBUH IEepPBOHAYAIBHO (POPMUPYIOTCS M3 MOJIO-
JIBIX MHJIUBUIYYMOB, MPUKPEILISIONUXCS K cyOcTpary (YHKIHOHUPYIOICH

Puc. 8. Acummerpus opmbl pakoBHHBI y punxonemnuasl Peregrinella multicarinata (La-
marck): a, 6 — OpIoLIHBIC CTBOPKH, 6 — IETIbHASI PAKOBHHA C COUJICHEHHBIMH CTBOPKAaMH; TOTEPUB-
ckuit spyc BepxHero Mmena [loxsmu (Biernat, 1957).
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Puc. 9. Ciupudepuna Cyrtina heteroclita intermedia Oehlert: ¢ — mpukpennenue apeeit
OpIOLIHO}T CTBOPKH K KOJIOHUH TaOYJISIT; 6 —acuMMeTpuyHas (opMa paKOBHHBL, CPETHHI IeBOH,
skuBeTckui sipyc Kysnerkoro 6acceitna (1Banosa, 1962).

HOXXKOH. B manmpHelimneM, n3-3a MEXaHMUYECKOTO JAaBICHMs IPYT Ha Apyra pa-
CTYIIMX PaKoBUH, X opma nckaxaercs (puc. 8).

Crayuau nedopManuu pakoBUHBI BCIIEACTBUE MPUKPEIIIICHHUSI K HEPOBHOMY
cyOCTpaTy y UCKOITAaeMBIX OPaXHOIO/] TaK)Ke HEPEIKH.

WBanosa (1962, 1971) ormeyana uckaxenne (GOpMbI PAKOBHHBI Yy CITHPH-
¢epun Cyrtina heteroclita intermedia Oehlert u3 >xuBeTckoro sipyca cpegHero
nesoHa KysHenkoro 6acceifHa, MpUKPErIIONINXCs apeeil K HepoBHOM MOBEpPX-
HoctH BeTBell Talynsat (puc. 9). 1. Konmep (Copper, 1978) naGnronan momo0-
HOe M3MeHeHue (HopMbl OprolTHOM cTBOpKHM y arpunui Davidsonia verneuilii
Bouchard-Chatereaux B cBsI3H ¢ ee IileMEHTAIINEH K TIOBEPXHOCTH TaOyIISITHI.

Haubonee moapobHO Tunbl acuMMeTpuH (OPMBI PAKOBHHBI, CBSI3aHHBIC
C XapaKTepoM MOBEPXHOCTH U PACIOJIOKCHHEM MECTa MPHUKPEIJICHHUs] WHIU-
BUAyyMa, paccMmorpensl JK. Muxanukom (Michalik, 1976) na npumepe Buaa
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Puc. 10. Tuner acummeTpun y Teruaenasl Thecospira haidingeri (Suess), mpupacTaromieit
paxoBuHe Tepedparynuasl Rhaetina Waagen, u3 Bepxuero tpuaca 3anaansix Kapnar: ¢ — npu
NPUKPEIUICHUH BOJIM3M NepeHero Kpas TepeOpaTyauabl, 6 — IpU HeMeHTalnu K opogam Ha
paKoOBHHE TepeOpaTyIHuIbl, 8 — IPH KOCOM IIPUKPEIIIIEHNH K MOBEPXHOCTH PAKOBHHEI TepeOpa-
TYIHUIbL, 2 — IPU IPUPACTAHUU B 00JacTH 3a1Hel komuccypsl Tepebpatynuast ( Michalik, 1976,
C U3MECHEHUSMU).

Thecospira haidingeri (Suess) orpsna Thecideida u3 BepxHero Tpuaca 3amaj-
HBIX Kaprat. Menkue pakoBHHBI ATOTO BHA MIPUPACTAIOT OPIOIIHON CTBOPKOM
K pa3HBIM y4acTKaM MOBEPXHOCTH PAKOBHHBI 0ojee KPYIHOU TepeOpaTyIuabl
Rhaetina Waagen. Tun nedopmanum pakoBHHBI TEIUIEH 00yCIaBIUBAIICS HO-
JIO)KEHUEM MeCTa €€ MPHUKPEIJICHHUs. Y HHAMBHIYYMOB, NMPUKPETUISIIOMIUXCS
BOJIM3M MecTa 3USHUS PaKOBHUHBI XO35IMHA, B IIpOIlecce pocTa MepelHui Kpai
MOCTENEHHO 3aHUMaeT TIO3UIUIO, NapalJIebHYI0 MIepeJHEMY Kpato Tepedpary-
nunel (puc. 10a). B nanHOM cilydae acCHMMETpHsI, TTO-BUIUMOMY, 00yCIIOBIICHA
Tak)Ke HAIlPAaBICHUSMHU IHUIIEBBIX MOTOKOB, CO3aBAEMBIX TepeOpaTyIumIoM.
Jpyro#i Tun nedopmManuy pakOBHHBI TEIMICH/IBI CBSI3aH C €€ LeMEHTaluel K
0opo3aM MM MOPIIMHAM Ha MOBEPXHOCTH PAaKOBHHBI Xo3suHa (puc. 106). B
9TOH CUTyallMH NpPU PEAYKIMH JaTepallbHOrO pocTa HaONrogaeTcs ClHpaiib-
Hast leopMalinsi pakOBHHBI, KOTOpast Obllla HEOOXOAMMa JIJIsi COXPAHEHUS I10-
CTOSTHHOTO COOTHOILIEHHS JJIMHBI OOKOBBIX YacTeil W mepemHero kpas. ACHM-
METPHIO PaKOBHHBI TEIWICH Bl BEI3BIBAIO TAaK)Ke KOCOE MpHpacTaHUe K IJIO-
CKOW NOBEPXHOCTH PAKOBHUHBI XO3IMHA, KOTOPOE MPEMSITCTBOBAIO HOPMaJIbHOM
apTUKYJSIOUU U pocTy pakoBuHbI Th. haidingeri u cmoco6cTBOBaIO poTamuu
cnuHHON cTBOpKH (puc. 108). IIpn nmpupactanun TenuaAen bl B pailoHe 3aaHeil
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Puc. 11. Crnenpl KU3HENEATEIBHOCTH YE€PBEOOPA3HOr0 Mapa3uTa Ha PAKOBHHE aTPUIIUIBI
Atrypa zonata Schnur u3 >KUBETCKOTro sipyca cpeqHero aeBoHa CBeHTOKIIMCKUX rop [lompuiu:
a — B BUJE KaHAJBIEB B TOJIIE OPIOIIHON CTBOPKH, X8, 6 — B BUJE BHIPOCTOB Ha BHYTPECHHEH
MOBEPXHOCTH OPIOMIHOM cTBOpKH, X4 (Biernat, 1961).

KOMHMCCYPBI TepeOpaTyIIH/Ibl IPOUCXOIHIIA cliabast pOTallHsl ee CIIMHHON CTBOP-
KM, BbI3BAHHAS JABJICHHEM CO CTOPOHBI IPYIoOil CTBOPKH TepeOpaTyIHuabl IIPH
apTukynsauu (puc. 102).

Hapymenune cummerpun y Opaxuonos 0ObIYHO MPOSIBISETCS OJHOBPEMEH-
HO KaK Ha Hapy’>KHBIX, TAaK U Ha BHYTPEHHHUX CTPYKTypax, HO MHOT/Ia aCHMMe-
TPUYHBI TOJILKO BHYTPEHHHE 00pa3oBaHus, CBSI3aHHBIC C CHCTEMOHN (QHIIBTpa-
LU, KaK 3TO OBLJIO IOKAa3aHO BBIIE, Y HBIHE XUBYILIErO BUJAA TepeOpaTyIus
Macandrevia cranium ¢ HEpaBHOMEPHO Pa3BUTHIMU BETBIMH IIeKTO0da. B TO
K€ BpeMsl OTMEUEHBI CIIyyal OOpaTHOrO COOTHOLICHHUS MPOSIBICHUS HAPYKHON
U BHYTpeHHel acummeTpuu. Kak yxke roBopuioch, y COBpeMEHHOI TepeOpa-
tynuasl Platidia davidsoni ctpoenue nododopa ocraercsi CHAMMETPHYHBIM TTPU
HapyIICHHH CUMMETPUH POpMBI pakoBUHBL To jxe camoe HaOIroIaeTest y Tepe-
oparynunbr Terebratula transversa (Sowerby) n3 mema Aurmuu (Elliott, 1947) u
y MenoBoit punxoHeru el Peregrinella multicarinata (Biernat, 1957).

Orep u Purs (Ager, Riggs, 1964) paccmarpuBaiy Tpu BO3MOXHBIE OCHOB-
HbIC IPUYMHBI HAPYLICHUS] OUIaTepaIbHON CUMMETPUN y Opaxuomnoa, HU OJHa
U3 KOTOPBIX, 0 MHEHHUIO CaMHUX K€ aBTOPOB, HE SIBJISETCS MOJHOCTHIO Y/IOB-
JICTBOPUTEIBHOW M MCUEPITBIBAIOIIEH: TECHOE TIOCElIeHHe, aKTHBHOCTH Napasu-
TOB M BPOXKICHHBIN nedeKT pa3BuTus. [Ipu 3TOM aBTOpPBI OTMEYAOT, YTO, XOTS
HOpSIMOM CBSI3M MEXAY acCHMMETpHEH U HaJIMYueM 3MU(payHHbIX 3JIEMEHTOB HE
HaOII01aeTCsl, CYLIECTBYET BEPOSITHOCT IPUCYTCTBUE HE(POCCUITU3UPOBAHHBIX
Mapa3uToB.

174



Bo3moxHYI0 posib mapa3uToB B HAPYLIEHUH CUMMETPHUH Y COBPEMEHHBIX
Opaxuornon npeanonarana 1 ATkuHc (Atkins, 1959), omHako 3T peanonoKe-
HUs HE TIONTBEPKACHBI HabmoeHusiMu. bonee Toro, Haanune HanboIee SIBHBIX
CJIC/IOB MPUCYTCTBHS Mapa3uTOB y OPaxHoIo]] He BHI3BIBAIO aCHMMETpHIO. Tak,
y arpunuisl Atrypa zonata Schnur u3 0TJI0XKEHUH KUBETCKOT0 sipyca CBEeHTOK-
muckux rop Ionbmm oOHapy KeHbI cliebl KU3HEACATEIbHOCTH YePBEOOpas3HO-
ro mapasuTa B BHJIC KaHAJBLEB, IPOCBEPICHHBIX B TOJIEC OPIOIIHONW CTBOPKH
(puc. 11a) n BEIPOCTOB Ha ee BHyTpEeHHEH noBepxHOCTH (puc. 116). DToT napa-
3ut onucan buepnat (Biernat, 1961) B kauecTBe HOBOro pojia u Buja Diorygma
atrypophilia mpoGiieMaTHYHOrO OpraHu3Ma, YCJIOBHO OTHECEHHOI'O K IOJIMXE-
taM. OTMEYEHO, UYTO MPUCYTCTBUE Mapa3nTa He HAPYIIAI0 HOPMAIBHOTO POCTa
BCEX HApY’KHbIX U BHYTPEHHUX CTPYKTYDP PAaKOBUHBI U Yy 00pa3L0oB aTPUIIH CO
CllelaMH KaHAJIbLEB HE HAOIIONATUCh OTIWYMS HU B (JOpME PaKOBHHBI, HU B
CTPOEHUH BHYTPEHHHUX CTPYKTYP IO CPAaBHEHHIO C TEMH 00pa3LiaMu, B KOTOPBIX
OHHU OTCYTCTBOBAJIH.

B kauecTBe mapa3uToB y HEKOTOPBIX OPaxHOIO/ CYHIECTBOBAIHN TaKKe MHU-
KPOCKOITMYECKHE CBEPIISIIIE BOJOPOCIH, ITUPOKO PACIPOCTPAHEHHBIE OT Taie-
03081 10 HBIHE. Cliempl UX CBEPJICHHS OBLTH OOHAPYKEHBI Y TIPEICTABUTEIS OT-
psaaa Chonetida — Chonetina artiensis Krotow 13 oTinoxeHn# apTHHCKOTO sipyca
HIKHEH nepmu CpenHero Ypana B BUAE OYCHb MEIKMX OTBEPCTHH Ha MOBEpX-
HOCTH PaKOBHHBI, COOPaHHBIX B PSABI, 00pa3yolire BETBUCThIN PUCYHOK, HUKAK
HE OPHEHTUPOBAHHBIH MO OTHOIIECHHIO K YacTsIM pakoBUHBI (AdaHackeBa, 1977).
Hanuuue »THX mapa3uToB HUKAK HE OTPaXKAIOCh HA CHMMETPUU HAPY KHOTO M
BHYTPEHHET0 CTPOEHUsI pakoBUHBL. 110100HbIE Cliebl MUKPOCKOIIMUECKUX CBEP-
JSIIMX BOAOpPOCIel OblIM OOHapy>KeHBbI TaKXKe Ha PAKOBHHAX ABYCTBOPYATBIX
MosuttockoB. [1o muenuto C.B. MakcumoBoii (1977) 3Ti Bogopocin MOTTIM UTPaTh
TOJIBKO poJib OMOodaKTopa B 00pa30BaHUN OPraHOTEHHOTO IETPHTA.

MHorouuncieHHble cydan oOpacTaHUsi HapyKHOM MOBEPXHOCTH PaKOBUH
Opaxuorno/| MIIaHKaMH, CEPITYJIHJIAMHU, MEJIKUMHU OpaxuonofaMu U JpyTHMH
HPENCTaBUTESIMU MU (ayHbl, COOTHOIIEHHUS ¢ KOTOPBIMU CKOPEE MOXHO KBa-
TUGUIMPOBATH KAaK KOMMEHCAJIN3M, TaK)Ke HE BBI3BIBAIOT 3aMETHOTO Hapylle-
HUSl CHMMETPHH B CTPOCHUH OpaxHoIo/,.

Yro e KacaeTcsi poid BPOXKICHHOrO AedekTa pa3BUTHS B aCHMMETPUU
OpaxHorno/, TO ero MeXaHu3M MPAKTUYECKH HE PACCMOTPEH Ha COBPEMEHHOM
MaTepHalie i He MOXKeT ObITh OXapaKTepH30BaH Ha UCKOIIAEMOM MaTepHale.

CrenoBaTenpHO, B Ka4eCTBE OTHOCUTEIBHO JOCTOBEPHOM NMPUYMHBI Hapy-
LICHUSI CHMMETPUHU B CTPOECHUH OpaxuoIof], cpein yKa3aHHbIX OrepoM u Pur-
COM, MOXKET OBbITh MPUHSTA TOIBKO TECHOTA MOCEJICHUs, KOTOpasi, HECOMHEHHO,
BIIUSICT HA HEPABHOMEPHOCTH Pa3BUTHS, HO cama 1o cede, CKopee BCero, sIBIseT-
Csl OZIHUM M3 PE3yJIBTAaTOB BO3JICHCTBHUS YCIOBHI CYIECTBOBAHUS TIPUKPETIICH-
HOTrOo OeHTOCA.
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[IpencraBnsercs, 4To HapylIeHUE OUIATepaIbHON CUMMETPUHU B aHATOMUN
1 Mopdosoruu Opaxuono NPOUCXOINIH 0] BO3AeHCTBHEM Oosiee 00InX, TO-
MUYECKUX U TPOPUUECKUX (AaKTOPOB, ONMPENEISIOMNX OCOOEHHOCTH CTPOCHHUS
MpeacTaBUTENeH CHAsTYero OEHTOCa CKYUSHHBIX PU(POBBIX COOOIIECTB, B KOTO-
pble BXOIST OPaxHOIOIbI.

O.H. 3e3una (1976 u ap.) cauTaeT, 4TO AJIs YCIICITHOTO CYIIECTBOBAHUSI CO-
BPEMEHHBIX Opaxuonox HeoOXOOMMO 10CTaTOYHOE KOJNYECTBO OPraHMYECKUX
YacTULl ¥ KUCIOPOAa B MOPCKOH BOJE M €€ yMepeHHas TypOyieHTHOCTb. s
OOJNBIIMHCTBA UCKOMAEMBIX Opaxuomno]y , HO-BUANMOMY, ONITUMAJIbHBIMU OBLIH
takue ke ycnoBusa. X. MakKammon (McCammon, 1969), nabntogasiias mpo-
1ece MUTaHMsl y CEMH BUJIOB COBPEMEHHBIX 3aMKOBBIX Opaxuoros B 1abopaTop-
HBIX YCJIOBUSX, IPUIILIA K BBIBOIY, YTO UX OCHOBHOM IUILEH SBJISIOTCS OPraHu-
YEeCKHE YaCTHIIbl, HAXOASIINECsS] B MOPCKOH BOJIE B PACTBOPEHHOM HJIH KOJLIIOH JI-
HOM COCTOSIHMH, BBICOKAsl KOHIIGHTPALMsI KOTOPBIX HEOOX0AUMa JIsl HOpMaib-
HOHM JKM3HU JTHUX KUBOTHBIX. [IpH 3TOM, OTMeHasi CpaBHUTEIBHO CKPOMHYIO
POIb Cpear MOPCKHUX (PUIBTPATOPOB COBPEMEHHBIX OPaxHOMO/ M0 CPABHEHHIO
C MCKOITAaeMbIMH, OHA TOXKE TOJIaraeT, YTO COBPEMEHHbBIC W JPEBHUE IPEICTa-
BUTEJIN KJlacca MOIJIM IPOLBETATh B OJHUX U TEX XK€ YCIOBUIX. DTO MPEATO-
JIO)KEHUE Ka)KETCSl MPUEMJIEMBbIU, TaK KaK BO3MOXKHbIE IPUUYMHBI COKPAILCHHS
pa3zHooOpa3usi HbIHE KUBYIIUX OpaxHONo MO CPAaBHEHUIO C MCKOMAEMBIMU, B
0COOCHHOCTH C MaJiec030MCKUM, HE CBS3aHBI C M3MEHEHHMSIMH aAanTalui rpym-
TbI, 8 OOBSCHSIOTCS €IMHBIM THIIOM OMOJIOIMYECKON OpraHU3allud apTHKYJISAT,
BO BCE BpEMEHa OCYIIECTBIISIBIIUM CXOJHBIN, OTpaHHUCHHBIN Habop cnenudu-
YEeCKHMX aJallTaluil, YTO HE IO3BOJIMIIO UM CKOMIIEHCHPOBATh IEPMO-TPHACOBOE
BeiMupanue (AdanacreBa, Hepecckas, 1994).

B coBpemeHHBIX MOpsAX Haumbosee ONaronpusATHBIE YCIOBHS CyIIECTBO-
BaHMs JUISl CUJsAYero OEHTOca CO3/al0TCs B pallOHaX KOPaJIOBBIX pH(OB H
NPIJIETAIONIMX K HUM y4YacTKOB HIeib(ha Omaromapsi TOMy, 4TO B pUPOBBIX
9KOCHCTEMAaX IIPOLECCHl OMOr€OXMMHUYECKOIO KPYTrOBOPOTa BEILECTB IIPOMC-
XOZSIT BO MHOTO pa3 MHTECHCUBHEE, YEM B OKPYIKAIOIIMX BOIAX MOPCKOIO JHa,
a Takke Oyarofapsi UX BBICOKOW MPOAYKTHBHOCTH M ONTHMAaJIbHOMY KHCIIO-
ponaomy pexumy (Copokus, 1977, 1990). OTMedeHo, 4TO pudbl BIULIH HA
passutue OuopaznooOpaszus. Tak, mogcunTano, utTo okojo 40 % TakcoHOB Oec-
MO3BOHOYHBIX (PaHEPO030s MOSABHIMCH UMEHHO B pUQOBBIX (hauusx (3aBap3uH,
Poxwnog, 2011). CTpaBHUTENBHBIN aHAIIN3 COBPEMEHHBIX H IPEBHUX PUPOBBIX
COOPYKEHMH MOKa3all, YTO, HECMOTPS Ha pa3iaudus B Mopdosorun pudoBbix
MOCTPOEK U B COCTAaBE OPraHM3MOB pudocTpouTesnei, B pa3Hble reojJorude-
CKHE 3I10XM Ha 3eMJie MOIJIM CYIECTBOBATh CXOIHbIE TUIIBI pU(OBBIX 0OCTa-
HoBOK (IIpeoOpakenckuid, 1986). Bpaxuonoasl BXOAMIH B COCTaB pUPOBBIX
cooluecTB Bcero (haHepo3osi, HaUMHAsI ¢ paHHero kemOpusi. OHU SBISITUCH
XapaKTePHBIMU (QHIIBTPATOPAMHE MAJE030HCKUX PUPOB, TOCTUTHYB HaNOOIb-
mero pacinseTa B AeBoHe (Copper, 1974) u ObLTH MOCTOSHHO TPEIACTABICHBI
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B JTAJILHEHIITHEM CpeIn OOMTATENIeH MO3THENale030UCKUX U Me30-KaifHO30M-
ckux pudos. [lo-Buammomy, pudoBeie paruu ¥ CEIUMEHTAIMOHHO C HUMH
CBsI3aHHBIC MTPUJIETAIOIINE YACTH HIeNb(a B IIeIOM MOTYT pacCMaTpUBAaTHCS B
KayecTBe HanOoJjee OJIaronpusTHOW Cpeabl OOMTAHUS JJIs1 MHOTHX O€HTOCHBIX
(GUIBTPATOPOB, B TOM YHUCIIE JIJISI OPAX OO,

Hapymenne cumMmeTprun XxapakTepHO ISl OOUTaTelell COBPEMEHHBIX CKY-
YEHHBIX COOOIIECTB KOPAJUIOBBIX PUQOB. B 3THX ycrmoBusx n3MeHeHHus (HOPMBI
PaKoBUHBI ¥ QUIIBTPYIOLIETO anmapara, moJoOHbIE TAKOBBIM Y Opaxuormo, npo-
UCXOASIT M Y JBYCTBOPUATBHIX MOJUIIOCKOB, HAIIPUMEp, Y TPUIAKH, Y KOTOPBIX
HaOII0IAeTCSI CUIIBHOE YKOPOUYCHHUE MepeaHell KOMUCCYPBI i PE3KOe U3MEHEHUE
nonoxenus Tena (Ager, 1965). YV 6ansHycoB TakKe OTMEYEHO M3MEHEeHHe (hop-
MBI ckeneTa (3eBuHa, 1972). [Ipu 5 TOM acCHMMETPHS MOKET HOCHTHh MacCOBBIH U
B KaKOH-TO Mepe «TUIIOBOW» XapaKTep, KaKk 3TO OTMEUYEHO Y MIUKIOTUPHUI. B of-
HOM M TOM k€ OMOTOIIE MO’KHO BCTPETUTH MHOT'O 0COOEH C OHUM M TEM XKe Ha-
PYLICHHEM HOPMAJBHOIO CTPOCHUS. ACHMMETPUYHBIE OPMBI MOTYT J1aXKe Me-
CTamM¥ mpeodIajaTh Mo YUCISHHOCTH [0 CPABHEHHUIO ¢ 0COOSMHU TOTO e BUJA,
MMEIONINMH HEeHApyIIEHHYI0 CHMMeTpHIo. Y oburtareneil pudoBsix (anmii Ha-
Py ¢ U3MEHEHWSIMH BHENTHEeW (OPMBI aCHMMETPHS YacTO BBIPAXKAETCS B He-
paBHOMEPHOM Pa3BUTHUH BHYTPEHHUX OPraHOB, HAXOIAIIUXCS B CHMMETPHIHBIX
yacTsx Tena. IMeHHO 3To siBieHue 1 HaOmronaeTcs y Opaxuonoj B HapyILICHHH
cummeTpuu Jopodopa, KOTOPBIH B HOPME COCTOUT U3 JIBYX OJMHAKOBBIX PYK,
pacIoNOKEHHBIX MO0 00€ CTOPOHBI OT OCH CHMMETpHH. YacTUYHAST peayKITHs
nmododopa, To-BHAUMOMY, OOBICHSIETCS TeM, 9YTO Oojee MOITHBIE (PHIBTPATO-
pBI pr(OBBIX COOOIIECTB CO3/TAOT TOKH BOJIBI, HECYIIIHE OMOTEHBI, KOTOPhIE HC-
MOJIL3YFOTCSI MEHEE MOIHBIMU (UIBTpATOPaMH, B TOM YHUCIIE OpaxHUOIoJaMu.
HanpaBnenue Takoro TOokKa BOABI MOXET OOYCIaBIMBATH MPEUMYILECTBEHHOE
pasBuTHe onpezaeneHHoi yactu nododopa. Kakas uz pyk nododopa npu aTom
rUnepTpopupyeTcs, a Kakas peJyIHpyeTcs, BEpOSITHO, 3aBUCHT OT TTOJIOKCHHUS
JTAHHOT'O WHIMBHIYyMa TI0 OTHOIIEHHUIO K HATIPABJICHHIO IMHUINEBOTO IMMOTOKA.

TakuMm oOpa3om, OunaTepalibHass CHMMETPHUS B Hapy>KHOM U BHYTpPEHHEM
CTPOCHHH, XapaKTepHas B LEJIOM IJIsl OpaxHoNoz, B psJie CydyaeB HapyIIaeTCs
rJIaBHBIM 00pa3oM y oOHuTaTesieii COBpEMEHHBIX U IPEBHUX PUPOBBIX COOPYIKe-
HUH BCJIECTBHE CKYYCHHOCTH IOCENICHHSI U HEPOBHOCTH cyOcTpaTa. AcuMme-
TPUSI MOXKET HOCUTh CIy4allHbII €AMHUYHBINA XapaKTep WA OTHOCUTEIBHO I10-
CTOSTHHBIM MaccoOBbI xapakTep. Hapymenne B pazputun iododopa uiu gaxe
TOJTHASL PEYKIIHS OHOM U3 ero CTOPOH U THIepTpodust qpyroii, HabIromaeMas
Yy HEKOTOPBIX PUHXOHEUIH]I, aTPUIHI U TepeOpaTynn], Mo-BUJUMOMY, CBsI3a-
Ha C MOJI0KEHUEM OpaxHoIo/ OTHOCUTEIBHO HAIPABICHHUH MUIIEBBIX TTOTOKOB,
CO03/1aBaeMBbIX 0oJiee MOIIHBIMH, YeM Opaxuomnoibl, GUIBTPATOPAMH, HACEISIO-
ITAMH PUQBL.

PaboTa BeImoHeHa pw moaaepxkke rpanta POOU, Ne 13-05-00459.
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CASES OF BILATERAL SYMMETRY BREAKING IN BRACHIOPODS
G.A. Afanasyeva

The cases of variation from bilateral symmetry in several groups of articulate bra-
chiopods from different geological ages including recent forms are observed. Asymme-
try is usually found among the inhabitants of reef facies and mainly concerns the shape
of shell, lophophore, brachidium and cardinalium. Typically, changes in internal and
external structures occur simultaneously, rarely only the shape of shell or the inner shell
structure is distorted. Symmetry breaking can be due to lack of space in the brachiopod
settlements, with the shape of the attachment surface of the individuals and with the
directions of feed streams in the environment.

Keywords: brachiopods, symmetry breaking, lophophore, brachidium, cardinalium,
the shape of shell, reef facies.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonoeuueckue cucmemut 6 npownom». M.: [IMH PAH, 2013. C. 181-203
http://www.paleo.ru/institute/publications/geo/

HUCTOPUYECKOE PASBUTUE CUMMETPUHU UTJIOKOXUX:
OT NEPBUYHOUN BUJIATEPAJIBHO-ACUMMETPUYHOM
METAMEPHUHU K IEHTAMEPUN

C.B. Poxxnos
THaneonmonocuyeckuti uncmumym um. A.A. bopucaxa PAH, Mockea
rozhnov@paleo.ru

PagnanpHast cUMMETpHsI WIJIOKOXKHMX IIOSIBHJIACh CHadaja B amOyia-
KpaJbHOW cHCTEME BO BpeMs (JOPMUPOBAHUS 3aMKHYTOTO HJIN TIOIKOBO-
00pa3HOro co cONMKEHHBIMH KOHIIAMH aMOYyJIaKpaJIbHOTO KOJIBIA, a 3a-
TEM OXBaTHJIa APYTUE CHCTEMBbI opraHoB. Ee BO3HHKHOBEHHE ObLIO 005-
3aHO HANpPABICHHOMY YCHJICHHIO aCHMMETpPUH Yy OMIIaTepabHO-aCHM-
METPHYHBIX TPEXCETMEHTHBIX MPEJKOB UIVIOKOKHUX U JOBEJEHHIO dTOrO
mpouecca J0 JIOTHYECKOr0 KOHIA — 3aMbIKaHUsI HCXOJHOW METaMepUU B
nukiomeputo. IlocreneHHoe pazpacTaHue TUAPOLENs B OHTOIEHE3E OT-
pakeHO B OMIIaTepabHO-aCUMMETPHYHON TEKe M YHCIIE PaJuabHBIX
aMOyTaKpaJIbHBIX KaHAJIOB Kapro30HHBIX UITIOKOKUX. [Ipu mocTrxeHnn
CTaJINM TIOJKOBOOOPA3HO Pa3pOCHIErocss BOKPYT TJIOTKH THIPOLEIS C
TpeMst OTXOASIINMHU aMOyJIaKpaIbHBIMH KaHAJaMH TPOHM30IIIIO 3aMbIKa-
HUE TUAPOLEINS B aMOyJIaKpaIbHOE KOJIBIO MIIM TECHOE COMKEHUE KOH-
L[OB MOAKOBBL. DTO ONPEEIIUIIO NEPBUUHYIO TPEXITYUEBYI0 CHUMMETPHIO,
KOTOpasi B pe3yJbTaTe Pa3[BOCHUS JIBYX paJualbHBIX KaHAJIOB CPa3y ke
MIpEeBpaTHIIAch B MSTUIYUYEBYIO CHMMETPHIO Mojenu 2-1-2. 3To coObiTne
MIPOM30IIIO HE PAHBIIIE ITO3HEr0 BeH/a, KOT/la, BUJUMO, Y TIEPBBIX OH-
JaTepuil BIEPBBIE CTAJIM MOSIBISATHCSA MPUAATKH Tela, U HE MO3KE PaH-
HEro KeMOpHsI, Cy/isl TI0 HaX0JIKaM CaMbIX JJPEBHUX CKEJIICTHBIX OCTAHKOB
UTJIOKOXKHUX B atnabaHckoM sipyce. [lepecTpoiika Monenn msTHIy4YeBOi
CUMMETPHH U3 MOAEHH 2-1-2 B HACTOSALIYIO MSATUIYYEBYI0 CUMMETPHIO
C MATHIO OTXOMASIIIMMH HEMOCPEICTBEHHO OT aMOyJIaKpajIbHOTO KOJbLA
IIyNaJIbIAMU IPOU30LLI0 B PE3yJbTaTe NEPEMEIECHUs Pa3ABOCHUS 11y~
nasier] Ha OoJyiee paHHUE CTAAWHM U PAaBHOMEPHOTO pacHpeAeeHUs MATH
3a4aTKOB 10 aMOyJIaKpaJIbHOMY KOJIbILY. DTO COOBITHE OBIIO MTPHYPOYCHO
K OpAOBUKY.

Knouesvie cnosa: nriokoxxue, CAMMETPHS, ICHTaMEpUsl, METaMepusl, aCUM-
METpHSI.
181



BBEJIEHHUE

I/I3yquI/Ie CUMMETpPHUHN OPraHU3MOB, COOTHOHICHUSA Y HHUX OCHOBHBIX JJIC-
MEHTOB CHMMETPHH U X CPABHUTENIBHBIN aHATN3 y PA3HBIX TAKCOHOB IOy YH-
10 Ha3BaHue npomopdonoruu (bexnemumes, 1964). C Touku 3peHuUs 3TOro Ha-
MIpaBJICHUS CPABHUTEIBHON MOP(OJIOTUU UTIIOKOKHUE TPEICTABISIIOT HAUOOb-
IIMA MHTEpeC, TaK KaK y HUX COYeTaeTCs HauOOIbIIee YHCIO THUIIOB CHMMeE-
TPHUH, KOTOpPbIe HAKJIABIBAIOTCS HA TIYOOKYIO aCHMMETPHIO. Y COBPEMEHHBIX
WTJIOKOXKUX paJualibHas CHMMETpPHsI, OOBIYHO MATHIIYYeBas, C COOTBETCTBYIO-
IIUMHU i TIJIOCKOCTSIMH M OCBIO CHMMETPHHU COYETAeTCs C OMIaTepaIbHOCTHIO
¥ MetaMmepuei. Tpu mapel IEIOMOB 3aKJIaJbIBAIOTCS HA PAaHHUX CTaIUAX, HO
pa3BHBAIOTCS HEOAWMHAKOBO CIIPaBa M CJIEBa, UTO OTPaXKaeT MIyOOKYyIO acuMMe-
TPHUIO B CTPOCHUU UTJIOKOKUX. 3Ty ACUMMCTPUIO IOAYCPKUBACT U ClIMpaJIbHAA
@opMa KUIOCYHOI'0 TpaKTa Y MHOTHUX HUIJIOKOXUX, 3aKPYUCHHOI'0O B HOPMEC I10
JaCOBOM CTPEITKE Y MOPCKUX JTUIINNA, MOPCKHUX €KEH U TONOTYpUN. DTOU «BHY-
TPEHHEI» aCUMMETPHH COBPEMEHHBIX WIJIOKOKHUX B TOW WIIM WHOW CTENEHU
COOTBETCTBYET OMIIATEPAIIPHO-ACHMMETPUYHOE CTPOCHHE CKEJIeTa Y Kapro30ii-
HBIX HTJIOKOKHUX — COJIOT, CTHIIO(GOpP, IUHKT — U CHUPATBHOE PACIIONIOKCHHE
aMOyJIaKpoB y TrellKoIakonei. bunarepanbHo-aCHMMETPUYHBIE KapIIo30i-
HBIC UTJIOKOXUE, UJIH, [0 KpalilHEeH Mepe, HEKOTOPBIC U3 HUX, PACCMAaTPUBAIOTCS
MHOTHMHU aBTOPAaMH KaK MPEAKOBBIC (hOPMBI IATHIYUEBBIX UTIIOKOKHUX (Smith,
2005; Jefferies, 1986). YoenutenpbHOCTh TaKOH (UIOTEHWH HATaJIKHBAeTCs Ha
TPYIHOCTH OJTHO3HAYHOW MHTEPIpETallnd MOPHOIOTUH MHOTHX (hopM, 0coOeH-
HO ctmwiiodop. [IpumMepomM MOXKET CITyKUTh MHOTOJISTHSIS ojiemuka J[xedpuca
M €ro YUYSeHHKOB CO CTOPOHHHKAMH ayJako(OpHOH WHTEpIpeTaunn CTHIOPOp
(Jefferies, 1986; Ubaghs, 1967, Parsley, 1997; Parsley et al., 2012; David et al.,
2000; Lefebvre, 2000). Kpome TOT0, IATHITyYeBbIE UTIIOKOKHE TTOSIBUIINCEH HE-
CKOIIBKO PaHBIIE B T€OJOTMYECKOM JIETOMHCH, YeM UX OHMIIaTepalbHO-aCHMMe-
Tpu4HbIe (POPMBL. DTOT apryMEHT, BKYIle C HEKOTOPHIMH MOP(OIOTHIECKIMU
MPU3HAKAMHM, TMO3BOJIUI TPEANOJI0KUTh, YTO OUJIATEPaIbHO-ACUMMETPUYHBIC
(OpMBI MPOU3OILIHN OT PaIUATBHO-CHMMETPUYHBIX B pe3yibTaTe neagoMopdosa
(Sumrall, Wray, 2007). 3To mpeamnoiokeHne He KaKeTCs JOCTATOYHO yOemu-
TETBHBIM, TIOTOMY YTO pa3indre BO BpEMEHH MOSIBIICHHE MATHUITYYEBbIX U ACHM-
METPUYHBIX (DOPM B T'€OJOTMYECKOM MacIITade He3HAYUTEIFHO U MOXKET OBITh
CBSI32HO C HEIMOJIHOTOW T'e0JIOTUYECKON JISTOMHCH, 2 MOP(OIOTHYEeCKHIE pa3iu-
9Hsl MEXKIY TaKUMU (OpPMaMH CIIHMIIKOM BEJIUKH. HeT W JeMOHCTpHPYIOMNX
MPOLIECC TAKOro Triyookoro neaomopdosa nepexonusix Gopm. Tem He MeHee,
9TH K€ JOBOABLI CBUJACTCIIBCTBYIOT U IIPOTUB TOI'O, 4TOOBI CUNTATH KapHO?,OfIHBIX
WTJIOKOXKUX HETIOCPECTBEHHBIMH MPEIKaMH MATITYYeBBIX UTIIOKOKHUX. [1oaTo-
My, KaKeTcsl 0oiee BEpOSTHBIM, YTO KapIio301 HE SIBISFOTCS HEMOCPEICTBEHHEI-
MU TPEIKaMU TSATUITYYSBBIX HTIIOKOKHX, HO UX CTPOCHUE OTPaKaeT OCHOBHBIC
MOMEHTBI CTAHOBJIEHUSI paJualbHON cuMMeTpuu. Mcxonst U3 3Toro npearosno-
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JKEHUSI MBI 1 Oy/IeM aHaJIM3UpOBaTh CTAHOBIIEHWE PaUaTbHOCTH. [ Takoro
aHau3a He UMEET 3HaYCHHs, TPOU3OIILIH JIU OTACIbHBIE (DOPMBI U3BECTHBIX B
HACTOSIIEE BpeMsl Kapro30i HAMPSIMYIO OT HEMOCPEACTBEHHBIX MPEAKOB paIu-
JIbHO-CUMMETPUYHBIX UTJIOKOKHUX, WJIM OHU TPOU30LIINA HENOCPEICTBEHHO OT
yxKe ChOPMUPOBAHHBIX PAJAHAIBHO-CUMMETPHUHBIX UITIOKOXKHUX IEIOMOP(HBIM
myTem. Ul B TOM, 1 B IpyTrOM CiIydae OHU OTPakat0T OCOOEHHOCTH CTaHOBIICHUS
MEHTaMEPUH y UTTIOKOKUX. VICX0AS U3 3TOr0 NpeanoIoKeH s, Mbl TOMBITAEMCS
000CHOBAaTh B3aUMOCBSI3b PA3JIMYHBIX TUIIOB CHMMETPHH Y UTIIOKOXKUX M TIOCIIE-
JIOBAaTEIIbHYI0 O0YCIOBJICHHOCTh MX MOSIBJIICHUSI B SBOJIFOIIMH UTJIOKOXKHUX.

[OAXO/ K ITPOBJIEME

CummeTpust MOXKET OBITh OJMHAKOBOM y OYEHb pAa3HBIX OPTaHW3MOB
(puc. 1). Ho myTu ee cTaHOBIEHUS, KaK B MHANBUIYaJIBHOM, TaK U B HICTOpUYE-
CKOM Pa3BUTHUH, MOT'YT CHUJIBHO Pa3JIM4aThCsl.

JAwman

.
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cmefian i gram
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..... ® T R T
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Fudponmpa

Puc. 1. PagnansHas ciMMeTpHs y UTTIOKOXKHX U KopamoB: a — Cyathocystis, BUJ CBEpXY,
BEPXHHI OPIOBUK DCTOHUH; 6 — CXeMa MOAKOBOOOPA3HOM CTaJANU Pa3BUTHs aMOyJIaKpaIbHOTO
KOJIbIIa B OHTOT'€HE3¢ MOPCKOI! JIMIMU ¥ PACIIOIOKSHHS Ha TOH CTaJIUH CKEJIETHBIX 2JIEMEHTOB
(o Bury, 1888); 6 — rugose coral Palaeocyclus porpita, Buz cBepxy, cunyp l'oTnanmga; e — cxema
3aJI0KEHUs cenT y Kopasuios (o bonnapenko, Muxaitnosa, 2006).
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Hanpumep, y xopayijoB paauajibHas CHMMETpUsi GOPMUPYETCs MTOCTIEA0BA-
TEJIBHBIM JCJICHUEM TIOJIOCTH TeJa CeNTaMH Ha KaMepbl. Y MITIOKOXKHUX pagualib-
Hasi CHMMETPHS ITOTy4aeTcsl pa3pacTaHUeM HCXOIHOTO THIPOLETs ¢ OSBUBILH-
MHCH pagruaJibHbIMU 3a4aTKaMU paJruaJIbHBIX aM6ynaKpaHBHI)IX KaHaJIOB BOKpYT
MUIIEBO/IA M 3aMBIKaHUS €ro B aMOylaKkpaiabHOE KOJIbIO, OT KOTOPOTO CHMMe-
TPUUYHO OTXOAAT OOBIUHO IIATh paJuaibHbIX aMOyJIaKpaIbHbIX KaHAJIOB. FIMEHHO
CUMMETpPHsI aMOyJIaKpaJIbHOTO KOJIbLA ONPEACISIET pa3BUTHE pajuaIbHON CUM-
METPHUH B OCTAJIbHON YacTH Tena. [[03ToMy PEeKOHCTPYKLUU CTPOSHUS THAPOLIEIIS
y IPEBHEHINX UTTOKOKHUX TPEOyeTCsl yIeIUTh 0c000e BHUMaHUE. Y COBPEMEH-
HBIX UTJIOKOXXHX MBI MOKEM ACTAJIbHO U3YYUTH OHTOI'CHE3 U HA 5TOM OCHOBAaHUU
BBISIBUTH OCOOCHHOCTH MopdoreHeza cuMmMeTpun. Ha nckormaemom MmaTepuase
0OBIYHO JOCTYIIHBI AJIs U3YUYECHUs HanOoJiee MO3JHUE CTAIUK PAa3BUTHS CKEJIeTa.
ITo BO3pacTHOM M3MEHYMBOCTH MOKHO OIMCATh 3TH MO3IHUE CTATUU PAa3BUTUSA
CKeJIeTa M JPYyTHUX CUCTEM OPraHOB, KOTOPBIE Ha HEM OTPaXKEHBI U TAKUM 00pa3oM
PEKOHCTPYUPOBATH MO3AHUI OHTOI€HE3 € TON UM UHOU IOJIHOTOM.

Jdpyroii nmogxox cBsizaH ¢ U3ydeHUeM abeppaHTHBIX (HOpM, KOTOpbIE TPea-
CTaBJISIFIOT COOOM pE3YyIbTAT OTKJIIOHCHUA WHAWBUAYAJIILHOI'O pa3sBUTUSA OT €TI0
00bI9HOM TpaekTopuu. AGeppaHTHBIE (HOPMBI MOT'YT OBITH MPEACTABICHBI PEl-
KMMH 3K3eMIUIIpaMH B HHIUBUAYaJIbHON H3MEHUYNBOCTH BH/1A, MOT'YT OBITh BbI-
pakeHbl KaK CaMOCTOSITENIbHBIC TAKCOHBI, MHOTAAa BBICOKOTO pPaHra, HalpuMmep,
MaJible KJacchl UTJIOKOKHX. HO Mo HUM MBI MOXKEM CYAUTH O TE€X WKW HUHBIX
0CcOOCHHOCTSIX 0oJiee PaHHETO OHTOTrCHEe3a, OOBIYHO MPSIMO HE OTPaKCHHOTO
Ha B3pOCIBIX CTAAUSIX. DTO CBA3AHO C TEM, YTO MHOTMe abeppalui BOSHUKAIOT
B pe3yabrare nenoMopdosa M Ipyrux reTepoXpOoHHUil, BBIBOASILIMX BO B3POC-
JYI0 CTaguI0 TIIYOOKHE YepThbl Pa3BHTHS WJIM MOKA3bIBAIOIIUE BO3MOXKHOCTD
JanbHEeHIIero pa3BUTHs NpU3HaKa B OyaymieM. PEeKOHCTPYKUHSI CTaHOBICHHS
0COOCHHOCTEH CHMMETPUHU B OHTOT'CHE3€ MCKOMAaeMbIX (POPM ITyTEM HU3y4EHUS
BO3PACTHOW M3MEHYHMBOCTH W TIPU IMOMOINM aHain3a abeppaHTHBIX (OpPM H
CpaBHEHHE 3TUX 0COOEHHOCTEH ¢ COBPEMEHHBIMHU (JOPMAMU MOXKET JaTh KIIIOY
K PEKOHCTPYKIIMH €€ CTAHOBJICHUS B UCTOPUYECKOM PA3BUTHH.

PAIUAJIBHA I CUMMETPU A UTJIOKOXUNX

PanmanpHass cHUMMETpHS y UTJIOKOKUX MPEUMYIIECTBEHHO ISITHIIydYeBasl.
OnHa 0XBaTbhIBaeT HE BCE TEJIO MEITUKOM, a JIUIIb OTAEIbHBIE CHCTEMBI: aMOyJa-
KpaJlbHYIO0 CHCTEMY, HEpBHBIE CHCTEMBI, CKEeJIET U HEKOTOphle ApyrHue. B cke-
JeTe pajualibHass CUMMETPHUsSI ONPEIeseTCs, IPEXK/IE BCETO, PACIIONIOKEHUEM
aMOyJIaKpoOB, TO €CTh IMHUIIECOOPHBIX JKEJIOOKOB MJIM TOMOOHBIX CTPYKTYp C
MPOXOJSIIIIUME BIOJIb HUX pajuaibHbIMU aMOyJlaKpaJlbHBIMU KaHAJIaMU. DTH
CTPYKTYPBI MOTYT BXOJIUTH B COCTaB TEKH HUJIU BBIXOJUTH 32 HEE B BUJC PYK FITH
Opaxuon. B mepBoM ciiydae OHHM HETIOCPEACTBEHHO OMPENENSIIOT CHMMETPHIO
CKeJIeTa, a BO BTOPOM OHH OIPENEISIOT €€ OMOCPEIOBaHHO, Yepe3 OpalibHbIe
Ta0JIMYKU OJIU3 POTOBOTO OTBEPCTHS, MEKY KOTOPHIMU aMOYJIaKPhI IPOXOIST
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JI0O MecTa BbIXOJIa 3a TpeJeNibl TeKU. B ¢uiorenese mHOTIa MOKHO HAOIIOIATh
MOCTETIEHHOE PACIPOCTPAHEHHE MSATUIYYEBOH CUMMETPHHU OT ITHX TaOJIHYEK
Ha BCIO TEKY B MOpPSJIKE MOSBICHUS TaOnuuek B oHToreHese (Sprinkle, 1973;
Rozhnov, 2002). AkueHTHpYs BHUMaHUE Ha POJIK aMOYJIaKpOB B OpraHH3alllH
nstrydeBoi cummerpun, Hotchkiss (1998) mpencTaBuin HHTEPECHYIO MOJICIb
“ray-as-appendages’ MpONCXOXICHUS ICHTAMEPHUH y UTJIOKOKHUX. TeM He MeHee,
paananbHas CHMMETPHS OTIPEIESeTCs, TPEXK/Ie BCET0, YHCIIOM PaIHaIbHBIX aM-
OyJakpallbHbIX KaHAJIOB, OTXOASIINX OT aMOyJIaKpaabHOTO KOJIbIIA, TO €CTh I10-
PSLIKOM CUMMETpPUHU aMOyJakpalibHOro Konbla. [loaToMy, cTaBs Bompoc o mpo-
UCXOXKJICHUU TSTUIYYEBOH CHMMETPUU Y UTJTIOKOXKHX, MBI JIOJKHBI B TIEPBYIO
odepellb OTBETUTH Ha BOIPOC O TIPOUCXOXKICHHUH ISITHITYYEeBOH CHMMETPHU aM-
OymakpanbHOTO KOJbIa. [locie mosBIeH s TaKOW CHMMETPHH aMOyITaKpaIbHOTO
KOJITbIIa, TIPOIIECC €€ PacIpPOCTPAHEHUS Ha APYTHe CUCTEMBbl OPTaHOB, BO BCIKOM
ciydae, CKelleTa, MOXKET OBITh NMPOCJTEXKEH Ha HMCKOIaeMoM Marepuaie. B oH-
TOreHEe3e pajinajibHas CHMMETpUs aMOyIaKpajJbHOTO KOJIbla MOSIBISETCS B pe-
3yJbTaTe pa3pacTaHus ero 3a4aTKa (JIEBOro rUAPOIesisl) BOKPYT OyAyIeH IIIoTKH
(mepemHe-3aMHel OCH Teja) 10 YacOBOM CTPEITKE W 3aMBIKaHUS ITOTO 3a4aTKa B
KoubI1o. JlJIst Takoro KpyroBoro pa3BuThsa amOynakpaibHOro Konbiia Minsuk et
al. (2009) BBenu IOHATHE IUPKYMOPAITBHON OCH, MOJIEJIh KOTOPOU BKITIOYAET CeT-
MEHTAIUIO KOJIbIIa HA MATh CEKTOPOB. J[pyruMu cjioBamMu, CHMMETPHIO pa3pac-
TAIOIIETOCs 3a4aTKa KOJIbLIA MOYKHO TPEJICTaBUTh B BHJIE UCKPUBIICHHOW MeTa-
MEpHH, B KOHIIE KOHIIOB 3aMKHYBIIIeHcs B rukiomepuio (Rozhnov, 2002, 2012).
Takum 00pa3oM, MUKIOMEPHS WUTIIOKOKHUX TMOABISIETCS KaK pa3BUTHE MeTame-
pUH ITyTeM ee MCKPUBIICHHUS B PE3yJIbTaTe aCHMMETPUYHOTO POCTA, TPH KOTOPOM
MIEPeIHUI KOHEI] pPa3BUBAOIETOCS 3a4aTKa JOCTUTAET 3a/IHEr0 KOHIIA 3a4aTKa
U cpacTaeTrcsi ¢ HUM. B pe3ynbrare MEIIKOBUAHBIN THAPOLIENb TpeodpasyeTcs B
3aMKHYTO€ aMOyJIaKpajIbHOE KOJIBIIO. DTOT THII OSBJICHUS pajnaibHON CHMMe-
TPHH PE3KO OTIUYAETCS OT TAKOBOI'O Yy KOPAJIJIOB, Y KOTOPBIX PajfalibHasi CHM-
METPHS TOABIISIETCSA B PE3YNbTaTe TOCIEAOBATENIbHO Pa3/IeieHNs TOJIOCTH Tea
(puc. 1). Ilpu MeTamepHOM pocTe 3a4aTka aMmOyJIaKpaIbHOTO KOJIBIIA TIEPHOINYE-
CKH OT HETO OTXOJAT 3a4aTKH PaJHalIbHbIX aMOyJIaKpadbHbIX KaHAJIOB.

VY COBpEMEHHBIX JJIEBTEPO30HHBIX HIJTIOKOKHX, B MoHuManuu Campena
(Sumrall, Sprinkle, 1998), BKIrOUarommx MOPCKUX €3Kei, MOPCKUX 3Be31, opuyp
Y TOJIOTYPUH, AT aMOyJTaKpOB HAYMHAIOTCSI HETIOCPEICTBEHHO Y POTOBOTO OT-
BepcTus (puc. 2). Campen (Sumrall, Wray, (2007) Ha3zBaau 3T0 HACTOSIEH MIATH-
Jy4eBOM CHMMETpHUei. ¥ MHOTHX MaJe030HCKUX UTIOKOKUX HETOCPEACTBEHHO
OT pTa OTXOIAT TPU aMOYJIaKpa, a IBa IPYTUX MOTYUYarOTCs Pa3BETBICHUEM JIBYX
U3 TPEX HUCXOAHBIX Ha HEKOTOPOM PACCTOSIHHM OTO pTa B MpeAeiax TeKH. JTo
TaK Ha3bIBaeMast QyHJaMEHTAIBHO OWtaTepaibHas MOJIeNb 2-1-2 pacronoKeH s
aMOymakpoB (puc. 3). Takas MOACIIb XOPOIIO OTPakeHA B CTPOCHUH OPAJIbHBIX
TabIWYeK, TPU U3 KOTOPHIX COSAMHSIOTCS KOHITAMHY B IEHTPE, 8 KOHIIBI IBYX JIPY-
TUX JI0 IEHTPa He JIOXOAAT. DTO MOXKET CBUACTEIHCTBOBATH O TOM, YTO HEIIO-
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ambynakpanbHan

cucTema

AWBEPTUKYNbI

Puc. 2. Cxema cTpoeHuss aMOyIaKpaJbHOW CHCTEMBI (MSATHIIyYe-
Bas CHMMETpUsI) M IHUIIEBAPUTEIBHON CUCTEMBI (CIUPAJb) Y MOPCKOM

nunuu (o Ubaghs, 1967).

CPEICTBEHHO OT aMOyJIaKpaabHOTO KOJIbI[a OTXOAMIIO TPU PaJIMajIbHBIX KaHama.
Kpome 61acTO30iHBIX UTIIOKOXKHUX M 3IPHOACTEPOHIEH, CTPOEHUE OPATbHBIX Ta-
Onryex 1o Mozienu 2-1-2 u3BeCTHO Yy MOPCKUX Nunuii. Ho y coBpeMeHHBIX MOp-
CKUX JIMJIUHI OT aMOyJIaKpaJIbHOTO KOJIblia HEMIOCPEICTBEHHO OTXOAST ISATh aM-
OyJakpaJIbHBIX KaHAJIOB, KaK M Y 3JI€BTEPO30HHBIX UTTIOKOKHUX. M3 3TOro MOXXHO
CZEJIaTh BBIBOJ, UTO Y IIPEJKOB MOPCKUX JIMJIUI, HIIH, 10 KpaliHER Mepe, y UX UC-

Puc. 3. [IaTunyueBas cuMMeTpust
MOJIENIH 110 MozieH 2-1-2 y anpuoacre-
pounen Krama (neBoH JleHuHrpan-
CKOH 00acTh).
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XOJTHBIX MPEJICTABUTEINEH, HETTOCPEICTBEHHO
OTO pTa OTXOIWJIO TpU amOynakpa, 4To U
onpenenuiio 2-1-2 Mosienb CTpOEHHUs opajib-
HBIX TaOnuuek. B nanpHelimem, korjaa ot am-
OyJIaKpaJIbHOT'O KOJIbIIA CTAJIO OTXOAUTh YIKE
IATH paJuaJibHBIX KaHaJIOB, 3TO HE IMOBJIU-
SJI0 Ha apaH)KUPOBKY OpaJIbHBIX TaOJINYeK.
Moxno cormacutecsi ¢ Campernom
(Sumrall, Wray, 2007), 9To penyKius 9ucia
aMOyITaKpoB y OJIaCTO30MHBIX UTTIOKOKUX U
KPUHOHICH TTPOUCXO/UIA B PE3yJIBTATE IIe-
nomopdo3a. 3akoHOMEpHOCTU MOPdoIOTrH-
YECKUX U3MEHEHHH MpH Tie1oMopd03e CoOT-
BETCTBYIOT OOpaTHOMY TIOPSIAKY TOSBICHUS
COOTBETCTBYIOIIHUX CTPYKTYP B OHTOT€HE3E.
B GonbmimHCTBE CityyaeB TOPSIAOK TMOSIBIIC-



HUS aMOYJIaKpOB B OHTOT€HE3€ Y IPEBHUX MATIIIYYEBBIX UTIIOKOKUX OBII OJTHO-
THITHBIM, CYJIs TIO JaHHBIM 00 OHTOTeHe3e dapuoactepousieit (Bell, 1975, 1976),
TIANTONUCTUAHBIX poMOudep (Sumrall, Sprinkle, 1999; Sumrall, Shumacher,
2002; Broadhead, Sumrall, 2003), u roruuaubsix sokpunounaeii (Parsley, Zhao,
2007): cHadayia pa3BUBAINCH IBAa OOKOBBIX PAa3IBAMBAIOIINXCS B JaJbHCHIIIEM
amOynmakpa, coorBeTcTBytomue B+C crnpaBa u D+E cieBa, 3areM TOSBIIAI-
csi aMOyJakp A W Ha KOHEYHOHW CTaJMH Pa3aBaWBaIINCh OOKOBBIE aMOyJaKphI
(Sumrall, Wray, 2007). IToaTomy, eciii Takoli HOPSIIOK MOSIBICHUST aMOyJIaKpOB
B OHTOI'CHE3¢ He ObLII M3MEHEH B CHIIY CHCIHAIbHBIX IIPUYUH, TO CXEMBI, TIPEe/I-
noxennbie Campenom (Sumrall, Wray, 2007) ayist abeppaHTHBIX 10 YHCIY aM-
OynmakpoB 0acTO30M W KPUHOWUJICH MOXKET OBITH BIIOJTHE COOTBETCTBYIOIIHM
neiicTBuTeNnbHOCTH. HO Hac WHTEpecyeT mporecc nepexoaa OT CTPOeHus aMOy-
JIAKPOB MO Mofenu 2-1-2 K HacToslel MIATUIYy4YeBOM cumMMeTpuu. Bo3zMoxxHO,
OH OBLT Pa3JIMYHBIM M HE3aBUCHMBIM TPU BO3SHHUKHOBCHHH IUIAHOB CTPOCHHH
OCHOBHBIX KJIaJl 3JIEBT€PO30i — MOPCKHX €3Keid, MOPCKUX 3Be311, 0pHYp, TOJIOTY-
puii 1 opHOLHMCTUH — U y KpuHOUIeH. JIJIsT MOPCKUX MU BO3MOYKHBIN MeXa-
HU3M TaKOTO Mepexo/ia, OCHOBAHHBIN Ha JAHHBIX 110 OHTOT'CHE3y COBPEMEHHBIX
MOPCKUX JIMUTUH U MOP(HOIOTHUH WX TAJCO30UCKUX TPENCTABUTEICH, YKEe OBIIT
npennoxer (Rozhnov, 2002, 2012). 3ToT MexaHU3M 3aKJTI0YaeTCs B MEpeMerie-
HUU 3aKJIaJIKH BCEX MATH aMOyJIaKpaJbHbIX KaHAJIOB HA pAaHHUE CTaUU OHTOTe-
He3a amOynakpaibHoro Konbla (puc. 4a—e). COOTBETCTBEHHO, U Pa3BETBICHHUE
amMOyJaKpaibHBIX KaHAJIOB MepeMelIacTcs Ha caMble PaHHHE CTaJWU TMOsBIe-
HUs KaHaJoB. BO3MOXHO, YTO y HEKOTOPBIX KJIaJ1 JJIEBTEPO30WHBIX UTTIOKOKUX
MOCIIE 3TOTO MTPOUCXOAUT MOCTETICHHOE W PaBHOMEPHOE paclperesieHue pau-
aJIbHBIX KaHAJIOB IO BCEH OKPYKHOCTH PACTyIIEro aMOYJIaKpaJbHOTO KOJIbIIA,
MPUBOJIAIIEE K XapaKTePHOH Il HUX HACTOSIICH MSATUIYYeBOH CHUMMETPHUH.
Ho y MOpCKUX MWIHH 9TO MPOUCXOAMIIO HHAUE, TyTeM METaMEpHOT0, Cepraib-
HOTO POCTa BCEro 3a4aTKa C MSTHIO MEPBUYHBIMU LIYMalbIIAMH: 3a4aTOK aM-
OyJIaKpaJIbHOTO KOJIbIA C TOSBUBIIMMUCS IISITHIO MEPBUYHBIMU IIyTAIbIAMH
(3auaTkamMu aMOyJIaKpaTbHBIX KaHAJIOB) TIOBTOPSJI CeOsI IATH pa3 BILIOTH 10 3a-
MBIKaHHS B aMOyJIaKpaJIbHOE KOJIBIIO. B pe3ynbraTe Takoro MeTaMepHoOro pocTa
B KaXKJIOM paJInyce OKa3bIBAJIOCH 10 MATh PaIUaTbHBIX KaHAIOB. DTO OTPAKEHO
B OHTOT'€HE3€ COBPEMEHHBIX MOPCKHX JIMJIMHI B BHUJIE 3aKJIaIbIBAIOIINXCS TISITH
Irymaner B KaKI0M paguyce aMOynakpanpHoro koinbia (MBanosa-Kasac, 1978).
[Ipu manpHeiieM pocTe YeThIpe NIyTaIbla B KaKIOM painyce peayupyroTcs,
IO JIBa C KaXJOH CTOPOHBI OT IIEHTPAIFHOTO Iy NajIblla, KOTOPOE Pa3BUBAETCA
JIATbIIe B PaJIMalIbHBIN aMOyJIaKpaabHBIA KaHaJ. Y HEKOTOPHIX MaJe030HCKUX
JIMCTIAPUTHBIX MOPCKHUX JIMJUHN BCE WU 3HAYMTEIbHAS YaCTh 3aKJIa [bIBAIOIITIX-
csl B OHTOI'CHE3€ LIyTaliell MOTJIa Pa3BUBaThCs B pajHalibHble KaHAJbI y B3pOC-
JIBIX 0CcO0€CH, POPMHUPYST MHOXKECTBO PYK, OTXOASIIHUX OT KaXJO0H pajuaibHON
TaOauIku. Pe3ynbTaToM HMEHHO TaKOTO Pa3BHTHUS MOKHO OOBSICHHUTH (POPMU-
pOBaHNE MHOXKECTBEHHBIX PYK Y JEBOHCKOr0 Anamesocrinus (1o MsATh Ha Kax-
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Puc. 4. BeposTHas cxeMa BOSHUKHOBEHUS COBEPILICHHON MATHIIY4eBOI CUMMETPUU Y KPHU-
HOUAEH (@), HKHHAK PsIi — MOCIEI0BATENFHOCTh (POPMUPOBAHHS aMOyTaKpaIbHON CHCTEMBI B
OHTOT'€HE3€ Y IPEIKOB MOPCKUX JIMJINHI 110 MOAeH 2-1-2, CpeqHUl psii — BOZMOXKHAs [OCIIe[0Ba-
TEJIBHOCTH (POPMHUPOBAHUS aMOyJIaKPAJIBbHOH CHCTEMBI y 1aJIe030HCKUX KPUHOUACH, OTPaKeH-
Hasl B CTPOCHHWH HEKOTOPHIX MEeTOMOP(HBIX MHOTOPYKHX AMCHAPHIHBIX KPUHOUAEH; BepXHUH
psia — cxema opMHpOBaHUsT aMOyJIaKpaJIbHOI CHCTEMbI Y COBPEMEHHBIX MOPCKUX JIMIHIL; 0,
6 — NMEHTAKPHHYCOBAsI CTaJ(Us B MHUBHyaJIbEHOM pa3BuTHN Antedon rosacea v 3a4aTOK pyKH C
MATHIO TIEPBUYHBIMY IIyTIATbIIAMH Ha 3ToW cTaanu (mo Thomson, 1875); MHOropykue mckoma-
eMBbIe IaJe030ickie MOPCKUE THINU Anamesocrinus (e-0), Allagecrinus (e-arc); popMmupoBanue
MHOT'OPYKOCTH BETBJIGHHEM paJIMaIbHEIX KaHAJIOB, OTPA)XKEHHOE Ha AMCTAJIBHON NMOBEPXHOCTH
panuanbHbIX Tabamdek y Acolocrinus (3-u).

JIOW painalibHOW TaOIWYKE) U IMO3THETaIC030MCKIX aJlJIareKPUHH]T U KaTUJILIIO-
KPUHHU]I C pa3HbIM KOJIMYECTBOM PyK Ha paJualbHBIX TabMU4kax (puc. 4e—u).
[NosiByieHHE TAKOTO CTPOSHUSI UMEHHO B PE3YJIbTATE OTXOXKICHHSI MHOXKECTBCH-
HBIX paJuajbHBIX KaHAJIOB HEMOCPEICTBEHHO OT aMOyJaKpaJbHOI'O KOJIbIA Y
3THUX MOPCKUX JIMJIUH OKA3bIBACTCS UX CPABHEHUEM C MHOYKECTBEHHBIMH PyKa-
Mmu y Acolocrinus — pojia HESICHOTO CUCTEMATHYECKOT 0 MOJI0KeHUs1. B cTpoennn
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ATOTO POJia BUJIHO, YTO Ha KaXJAO0H paauaibHON TaOIMIKe MHOXKECTBEHHBIE (a-
CETKH JJIsl IPUKPETICHUSI pyK 00pa3yloTcs B PE3yJIbTaTe CEPUHU CONMIKEHHBIX
BETBJICHUU €IMHOTO aMOyJlaKkpa, TOAXOSIIET0 K paguaibHON TaOIHuKe.
Takum 00pa3oM, CTpOCHHE M B3aUMHOE PaCIONIOKeHHE aMOyIaKpoB MO3BO-
JISIET IOCTATOYHO YOCAUTEIIBHO PEKOHCTPYHPOBATh CTPOCHUE aMOyJIaKpaibHO-
TO KOJIBIIA, YACIO U PACIIONIOKEHUE OTXOASIINX OT HETO PaJnalibHbIX KaHAJIOB.
Cpenu 01acTO30H, KPUHOUJEH M IEBTEPO30H PEKOHCTPYUPYETCS TMOCIeNoBa-
TEIBHOCTH Pa3BUTHUS aMOYJIaKPaIbHON CUCTEMBI OT aMOYJIaKPAJIBHOTO KOJIBIIA C
TpeMsl OTXOASIIMMU OT HErO PaJiMalibHBIMU KaHaJIaMH, JIBa U3 KOTOPBIX 3aTeM
BETBATCS OJTU3 KOJbIla (Moenb 2-1-2) k amOyiakpaabHOMY KOJIBITY C ISITHIO pa-
JIMaJbHBIMHU KaHaJaMH, OTXOMISIIMMH OT HErO HEMOCPEACTBEHHO (3pesiasi msATH-
mydeBast cuMMeTpusi). OTKIIOHEHUS OT MATHIIYYeBOW CHMMETPHUHU CPEIU ITHUX
T'PYII B OOJNBITHHCTBE CIy4aeB MOXXHO OOBSICHUTD 1eA0MOP(HO30M U IPYTUMH
rerepoxporusiMu (Rozhnov, 2002; Sumrall, Wray, 2007). [Ipu Takux oTKIOHE-
HUSIX OT MSATHUIYYEeBOM CUMMETPUU B OOJIBIIIMHCTBE CIIy4acB HE 3aTparuBacT-
Csl 3AMKHYTOCTh aMOYJIaKpaIbHOT'O KOJIbIIA — OHO OCTAETCSI 3aMKHYTBIM, O YeM
MOKHO CYIHUTh MO COXPAHCHHIO MATHJIYYCBOW CHMMETPHUHU OKPYXKAIOIIUX POT
TaOTMYEK ¥ I3MEHYNBOCTH YHCIIa aMOYIIaKpOB Y OJTM3KIX TakcOHOB. [Ipobiaema
BO3HWKHOBEHUS 3aMKHYTOTO aMOyJIaKpaJbHOTO KOJBIA C TPEMs OTXOMSIINMH
OT Hero amOynakpaMmu TpeOyeT paccMOTpEeHHsI MOP(OIIOTUH UTIIOKOXKHUX B Tie-
JIOM, BKJIFOYAsl KAPIO30MHBIX UTJIOKOXKHUX, IO MHEHUIO MHOTUX HCCIIEIOBaTeNeh
MEPBUYHO HE UMEBIIMX pajauaibHoi cummeTpuu (Jefferies, 1997; Smith, 2005).
Ipenmnonoxenune Campena (Sumrall, Wray, 2007) o ToM, 4TO Kapro30iHbIC
WTJIOKOXKHE C OJJHUM WJIU IByMsI aMOyJIaKpaMu TPOU3OIILIN B pe3yiIbTare me/o-
Mopho3a MATHUIYYEBEIX (OPM HE KaXKEeTCs YOSTUTETbHBIM U3-32 YHUKAIBLHOTO
CTpPOCHHUS ATUX (POPM, UX U3MEHUYMBOCTH M OTCYTCTBHS MEPEXoJHbIX dopMm. B
JM00OM ClTyuae, pacCMaTpUBasi dTUX HIJIOKOKHUX KaK TIyOoKo menoMopdHbIe
(hOpMBI, IPOU3OIIC/IINE OT MATUIYUEBbIX (HOPM, HEOOXOUMO COTIIaCOBATh Ha-
JINYUE YMEHBIIICHHOTO Yuciia aMOy/JIaKpOB ¢ BO3MOXKHBIM CTPOCHHEM amOyJia-
KpaJIbHOTO KOJIBbIIA (3aMKHYTHIN WM HE3aMKHYTBIN) U C MPOILIECCOM DIICBAIIHH
(mepeMerieHre pra ¢ MepeIHero KOHIA Tela Ha 3aJHWW), HMEBIIer0 MECTO Y
BCEX IISITHIIYYEBBIX UTJIOKOXKHX. BBI3bIBaeT 0OJIBIIOE COMHEHHE, YTO y KapIio-
30HHBIX UIJIOKOXUX THPOIEIIH MOT UMETh (POPMY 3aMKHYTOI'O KOJIbIA M YTO
POT Y HUX B OHTOI'CHE3e MePEMEIIAJICs C 3aJIHEr0 Ha nepeaHuil koHeil. [Iporus
3aMKHYTOCTH aMOYJIaKpaJbHOTO KOJIbLIA CBUJIETEIHCTBYET CTAOMIBHOE YHCIIO
aMOyJTaKpoB y Ka)J0T0 KJiaJa Kaprio30id, He MEHSIOIIEeCs TaKe B BUIE PEIKUX
abepparnuii. [IpoTuB cyliecTBOBaHUS y HUX B OHTOTEHE3€ IpOoIecca dIICBallHH
CBUJICTEIIBCTBYET OTCYTCTBUE CPEIU HIUX COOTBETCTBYIOIIUM 00pPa30M HCKPUB-
JICHHBIX a0eppPaHTHBIX (OPM, CYIIECCTBYIOIIUX CPEIU SOKPHUHOUIACH U KPUHOU-
neit (Rozhnov, 1994, 2002). Tem He MeHee, JIJIs UCCIICAOBAHUS IPOUCXOXKICHHS
MATITYYEBOW CHMMETPHUH TOT FUIM WHOW B3IIIST Ha (PUIIOTEHHIO STUX HUTIIOKO-
JKUX HE IMEET IPUHITNITHATHLHOTO 3HAUSH U, TaK KaK MeAoMopdHbIC H3MEHEHH
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MOBTOPSIIOT B OOPATHOM MOPSIIKE MPSMYIO TIOCJIEA0BATEILHOCTh CTAHOBIICHUS
TeX WIH HUHBIX CTPYKTYp. [109TOMY MBI JOJDKHBI OOpPaTUTh BHHUMAHUE HAa TO
obiriee, 9YTO UMeeTCs1 B MOPGHOJIOTHH U CHMMETPUN KaPIO30HHBIX U PaIHATBHO-
CUMMETPUYHBIX UTIIOKOXKUX. OCHOBHON MPOMOP(HOJIOTHUYECKON OOIHOCTHIO Y
HUX SABJISACTCA IIUPOKOEC U q)yHI[aMeHTaJILHoe Pa3BUTUC B UX CTPOCHHUU METaMeE-
puu (CepuaIbHOCTH) M aCUMMETpUH. PaccMoTpuM 3To mmompooHee.

METAMEPU A

MeTtamepust xapakTepHa SIPKO U Pa3HOOOPA3HO MPOSBIISICTCSI B OTIICIIBHBIX
opraHax M 4acTsaX TCJia B3POCIIbIX HUITIOKOXKHUX. MeTaMepHBIM CTPOCHUEM 06-
JIaJar0T aMOyJTaKpbl U HHTEPaMOyJIaKphl MOPCKUX €Kel, CTeOCNIb U PyKH MOp-
CKHX JUJIUH, cTeOenb N Opaxnuoibl MHOTHX OJacTO30HHBIX HUTIIOKOXKUX, PyKH
MOPCKHX 3Be3]l ouyp, aMOyIakpel TONOTypuid. Ho 1151 Bcex WUTIIOKOXKUX Hau-
Oosee xapakTepHa IIyOOKasi UCXOJHAs TpexXpasJelibHas MeTaMepusi, XOPOIIO
BbIpaXCHHAasA B 3M6pI/IOHaJ'II)HOM Ppa3BUTUU UTJIOKOKUX U CTPOCHHUU UX JIUYU-
HOK, TJIe OHa MpeJCTaBlieHa B BHJIE TPEX IMap IeJIOMOB, MOCIEOBATEILHO pac-
TIOJIOKEHHBIX BJIOJb TIEpeIHee-3aIHeH OcH Teja. Takoe pacronokeHue 1eIoMOoB
XapaKTEPHO HE TOJBKO ISl IMYWHOK UTIOKOXKHX, HO M JIJIT MHOTHX JIPYTHUX OU-
JaTepuid, B TOM YHCIe U B3pocibix. [loaToMy mocienoBaTeibHOE pacioioKeHne
TpeX map LEeJIOMOB BJIOJIb MIepEHe-3aIHeH OCH MHOT/Ia Ha3bIBAIOT apXUMEpPHEH.

[Nepenne-3aaHs1s1 OCh JIETKO OIPEEIIICTCs Y OUIaTepabHBIX KUBOTHBIX IO
PaCIONOKEHNUIO pTa U aHyca. Y pajuaibHO-CUMMETPUYHBIX HIVIOKOXKHUX IIpa-
BUJIBHO OTPENENUTh ATy OCh CIOKHEW M3-3a CITUPATbHO-3aKPYUEHHOTO TTHIIEBa-
PHUTEIBHOTO TPaKTa. 37IeCh Ha TIOMOIIb MPUXOAUT BBISBICHHE MOCIEA0BATEIHHO-
ctu dkcnpeccuu Hox-reHoB. B WHAWBHTyaIbHOM pa3BUTHU TIO3BOHOYHBIX, Lieda-
JIOXOPJIOBBIX U TYHHKAT KiacTep u3 13 Hox-reHoB akcnpeccupyercs: KOTUHEapHO
BZIOJIb TIepeiHe-3a,1Hel ocH. [0/ KoMHeapHOCTHIO TOHMMAETCS COOTBETCTBHE I10-
CJICA0OBATCIIBHOCTH aKTUBAI[MU I'CHOB IOPAAKY PAaCIOJIOKEHUA I'CHOB B KJIaCTCPEC:
yeM Ommke K 3’ KOHITY KJlacTepa HaXOIUTCs T€H, TeM PaHbIIe OH aKTUBUPYETCS.
DTa BpeMeHHas! KOJTMHEAPHOCTh OIPEEIseT IMOCIeI0BATEIEHOCTh TEPPUTOPHIA,
paznuyaroniuxcs HabopoM paboTaromux HoxX-reHoB, 4TO MO3BOJISET TOBOPUTH U
0 IIPOCTPAHCTBEHHOM KOJTMHEAPHOCTH: YeM OJIHKE K 3’ KOHITY KJIacTepa HaXOIUT-
csi Hox-reH, TeM paHbllie OH aKTUBHUPYETCSI M TeM 0ojiee MepeHee MOJI0KCHHUE
BJIOJTb TIEpEAHEe-3aHEeN ocH OyIeT pacroaraTbCst JOMEH ero 3Kcrupeccuu. Takum
o0pa3oM, TiepemHe-3aHIOI0 OCh MOXKHO XapaKTepU30BaTh IOCIIEIOBATEIHHO-
CTBIO JIOMEHOB 3Kcrpeccui HoX-reHoB. DTOT MOAXO/ JJISI OTIPENISIICHUS TTepeTHE-
3aJIHEl OCH UTJIOKOXKUX U MPEIJIOKUII ucnoib3oBathk [lerepcon (Peterson et al.,
2000). Onupasich Ha TOT (PaKT, YTO Y JIMUMHOK MOPCKOTo exka Strongylocentrotus
purpuratus cambiii octepuopHbiit Hox 11/13b, sBiistromuiicst MapKepoM MoCTepH-
OPHOI TOMOJIOTHH BTOPHYHOPOTHIX, IKCIIPECCUPYETCS B TTAPHBIX COMATOIIEIAX 3a-
yarka (rudiment) B3pociioro Teixa MOPCKOTO €Ka, OHW ONPEISITAITN HalpaBJIeHNe
niepe/IHe-3aJHel OCH Y B3POCIIOT0 MOPCKOTO €XKa OT PTa K 33 JHUM IIeJIoMaM. ITO
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Puc. 5. IlpocTpaHcTBeHHas! U BpeMeHHAas KOJIMHEapHOCTh HOX-T€HOB y HITIOKOXKHX B Tpa-
JTUIAOHHOM MOPsJKEe OT 3’ KOHLIA XPOMOCOMBI K 5’ (BepXHHI Psijl) U BO3HUKILAS B pe3yJbTaTe-
TPAHCIIOKAIlMY U WHBEPCHH MEepeAHeN TPYMIbI 10 HAMPABICHHUIO K 5 KOHIY (HIDKHUH pan) (mo
Cameron et al., 2006; Mooi, David 2008).

COOTBETCTBYET TPaJMIIMOHHOW opasibHO-abopasibHOi ocu (Minsuk et al., 2009).
[pu 3TOM LIEIIOMBI Y B3POCIIBIX UTJIOKOXKHX, B OTIIMYHE OT MAPHOTO PACTIOOKE-
HUS CITPaBa M CJIEBA Y TIOITYXOPIOBBIX, OKa3bIBAIOTCS PACIIOIOKEHHBIMH B CTOTIKY:
BIIEpEH MTPOU3BOHBIE THIPOIEIb, 32 HUIMH MTPOWU3BOIHBIE JIEBOTO COMATOIIEIIS
W Jaliee MPOU3BOIHBIE MMPABOTO COMATOIEN. Takoe pacrojokeHHe U OTBeYaeT
nepeHe-3aaHel ocu B3pocibix urtokokux (David, Mooi, 1998; Peterson et al.,
2000). BmecTe ¢ TeM, HampaBIeHUE OCH Y YaCTH B3POCIBIX UTTIOKOKHUX PE3KO OT-
JIUYaeTCsl OT HANPaBJICHUS OCH WX OMIIaTepajibHBIX JTUYMHOK: moutd Ha 180° y
KkpuHOHAeH U Ha 90° y MOPCKHX eXel 1 ouyp.

Hpyras BaxHas 0cOOEHHOCTH AKCTpeccHr HOX-TEHOB y WIIIOKOXKHUX Ha-
OnroaeTcs y HanOoJiee MOTHO H3YyUEHHBIX C 3TOM TOYKHU 3PSHHS MOPCKUX €XKeH
Strongylocentrotus purpuratus, rje HaOJIwJaeTcs OOPaTHBIN M0 CPaBHEHUIO C
JIPYTUMHU THIIAMH OMJIATESpUN TIOPSJIOK aKTUBAILMK M PACIIOJIOKCHHS TIEPESIHUX
Hox-reHoB B xpomMocome: camasi epensist rpynna Hox kimacrtepa, cocrosias u3
Hox1, Hox2, Hox3, mepenecena 1o k 5° KOHITY KJ1acTepa u repeBepayTa (Cameron
et al., 20006) (puc. 5). Cpenu Ipyrux KJIacCcoB TAKOTO HApyIIEHUS TIOPSJIKA B KJia-
crepe Hox-reHoB He 3adukcupoBaHo. Tem He meHee, Myu (Mooi, David, 2008)
noJjaraet, YTo Takoe HapylLIeHUe pacroiokenust Hox-reHoB B kiactepe OyJeT B
JabHEeHIIeM 0OHapYIKEHO y TIPEICTaBUTENIeH BCeX KIIACCOB UTIIOKOXKHX, TaK KaK
10 X MHEHHIO 3TOT JU30PJIEP, KAK OHU HAa3bIBAIOT 3TO HApPYIICHUE, MOT BO3HHUK-
HYTh HE CIIy4aifHO, a OBITh CHENHAIEHBIM CIIOCOOOM MOCTPOCHHS COBEPIIIEHHO
WHOW TI0 CPaBHEHUIO C TUYHMHKONW CHMMETPHEH B3pOCIIOTr0 OpraHu3Ma.

[lo Hamemy MHEHUWIO, UHBEPCHSI B PACHOJOXKCHHH Tpex mnepeqnux Hox-
TeHOB M UX TPAHCIOKALHMS K 5° KOHIY KjacTepa He 00s13aTeNIbHO J0JIKHBI OBITh
00OHapy KeHBI BO BCEX KJIacCaX COBPEMEHHBIX UTTIOKOKHUX, TaK KaK ATOT JH30P-
JIep SIBISETCS HE MPUYNHOW M3MEHEHUs CHMMETPHHU UTJIOKOXKHUX B (PHIIOTEHE-
3e, a cieacTBueM 3toro mnpomecca (PoxHos, 2012). JleficTBUTENBHO, I BCEX
paauaibHO-CUMMETPHUYHBIX HUITIOKOKUX (PU3UOJIOTHYECKH HEOOXOIHUMO Iepe-
MEIICHUE pTa C MEPEIHEro Ha 3aJHUI KOHEI[ Teja IMOCle WX NMPHKPEILICHUS
MpeopabHOl JIONACTBIO TIPU MPH MEpEexo/ie UX K CHIAsueMy o0pa3y >KHU3HU B
¢miorenese. B oHTOreHe3e COBpEMEHHBIX MOPCKUX JWIJIMH TMEpEMEICHHE PTa
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Puc. 6. IIponecc sneBanuy y MOpCKUX JTHJINN U abeppaHTHBIE (HOPMBI KPUHOMACH U d0-
KpUHOUJEH: (a-6) — cXxema mpolecca 3eBaliil y KpUHOUICH M MO3IHA cTanaus (6) abeppaHT-
HOT'O pa3BUTHsI MOpCKo unnn Antedon (after Barrois, 1888), 2 — nupToKkprHUAHAS KPUHOUACS
Gymnocrinus recheri (coBpeMeHHast), 0 — AucmapuaHas kpuHomzes Halisiocrinus (opmoBHK)
U 30KpuHOHAes Rhipidocystis (OpIOBHUK).

Ha 3a/IHMH KOHEI| JIOCTUTAeTCs B pe3ysbTaTe Ipolecca dIIeBalliK, MPOXOas-
IIEr0 MOCTEICHHO M MPUBOJISINEIO K «BBIIPSIMIICHUIO» TEpeaHe-3aHeH OCH
TeJa W NMEePEOpPUEHTAIlMN HANpaBiIeHHus Oyaymiero pra (puc. 6). DTOT mporecc
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Y MOPCKHUX JIFUIMA TPOXOAUT HA JTIOBOJBHO MO3IHHUX CTAAUAX MeTamopdosza U
perynupyeTcs, O4eBHIHO, He HemocpencTBeHHo Hox-renamu, a 6osee mo3qHu-
MHU CTaAUSAMHU UEPAPXUUYCCKU Pa3BOPAUUBAIOLIETOCA Kackaaa renHoit cetu. [lo-
3TOMY y MOPCKUX JIMJIUH BO3MOXKHBI a0eppaliy ¢ HE3aKOHYCHHBIM MTPOIIECCOM
DJIEBAIIMH, BEIPAKAIONINECS B UCKPUBJICHUH Tea )KUBOTHOT0. Ha OCHOBE Takux
abepparuii MOTyT BO3HUKATh TaKCOHBI JIOBOJBHO BBICOKOTO CHCTEMAaTHYECKO-
T0 ypOBHS, HAIIPUMEp, NaIe030iCKIe KaTbIIECOKPHUHAIIEH U ME30KaiTHO30MCK1e
JOXKOBUAHBIE UPTOKpUHUIEI (Rozhnov, 1994, 2002). Henpsimoii oHTOTeHE3
MOPCKHUX €KeU B 3TON YaCTH 3HAUUTEIHLHO U3MEHEH MO0 CPABHEHUIO C MOPCKUMU
JUIUsMH. B3pocibiit opranu3m pa3BUBaeTCs U3 PYJAUMEHTa, POPMUPYIOLIETOCS
Ha JICBOW CTOPOHE JUYWHKU. DTO 03HAYACT, YTO HAYAJIbHASI I KOHEUHAS CTaIHHU
Tporiecca dMeBalliy CONMKEHBI W BKJITIOUYEHBI B OA3WUCHBIN TJIaH CTPOEHHUS 3a-
YyaTKa, PEryJIUpyeMOro yxke HEloCPeICTBEHHO mnepeaHuMu Hox-reHamu. DTo,
BUJIUMO, CTAJIO BO3MOXKHBIM TOJIBKO 0J1aro/iapsi COOTBETCTBYIOIIEMY COTIACOBa-
HUO0 MOP(OJIOTrUNYeCKO MHBEPCUH OpabHON YacTH pa3BUBAOIIETOCS MOPCKOTO
€Xa ¢ M3MEHEHHUEM MTPOCTPAHCTBEHHON U BPEMEHHON KOJTMHEAPHOCTH MIEPETHUX
Hox-renoB, o0ecrieueHHON TpaHCIOKaIIel U HHBEPCUEH TTOPSIKA X PACITOIO-
>)kKeHus B kjactepe Hox-reHos.

Takum 00pa3om, pe3koe pa3yinune B OuarepalibHOW CHMMETPUU JTUIHMHKH
U ICHTapaAuaibHOM CHUMMETPHUH B3POCIIOro OpraHu3Ma He SBJIsSETCS OCHOBAHU-
eM JUIS PEKOHCTPYKLHHU PE3KOro IMepexofa OT OMaTepajbHOr0 METaMEpHOTrO
npelKa K MATUIYy4YeBOMY TIOTOMKY B (PHIIOTEHE3€e UIIIOKOXKUX. Mexay Ounare-
paJIbHOM ME€TaMEpHOM MCXOAHOM CUMMETPHEN M MeHTaMepueu, CMEHUBIINMU
JIPYT ApyTa B ICTOPUYECKOM Pa3BUTHUU UTIIOKOXKUX, JOJHKHA CYIIECTBOBAThH He-
Kas CBsI3b M HEKOTOpBIC NOCTENIEHHBIC Mepexofbl. Takas MopdoreHeTnuecKas
CBsI3b BBISIBJISICTCSI B HAPYLICHUH OUIaTePaIbHOCTU U PA3BUTUU aCHUMMETPUH.

ACUMMETPUA

BoraTast cuMMeTpHS y UTJIOKOKHUX COUETACTCS C TIyOOKOH acuMMeTprei. Y
B3POCIBIX OPraHI3MOB aCHMMETPH S BBIPaXKEeHa, TPEK/IE BCETO, B 3aKPYUYNBAHUH
MUILIEBAPUTEIBHON CUCTEMBI IO YacoBOU cTpeiike. CupaibHON 3aKpyYeHHOCTH
KHUIIIEYHUKA €CTh HEKOTOPOE COOTBETCTBHE B PACIOIOKEHUU TaOIUYCK TEKH Y
HEKOTOPBIX 30KPHUHOU/IEH, OTpakaroliee CIIUPaIbHYIO MTOCIEI0BaTEIBHOCTh UX
BOZHUKHOBEHHUS. Y (OPMUPYIOMUXCS JTHIMHOK aCHMMETPHsI SPKO BBIpaKEHA
B HEOJMHAKOBOM Pa3BUTHH MPABBIX H JEBBIX LIETOMOB. ACHMMETPHH LIEJIOMOB
Pa3BUBAIOIINXCS JIMIMHOK €CTh HEKOTOPOE COOTBETCTBHE B MOp(oIOTHH JIpeB-
HUX KapIO30MHBIX UTJIOKOKHUX.

J11s1 GONBIIMHCTBA KAPIIO30MHBIX UTJIOKOKHUX XapaKTEPHO UMEHHO OMJiaTe-
panbHO-acUMMeTpudHOE Teno. CyImecTBYIOT pa3HBbIC B3TIAABI HA MPOUCXOXK-
JeHne ¥ (PUIoTeHeTHIeCKHe B3aNMOOTHOIICHNS Kapro3oa. Sl mpuaepKnBaroch
MHEHUS, YTO OHH OTPaKalOT OCOOCHHOCTH CTAHOBIIEHHUS PaJHalIbHO-CHMMeE-
TPUYHBIX UTTIOKOXKHUX, XOTS U HE SIBISIOTCS UX OpsiMbIMU npeakamu. Cyiie-
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CTBYET M IIPOTUBOIIOJIOKHASL TOYKA 3PEHUS, COTJIACHO KOTOPOH OHU ITPOU30LUIH
B pe3ynbTrare neroMopdosa mATUIIydeBblx Hrokoxux (Sumrall, Wray, 2007).
Oroii runorese npoTuBopeuar MHorue Gpaxtsl. Ho He Oyay 3aeck ¢ Hell cnopuTh
MO CYIIECTBY, TaK Kak Ui pa3pabaThiBaeMOll TEMBI 3TO HE UMeeT OOJBIIOro
3HAUEHUS: TIeZIOMOP(HBIC H3MEHEHHUSI OTPAXKAIOT, TOJIILKO B 00OPaTHOM TIOPSIIKE,
CTaHOBJIEHHE MOP(OJIOTUH U3ydaeMbIX OPIraHU3MOB.

AcUMMeTpHsl, TPUCYLIasi UTTIOKOKUM, SIBISETCS UX (DyHAaMEHTaJIbHON Xa-
pakTepuctukoil. OHa He MEHEe XapaKTepHa JJIsl UTTIOKOKHUX, YeM IS TUITyYeBast
cummetpus. [losiBIeHHE aCHMMETPUYHOTO CTPOCHHS UTTIOKOKUX U3-32 PelyK-
MU TPaBBIX MEPETHEr0 M CPEeIHEro IeJoMa M CBSI3aHHBIX C HUMH CTPYKTYD
0OBIYHO CBS3BIBAIOT C TEM, UTO X OTAAJICHHBIN OHIIaTepaTIbHO-CUMMETPHYHBIH
TIpeaoK JIET Ha JHO OOKOBOW cTOpoHOMW. IIpw 3TOM WacTh MCCiemoBaTeNe, Ha-
npumep, Jxedhdpu (Jefferies, 1986), cuuraeT, 4TO MPEAKH UTITOKOKUX JIETIIH
Ha JHO MpaBoil CTOPOHOM, a aApyrue, Hanpumep, Xoinany (Holland, 1988), Ha-
000poT, j1eBoii. B pe3ynbrare QuiaoreHeTHUECKON cTa Uy )KU3HU HA OOKY peay-
LUPOBAJIMCH NEPEAHUN U CPEIHUI IPaBble LIEJOMBI, a 3aJIHUI IPABBIA LIEJIOM
TIEPEeMEeCTHJIICS Ha JIEBYIO CTOPOHY. B pesymnbrare Takoro jiexxanus Ha OOKY, MO
MHEHHIO 3THX aBTOPOB, C(HOPMHUPOBAIOCH XapaKTEPHOE PACIIOIOKEHHE LEJIO-
MOB JIpYT 3a Jpyrom, ctonkoil. Ha crnemyromeil ctaguu pa3sBUTHS UIJIOKOXKHE,
M0 MX MHEHHIO, BEPHYJIUCh K CBOEMY NEPBOHAYAIBHOMY IOJIOKEHUIO MCXO[-
HOW OpIOUTHOI CTOPOHON K IPYHTY M MPHUKPENHIUCH MPEOPaIbHOM JONacThIO.
IIpukperuieHne NpUBEIO K Pa3sBUTHIO PaJHaIbHON CUMMETPHUHU, XapaKTEPHOMI
JUIS MHOTHX HPUKPEIJIEHHBIX (DUIBTPATOPOB. 3aKpenuiach NpeUMYyIECTBEH-
HO ISITHIIy4YeBasi CHMMETPHUS, OKa3aBIIAsCs, KAK MHOTHE I10J1araoT, Hanbosee
ananTUBHOW. TakoBBI camMble 00IIME KITACCHUYECKUE TPEACTABICHHS 0 (POPMHUPO-
BaHUU MATUIYYEBON CHMMETPUH UTTIOKOKHUX, KOTOPBIE (PaKTHIECKH JTUIIb POop-
MaJIbHO, CIIUIIIKOM MEXaHUCTHYECKH TPAKTYIOT MOSBJIEHNE aCUMMETPUH HE OT-
BEYAIOT Ha BOIIPOC O MEXaHMU3ME TOSBJICHN UMEHHO ISATHUIY9eBOI CHMMETPHH.
[ToaToMy momoiinem k mpobaeme HopMUPOBAHUS ACHMMETPHH U TIATHITYUEBOM
CUMMETPHUH C HHOH CTOPOHBI.

Jpyrux pAaHHBIX, KPOME€ AaCHMMETPHYHOTO DPa3BUTHUS LIEJIOMOB, CBHUIEC-
TEIbCTBYIOMIMX O CYLIECTBOBAaHHH CTaJHMH KM3HH WTIIOKOKHUX Ha OOKy, HET.
[ToaTOMy MOKHO MPEIIONOKUTh, YTO MPENKH UTIOKOKUX HUKOTNA HE ObLIH
MO-HACTOSIIEMY OMIIaTepaNbHBIMK KHUBOTHBIMM U aCHMMETPUYHOE Pa3BUTHUE
IPaBOi U JIEBOI CTOPOHBI Teja ObUIO UM HPUCYIIE C MOMEHTa (POPMHUPOBAHHUS
OunarepanbHOCTH. VIMEHHO pa3BUTHE HTOI MEPBUYHON aCUMMETPHH IPUBEJIO,
M0 HaleMy MHEHHIO, KaK K MOSIBICHUIO OniaTepalbHO-aCUMMETPHYHBIX Kap-
MO30MHBIX UITIOKOKHUX, TaK U, Yepe3 JOBEACHNE aCUMMETPUYHOIO pa3BUTHUS J10
CBOET'0 JIOTMYECKOT0 KOHIIA — 3aKPYUMBaHUS U 3aMbIKaHU I METAMEPUH B LIUKJIO-
MepHIo, K GOPMUPOBAHHIO paAHaIbHO-CUMMETPUYHBIX UTTIOKOKHUX.

AcuMMeTpHs MOTJIa OBITh MPHCYIA HX TPEeIKaM ¢ CaMoro Havalia mpolecca
(dhopMupoBaHus MOphoITOrHIecKoi 1 MOPHOTeHETHIECKOI OpraHu3aIiuy Ousare-
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puii. OTO MO’KHO 0OOCHOBATH CIIEAYIO-
M 00pasoM (puc. 7). Jist mosiBiieHUS
OunarepaibHOCTH HEOOXOAUMO 000CO-
ONeHue TepeHero KOHIA, OMpeeNs-
IOIIET0 TIepe/IHe-3aIHIOI0 OCh, U HH-
JNUBUyau3alus HWKHEN U BepXHeu
CTOPOHBI, ONPEICIAIOIINX J10P30-BEeH-
TpasibHy10 och. llosBIeHne 3Tux oceit
MapKUpyeT CaruTTaJIbHYIO MIOCKOCTB,
MO3BOJISIIOIIYIO Pa3liMyaTh MPaByl U
nieByto cTopoHsl Tena. Ho mopdorene-
THHECKH BHIDAKEHHAS TIPaBasl H JIeBas Puc. 7. Cxema BO3HUKHOBEHHUS aCHM-
METPUM Ha pPaHHUX CTaAusAX PpasBUTUA
CTOpOHAa IOABJISICTCA TOrJda, Koraa HUX Ounarepuil B pe3ysbrare CIIOHTAHHBIX Ha-
(dbopMupoBaHKE CTAHOBHUTCS B TOH WJIH pYILIeHHH.
WHOM CTENeHH 000COOICHHBIM APYT OT
JpyTa, TO ecTh Koraa Mopdorene3 mpaBol M JICBOM CTOPOH CTAHOBUTCS pasjie-
JICHHBIM, MOJIYJIbHBIM. DTO aHAJOTMYHO Pa3BUTHIO MeTamepoB. Hacrosiiias me-
TaMepHs MOSIBIISETCS TOT/AA, KOTAA UX PAa3BUTHE CTAHOBUTCS B KAKOW-TO CTEHEHU
CaMOCTOSATENBHBIM, TO €CTh MOAYJIBbHBIM. Tak M pa3BUTHE MPaBOH U JIEBOW CTO-
POHBI TOXKE JOJIKHO CTaTh B TOW MM MHOHM CTENEHW MOJYJIBHBIM Y HACTOSIINX
OunarepajbHBIX )KUBOTHBIX. s (JOPMUPOBAHUS CTPOrO OMIIaTepatbHO-CHMMe-
TPHYHBIX KUBOTHBIX MEXK/y Pa3BUTHEM TIPaBBIX U JIEBBIX MOJyJIEeH JIOJKHA TTOsI-
BUTBCSL CUCTEMA, CTPOT'0 PErYJINPYIOIIAs OJMHAKOBOE U COITIACOBAHHOE Pa3BUTHE
IpaBoii U JIeBOH CTOpOHBI Tena. Eciu Takasi cucrema COrnacoBaHHOTO Pa3BUTHS
HEJJOCTaTOYHO CTPOTrasi, TO CIIOHTAaHHO (POPMUPYIOTCSI ACUMMETPUYHBIEC (POPMBI.
[NosiBnenne OunaTepaibHO-CHMMETPHYHOTO TeNa ObIJI0 HEOOXOIUMO ISl ITPSIMO-
JTMHEHHOTO BMKCHUS JKUBOTHBIX | JUISI JITKOCTH YIIPABJICHUS IIeIeHANPaBIICH-
HBIM JIBH)KEHHEM. brunarepanbHO-aCHMMETPUYHOE TEJIO UMEET JIpyTrue mperuMy-
IIECTBA MPH CIa0bIX BOZMOXKHOCTSIX YIIPABJICHHS ABUKCHUEM: OHHU B 3TOM Cllydae
JBIDKYTCS 110 CIUPAJIH, 03 pUCKa CIy4YaiHO IOKMHYTh YYaCTOK C XOPOLIUMH JJIs
HUX yclIoBUAMU. [103TOMY IpH BO3HMKHOBEHUH OMJIaTEPHl MOTJIH OJHOBPEMEH-
HO TIOSIBUTHCS OMJIaTepalibHO-CHMMETPHYHBIC U OHJIaTepaibHO-aCHMMETPUYHBIC
¢dopmel. [Ipy GyHKIIMOHAIEHOM HCTIONB30BAHUH ACHMMETPUH (POPMHUPYIOTCS Te-
HETHYECKHE MEXaHNU3MBI, PETYJIHPYIOIIHNE CTEIICHb H XapaKTep aCHMMETPUU. DTH
PEryJIsITOPHBIE CUCTEMBI, KaK U CaMa aCHMMETPHsI, MOIJIM Pa3BUBATHCS U JOCTH-
raTb ONTHMAJIbHON CTENEHH MPOSIBICHUS M ABTOHOMHOCTH, (DOPMHUPYSI MOAYJIb-
HYIO OPraHU3alHIO PABBIX U JIEBBIX CTPYKTYP.

MopnynpHasi OpraHu3anus MpaBbIX U JEBBIX MOP(OIOTUYECKU CTPYKTYP
JTACT BO3MOYKHOCTH aCHMMETPHH Pa3BUBATHCS JIO CBOET'O BO3MOXKHOTO MpeJie-
na. IIpenenoM acHMMETPUYHOIO Pa3BUTHS MOJHOE UCUE3HOBEHUE CTPYKTYPbI
C OIHOM CTOPOHBI IyTeM €€ PEeayKIHH WIM HepeMeIleHus Ha APYTYIo CTO-
POHY, U pa3pacTaHhe aHAJOTMYHON CTPYKTYpPBI Ha APYTrOd CTOPOHE, JIOTHYe-
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CKHMM 3aBeplieHneM MOpQOIOrHIecKUX MPeoOpa3oBaHUil KOTOPOH sIBIISICTCS
paspacTaHue BOKPYT HEKOTOPOH OCH BILIOTH 10 3aMBIKAHHS M MIPEBPALICHUS B
3aMKHYTOE KOJIBIIO WJIH TI1ap.

Bce uriokoxkue B HOpMe JICBOCTOPOHHUE KUBOTHBIC, TAK KaK MPaBbIC 11SJI0-
MBI PEAYLHUPYIOTCS HIIM [IEPEMEIIAOTCs B JICBYIO CTOPOHY. KOHKpEeTHbIE MpH-
YUHBI (PUKCAIUU UMEHHO TAKOH JIEBOW aCHMMETPHH Y HTIIOKOXKHX TPEOYIOT cIie-
[UATBHOTO M3Y4YCeHHsI. B OOJNBIIMHCTBE M3YYCHHBIX CIydacB (DUKCHPOBAHHOM
ACUMMETPHUH Y IPYTUX TPYII )KUBOTHBIX U PACTCHHI OKAa3bIBACTCS, YTO TAKOU
(uKcanuyu aCHMMETPHH MPEAIIESCTBYET CIy4aiiHo (random) OpUeHTUPOBAHHBIN
acummetpuunblil penotun (Levin, Palmer, 2007). BepositHo, Takas ¢pukcanus
JICBOCTOPOHHOCTH y MIJIOKOKHX ITPOU30IILIA €Ille Y UX OCCCKEICTHBIX MPEIKOB.
OO0 5TOM CBHJECTEINLCTBYET PEIKOCTD CIyYaeB situs invertus y B3pOCIbIX HIJIO-
koxkux (Ubaghs, 1967; Smith, Arbizu, 1987), XoTs pa3nudHbIe CIy4an IKCIIEPH-
MEHTAJIBHOTO TIOTYUYEHUS UX Yy INYUHOK COBPEMEHHBIX UTJIOKOXKHUX JOCTATOYHO
00wyl (MBanoBa-Kaszac, 1978).

Takue o01Ke pacCy X ACHUS MTO3BOJISIOT MPEIOI0KHUTh, YTO MOJKOBOOOpa3-
HOE pa3pacTaHue BOKPYT MHUIIECBO/A 3aUaTKa JICBOIO TUPOLIEIIS U JaJIbHEHIIIee
€ro 3aMbIKaHUE B aMOyJaKpajdbHOE KOJbBIIO SBISETCS UTOrOM HApaCTAOIIETO
PasBUTHSI ACHMMETPHH, KOTOPOE HAYaJOCh ¢ OHMIIaTepaIbHO-aCHMMETPUYHBIX
MPEIKOB UTTIOKOXKHUX. DTOT MPOLECC aCHMMETPH3AIUU MOCIe TPUKPETLICHUS
UTJIOKOKUX K TPYHTY MPEOPaIbHOMN JIOMACTHIO CTaJl COMPOBOKIATHCS MepeMe-
IICHUEM pPTa C MePeaHETo Ha 3aJHIH KOHEII Tena (1eBarusi). DTO 3aKOHOMEPHO
MPHUBENIO B KOHEYHOM HTOTe K THIIMYHOMY CTPOCHHIO TIEHTAMEPHBIX HTIIOKO-
KUX. ApXandeckoe pazHooOpa3ue HEMPUKPETUICHHBIX UCXOIHBIX UTTIOKOXKHUX C
OmaTepabHO-aCHMMETPHYHBIM Pa3BUTHEM Obljla HCTOYHUKOM pa3HOOOpa3us
JKU3HEHHBIX (DOPM KapIO30HHBIX UTJIOKOKHUX.

PEKOHCTPYKLMA CTPOEHUSA I'JIPOLIEJIA
Y UCKOITAEMbIX NT'JIOKOXNX

Y Bcex COBPEMEHHBIX B3POCIIBIX UTIIOKOXKHUX THAPOIIENb 3aMKHY T B aMOyia-
KpPaJIBHOE KOJBIO C OTXOAIIMMHU OT HETO paguajbHbIMU KOJBLEBBIMU KaHaJa-
Mu. AMOyJIaKpaJIbHbIN KOJIBIIEBON KaHAJ B OHTOI'CHE3€ Pa3BUBACTCS U3 MEIIKO-
BUJIHOTO 3a4arka. [103TOMY MOXHO TPENMONI0KUTh, YTO U B (UIIOTEHE3E TaKOE
aMOyrTaKpabHOE KOJIBI0 Pa3BUBAIOCH U3 MEITKOBUIHOTO UCXOIHOTO THAPOIIE-
ns1. PexoHCTpyKIHst (OPMBI M TIONOKEHUSI THIPOIENS Y APEBHUX HUTIIOKOKUX
MpenaronaraeT, 4To (OpMUPOBAHKE 3aMKHYTOTO amMOylaKpalbHOTO KOJbIIa B
¢uorenese JOMKHO OBLIIO TPOUTH PSJl CTAAUH OT IPOCTOr0 aMOyJIaKpaIbHOTO
MEIIIKa ¢ OJTHOM PYKOH 4yepe3 MOJKOBOOOPA3HbBIN, Pa3pOCIIUNICS BOKPYT MHUIIE-
BOJIa, HE3aMKHYThII KaHaJI K TOJTHOCTHIO 3aMKHYTOMY aMOyJIaKpajibHOMY KOJIb-
Iy C MATHIO paguaJbHBIMHU KaHaJaMHU. DTallbl €r0 Pa3BUTHS, HA MOH B3TII,
OTpa’keHBI B MOP(OIIOTHH paHHENAJIE030HCKUX UTIIOKOXUX (puc. 8). Mckomae-
MOH rpynmnoi, MapKupyIomen CyIecTBOBAaHUE Y UITIOKOXKUX UCXOAHOIO MEIl-
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Puc. 8. Cxema CTpOeHHUs Teja OniaTepaabHO-aCHMMETPHUYHBIX, IEPBUYHO TPEXITYUEBBIX U
MSTUITYYEBBIX UITIOKOXKHX: @ — coitoTa Maennilia; 6 — nuakTa Trochocystites, 6 — renukomna-
kouzest Helicoplacus u sppuoacrepousest Isorophus. UepHbIM 1moKka3aHo Hanboliee BEPOSITHOE
cTpoeHre aMOyJIakpalibHOW cHCTEMBbl. TOYKaMH MOKPHITO BO3MOXKHOE TOJIOKCHUE MHUIIEBAPH-
TEJIBHOTO TPAKTA.

KOBUHOTO THJIPOLIEIS C OTXOJSAIIECH OT HETO €UHCTBEHHBIM aMOyJIaKpaIbHbIM
KaHaJIOM, Ha MOU B3TJISM, SIBISIOTCS CONIOTHL. DTO NPEACTABICHUE HE MOXKET
M3MEHUTh HAXO/Ka APEBHEHUIIET0 MPEACTABUTEISI CONIOT C MAJIEHBKUM MPUKpE-
MUTENBHBIM 00pa3oBanueM Ha KoHIe crenbl (Daley, 1996), 3acTaBuBmas MHO-
TUX COTJIACUTBHCS C MHEHHEM, YTO 3TO OJHOPYKOE MeJIbMaTO30iHHOE UTTIOKOXKEE,
JIaBIliee HAaYaI0 YOKPUHOMIESM UITH, HA000pOT, BO3HUKIIIEE OT HUX TieZioMopdo-
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3oM (Parsley, 1997; Sumrall, Wray, 2007). [lo MmoeMy MHEHHIO, TIPUKPETTATEIb-
HOe 00pa3oBaHNE 3THX UTIIOKOKUX TOMOJIOTHYHO, CKOpEe 3a/IHeH 4acTH XBOCTa
MOJTYXOPJOBBIX, KOTOPOW HEKOTOPBIE U3 HUX MOT'YT BPEMEHHO MPUKPETLISATHCS.
U coBceM HETrOMOJIOTUYHO MPUKPETTUTEINBHON MOOIIBE JIMYNHOK COBPEMEHHBIX
MOPCKUX JIWJIMH, TaK KaK B IPOTHBHOM CJIydae Mbl JOJDKHBI ObLITH OBl 0OHApPY-
KUTH XOTS ObI y aOeppaHTHBIX WU IOBEHIJIBHBIX SK3EMIUISPOB COMIOT CIEIBI
AJIeBAIMY — TIEPEMEIEHHU T 3a9aTKa POTOBOT'O OTBEPCTHUSI C TIEPETHETO KOHIIA JTH-
YUHKY Ha 33]IHAI KOHEII.

Kpowme Toro, 3amMkHyTOE aMOynakpalbHOE KOJBLO 3AECh Majio BEpOATHO,
TaK KaK B IPOTHBHOM CITy4ae Mbl HAXOJAMIIU ObI CPEIH CONIOT POPMBI C HECKOITb-
KHUMH PyKaMH. DTO, KCTATH, OJTHO U3 BO3PAKCHHUI KaK MHEHHIO O TIPOHCXOXK/Ie-
HUUW COJIOT TeAOMOP(HO30M OT MATHIIYUYEBBIX HTIOKOKHUX, TAK U MHEHHIO, YTO
COITIOTHI SABISIOTCS IPUMUTHUBHBIMA DOKpHHOHIEIMH. K TakoMy ke BBIBOAY O
NEPBUYHOM OTCYTCTBHH Y CONIOT IEHTAMEPUH IPUBOAUT UX CPAaBHEHHE C OTHO-
pyKuMH kpuHouaesMmu. KakoBa Obl He Oblia CTENEHb PEAYKIUH PYK Y MOPCKUX
JVIIAH, KOJIBLIEBOE CTPOCHUE KaHajla y HUX HE MEHSJIOCh, HE PeayLnpOBajIoCch
JI0 MelIKa B O{HOM pajauyce. OO 3TOM CBHJIETENIbCTBYET COXPAHSIIOIIASCS Pain-
alpHas apaHKUPOBKA CKEJIeTa YalledyKW U MPUCYTCTBHE €IWHCTBEHHOW PyKH
COBCEM HE B TOM pajJiuyce, OTKy/Jla HAYUHAETCS POCT THUIPOIIEIISL.

VY mUHKT ABa aMOynakpa, IpruyeM paBblii 3aMETHO KOpPOUE JIEBOTO. 3/1€Ch MbI
mpearnoaaraeM, 4To aMOyIaKkpanbHbIA MELIIOK pa3poccs U CTaJl BEITIHYTHIM, OXBa-
TBIBasi CHU3Y, BEHTPAJILHO, POTOBOE OTBEpCTHE (pHC. 86). Y HUX K€ HaOIIOnaeTcs
WCKPUBJICHHE MMHIIEBAPUTEIBLHOIO TPAKTa, YTO CIEIYET U3 MEPEeTHEr0 pacioio-
JKeHHsI aHyca CJIeBa OTO PTa. ITO CBUIECTEIBCTBYET O CKOPPEIIMPOBAHHOCTH Pa3-
pacTaHus THAPOLIEIIS, YBETUYCHHUS YMCIIa aMOYyIaKpOB U YCHIICHHUSI aCHMMETPHUU.

CornacoBaHHOCTb 3TUX MPOLECCOB MOATBEPKAACTCS U MOP(HOJIOTHel Tpex-
Jy4eBoro, coriacHo untepnpetaiuu Jlepcmiepa (Derstler, 1985), remukoria-
kouze (puc. 86). IIpoucxoxkaeHre ux oT MATUITYUYEBBIX IPHOACTEPOUICH pe-
nykiuen nByx amOynakpoB (Sprinkle, Wilbur, 2005) kaskeTcst MaJIOBEpOSITHBIM.
OTH paHHEKeMOPHIICKHE UTIOKOKHE OJJHW U3 CaMbIX JPEBHUX U U SBISIOTCS,
BUJMMO, UTJIOKO)KMMH C TMIEPBUYHON TpeXiayueBod cummerpueid. Ilpu tpex am-
Oynakpax, aMOyJaKpaJbHbI MEIIOK ¢ HEOOXOAMMOCTBIO TOJKEH MPHOOpECTH
MOAKOBOOOpa3HyI0 (OpMy, IPUYEM C BeChbMa COMMKEHHBIMU KOHILIAMH a, BO3-
MOYKHO, ¥ 3aMKHYThCS B KOJbIIO. TAKUM MPENIOI0KEHUEM MOXKHO OOBSICHUTD
pa3HbIi XapakTep (GOPMUPOBAHUS TIEPBEIX TPEX aMOyIaKpOB (IIOCIEIOBATEIb-
HO€ yBEJIHMYEHHUE) W JABYX OCTaBIIUXCS (Pa3BETBIICHUE IMEPBBIX MOSBUBIIUXCS
aMOyJIaKpOB) B UICXOHOW MOJIENTM IEHTaAMEPHOW CHUMMETPUHU UTTIOKOKHUX (2-1-2).

[lpn matn amOynakpanbHBIX KaHajlaX THAPOLENb MpeodpasyeTcs B 3aM-
KHYTBIH KOJIBLIEBOM amOynakpajbHBIM KaHaj, Kak 3TO BHJHO Y BCEX COBpe-
MEHHBIX UTJIOKOXKUX. [IpryeM, eciii KOJTUYECTBO JIyUYeH YBEIWYUBACTCS WIIH
yMeHBIIIaeTCs, 3aMKHYTOCTh KOJBIIEBOTO KaHalla He MeHseTcs. TeM He MeHee,
BITOJTHE BO3MOYKHO, YTO 3aMBbIKaHUE KOJBIIEBOTO KaHaJa IPOU3OIIIIO JTUITh TIPH
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BO3HWKHOBEHUH 3pPEJION MEHTAaMEPUH, C MATHI0 aMOYJIaKpaJbHBIMUA KaHAJIaMH
OTXOASIIIMMU HETIOCPENCTBEHHO OT Kousbla. [Ipu ucxonnoit nenramepun 2-1-2
KOJIBIICBOM KaHaJl MOT OBbITh HE MOJIHOCTHI 3aMKHYTBIM, a OBLI JIUIIb C TECHO
CONMKEHHBIMHU KOHI[AMHU.

Hampumep, He HCKITIOYEHO, YTO HE3AMKHY ThIH KOJIBIIEBOI KaHaJl ObI y HEKO-
TOPBIX dApHoacTepouei (puc. 82). B momap3y 3TOro mpearnoioKeHus CBHICTEITb-
CTBYIOT HEKOTOPBIE OCOOEHHOCTH UX CTPOCHHUS, HAITPUMEP, HEPEAKO N3OTHY THIH
MIEPUCTOM C BBIPE30OM B CTOpPOHY HHTeppaguyca CD, cmelieHHoe OT LeHTpa K
paauycy D mosiokeHue rujiponopbl, CAMMETPUYHASI H30THYTOCTh aMOyJIaKpOB
y HEKOTOPBIX (hopM. BO3MOXkKHO, 4TO 4acTh OJACTO30MHBIX MITIOKOKHUX (S0KpHU-
HOMJIeH, poMOuGEpsl, MAPaKPUHOUICH U NPYTHE) TaK)Ke UMEIU HEe3aMKHYTHIN
KOJIBIIEBOW KaHall. MOXeT ObITh, UMEHHO 3TO OOCTOSTEIHCTBO OMPEACTHIIO BO3-
MOYKHOCTB CyIIECTBOBaHUS CpPeIy HUX (POPM C CUIIBHO YIUIOIIEHHON TEKOW MpH
IIMPOKOM JIHAIa30He OCOOCHHOCTEH PACIIONOKEHUS aMOYJIaKPOB.

3AKJIIOYEHUE

Bo3HuKHOBEHHE TEPBUYHOM Tpexpasz/ebHON MeTaMepuu, XapaKTepHOU
JUTSL JINYMHOK UTJIOKOXKHUX, OBIIO (DYHKIIMOHAJIBHO MPEJONPENCICHO Y HEPBBIX
Ounatepuil — TojIoBa, TYJIOBHIIE M XBOCTOBAsl 4acTh Bcerga (yHKIHOHAIBHO
paznuuarorcs. MIX GpopMupoBaHue peryiupyeTcs MociaeqoBaTelbHON dKCIpec-
CHEM KOJMHEAapHO PACIOJIOKEHHBIX B XPOMOCOME PETYJISITOPHBIX T'€HOB. DTa
MepBUYHAS TpeXpas/eiabHasi MEeTaMepHusl U CHCTeMa T'€HOB, PEryJIUPYIONIUX ee
¢opmMupoBaHHe, HE MOTJIa HE OKA3aTh BIUSIHUS Ha MOSIBJICHUE B 3aMKHYBIIIEMCS
JIEBOM CPEIHEM LIEJIOME CHauaja TPEXJIy4eBOi, a IOTOM U MATUIYy YeBOH LIMKJIO-
mepuu. IIpeoOpazoBanusi OunarepabHO-aCUMMETPHYHBIX TPEXCETMEHTHBIX
($opM B IEeHTAaMEPHBIX UTIOKOKHUX MOTPEOOBAIO OYCHb OOIBIINX U3MEHEHHUH B
ux Mopgonoruu u oopase Ku3HU. OCHOBHBIM BEKTOPOM 3TOT0 Mporecca ObLIo
HaIpaBJIEHHOE YCUJIEHUE aCHMMETPHUH, TOBEJICHHOE B THPOIIEJIE 10 CBOETO JIO-
TUYECKOTO KOHIAa — pa3pacTaHus 10 YacOBOM CTpesIKe BOKPYT MHUIIEBOJA U 3a-
MBIKaHHS B TPEXCETMEHTHOE aMOYJIaKpajJbHOE KOJIBIO C OTXOASIIUMHU OT HETO
TpeMsl pajvajbHBIMU TOJIBIMM aMOyJlaKpajbHBIMHU LIynajiblamMu. BeTBienune
JIBYX M3 HUX BCKOpE IOCJIC OTXOXKACHUS OT aMOyJIaKpaJbHOro KOJblia IpUBe-
JIO K MOSIBJICHUIO MATUIYYEBOM CHMMETPUH, OPraHU30BaHHOM 1o Mozenu 2-1-2,
OBICTPO pacrpocTpaHUBILEHCS HA apaH)KUPOBKY Tabnu4ek Teku. CToNb 3HAYH-
TeJTbHBIC U3MEHEHHS B MOP(OJIOTHH U CHMMETPUHU TTPOU3OIIIO0 32 KOPOTKOE B
reoJOrnYeckoM Macutabe BpeMsi — B [I03HEM BEHE, KOTAa 0 HalleMy MHe-
HUIO Y TIEPBBIX OUTIATEPHiA CTaJIN MOSIBIISITHCS IEPBBIC IPUAATKH Tella, U Hadaje
paHHEro KeMOpHs 10 aTAadaHCKOro sipyca, Korjaa B T€0JIOTHYECKON JIeTOMHCH
MOSIBMJIMCH TIEPBBIE CKEJIETHbIE OCTAaHKH UITIOKOXKHUX. [lepecTpoiika Monenu ms-
TUITY4eBOH CUMMETPUU U3 2-1-2 B HACTOSIIYIO MATHIYYEBYIO CHMMETPHIO C
HATHIO OTXOSIIMMH HEINOCPEACTBEHHO OT aMOyJIaKpaJIbHOI'O KOJIbLA Iy Iajlb-
LIaMH TIPOM30LIJIO B pe3yJbTaTe NepeMelIeHNs] pa3ABOCHUS LIyTaiel] Ha Oojee
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paHHUE CTaIUU W PaBHOMEPHOTO PACIpeNe]eHHs ISTH 3a4aTKoB MO amOyna-
KpaJlbHOMY KOJIBITY. DTO COOBITHE OBIJIO TPUYPOUYSHO K OPIIOBHKY.

Takum 00pa3oM, UMEHHO pa3BUTHUE IEPBUYHON ACHMMETPUH UTIIOKOKHX 3a-
KOHOMEPHO TMPHUBEJIO K PaJIMAIbBHOMY CTPOCHUIO MX MUIIECOOPHON CUCTEMBI, a
3aTeM M OCTaJbHOM YacTH TeJia. BeIgBIeHHEe MeXaHU3Ma TAKOrO BIUSHUS MOYXKET
OBITH MHTEPECHON 3aa4Ueii IBOJIOITMOHHON OMOJIOTHHU pa3BUTHSL.

BJIATOAAPHOCTU

Pabora BbIoNHEHA pU (PUHAHCOBON moaJziepxke mporpammsl [Ipesunny-
Ma PAH «IIpoucxoxaeHue KU3HU U 3BOIIOIHUS T'€0-0HOIOIMUYSCKUX CUCTEM,
rpanta POOU, Ne 12-04-01750-a «Ilaneozoiickue MCTOKH KM3HEHHBIX (HOopM
COBPEMEHHBIX KJIACCOB UIIOKOX)UX» U rpanTa HIII-5928.2012.4.

CIIUCOK JIMTEPATYPbI

bexnemuues B.H. 1964. OCHOBBI CpaBHUTEIHLHOW aHATOMHH OECTIO3BOHOYHBIX KUBOT-
ueix. T. 1, 2. M.: Hayka. C. 1-432, 1-446.

Hsanosa-Kazac O.M. 1978. CpaBHUTENBHAS YMOPHOIOTHs OECIIO3BOHOUHBIX: MTIJIOKO-
’Kue 1 noimyxopaossie. M.: Hayka. 163 c.

Pooicnos C.B. 2012. IlepenHe3aqHsist OCb UTJIOKOXKUX U IIEpPEMEIEHUE PTa B UX UCTOPU-
YeCKOM M MHAMBHTyasibHOM pa3sutu // 3. PAH. Cep. 6non. Ne 2. C. 203-212.

Barrois J. 1888. Development de la comatule (C. mediterranea) // Recueil zool. Suisse
8. P. 477-484.

Bell B.M. 1975. Ontogeny and systematics of Timeischytes castery, n. sp.: an enigmatic
Devonian edrioasteroids // Bull. amer. paleontol. V. 67. P. 33-56.

Bell B.M. 1976. Phylogenetic implications of ontogenetic development in the class Edrio-
asteroidea (Echinodermata) / J. paleontol. V. 50. P. 1001-1019.

Broadhead T.W., C.D. Sumrall. 2003. Heterochrony and paedomorphic morphology of
Sprinkleocystis ektopios, new genus and species (Rhombifera, Glyptocystida) from
the middle Ordovician (Caradoc) of Tennessee // J. paleontol. V. 77. P. 113—120.

Bury H. 1888. The early Stages in the Development of Antedon rosacea // Philosophical
trans. roy. soc. London (B). V. 129. P. 257-301.

Cameron R.A., Rowen L., Nesbitt R. et al. 2006. Unusual gene order and organization of
the sea urcyin Hox claster // J. experimental zool. (B). V. 306. P. 45-47.

Chadwick H.C. 1907. Antedon // Proc. trans. Liverpool biol. soc. V. 21. P. 371-417.
Daley P.E.J. 1996. The first solute which is attached as an adult; a Mid-Cambrian fossil

from Utah with echinoderm and chordate affinities // Zool. j. Linnean soc. V. 117.
P. 403-440.

David B., Lefebvre B., Mooi R., Parsley R.L. 2000. Are homalozoans echinoderms? An
answer from the extraxial-axial theory // Paleobiology. V. 26. P. 529-555.

David B., Mooi R. 1998. Major events in the evolution of echinoderms viewed by the
light of embryology / Echinoderms: San Francisco, 21-28, eds R. Mooi, M. Telford,
Rotterdam/Brookfield: A.A. Balkema.

200



Holland N.D. 1988. The meaning of developmental asymmetry for echinoderm evolu-
tion: a new interpretation / Echinoderm phylogeny and evolutionary biology, eds
C.R.C. Paul, A.B. Smith. Oxford. Clarendon Press. P. 13-25.

Hotchkiss F.H. C. 1998. A “ray-as-appendages” model for the origin of pentamerism in
echinoderms // Paleobiology. V. 24. P. 200-214.

Jefferies R.P.S. 1986. The ancestry of the vertebrates. London: Brit. mus. (nat. hist.).
376 p.

Jefferies R.P.S. 1997. A defence of the calcichordates / Lethaia. V. 30. P. 1-10.

Kesling R.V., Paul C.R.C. 1971. Agostocrinus and Acolocrinus, two new Ordovician
crinoids with peculiar ray and respiratory structures // Contr. univ. Michigan mus.
paleontol. V. 23. Ne 14. P. 221-237.

Lefebvre B. 2000. Homologies in Stylophora: a test of the “calcichordate theory”. Geo-
bios. V. 33. P. 359-364.

Levin M., Palmer A.R. 2007. Left-right pattering from the inside out: widespread evi-
dence for intracellular control // BioEssays. V. 29. P. 271-287.

Minsuk S.B., Turner F.R., Andrews M.E., Raff R.A. 2009. Axial patterning of the penta-
radial adult echinoderm body plan // Development genes and evolution. V. 219. Ne 2.
P. 89-101.

Mooi R., David B. 2008. Radial Symmetry, the anterior/posterior axis, and echinoderm
Hox genes / Ann. rev. ecology, evolution, systematic. V. 39.P. 43—62.

Moore R.C. 1940. New genera of Pennsilvanian crinoids from Kansas, Oklahoma and
Texas // Bull. sci. lab. Denison univ. V. 35. P. 32-54.

Moore R.C. 1962. Ray structures of some inadunate crinoids // Univ. Kansas paleontol.
contr. Echinodermata. Art. 5. P. 1-47.

Parsley R.L. 1997. The echinoderm classes stylophora and Homoiostelea: non Calcio-
chordata / Geobiology of echinoderms. Paleontological soc. pap. Eds J.A. Waters,
C.G. Maples. V. 3. P. 225-248.

Parsley R.L., Rozhnov S.V., Sumrall C.D. 2012. Morphologic and systematic revision
of the solute Maennilia estonica (Homoiostelea, Echinodermata) from the Upper
Ordovician of Estonia // J. paleontology. V. 86. Ne 3. P. 462—469.

Parsley R.L., Zhao Y. 2007. Long stalked eocrinoids in the basal Middle Cambrian
Kaili Biota, Taijaing County Guizhou Province, China // J. paleontology. V. 80.
P. 1058-1071.

Peterson K.J., Arenas-Mena C., Davidson E.H. 2000. The A/P axis in echinoderm on-
togeny and evolution: evidence from fossils and molecules // Evolution and develop-
ment. V. 2. Ne 2. P. 93-101.

Rozhnov S.V. 1998a.The left-right asymmetry in echinoderms / Echinoderms. Eds
R. Mooi, M. Telford. Rotterdam/Brookfield: A.A. Balkema. San Francisco. P. 73-78.

Rozhnov S.V. 1998b. Crookedness of the stem and crown of pelmatozoan echinoderms

as resulting from different kinds of heterochrony / Echinoderm research. Eds
M.D.C. Carnevali, F. Bonasoro. Rotterdam: A.A. Balkema. P. 385-390.

201



Rozhnov S.V. 2002. Morphogenesis and evolution of crinoids and other pelmatozoan
echinoderms in the Early Paleozoic // Paleontol. j. V. 36. Ne 6. P. S525-S674.

Rozhnov S.V. 2012. Development of Symmetry and Asymmetry in the Early Evolution of
the Echinoderms // Paleontol. j. V. 46. Ne 8. P. 780—-792.

Rozhnov S.V., Jefferies R.P.S. 1996. A new stem-chordate solute from the Middle Ordo-
vician of Estonia // Geobios. V. 29. Ne 1. P. 91-1009.

Smith A.B. 1999. Dating the origin of metazoan body plans // Evolution and development.
V. 1. Ne 3. P. 138-142.

Smith A.B. 2005. The pre-radial history of echinoderms // Geol. j. V. 40. P. 255-280.

Smith A. B. 2008. Deuterostomes in a twist: the origins of a radical new body plan //
Evolution and development. V. 10. Ne 4. P. 493—-503.

Smith A.B., Arbizu M.A. 1987. Inverse larval development in a Devonian edrioasteroid
from Spain and the phylogeny of the Agelacrinitidae // Lethaia. V. 20. Ne 1. P. 49-62.

Smith A.B., Peterson K.J., Wray G., Littlewood D.T.J. 2004. From bilateral symmetry to
pentaradiality: the phylogeny of hemichordates and echinoderms / Assembling the
tree of life. Eds J. Cracraft, M.J. Donoghue. P. 365-383.

Sprinkle J. 1973. Morphology and evolution of blastozoan echinoderms // Harvard univ.
mus. comp. zool. Spec. publ. Cambridge. P. 1-283.

Sprinkle J., Wilbur B. 2005. Deconstructing helicoplacoids: Reinterpreting the most
enigmatic Cambrian Echinoderm // Geol. j. V. 40. Ne 3. P. 281-293.

Sumrall C.D., Shumacher G.A4. 2002. Cheirocystis fultonensis, a new glyptocystitoid
rhombiferan from the Upper Ordovician of the Cincinnati Arch — comment on chei-
rocrinid ontogeny // J. Paleontology. V. 76. P. 843—851.

Sumprall C.D., Sprinkle J. 1998. Phylogenetic analysis of living Echinodermata based on
primitive fossil taxa / Echinoderms. Eds R. Mooi, M. Telford. Rotterdam/Brook-
field: A.A. Balkema. San Francisco, P. 81-87.

Sumrall C.D., Sprinkle J. 1999. Early ontogeny of the glyptocystitid rhombiferan Lepa-
docystis moorei / Echinoderm res. 1998. Eds M.D.C. Carnevali, F. Bonasoro. Rot-
terdam: A.A. Balkema. P. 409—414.

Sumrall C.D., Wray G.A. 2007. Ontogeny in the fossil record: diversification of body
plans and the evolution of “aberrant” symmetry in Paleozoic echinoderms // Paleo-
biology. V. 33. Ne 1. P. 149-143.

Swalla B.J., Smith A.B. 2008. Deciphering deuterostome phylogeny: molecular, morpho-
logical and palacontological perspectives // Philosophical trans. roy. soc. (B). V. 363.
P. 1557-1568.

Thompson W. 1865. On the embryology of Antedon rosaceus // Philosophical trans. roy.
soc. London. V. 155. P. 513—-544.

Ubaghs G.1967. Stylophora. Treatise on Invertebrate Paleontology. Part S. Echinoder-
mata. V. 1. Ne 2. P. S495-S565. Geol. soc. amer. univ. Kansas Press.

202



HISTORICAL DEVELOPMENT OF THE ECHINODERM SYMMETRY:
FROM THE PRIMARY BILATERAL-ASYMMETRIC
METAMERISM TO A PENTAMERISM

S.V. Rozhnov

Echinoderm radial symmetry at first appeared in ambulacral system during the
formation of closed or horseshoe-shaped ambulacral ring, and then extended to other
biological systems. Its appearance was due to directed enhancement of the asymmetry
of bilateral-asymmetric three-segment echinoderm ancestors and, in the sequel, closing
the initial metamerism to a cyclomerism. Gradual growth of a hydrocoel in ontogeny is
noticeable in bilateral-asymmetric theca of carpozoan echinoderms and number of their
ambulacral channels. When hydrocoel, growing around the gullet, reached a horseshoe-
shaped stage with three ambulacral channels, it closed to an ambularcal ring (or the
ends of a horseshoe approached tightly). It determined a primary thiradial symmetry,
which then turned into a 2-1-2 pentaradial symmetry by splitting of two radial channels.
It happened not earlier than late Vendian, when first bilaterians start to develop body
outgrowths, and not later than early Cambrian, judging by the finds of the oldest echino-
derm skeletal remains at the Atdabanian stage. Reorganization of the pentaradial sym-
metry model from 2-1-2-type to true pentaradial symmetry with five tentacles, which are
outgoing directly from the ambulacral ring, occurred by shifting the tentacles splitting to
earlier stages of ontogeny and regularly spaced distribution of five primordia along the
ambulacral ring. This event took place in Ordovician.

Keywords: echinoderms, symmetry, pentamerism, metamerism, asymmetry.
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CUMMETPU S I'OJIOTYPUI
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e-mail: sav_1l@inbox.ru

B crarbe ananm3upyeTcsi pa3IMuHbIC THITBI CHMMETPHH, CBOMCTBEHHBIC
kyaccy Holothuroidea, koTopble 0TpakatoT 3Talbl YBOITIOIMOHHOTO pa3-
BUTHS 3TOW TPYMIIBI UTTIOKOXKUX, a TAKXKE 3HAYCHHE reoMopdo3a B UX
MIPOMCXOXKJICHNN. BBIIBHHYTa THIOTE3a, OOBACHSIOMAS CBOeoOpasne
CTpOeHHE aMOyJIaKpaJbHON CHCTEMBI TOJIOTYPHH pa3feiIeHHueM BO Bpe-
MEHHM W MPOCTPAHCTBE PAZBUTHS PAJUAIIBHBIBIX MEPBUYHBIX IyHasiel] 1
pannaIbHBIX aMOyJIaKpadbHBIX KaHaJoB. [IpuBOASTCS JaHHBIEC B TIOJIB3Y
TOMOJIOTHH PaJUaIbHBIX aMOyJIaKpaJbHBIX KaHAJIOB TOJOTYpPUH U paau-
aJTHBIX aMOyJIaKpaJIbHBIX KaHAJIOB ocTanbHbEIX Eleutherozoa.

Kniouesvie cnosa: roJIOTypuur, CUMMETpPUA, nen0Mop(1)03, TCTCPOXPOHUS.

Knacc romorypuii (Holothuroidea) oTHOCHTCS K MOATHUITY CBOOOTHOXKH-
Bymux urnokoxkux (Eleutherozoa) tuma wurnoxoxux (Echinodermata). Ilo-
mumo Holothuroidea, k Eleutherozoa oTHOCSITCSI TpH HBIHE KHBYIIHMX Kjacca
(Asteroidea — mopckue 3Be3abl, Ophiuroidea — 3meexBocTku U Echinoidea —
MOPCKHE €KH) U PsAJl BEIMEPIIUX KIaccoB. Bce cOBpeMEeHHBIE UCCIIeIoBaTENH
CXOIATCS BO MHEHHH, YTO HamOomnee O0mm3ku K kiaccy Holothuroidea Beimep-
mmmii kiace Ophiocystioidea n knace Echinoidea, koTopbix nHOT1a 00 BEIUHSIOT
B rpynmy Echinozoa. JlocToBepHbIe OCTaTKU CKEIETHBIX 3JIEMEHTOB TOJIOTYPH
onucanbl u3 opaosuka (Reich, 2013).

T'onoTypun ocBomim moutu Bce 6noTonsl MupoBoro okeana. OHU BCTpeda-
FOTCSI OT JINTOPAJIN A0 CaMbIX OOJBLIMX OKEAaHUUYECKUX ITyOuH. YacTo ronotypun
SBJISIOTCS BEAYLIMMH JOMUHAHTHBIMH BUAAMU MOPCKUX OMOLIEHO30B, OCOOECHHO
B yibTpaadbuccanu (benses, 1989). Cpenu rojaoTypuii BCTpedaroTcs U CECTOHO-
¢aru u gerpurodarun. OHM OOUTAIOT KaK HA IOBEPXHOCTH TPYHTA M OTHOCSTCS K
snudayHHBIM )KUBOTHBIM, TaK M B TOJIIIE TPYHTA, M OTHOCATCA K nH(payHe. MHO-
THe TOJOTYPUHU CIIOCOOHBI aKTHUBHO IIABATh, M BEAYT OCHTONENAarnueckuii 00-
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pas xu3Hu (Rogacheva et al., 2012), a Buasl Pelagothuria natatrix v Enypniastes
eximia (cemeiicTBo Pelagothuriidae) mepenuin k nenarunyeckomMy o0pasy JKHU3HH.

lonoTypun, Kak U OcTaJbHBIE COBPEMEHHBIC UTTIOKOXKHE, XapaKTePH3YIOT-
cs: 1) HaMUYKMeM CrenUaTH3UPOBAHHON aMOyJIaKpajJbHOW CHUCTEMBI, KOTOPas
pa3BHUBAETCS U3 JIEBOTO ME30LEIISI TUINHOK — THPOIEINs; 2) KaJlbIIUTOBBIM CKe-
JIETOM COCTOSIILIUM U3 «MOHOKPUCTAJUIMYECKUX» TAOIUYEK; U 3) MATUIIYUEBON
CUMMETpHeH .

lonoTypun uMeroT psigi cBoeoOpa3HBIX YepT BO BHEIIHEM M BHYTPEHHEM
ctpoeHrr. OT OCTaJIBHBIX UTIIOKOKHUX TOJIOTYPHH OTINYAIOT CIEAYIOIINE TPH-
3Haku. 1) [IpononpHast ock poT — aHyC y OOJBIIMHCTBA HBIHE KUBYIIUX TOJIOTY-
pHii pacrioyioyKeHa rmapaiielibHO MOBEPXHOCTH JIHA, & He ePIEeHIUKYIISIPHO, KaK
y ocTalbHBIX HbIHE >kuByImMX Eleutherozoa, uto, mo-BuaumMomy, sIBIsieTCS UC-
XOTHOH JUTS TOJOTY pHii uepToid. 2) Hanmnume sBomoTHBHOTO MeTaMopdo3a, mpu
KOTOPOM 4acTb TKaHEH JTMUYMHKH BKJIIOYAETCS B COCTAB TEJIa B3POCIIOrO KUBOT-
Horo. 3) Hannuue crenuduueckoil 115 roIoTypuidl THUMHKH — aypUKYISIPUN.
OHa BcTpeuaeTcsl B TpeX ceMmeiicTBax rojorypuii — Synaptidae, Stichopodidae
u Holothuriidae, y psiia npenacraBuTesell KOTOPbIX UMEETCS HKU3HEHHBIN UK
C IByMsl JINUMHOYHBIMH CTAJUSMU: INIAHKTOTPO(GHON MuTaroeics TMYNHKYT —
AypPUKYJISIPUU M HENMUTAIOIIEca TUYMHKY — noauossipuu. 4) B onTorenese y
roJIOTYpPUH Pa3BUBACTCSI TOJIBKO JIEBBIH U PaBbI METALEIH (COMATOLETH) U 00-
LI JIEBBIM TPOTOME30LETb (AKCOTUIPOLIETIB), a TPaBble MPOTO- U ME30LEIb HE
3aknaaeiBaroTcs (puc. 1). 5) Bapocibie hopMbl ronoTypuii KMEIOT BEIPaKCHHBIC
4epTHl OnunaTepanbHoi cuMMeTpuu. 6) [IpofonpHas OunarepaibHas MIOCKOCTh
CUMMETPHUH B3POCIION CTaJUU OHTOI€HE3a TOJIOTYPHUH COOTBETCTBYET OuilaTe-
paJbHON MJIOCKOCTH CHMMETPHHM JINYMHKH. 7) 'onoTypun o06nanaroT crienuai-
3UPOBAHBIMHU OpPraHaMH JO0ObIYM MHIIM — OKOJOPOTOBBIMH IyHajbliaMH, 00-
pasylomKUMy BEHYHK Ha TepenHeM KoHIe Tena. 8) 14T mepBUYHBIX BRIPOCTOB
JIEBOTO CPEHETO IIeJoMa (THIPOLENis) Y TOJIOTYPUi AT Havalo 5 IepBUYHBIM
HIynajabliaM, a He paaralibHbIM aMOYJIaKpajbHbIM KaHaaM, Kak y IPyTUX UIJI0-
KOXKHX, a COOCTBEHHO paauaibHble aMOyJaKpajbHble KaHaJbl Pa3BUBAIOTCS
noszaHee Mexxay HUMH. 9) HepBHast cuctema rojaoTypuil COCTOUT U3 ABYX ya-
CTEH: SKTOHEBPAJIBbHOW W SHTOHEBPAJIBbHOW. DKTOHEBpasbHAs CUCTEMa Ipel-
CTaBJIeHa YKTOHEBPAJIBHBIM HEPBHBIM KOJBIIOM M OTXOASLIMMH OT KOJIbLA MIYy-
MaTblIEBBIMH HEPBAMHU U 5 paJrallbHBIMH HEPBHBIMU TsiKaMu. K 5 paguanbHbiM
OKTOHEBPAILHBIM HEPBHBIM TSKaM C BHYTPEHHEH CTOPOHBI TIIOTHO MPUIICTAI0T
5 THIOHEBPAJIbHBIX PAaJUAIbHBIX HEPBHBIX TsDKEH. [ MIOHEBpaIbHOE KOMBLO HE
pa3BUTO. DKTOHEBPAJIbHBIC W THIIOHEBPAJbHBIC pagHalibHble HEPBbI COCIUHS-

' Kak coBepiieHHO cripaBeiinBo nokaszan C.B. PoxxHOB, Korjaa pedyb HIET O MSATHIYYCBON CHM-
METPHUH UTJIOKOXKHUX ... BMECTO MATIUITYYeBOH CHMMETPHH ITaHa CTPOSHUS COBPEMEHHBIX HTJIO-
KOXKUX B MOP(OT€HETHUECKHI apXETHUIT BCEX UTIIOKOXKHX JOJIKHO BXOAUTH OMIIaTepalibHO-aCHM-
METPHUYHOE Pa3BUTHE THUYNHKH, B KOHETHOM CUETe MIPUBOJAIIEE K 3aMBIKAaHUIO ACHMMETPUTHON
Metamepuu B 1ukiomeputo» (Poxxnos, 2010, c. 426).
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FOTCSI TIPH TIOMOIITH HEBpaIbHBIX MOCTHKOB (Mashanov et al., 2006). Paguans-
HBIC SKTOHEBPAJIbHBIC HEPBHBIC CTBOJIBI PA3BUBAIOTCS Y TOJIOTYPHH U3 3ayaTKa
9KTOHEBPAIBHOTO HEPBHOI'O KOJIBLA, & TUIIOHEBPAJIbHBIE pajidajibHble HEPBHbIC
CTBOJIBI U3 0a3aJIbHOW YaCTH AKTOHEBpabHOrO Heiposnutenus (Mashanov et
al., 2007). 10) DnuHeBpaibHble KaHAJBI paJHabHBIX aMOYJIaKpOB, B OTIHYHUE
OT MOPCKHX ©Xei M ouyp, pa3BUBAIOTCS HE IIyTEM 3aMbIKaHUS SIIMHEBPAJIb-
HBIX CKJIAQJOK, a IIyTeM 00pa30BaHUs II0JOCTH B TKaHH, JISKAIIEH KHAPYKHU OT
paznuanbHBIX HEPBOB, O€3 CBA3M C HAPYXHBIM snuTenueM (Smiley, 1986). 11) V
TOJOTYPHH OTCYTCTBYET KaK eqrHast MOp(osoruueckasi CTpyKTypa 0CeBOi KOM-
TUIEKC OPraHoB, KOTOPBIH MMEETCSI Yy MOPCKUX 3Be3[, OPUyp U MOPCKUX €XKEH.
12) Y HEKOTOPBIX TOMOTYPHIl KAMEHHUCTHIHN KaHaJ Yepe3 aMITyJly CBS3aH C BHElI-
Hell cpelioii, Torna Kak y psiia Apyrux GopM Takas CBsi3b OTCYTCTBYET, U KAMEHU-
CTBIH KaHaJI 3aKaHYUBACTCA CJICTIO B CTEHKE Teja, TM00 CBOOOIHO CBEIINBACTCS
B TIOJIOCTH Teja. HapyskHas MagpenopoBasi JacTUHKa Y TOJIOTLPUIN HE pa3BUTa,
HO Ha KOHILIE KAMEHHCTOTO KaHajla Y HUX UMeeTCsl HeOOIbIIOH 00bHU3BECTBICH-
HBIN MagpenopuT. 13) BonbmHCTBO ronoTypHii 00J1a1al0T MUKPOCKOITMYECKIM
CKEJIETOM, COCTOSIINM U3 OTICIBHBIX CKICPUTOB, TOTJIA KAK OCTAJIBHBIC UIJIO-
KOYKHE MMEIOT XOPOIIO Pa3BUTBIN CKEJET, COCTOALIMM U3 KPYIHBIX IJIACTUHOK
(tabnmuex). 14) B nepenneii yactu Tena y TOJIOTYPHH pacrioiaraeTcst H3BECTKO-
BOC OKOJIOTJIOTOYHOE KOJIbLIO, XapaKTEPHOE TOJIBKO ISl 3TOTO KJIAcca WIJIOKO-
xux. 15) [lonosast skene3a roJgoTypHil HemapHasi, HO TIoJpa3/ieieHa Ha JIBe YacTH,
Jexalue mo 006e CTOPOHbI MEAHOJ0PCATIBHOTO ME3ECHTEPHSI, U OTKPBIBACTCS Ha-
PYKY OJTHUM IIOJIOBBIM OTBEPCTHEM. Y OCTaJbHBIX UTJIOKOXKHX TOJIOBAs JKele3a
MMEET IEHTAMEPHOE CTPOEHHUE U COCTOUT U3 II0JI0BOI'0 PAXUCA U TOHA, KOTOPbIE
OTKPBIBAIOTCA HAPYKYy HECKONBKMMH OTBepcTUAMH. 16) JImunHouHas ¢aza oH-
TOreHEe3a TOJOTYPHH MCXOIHO OMiaTepalbHO-aCHMMETPUYHA, a JJIs B3POCION
CTaJMy OHTOreHe3a OONBIINHCTBA TOJOTYPUH CBOWCTBEHHO MEHTapaauajbHO-
OunarepalibHO-aCCUMETPUYHOE CTPOCHHUE.

lonoTypun 007aal0T YHUKAIBHBIM JIaXKe CPEIHU HITIOKOKHX COUCTaAHH-
€M DPa3JIMYHBIX THUIIOB CUMMETpPUH, KOTOpbIE OHM NPHOOpENH 3a BPEMs CBOe-
ro (UIOreHEeTHIECKOr0 Pa3BUTHS U CIIebl KOTOPBIX COXPaHMJIM B OHTOT'€HE3E.
B craHOBiE€HNH CBOMCTBEHHOI'O COBPEMEHHBIM TOJIOTYPSIM IMEHTapaanaIbHO-
OunarepaabHO-aCHMMETPUYHOTO MJIaHA CTPOCHUS CYIIECTBEHHYIO POJIb ChITpa-
JIM TIPOLIECCHI TETEPOXPOHUH > ¥ €€ YaCTHOTO City4ast neomopdosa .

[IpuHSATO CUMTATH, YTO MATHUIYYEBBIC UTIOKOKHUE MPOU3OIIIN OT OUiare-
PaJbHO-CUMMETPUYHBIX NPEAKOB M CIEABl 3TOM OuiaTepaibHOM CUMMETPUHU
HPOSIBIISIIOTCS B OUJIaTepabHOM CTPOCHUH JMYMHOK. Ha camom nene nuunHku

2 Jle Bup omnpeJensier reTepoXpoHHI0 Kak (pUIIONEHETHIECKOE M3MEHEHUE B HAYaJle WU B XOJI€
BPEMCHHU pa3BUTUsA, TAK YTO MMOABJICHUEC UJIN CKOPOCTb Pa3BUTUA ITPU3HAKA B OHTOI'CHE3€ ITOTOM-
Ka JIH00 YCKOPSIETCs, INOO 3aJIepKUBAETCS OTHOCHTENBLHO TIOSBIIEHHS UM CKOPOCTH Pa3BHTHUS
TOTO K¢ MpHU3HaKa B OHTOreHe3e npeaka (em. Gould, 1977).

3 Tynn (Gould, 1977) onpenensier meaoMopho3 Kak COXpaHEHUE MPEAKOBBIX IOBCHUIIBHBIX MPH-
3HAKOB Ha 0oJiee O3 THUX OHTOTCHETHYECKUX CTaIUAX y HOTOMKOB.
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Puc. 1. Llenomsl aypuKyJISIpHH: @ — BUJ C JIEBOH CTOPOHBI; 6 — BHJ] ¢ OpIOII-
HOiT cToponsl. O603Ha4YeHHs: an — aHyc; h — akcoruzapounens; s — neBbIi co-
MaToLeNb; M — POT; p — HOpa aKCcoLes; I's — npaBblii comaTorens (o Selenka,
1876 u3 aBbioB, 1914).

WTJIOKOXKUX M, OCOOCHHO JUYMHKH TOJIOTYPUH, HUKOT/IA HE SBIISIIOTCS CTPOTO
OmnarepanbHO-CUMMETpUYHBIMUA. CKOpee MM CBOWCTBEHHa HE OmiiaTepalib-
Hasi CUMMETpHs, a, 1o TepMuHosioruu PoxHoBa (PoxHoB, 2009), OrmiaTtepaib-
Hasi aCHMMETpHS, KOTOpasi BEIPAXKACTCS B HEPABHOMEPHOM Pa3BUTHHU MPABBIX
1 JICBBIX IIEJIOMOB JIMYWHOK. J[JIsT THIMHOK BTOPUIHOPOTHIX, K KOTOPBIM KpOME
UTJIOKOKUX oTHOcsATCs TUIBI Hemichordata, Tunicata m Chordata xapakTepHo
pa3BHUTHE TPEX IEIOMOB: IIEPEIHET0 TPOTOIEIS UITH aKCOIEIIsl; CPETHET0 Me30-
1eJs (JIeBBIA ME30IIEeNb Yy UTJIOKOKHX OOBIYHO Ha3bIBAIOT THUIPOIIEIIEM); U 3aTHE-
ro MeTauess WK cOMaToueNs. Y JUUYMHOK FOJOTYPUH pa3BUT TOJIBKO €IUHbIN
JIEBBIN aKCOTHUIPOIIECTh B KOTOPOM OCHOBHYIO YacTh COCTAaBJISIET THIPOLECIH,
a aKCOIIeNIb PEICTABISACT HEOOIBIION My3bIPEK U JICBBIM U MPABBIA COMATOIIC-
JIW, TIPUYEM JIEBBI COMATOIICNTh Pa3BUT OOJIbIIIE, YeM IMpaBbIid. [IpaBrie mpoTo-
Y Me301IeTb He Pa3BUTHI (puc. 1).

Ilo mpu3HaKy NMpeuMyIIecTBEHHOTO Pa3BUTHS JIEBBIX I€JIOMOB, CBOMCTBEH-
HOTO TaK)X€ XOPIOBBIM, MHOI/IA UTJIOKOXKHUX OOBEAUHSAIOT C TOCICAHUMHU B
rpynny Dexiothetica (Jeffries, 1979). C npyroii cTOpOHBI Ha OCHOBAaHUU CXO/I-
ctBa B cTpoeHnu nudnHOK Hemichordata m Echinodermata eme Meunukos
(Metschnikoft, 1869) mpemnoxuir 00beTUHATH 3TH TPYIIBI B HAATUIIOBOH TaK-
coH Ambulacralia. CxoncTBO B CTPOEHUHU TaKOTO CIOKHOYCTPOSHHOTO OpraHa
KaK peHornepukapauanbHbii koMiuiekc Enteropneusta (tunm Hemichordata) u
OCEBOH KOMIIJICKC OPraHOB UIJIOKOKHX yKa3bIBaeT Ha OJIM3KOE POJCTBO ITHX
rpyni. [peanpunsTeiii Kamepornom (Cameron, 2005) kiaaucTHUecKnii aHAN3
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Puc. 2. Cxema cTpoeHust aMOyIaKpajbHOM CHCTEMBI TOJIOTYPHIl: @ — FOJIOTYPHH C Pa3BUTHI-
MU pafnanbHEIMU KaHanamu (Holothuria forskali); 6 — ronoTypun otpsina Synaptida ¢ pexynu-
poBaHHBIMHU aMOynakpanbHbIMK KaHanaMmu (Oestergrenia digitata) (BUA C aHAIBHOTO HOJIOCA).
O6o3HaueHus: d.mes. — MeIMOJOPCANBbHBIN Me3eHTepuit; |.d.1. — JIeBbIil JopcalbHBINA PaNYC; S.C.
— KAMEHHUCTBIH KaHall ¢ MaJIpeHOpUTOM; M.V.I. — MEAMOBEHTPAIBHBIN paguyc; l.v.r. — neBblii BeH-
TpaJIbHBIN pajinyc; 0€ — MUILEBOJ; P.C. — KaHal aMOyIaKpaabHON HOXKKH; P.V. — IOJTHEB I1y3bIPh;
I.C. — KOJIbLIEBOM aMOyakpanbHbIH KaHa, r.d.r. — mpaBblil JOPCANBHBIN PagNyC; I.V.I — IIpaBbIit
BEHTPATBHEIH pasinyc; t — POTOBBIE Iy HAJIBIA; t.a. — AMITYJIBI OKOJIOPOTOBBIX IIyIajer; t.c. — Ka-
HaJIbl OKOJIOPOTOBBIX Hrynaser (u3 Bather, 1900).

Mopdomornueckux npu3HakoB Hemichordata u apyrux Deuterostomia, a Tak-
JK€ COBpPEMEHHBIE MOJIEKYIIsipHO-TeHeTnueckue nannapie (Cameron et al., 2000;
Winchell et al., 2002) ¢ HECOMHEHHOCTBIO CBHACTENBCTBYIOT O OJIM30CTH UTIIO-
KOXKHX 1 ITOyX0pA0BbIM. Ho 1 OrtatepaibHO-CHMMETPHYHBIM MOy XOPIOBBIM
TaK)K€ CBOMCTBEHHA HEKOTOpas acuMMmeTpudHocTb. Eme ¢ XIX B. u3BecTHO
(Bateson, 1885; Spengel, 1893), 1 cOBpeMEHHBIC UCCIIECAOBAHUSI ITO MOATBEPIK-
naroT (Rupper, Balser, 1986; Stach, 2002), uTo mopa mepBoro HemapHOTO 1eJioMa
(mpororens) y Saccoglossus OTKpbIBaeTCs Ha JIEBOH CTOPOHE U 3TO OTBEPCTHE
BITOJTHE CIIPABEJIMBO TOMOJIOTU3HPYIOT C ITOPOH JIEBOTO aKCOIEIST UTIIOKOKHUX.
HenaBHo ObLIH MONTyYeHBI JaHHBIE O TOM, UTO Y Saccoglossus kowalevskii niep-
Bas »xaOepHas LIeb Ha JICBOM CTOPOHE Pa3BUBAIOTCS ObICTpee, YeM Ha MPaBOH.
Kpome Toro, Ha ofHO#l u3 cTanuii HaOJIONACTCS BPEMECHHAs acUMMETpHs B
pa3BHUTHS, KOTOpas 3aKII0YAETCS B TOM, YTO Ha JIEBOW CTOPOHE >KaOEepHBIX IIe-
JIe pa3BHBAETCS JIBa CKEJIETHBIX DIIEMEHTa, a Ha MpaBoil Tonbko ofauH (Kaul-
Strehlow, Stach, 2013). 3Tu 4epTsl CTPOCHUS U PA3BUTHS TOIYXOPAOBBIX JIOKA-
3BIBAOT, YTO UM TAKKE CBOMCTBEHHA HEOOJIbIIAs ACHMMETPUSI, BBIPAKAIOIIASICS
B HEKOTOPOM MpeodialaHuu JIEBBIX 1IeJIOMOB IIPpU Pa3BUTHH. MOXHO ¢ 00Jb-
IO JI0JIel BEPOSITHOCTH KOHCTATHPOBATh, UTO HE TOJIBKO MPEIKAM UTTIOKOKUX
M XOPIIOBBIX, HO M MIPEIKaM BCEX BTOPHYHOPOTHIX ObLIa CBOWCTBEHHA Omjare-
pajpHas aACHMMETPH S, BEIPAKAIOMIASCS B TPEUMYIIIECTBEHHOM Pa3BUTHH JIEBBIX
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IEJIOMOB. Y XOPJIOBBIX 3Ta aCHMMETPHSI COXPAaHUIIACh, Y HTIIOKOKHUX YCHUITHIIACH,
a 'y TOJTYXOPJOBBIX HUCXOIHAS ACHMMETPHUS COXPAHMIIACh JTUIIH KaK HeOOJbIIIHe
«cTenp» B OHTOTEHE3e, M, MOJKHO TIPE/IONIOKUTh, 4To pazeutne Hemichordata
IO IMyTEeM YCUJICHHS OWIaTepajbHOCTH M HHUBEIHPOBAHUS aCCHMETPUYHBIX
YepT UX CTPOCHUS.

Bompoc o mpoucxoxkieHue naTuiay4eBold CAMMETPHH Y UTJIOKOKHUX HE pac-
cMaTpHUBaeTCs B HACTOsIIEH cTarbe. OTMeuy TOJIBKO, UTO, HA MO B3TJIsI L, HAanbo-
nee 000CHOBaHHOM TipeacTaBissercs rumote3a C. B. PoxkHOBa 0 BOSHUKHOBEHUHT
MATHIYYEBOW CHMMETPUHU UTIIOKOXKHUX depe3 aCCHMETPUUYHYIO CTAIHIO TTyTeM
3aKpy4HMBaHUs U 3aMbIKaHH HCXOmHOM Metamepuu (Rozhnov, 2002; PoxHOB,
2008, 2010, 2012). Y coBpeMEHHBIX UTTIOKOKUX, B TOM YHCJIE Yy TOJIOTYPUH, TIs-
TUJTy4YeBasi CHMMETPHSI IPOSIBIIIETCS, IPEXKIE BCETO, B CTPOCHUH aMOyIaKpalb-
HOMW CHCTEMBI, KOTOpast sIBJISIETCS IPOU3BOIHBIM THjpotess. OHa nmpencTaBieHa
aMOyJTaKpa bHBIM KOJIBIIOM M OTXOMSIIIMMH OT HEro 5 paauaibHBIMU aMOyJa-
KpallbHBIMU KaHajaMu. OT KOJIbIIa OTXOAHUT TaKKe KaMEHUCTHIH KaHal (MHOTAa
OH TIOJIMMEPU3UPYETCs) U, Y TOJOTYpPHil, MONueB My3biph(r). OT paanaibHbBIX
aMOyJaKpaibHbIX KAHAJIOB y OOJBIIMHCTBA TOJNOTYPHHA OTXOASAT KaHAIbBI K IIYy-
najeiam (puc. 2a). Y ronorypuii otpsaa Synaptida paguaibHbie aMOyIaKpaib-
HbIC KaHaJIbl PEAYyLHUPOBaHbl U aMOylaKpasbHble KaHaJIbl POTOBBIX MIyTIaliell
OTXOMST IPSAMO OT aMOyJIaKpaIbHOTO KorbIla (puc. 20). C amOynakpaabHON CH-
CTEMOM TECHO CBSI3aH PsJI IPYTUX CHCTEM OPTaHOB — HEPBHAS CHCTEMA, FeMalTh-
Hasl CUCTEMAa M COIPOBOXK/IAIOIIUE X CUCTEMBI MOJIOCTEH. DTH CUCTEMBI TAKKE
MUMEIOT CXOAHBIN MEHTaMEPHBIH MJIaH CTPOSHUS U MIPECTaBICHbI COOTBETCTBY-
IOIIMMH KOJIBLIAMH (3KTOHEBpAJIbHOE HEPBHOE KOJIBIIO M IEMabHOE KOJIBIO) OT
KOTOPBIX OTXOJISIT OTBETBJICHUS B paauychl. OJJTHAKO MATHIy4eBass CHMMETPHUS
WTIJIOKOXKUX TIOYTH HUKOTa He OBIBAET IMOJTHOM M HapyIIaeTCs TTOJI0KEHHUEM OCe-
BOTO opraHa (y roJIOTYpui OH He Pa3BUT KaK eIMHOE MOP(OIOTHIECKOe 1eN0e),
KaMEHHCTOr0 KaHaJla, OTKPBIBAIOLIETOCsS Ha MaJIpernopoBOil miacTuHke (y ro-
JOTYypUl B CBS3HM C pelyKLHEH CKeleTa MaapernopoBas IJIACTHHKA HE pasBHU-
BaeTCs U KAMEHHCTBIM KaHaJI UCXOJJHO OTKPBIBAETCS HAPYIKY MEIHOI0PCATBHO
3a BEHYHMKOM Iymnaner). [IaruinydeBas cCHMMETpHS Y TOJIOTYPHIA HapyIIaeTCs
TaKXXe PacIoIOKEHNEM eIMHCTBEHHOTO TTOJIOBOTO OTBEPCTHS, PACTIOI0KEHHOTO
BOJIM3U OTBEPCTHUSI KAMEHUCTOTrO KaHalla. KMIIEeYHUK y TONOTYypHl U MOPCKHUX
eXeH JenaeT 3aMeTHYIO HETII0, M 3TO NMEeTIe00pa3Hoe CTPOCHNE KUIICYHUKA SB-
nsieTcst oTpakeHreM npoxoxaeHus Eleutherozoa cuasiuedd ctaguu co pToM U
aHyCOM PACIIOJIOKCHHBIMH Ha TPOTUBOIIOJIOKHOM OT TPYHTa OpalibHOM CTOPOHE
HarpayieHHOH BBepX (PoxxHoB, 2012) (puc. 3).

OO0 0COOCHHOCTAX MATHIYUYCBONH CHMMETPHHU TOJIOTYPHH U OTIHYHUS €€
OT TSATHJIYYeBOH CHMMETPUU OCTAJIbHBIX HTIOKOXKHX peUYb MOWAET HUXKE
npu 0OCYXKJIEHUU BO3HUKHOBEHHS TaKOW CHEHH(PUUYECKON YepThI TOJOTY-
pUii, KaK pa3BUTHS 5 MEPBUYHBIX HIyIaJel U 5 paJuaibHBIX aMOyJlaKpalib-
HBIX KaHaJOB.
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Puc. 3. Cxema BHYTpEHHEr0 CTPOCHUS 1 TTIaBHAS OCh CAMMETPHU: @ — O(UYPBI, 6 — MOPCKOM 3BE3IbI,
6 —OJIOTYPHUH, 2 — IIPABUJIBHOIO MOPCKOTO €ka, 0 — MOPCKOH sty (o PoxxHoB, 1912, M3MeHEHO).

Hapsiny ¢ narunyyeBoii ronoTypuu o01aialoT XOpoIIo BeIpaKeHHOH Oula-
TepajJbHON CUMMETpHUEHN. Y TOJOTYpUN pa3IiMnyaroT NMepeHUN U 3aJHUN KOHEell
Tela U BEHTPAIbHYIO (C Tpems psaamMHu aMOyJlakpajbHBIX HOXEK — TPUBHUY-
MOM) U JTIOpCaJbHYIO (C ABYMS psgaMu amOylaKpalbHbIX HOXKEK — OMBHYMOM)
cTopoHBI (pHc. 4e, o). [on0Typun uMeroT OMnaTepanbHO-CUMMETPUYHOE H3-
BECTKOBOE OKOJIOTJIOTOYHOE KOJIBIIO, CHMMETPUYHOCTh KOTOPOTO MOXKET OBIThH
BbIpa)k€Ha OYeHb CHIIBHO (puc. 4u). [oHana y rojoTypuil HemapHas, HO OHa
HOAPA3JeIIIeTCsl Ha IIPaBYyIO U JIEBYIO YAaCTH, JEKallKe 110 00e CTOPOHbI MeIu-
0JI0pcalibHOro Me3eHTepus. IIpu pa3BUTHH y roJoTypUil MEIHOBEHTPAJIbHBIN
paauanbHBI aMOyJIaKpaJbHOM KaHal, JISKAUIi B OMiaTepanbHON MIOCKOCTH
roJOTypUH, pa3BUBAETCs ObICTpee OCTaIbHBIX. MeIUOBEHTPAIbHBINA paanalb-
HBII SKTOHEBPAJIbHBIN TSAK HAUMHAET Pa3BUBATHCA TIEPBBIM U B CBOEM PA3BUTHUHU
orepe)kaeT OCTaJbHbIE HEPBBL. 3a HUM CIEAYIOT JEBBIN 1 MPaBbIil JOpcabHbIe
HEPBBI, U TIOCIICAHUM JaTepoBeHTpabHbIe (Mashanov et al., 2007).

Panee muorue nccnenosarenu (Becher, 1907, 1909; Runstrom, 1927; ®emo-
ToB, 1951; Hyman, 1955, beknemumes, 1964; Kerr, Kim, 1999 u np.) cuuranmy,
4YTO OHMyaTepajibHas CUMMETPUS Y TOJOTYpUH BO3HHKJIA BTOPUYHO U HE CBS-
3aHa ¢ OWJIaTepaJibHOW CUMMETPHEH CBOMCTBCHHON WX JIMYMHOYHBIM CTajH-
am. Kepp n Kum (Kerr, Kim, 1999) nonararot, 4To pazButne OmiatepaiabHOI
CHUMMETPHH y TOJOTYPHUHA OBIII0 HHAYITHPOBAHO BHEITHEH CPEIO M 3aTparuBa-
€T TOJBKO MPHU3HAKHM BHELIHEH Mopdonoruu. MccnenoBanus pa3BUTH TOJIOTY-
puii cemeiictBa Stichopodidae, npennpunsiteie Ckorom Cmaiinu (Smiley, 1986)
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Puc. 4. BunarepanbHOCTh y TONOTYypHii: a — Oneirophanta mutabilis (Aspidochirotida, Dei-
matidae); 6 — Elpidia heckeri (Elasipodida, Elpidiidae); 6 — Psychropotes mirabilis (Elasipodida,
Psychropotidae); e — Amperima naresi (Elasipodida, Elpidiidae); 0 — Enypniastes eximia (Elas-
ipodida, Pelagothuriidae); e — Cucumaria frondosa (Dendrochirotida, Cucumariidae); oxc — Apos-
tichopus japonicus (Aspidochirotida, Stichopodidae); 3 — Hadalothuria wolffi (Gephyrothuriida,
Gephyrothuriidae); 1 — u3BecTKOBOE TIIOTOUHOE KOJIBIO Myriotrochus eurycyclus (Synaptida,
Myriotrochidae): 1 — Bi ¢ BEHTpaJIbHOW CTOPOHBI, 2 — BUJI C IPABOH CTOPOHHI (¢, 6 — 3 Hansen,
1975; 6 — u3 BapanoBoii, 1989; ¢, 3 — u3 Hansen, 1956; 0 — mo Mitsukuri, 1912 u3 Kaestner, 1963;
e — u3 BaHoB u ap., 1946; oic — u3 MBanos, Ctpenkos, 1949; u — u3 Heding, 1935).

u ManaxoBbiM 1 YepkacoBoii (1991, 1992) nokazanu, yto OunarepaibHas ILIO-
CKOCTh JIMUYMHKHU TOJOTYPHii ¢ coBIasaeT ¢ OmaTepanbHON MIOCKOCTBIO CHM-
METPUHU B3POCIIOr0 JKUBOTHOr0. Pa3BuTHe OunarepanbHOCTH y TOJNOTYPHH, 1MO-
BUJIIMOMY, BO MHOT'OM CIIOCOOCTBOBAJIO TO, YTO OHHM MEPELUIH K TOI3aHUI0 Ha
BEHTPAJIBHON CTOPOHE JIMYMHKU. TakuM o0pa3om, OuiarepanbHas CUMMETPHUS
roJoTypuil He BO3HHMKJA BTOPUYHO U HE SBJIAETCS OBEPXHOCTHOM, CBSI3aHHOMN
C BHEIIHMMH MOP(OIOTHYeCKMMH NpHU3HAaKaMHM, Kak mnosararoT Kepp u Kum
(Kerr, Kim, 1999), a cTana pa3BuBaThcsl Ha OCHOBE OMJIATEpPaNbHON, UITH, €CITH

4 Kax yske OBLIO CKa3aHO BBIIIE, HA CAMOM JieJie ¥ IMIMHOK TONOTYpHii OMiIatepaabHas CHMMe-
TpHs He ABJISIETCA NOJTHOI — OHAa HapylleHa HepaBHOMEPHBIM pa3BUTHEM L1€JIOMOB IIPaBOH U Je-
BOi1 cTopoH. [ToaTOMY 5 TOBOPIO O OMITaTEepabHON TIOCKOCTH JTMYHHOK TOJOTYPUN ¢ HEKOTOPOH
JIoJIel YCIIOBHOCTH.
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OBITH OOJIEE TOUHBIM, OFITATEPAIbHO-ACHMMETPHUIHON CHMMETPHH JTUYWHOK, a
BO3MOXKHO U AajieKuX mnpeakos Deuterostomia. 3To 00BsICHSET, TOYEMY OCEBBIC
OTHOLLIECHHUSI IMYMHKHU U B3pOCIION 0cOOHM Y rOJOTYpUH COBIAaAalOT, TOUHEE, CO-
XpaHAT MPECMCTBEHHOCTD. Hanuune 6I/IHaTCpaJ]I>HOI71 IMJIOCKOCTU CUMMETPHH,
COBITAIAOMICH C TIIOCKOCTBIO CAMMETPUH JTMYMHKH PE3KO OTIINYACT TOJIOTY PH
OT HOAABJISAIOLIETO OONBIINHCTBA UTTIOKOKHUX.

HecMoTpst Ha «ucXomHyI0» OMIaTepalibHOCTh, HECOMHEHHO, 00pa3 *KU3HU
roJOTYypUN OYEHb CHJIBHO CKa3bIBAETCSl HA CTENEHU Pa3BUTHUs OMIIaTepalbHBIX
4epT ux Mopdosoruy. YcuieHue 4epT OuiaTepaibHOM CUMMETPUHU Y TOJIOTY-
puii ObLIIO CBA3aHO C MEPEXOJ0M K MOJBIKHOMY 00pa3y xu3nu (bekiemunies,
1964), uTo xopomio coriacyercs ¢ mpuHuumnom cummeTpun [1sepa Kropu Hemns-
351 pacCMaTpUBaTh CUMMETPHUIO T€JIa HE YUYHUTHIBAs CUMMETPHH OKpY’Karoliei
ero cpenbl. OCOOEHHO ApPKO OMIIATEpaIbHOCTH MPOSBISETCS y NPEACTaBUTE-
neit orpsna Elasipodida (puc. 46-0) u ronorypuii cemerictea Deimatidae (ot-
psin Aspidochirotida) (puc. 4a), Benymux noaBMXKHBIA 00pa3 xu3HU (Smirnov,
2012). bonpmMHCTBO MpecTaBUTEIeH ITUX TPYIIN aKTUBHO MEPEBUTAIOTCS O
cyOCTpaTy NpH MOMOIIU CIEIUATBHO Pa3BUTHIX KPYIHBIX aMOyJaKpajibHBIX
HOXeK (puc. 4a, 0, ). Pan Elasipodida mproOpen cniocoOHOCTh K TTaBAaHUIO U
BeZleT OCHTONeNarndeckuit (puc. 4 a) 1 maxke TIaHKTOHHBIA 00pa3 KU3HU. AM-
OyJlakpajbHble HOXKKH Yy HUX CPOCIHCH U 00pa30Baji CleHaIbHbIC IEpeIHUC
W 3aJHUE JIONAcTH, clysKamue OaJaHCUPaMU MPH MJIaBaHUH U BBIOIHSIOLIUE
POJIb IJIaBaTEIbHBIX JonacTel (puc. 46-0). Y obnanaronux Hauboiee BblpakeH-
HOH cpenu roJoTypuii OunarepansHoii cummetpueii Elasipodida nmeeTcst Tob-
KO JIB€ IIapbl CTAaTOLIMCTOB, PACHOIOKEHHBIX Y OCHOBAHUS JIATEPOBEHTPAIbHBIX
paznaIbHBIX HEPBOB, TOINA Kak B oTpsae Synaptida, Takyke 00nagarommx cra-
TOLIMCTaMH, TIAPHBIE CTATOLMCTHI PACIIoIaraeTcs y KakKJ0ro U3 5 paanaibHbIX
HepBoB. OHAKO OujarepasbHble YepThl B CTPOSHUHM MMEIOTCS Uy MaJonoj-
BIDKHBIX TOJOTYypuil. OHH CBOMCTBEHHBI M MEJICHHO TMEPEABUTAIONIUMCS 10
MOBEPXHOCTH TPyHTa rofoTypusimM otpsiia Aspidochirotida (puc. 4orc), u mao-
MOJBIKHBIM cecToHO(aram otpsima Dendrochirotida (puc. 4e) u obuTaromum B
TOJIIIE TPYHTA TONOTYpHsM oTpsaoB Synaptida (puc. 4u) m Molpadiida. buna-
TEpaJIbHBIC YEPTHl CTPOCHUSI MOTYT OBITH Pa3BUTHI Y T'OJOTYpPUH OYEHBb CHIIb-
HO, I OBITH c1a00BBIPaKEHHBIMH, HO B TOW MJIM MHOW CTENEHU OMaTepaib-
HOCTbh CBOMCTBEHHA BCEM TOJIOTYpPUSAM U 3TO CBUACTCILCTBYECT O TOM, UTO OHA
BO3HMKJIA HA CaMbIX paHHUX dTamax MnpoucxoxjaeHus kiacca Holothuroidea,
o ux auddepeHInanuy Ha pa3TuIHbIe KU3HEeHHBIE (hopMmbl. bumarepanpHas
MJIOCKOCTh CHMMETPHH Y TOJNIOTYPHIl COBMEIIAETCS ¢ MATUIYUCBON M MPOXOIUT
yepe3 MEeIMOBEHTPAJIbHBIA pajnyc U MEAMOAOPCANbHBIN HHTeppaaunyc. Ecte-
CTBEHHO BO3HUKAeT BOIIPOC, KAKUM >K€ 00pa3oM IMPOHM3O0LLIO COBMEIICHHUE Y
B3POCJION CTaJUU OHTOTE€HE3a I'OJOTYPHUM ISATHIYYEBOH CUMMETPHUH, KOTOpas
pa3BuiIach Yepe3 aCHMMETPHUHYIO CTAJINI0, M OHIIaTepaIbHON CHMMETPUH, CO-
BITaJIAfONICH ¢ OMITaTepallbHON CHMMETpHel THINHOYHON cTagun?
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Ha moii B3, B mpoLiecce CTaHOBJICHUS U 9BOJIFOLIUU TOJIOTY PHii, B TOM YHC-
Jie ¥ Pa3BUTHIO Y HUX OWIaTepaibHOW CHMMETPHH, OUYeHb CYIIECTBEHHYIO POIh
UT'PaIK TPOIIECChl TETEPOXPOHUU H €€ YACTHOTO ciiydas negoMopdosa. ['erepox-
POHHUS — U3MEHEHUE OTHOCUTENIBHBIX CPOKOB MPOIIECCOB PA3BUTHUSI, SIBISETCS, 110
MeTKoMY BeipakeHUI0 Padda u Kopmena (Raff, Kaufman, 1983) knaccuyeckum
MEXaHHU3MOM SBOJIIOIIMOHHBIX M3MEHEHUU. [eTepoXpoHHOE pa3BUTHE yHacTe U
OpPraHOB — MO3aWYHAsl ABOJIOIUS UTPAET OONBIITYIO POJIH B ABOIIOIHUH JKABOT-
HbeIX 1 pactenuit (De Beer, 1958; Simpson, 1961; Takhtajan, 1991; Gould, 1977,
McNamara, 1986, 1997; McKinney, McNamara, 1991; McNamara, McKinney,
2005; Maptsinos, 2011). «B pe3ynbsraTe MO3anyHON PBOTIOIUN B OTHOM U TOM KE
OpraHu3Me MBI MOXKEM HAOIONATh HAPSIAY CO CTPYKTYpPaMH OTHOCHTEIBHO TIPH-
MUTHUBHBIMH, T. €. HAXOIAIUMHUCS Ha OTHOCUTEIHHO HU3KOW CTYTIEHU Pa3BUTHS,
TaK)Ke CTPYKTYPBI O0JIee crienruaan3upoBaHable. OpraHu3M MOXKET IPEICTaBIATh
co0O0M, cleA0BaTeIbHO, COUETaHNE DJIEMEHTOB Pa3HOW CTETICHH 3BOJIFOIIMOHHOTO
pasButus» (Taxrtamxan, 1966, c. 26-27). Ponb rerepoxpoHuil B CTaHOBJICHUH
IJIAHOB CTPOCHUS Yy Pa3UYHBIX KIACCOB MTTOKOXKHX HA MAJCOHTOJIOTHYECKOM
MaTepuaie Obuta nmokasana PoxxaossiM (PoxxHOB, 2009). ABTOp B 3TOH CTaThe pac-
CMaTpHUBaJj B MEPBYIO OUYEPEIh CTPOCHNE HCKOMTAEMBIX OCTATKOB IIEIBIX OPTaHM3-
MOB, 1 KJIaCC TOJIOTYPHI MO 3TOM MpUYnHE HE OB UM TTOJIPOOHO TTPOAHATH3HPO-
BaH, TIOCKOJIbKY HCKOIIA€MbIE OCTAHKH I'OJIOTYPHIA B TIOJIABJISIOIEM OOJIBITUHCTBE
MPEJCTABIICHBl OTJCIBHBIMA MUKPOCKOITMYECKUMHU DIIEMEHTAMHU WX CKEleTa —
CKJIEPUTAMH U CETMEHTAMH W3BECTKOBOT'O TJIOTOUHOTO KOJIBIIA, & HAXOAKHU IEIBIX
aK3eMIUTsIpoB MckonaeMbix Holothurioidea kpaitne peaxu (Smirnov, 2012; Reich,
Stegemann, 2013). Hixe 51 mocTaparoch BOCIIOIHATE dTOT IIPOOEIT Iy TeM aHaIN3a
MOPQOIOTHIECKIX 0COOEHHOCTEH CTPOSHHSI TOIOTYPHUHL.

OnHUM U3 CIEICTBUIN TeTEPOXPOHUH SBISICTCS siBIIieHUE ieqoMopdo3a. Ile-
IoMOp(03 UTpaeT BaKHYK POJb B BO3HUKHOBEHUU KPYITHBIX TAKCOHOB IKHU-
BOTHBIX U pacTenuil. Tak, Jle bup (De Beer, 1958) npuBoguT AJIMHHBINA CIUCOK
KPYIHBIX TAKCOHOB, KOTOPbIE MOTJIM ITPOU30UTH ITyTeM negomopdo3a. K atomy
CITHCKY, TTO-MOEMY, HECOMHEHHO clieayeT 100aBuTh U kiacc Holothuroidea.

[Ipennonoxenne o neqOMOP(HHOM MPOUCXOKISHUU TOJIOTYPUN OBLIO BEI-
ckazano eme B XIX B. B HacTosiee Bpems ero nogaep:xxkusatoT bpyno I»sung
u Puy Mywu (David, Mooi, 1996, 1998; Mooi, David, 1997). llpunepxxuBaercs
€€ U aBTOP HACTOSILIEN CTaThU.

YV UTJIOKOXKHX, B YACTHOCTH, y OMMKANUIITNX COBPEMEHHBIX POJCTBEHHHUKOB
TOJIOTYPUM MOPCKUX €XeM, 5 MEePBUUYHBIX BBIPOCTOB THAPOILIEIS JAl0T Hayajo
5 paauaibHBIM KaHajlaM, KOTOPBIE PacTyT 0 KOHI[A TeJla )KUBOTHOTO M BEPIIH-
HBI 5 TIEPBUYHBIX BEIPOCTOB TUIPOIIEIIS, OKa3bIBAC€TCS YAAIEHHBIMHA OT POTOBOTO
OTBEPCTHUSI ¥ PACTIOIATAIOTCS HA TTPOTHUBOIOJIOKHOM a00paIbHOI CTOPOHE Tea.
3o0Ha pocTa U 100aBICHHE HOBBIX HOXKEK U IJIACTUHOK MPOUCXOAHUT B pailoHe,
MPUMBIKAIONIEM K aJ0padbHOMY KpParo OKYJISIPHBIX IJIACTHHOK, HECYIIUX Tep-
BUYHYIO (TEPMUHAIBHYI0) HOKKY. Pa3BUBIIMECS TIEpBRIME TE€PMUHAIBHBIE HOX-
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primary podium

genital plate y G pedicellaria

Puc. 5. Cxema 00pa3oBaHHs CKEIETHBIX INITACTHHOK Yy MOPCKHX
eXell — MPaBUJII0 OKYJISPHBIX MIacTHHOK (13 David, Mooi, 1998).

KM OKa3bIBAIOTCS HA CTOPOHE MTPOTUBOIIOJIOKHONH POTOBOMY OTBEPCTHIO, CaMbIE
MOJIOJIbIC MJIACTUHKH OKA3bIBAIOTCS PACIIONOKEHHBIMU OJIMKE K alTMKATIbHOW CH-
CTeMe, a caMble cTapble Oirke Ko pTy. Myu u J[9BH Ha3bIBAIOT 3Ty MOCIIEI0BA-
TEJTBHOCTH 00pa3oBaHUe aMOYJIaKpaJbHOTO CKeJleTa U, COOTBETCTBEHHO aMOyia-
KpaJbHBIX HOXKEK, TPABUIIOM OKYJISIPHBIX MIacTHHOK Mooi et al., 1994) (puc. 5).

VY ronotypuii 5 NEpBUYHBIX BBIPOCTOB THAPOIEIS JAIOT HAYAI0 S5 TIepBUY-
HBIM LIyTNalblaM, PacloiaralouMcs OpalibHO, a paJuaibHble aMOyJlaKkpaib-
HbIC KaHAJIBI PA3BUBAIOTCSl HA Pa3pacTaroeMcs THIPOIEIe MEX/1y HUMH O3/
Hee W 3aKaHIMBAIOTCS abopanbHO (puc. 6). 3emoH (Semon, 1888) oOpartwt BHU-
MaHHWe Ha TO, YTO aMOyJaKkpaJbHbIe HOKKHU TOJIOTYPHIl HE 00pa3yIoTcsi TEpMHU-
HAJIBHO, KaK Yy IPYTUX UTIIOKOKUX, U MPEATION0KIIL, YTO IEPBUYHBIE NIy TaTbIla
rOJIOTYPUH TOMOJIOTUYHBI PaJIATIbHBIM aMOYJIaKpaIbHBIM KaHAJTaM OCTAJIBHBIX
UTJIOKOXKHUX, & paJiHalibHble KaHAJIbI TOJIOTYPHH SBISIOTCS HOBOOOpA3OBAHHEM.
Takasi TpaKTOBKa IEPBUYHBIX HIYMaJell U paJuaibHBIX aMOyJIaKpalbHBIX Ka-
HaJIOB TOJOTYpui Oblma mpuHATa [[PBUIOM W Myu mpu pa3paboTKe UMHU dKC-
TpaKCHaJIbHO-aKCHATFHON TUIIOTE3bI CTpOeHUs Uriokoxux (David, Mooi, 1996,
1998; Mooi, David, 1997).

ITo moemy npennonoxennto (CmupHOB, 2008), y TOIOTYpHil TPOU3OILIO Pa3-
JeTIeHNe eIUHBIX PaJralbHBIX aMOyJlaKpajlbHBIX KaHAJIOB Ha TEPBHYHBIC IIY-
nayblia ¥ cOOCTBEHHO pajifiajibHble aMOylakpalibHble KaHajbl. JTO W3MCHEHHUE
OHTOTeHe3a MpuBeJo K auddepeHnuanyy GyHKINH aMOyTakpaIbHOW CHCTEMBI
rojoTypuil. OHa mofpasenuiace Ha: 1) IEHTpaTbHYIO YacTh MPEACTaBICHHYIO
aMOyIaKpabHBIM KOITBIIOM, TTIOJTUEBBIM ITy3bIPEM 1 KAMEHUCTHIM KaHAJIOM; 2) TIy-
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MaJIbLIEBbIN anmnapart, BBITIOIHSAIOIINI B OC-
HOBHOM (D)YHKIIMIO TIUTAHUS, U 3) pauaib-
Hble aMOyJIaKpalibHbIC KaHAJbl, HECYIIUe
JIOKOMOTOPHYI  (yHKIM©0. M3meHeHue
OHTOI€HE3a Ha CTaJAWM 5 MNEPBUUYHBIX LIy-
majer, KOTopoe OBIJIO BBI3BAHO MX 000CO-
OneHreM, BOBMOXHO, TIPUBEINIO K TOMY, YTO
pa3BUTHE C KaTacTPOPHUECKHUM METamop-
($o30M, TPU KOTOPOM BCE TEIO JUYHMHKHU
pe3opoupyeTcs, a B3pOCIOE TEIO CTPOUT-
Csl TMPAKTHYECKH 3aHOBO, OBLIO IMPEPBAHO
Ha paHHel ctamgun. OHTOTCHE3 TOJOTYPH
CTal DBONIOTUBHBIM, a CaMO pa3BHTHE
OBUIO CHIJIFHO BHJIOM3MEHEHO. YTpara Ka-

TaCTpOPHUUYCCKOI0 METaMOop(Po3a IIpUBEIIa .
pod pd P Puc. 6. Pa3Butne amOynakpanbHOI

K yCHJICHUIO IE€TCPOXPOHMM PASBUTUSA LIPU-  cycrembry Caudina ransonnetii. O6o3na-
3HAKOB, OTHOCAIIUXCA K Pa3HBIM KOOpAWHA- YeHus: an — aHyc; dp — gopcanbHas mopa;
LUOHHBIM LEIISIM, ITOCKOJIBKY MX Pa3BUTHUE ent— SHTEPONEIE; § — KHIICIHAK; MVIC —
6 MCANOBCHTPAJIbHBIN aM6yJ'IaKpaJILHBII/I
MePeCTano ObITh TECHO CLETUICHHBIM, KAK 1t ono nonomsriikanan: rdrc—mpabiii
3TO MMEET MECTO OBITh MpPU KaTaCTpPOMH-  popcambHbI aMOyIaKpalbHBIA KaHA;
yeckoM MeTamopdose. Y rojgoTypuil Tejo ~ IVIC — NpaBbiil BEHTPAIbHBIH amOyiia-
KpaJbHBI KaHaJl, Stm — CTOMOJIEYM;
B3pOCJIOr0 OPTaHM3Ma CTaj0 Pa3BUBATHCA ¥ ey
tI-tV — nepBruHBIe mynangsna (o Inaba,
Ha OCHOBE TEJA JIMYMHKH, & JUYMHOYHBIE  1930).
TKaHW YaCTHIHO CTaJIH BKJIIOYATHCS B TEJIO
B3pOCITIOH TOJIOTYPHH.

C 0011101 JT0JIEH YBEPEHHOCTH MOKHO TOBOPHUTh, YTO B TECHOME TOJIOTY PHIA
COXPaHUIIUCH JJAHHBIC O CTPYKTYpE U CTPOCHUU PaTUAIBLHOTO KOMILIEKCa Op-
raHoB (paguadbHBIX HEPBOB, SITUHEBPATILHBIX, THITOHEBPAIHHBIX M T€MaJbHBIX
KaHaJIOB), HO WX Pa3BUTHE, B CBSA3M C 00pa30BAaHHEM TEPBUYHBIX IMYITAJICI U
yTpaToi KaracTpopuIeckoro MmeTaMmopdo3a, CTaio IPOUCXOIUTh BUION3MEHEH-
HBIM IIYTE€M: MPU PA3BUTUU CTAJIO BO3MOXHBIM HCIOJb30BaTh TEJIO JTUYUHKH;
paauanbHble aMOyJTaKpaIbHbIC KAHAJIBI CTAJIU 3aKJ1a/IbIBAThCs HA aMOyJIaKpaib-
HOM KOJIBIIC TIO3KE U M3MEHHUJIU MECTO CBOETO OTXOXKICHUS, yTPaTHICS Ipa-
BUJIbHBIM TIOPSIZIOK 00pa30BaHMs aMOYJIaKpabHBIX HOXKEK — HO COXPaHUJIUCH

CMOCOOHOCTH K X 00pa30BaHUIO U UX CTPOCHHE °; painaibHbIC AMUHEBPATbHBIC

5 3akuajika aMOynaKpadbHBIX HOXKEK y TOJOTYPHIl HE B CTPOrOM COOTBETCTBUH C TIPABUIIOM OKY-
TApHBIX TUTacTUHOK (Mooi et al., 1994), mo-BunuMomy, cBsi3aHa ¢ BUJION3MEHEHHBIM Pa3BUTHEM
paaraibHBIX aMOyIaKpaJbHBIX KaHAJIOB U ¢ penykiuei ckenera. Xaynae (Haude, 2002, p. 147)
MPEIoIaraeT, YTO B CBSI3H C PeAYKIIMeH cKeleTa ObLI MOTepsiH KOHTPOJb Ha/l IPaBUIBHOCTHIO
obpaszoBanus aMOyJIaKpajJbHBIX HOKEK B MEPHAMOHAIBHOM HampaBieHnu. KocBeHHO romoro-
THIO PajinaJIbHbIX aMOYJIaKpadbHBIX KaHAJIOB TOJOTYPUH U MOPCKHX €XKEi ITOATBEPXkKIaeT TOT
(axT, 4TO y TONIOTYpHI caMas mepBas 3akiaablBaroniascs aMOyiakpasbHas HOKKa BCeraa pas-
BUBAETCs ObICTpPEE OCTAJIBHBIX M 3aHUMACT TEPMHUHAIBHOE TOJOKEHHE, TO €CTh IPUHUMACT Ha
ce0st pyHKIUIO CBOWCTBEHHYIO TEPMUHAJIBHOI HOXKKE MOPCKUX €XKEH.
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Puc. 7. Cpes depe3 pagnycsl: a — TOIOTYpHH, 6 — MOpPCKOro exa. O0o3HayeHus: 1 — -
HEBPAJBHBIA KaHaT; 2 — SKTOHEBPAJIbHBIA HEPBHBIN TSK; 3 — THIOHEBPATIBHBIA HEPBHBIN TSK;
4 — runoHeBpaIbHBINA KaHaJ; 5 — reMalIbHbIM CUHYC; 6 — paauaybHbIi aMOyIaKpasbHbII KaHa;
7 — amOyakpanbHEIH KaHal HOXKH (1o Lang, 1984, n3ameneno).

HEPBHBIC CTBOJIBI CTAJI Pa3BHBAThCS KaK BBIPOCTHI 3a4aTKa SMHMHEBPAJILHOTO
HEPBHOTO KOJIBIIA; SITUHEBPAJIbHBIE KaHAJBI CTAJIA Pa3BUBATHCS MyTeM 00pa3o-
BaHMS TOJIOCTH B TKaHU, JISKAIEH KHAPY KU OT paJuaibHbIX HEPBOB.

OKBUGUHAIBHOCTh Pa3BUTHS JEMOHCTPUPYET OTCYTCTBUE OIHO3HAYHOM
MPUYUHHON CBS3M MEXKAY MPEIbLIYIIUMHU U MOCIEAYIOUUMHU CTaJAUSIMU OHTO-
reHe3a. ITo MPUBOJUT K TOMY, YTO PaIUaTbHBINA KOMILJICKC Y TOJIOTYPHI OKa3bl-
BAETCS YPE3BbIUANHO CXOIHBIM 10 CTPOCHHIO C PAIUAIBHBIM KOMITJIEKCOM MOP-
CKHX eXel (puc. 7) U, B HECKOJIBKO MEHBIIIEeH cTernenn, npyTrux Eleutherozoa, me-
CMOTpS Ha BUJIOW3MEHEHHBIN CITOCO0 pa3BUTHS. DTO, HA MOH B3I, CBU/ICTETh-
CTBYeT 00 MX TOMOJIOTrHH (KPUTEPHUH CIIEIIUATBLHOTO KauecTBa CTPYKTyp Pemane
(Remane, 1956, S. 42-45)), u, COOTBETCTBEHHO, O TOMOJIOTHUHY PaJIUAIbHBIX aMOY-
JIAKPOB TOJIOTYPHUI pauaibHbIM aMOyJIaKpaM OCTalbHBIX HUIVIOKOKHX. Takum
00pa3zom, X0Ts TONOrpapryuecK pauaibHbIi KOMIIJIEKC Y TOJIOTYpUN OKa3bIBa-
eTCsl CIBUHYT OTHOCHUTEIBHO pauaIbHOTO KOMIIIeKca ocTanbHbIX Eleutherozoa
MPHOIM3UTENBHO Ha 36 TPaaycoB B «MHTEPPAAHAIBHOS) TIOJIOKEHHE, a PSIT €T0
CTPYKTYp pPa3BUBAETCs IyTeM 3MOPUOHM3AIMH (YTO HE PEAKO IMPOUCXOAHT B
pa3IUYHBIX TPYIIIAX XUBOTHBIX), OH SIBJISICTCS TOMOJOTMYHBIM PaJHaIbHOMY
KOMIIJIeKCy opraHoB octanbHbIX Eleutherozoa u mzomopden nm. [loatomy st He
MOT'Y COTJIaCUThCS ¢ mpeamooxkenueM I3euaa 1 Myu, 4To 1ocie npepbiBaHus
pa3BUTHS Ha CTAIUU 00pa3oBaHME 5 EPBUYHBIX IIyHAJIel] «[T03IHEE TPH Pa3BHU-
THU TOJIOTYPUH TOOABISAIOT de novo WHTEppaguaibHble CTPYKTYPhl BHYTPh IKC-
TPAKCWJISIPHOTO TeNa, YTO MPUIAET UM IOBEPXHOCTHOE CXOICTBO C PaJIMycamMu
NPYTUX ULIIOKOKUX» (momuepkHyTo MHO#) (David, Mooi, 1998, p. 24).

51 monarato, 4TO y Janekux (pUIOreHEeTHYECKHX MPeIeCTBEHHUKOB TOJIO-
TYpHI YK€ CYIIECTBOBAM LIyTMalblia, Pa3BUTHE KOTOPBIX Y MPEIKOB UIIIOKO-
KUX OBLIIO BUIOM3MEHEHO, U IIyTajblla Mpeodpa3oBaanuch B aMOyIakpel. Y ro-
JOTYPHUH IIyTalblia «IIPOCHYJINCH» U Pa3BHIINCh BHOBb. TaK ke U paJuaibHbIE
aMOyJaKpaibHbIEe KaHAJbl U CBSI3aHHBIE C HUMU SKTOHEBPAJIbHBIE PaJInalIbHbIC
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CTBOJIBI, 5KTOHEBPAJIbHbIE KaHAJIBI U PaJUalIbHbIe KaHAJIbl TeMaIbHON CUCTEMBI
yKe CYIIECTBOBAJIN Yy (DHIOrEHETHUECKUX IMPENLUIECTBEHHUKOB TOJOTYpUN U
nHpopMaLusa 00 UX CTPOCHUHU COXPAHUIIACh B TEHOME TOJIOTYPHIA, a CaMU OHH
HE BO3HUKIIHU y TOJOTYypuil de novo. Ciaeayer OTMETHTb, UTO IIOBEPXHOCTHOE
CXOJICTBO» MEXJy CTPOCHHEM aMOyJaKpoB TOJOTYPHUH M MOPCKHX €XKeH 3a-
KJIIOYAeTCsl HE TOJIBKO B CXOJCTBE COCTABA M CTPOEHUS Y TOJIOTYPUNH U MOPCKUX
eXel pasinagbHOr0 KOMIUIEKCA OPraHOB, HO TAK)KE U B CTPOCHUH aMOyJIaKpaib-
HBIX HOXEK TeX U ApYyruX. TOJbbKO B ATHX JIByX Kjaccax OHU HMEIOT CKIIepH-
Thl ¥ TEPMHUHAJIBHYIO TJIACTUHKY (Smith, 1984). O0mumMu cuHanoOMOp(QHBIMU
MpH3HAKAMH MOPCKUX €KEH W TOJOTYPHH TakkKe sIBISETCS Halu4ue nepuda-
PUHTHAIIBHOTO W TIepHaHaIbHOTO 1mestoMoB (Smith, 1984). Kak cipaBenyinBo oT-
MegaroT Padd m Kodmen (Raf, Kaufman, 1983, p. 7-8): «Ilo u3smuaOMY BBIpa-
xeHnto @pancya XKakoba, sBonronnst ASUCTBYET ITyTEM «IIEPEIULOBKI» CTAPO-
ro. CTpyKTypbl HE MOSBIAIOTCA de novo; SBOIIOLUS MPEANOYUTACT CO3/1aBaTh
HOBIIECTBA, BUIOU3MEHSIS yKE CYIIECTBYIOIIUE CUCTEMBI UIH CTPYKTYPBD».
Agtop HacTostmiel ctateu (CmupHOB, 2008) mpumepKuBaeTCss TOUKU 3pe-
HUS O TOM, YTO W NEPBUYHBIC IIyNaJblla, U PaJHalbHbIE KaHAIBI TOJOTYPHI
COOTBETCTBYIOT paJuaybHbIM KaHanaM npyrux Eleutherozoa. Y coBpemeHHBIX
Echinodermata paguanbHble BBIPOCTBI THAPOLIENISI UMEIOT HECKOJIBKO (DY HKLIUH.
[To-BuaMMOMY, IEPBUYHOM [JIS1 UTIOKOKHUX SIBISETCS (YHKIHS YIaBIUBAHUS
MUIIEBBIX YaCTHIl aMOyJIaKpaJIbHBIMHA HOXKKaMH U Mepeadd uX K pOTOBOMY OT-
Bepctuto. Y psja Eleutherozoa amOynakpalnbHas cucTemMa mpuoopesa u JIOKo-
MOTOpHYIO (hyHKITHIO. KpoMe Toro MopdoreneTndecku 1 Tonorpaduyecku pas-
BUTHE aMOYJIaKpaJbHOI CUCTEMBbI TECHO B3aHMOCBS3aHO C PA3BUTHEM HEPBHOM
u remManbHOU cucteM. Y Holothuroidea mpoun3somino pa3aenenue 3Tux GpyHKITU.
Ha ocHoBe mepBHYHBIX Iymnajiel BOZHUKJIM POTOBBIC LIyNaibla TOJOTYpHil,
KOTOpBbIE B3sUIH Ha ceOsi QYHKIUIO MUTaHMS, a 38 OCTaBILIEHCs 4acThio aMOyJa-
KpaJbHOW cHCTEMBI ocTanack GpyHKIus nepensuxkenus. OcBoOoKIeHnE 00Tb-
miel yacTu aMOyJIaKpajabHOW CUCTEMBbl OT (DYHKIIMM NUTAHUS IIPUBEIIO B psile
TCPYII FOJOTYPUH K Pa3BUTHIO CIELMATN3UPOBAHHBIX OPraHOB, IOMOTAIOIINX
JIBMKEHHUIO U IUIABAHUIO — YBEIMYEHHBIX B pa3Mepe aMOyaKkpabHbIX HOXKEK,
CITyKallluX JIJIsl XOXKACHUS 10 TPYHTY, ¥ Pa3IUYHbIX BEIPOCTOB, 00pa30BaHHbBIX
CIIMBIIUMHUCS aMOYJIaKpaJbHBIMU HOXKKAaMHU. DTH BBIPOCTHI CIyKaT KaK IJaBa-
TEJbHBIC JIONACTH U KaK CBOCOOpa3HbIe OaJaHCUPHI ITPH IIaBaHUH (pHC. 46-0).
Jannble 10 SMOPHOHATHLHOMY Pa3BHTHIO aMOYJIaKpajbHOW CUCTEMBI y T'O-
JOTYPHH CBUACTEIHCTBYIOT O €€ CIIOCOOHOCTH K mepecTpoiikam. [Ipu pazButun
OOJNBIIMHCTBA TOJNOTYPUM MPOUCXOAUT poTauus runpouens. [Ipu stom cBs3b
KaMEHHCTOr0 KaHajla ¢ THIPOLENIEM MIPEephIBACTCs, HO 3aTEM, M0CIEe POTALUH,
BOCCTAaHABJIMBAETCS, 1 KAMEHUCTBIN KaHall BHOBb COEIUHSETCS C THAPOLEIIEM,
HO OTXOAMT OT HEro yke B pyroil ero yactu (Runstrom, 1927) (puc. 10 — all,
alll u 611, 6111). Y coBpeMeHHBIX TONOTYpHit mMeeTcs oT 8 1o 30 u Gosee oko-
JI0poTOBBIX H1ynajel. [lynanbiia ronoTypuil pa3inuHbl 0 TPOUCXOXKIEHH0. M3
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Puc. 8. a — mononas ronotypust Apostichopus japonicus; 6 — Mopckolt ex Arbacia punctu-
lata. O6o3uaueHus: Ist p — mepBasi aMOyakpaibHasi HOKKa; pt — HepBUYHBIC [IYIAIbIA; Op —
OKYJISIpHBIE (TepMUHAIbHBIC) HOKKH (¢ — n3 Manaxos, Yepkacosa, 1992; 6 — mo Garman, Colton,
1883 u3 Dawydofft, 1948).

NEPBUYHBIX BBIPOCTOB T'MIPOLEIS Pa3BUBACTCA S5 MEPBUUYHBIX POTOBBIX LIyIia-
JIell, @ OCTaJIbHbIe BTOPUYHBIE LIyNaJbla MPEICTABISIOT BUIOU3MEHEHHBIE aM-
OynakpajbHbIE HOKKH, HO MO0 CTPOCHHIO OHHM HE OTIMYAIOTCS OT NEepBUYHBIX. B
XOJIE pa3BUTHUA y TOJOTYPUN C Pa3BUTHIMHU paJUaIbHBIMU KaHAJIaMHU TIEpBUYHbIC
IIyTajblia TEPSIOT CBA3b C aMOyJIaKpaJIbHBIM KOJIBIIOM U COSTUHSIOTCS ¢ aMOy-
JIaKpaJbHBIMU KaHaslaMu (puc. 2a). Y yTpaTHBLIMX pajuajbHble KaHaJbl I0J0-
Typuil otpsana Synaptida, BropuyHble LIynajiblia HA000pOT Pa3BUBAIOTCS MPSIMO
Ha amMOyJakpaJbHOM KoJblie (pHC. 20). DT MpUMEpPbl HATJISATHO MOKA3bIBAIOT
CIOCOOHOCTB TOJIOTYPHUI HE TOIBKO MEHSITh MECTOIOJIOKEHHE CTPYKTYP aMmOyJia-
KpaJIbHOHM CUCTEMBI, HO M UX QyHKIUI0. OUeBHIHO, YTO JTAOUIBHOCTH M CIIOCO0-
HOCTh K NEpeCcTpOrKe M BUJIOU3MEHEHHIO aMOyJIaKpajbHOW CHCTEMBI U CBSI3aH-
HBIX C HEIO OpTaHOB y TOJIOTYPHIT Upe3BBIYaifHO BhICOKA. HE00X0IUMO OTMETHTH,
YTO Ha BO3MOXKHOCTb Pa3HECEHHs B IPOCTPAHCTBE MECTA 3aKJIAIKU MEPBUUHBIX
HIynajien M pajuvaibHBIX KaHaJoB, yKasbiBad panee Paiimynn Xayme (Haude,
1994; 2002). OH cunTai, 4TO «... FTEOMETPHUUECKH OI'PaHUYEHHOE IPOCTPAHCTBO
MEXKAY (DYHKIIMOHATIBHO YBEIWYEHHOH 0a3ajbHOW YaCTBhIO MHIIEBBIX IIyHaliell
MOTJIO CTUMYJIMPOBATh HEKOTOPBHIA OTHOCHTEIBHBINA CABUT MEX/IY IIYTaJbllaMH
U paznaibHbIMU KaHAJaMH, [IOCJIEIHUE IIPU 3TOM BO3HUKAIX B TONOrpadHueCcKU
“(puKcupoBaHHON TOYKE” TIEPBBIX 110 MPOUCXOKICHUAIO PAJIHAIIEHBIX 2JIEMEHTOBY
(Haude, 2002, p. 145), 1 9TO «... pajiHadbHbIE OPraHbI MIAPOOOPAZHOTO MTPEIKa CO-
XpaHsUIH CBOIO (PyHKIIMOHATIBHYIO BaKHOCTD JIaXkKe MOCIIe peayKuuu ckenera. [1o-
9TOMY OHH JIOJKHBI OBUIH Pa3BUTHCS B PAAHATIBLHOM MOJOKEHUH, KOTOPOE MapKH-
pyeTcsi eMHCTBEHHONW COXPAaHUBILECHCS MEPBON TUIACTHHKOW TPEIKOBOr0 aMOy-
JIAKPAJIBHOTO PAJA, TO €CTh PAJUAIBHBIM 3JIEMEHTOM OKOJIOTJIIOTOYHOT'O KOJIBIIA»
(Haude, 2002, p. 148). {1, xak u Xay/e, Tonararo, 4To IIpOHU30IIIeT Pa3phIiB MEXKTY
218



pa3BUTHEM TEPBUYHBIX HIYTMAJel W PaJuajbHBIX aMOyJIaKpallbHBIX KaHAJIOB, a
TaK)Ke, 4TO PaJIMaibHbIe OPTaHbl COXPAHUIM CBOIO 3HAYUMOCTh W TIOCIE PEIyK-
UM CKEJIETHBIX MIacTUHOK. OHAKO S HE MOTY COTJIACHTBCS C TEM, UTO Pa3BUTHE
paluanbHBIX aMOyJIaKpalbHBIX KaHAJIOB MPOMCXOIUT B UCXOIHOM pajuaibHOM
NoJIOKeHUH. HauanbHble 3TaIbl pa3BUTHI TIEPBUYHBIX IIYyTIaJel] y TOIOTYPHHA 1
pasnaIbHBIX KAHAJIOB OCTAIBHBIX HTIIOKOKHX CTOJb BETUKO (pHC. 8), 9TO TPYAHO
cebe MpeaCTaBuTh, 9TO H3MEHUIIN MECTO Pa3BUTHS MEPBUYHBIE IIynanbia. Cko-
pee, U3MEHWIIOCh MECTO 3aKJIAIKHU, MO-BUIMMOMY, HCTOPHYECKH 00JIee MOJIOIOH
aMOyJIaKpaIbHOM 4acTH.

Ha Bompoc 0 MpoHCXOXKICHWU OKOJOPOTOBBIX IIyHasel TOJOTYpHil MO-
KET MPOJUTH CBET cTpoeHue cectpuHckoit (Cameron, 2005 u ap.) Ayst urio-
KOKUX TpyHmbl — kjacca Pterobranchia (tum Hemichordata), koTopsie Moriu
COXPAaHHUTH MPU3HAKH, CBOHCTBEHHBIE X OOIINM C UTIIOKOXKUMU rpeakam. Ecim
paccMaTpuBaTh TOMOJIOTHIO TIEIOMOB, TO YK€ IaBHO MPUHSTO (CM., HATIP., TIpe-
Kkpacuyto ctarbio J.M. ®@enorosa (1923) 0 roMonoruu LEIOMOB WITIOKOKHUX,
KHILIEYHOXKAOCPHBIX H MOJIYXOPAOBBIX), YTO THAPOILETH UTIIOKOKUX TOMOJIOTH-
YeH ME3O0IIEIII0 TOJYXOPAOBEIX. Y MTepoOpaHXuil MapHbI Me301eNb SBISCTCS
ITyTaJIBIEBBIM IIETOMOM, BEIPOCTEI KOTOPOTO 00pa3yioT HIyHaibIIeBHIN amnmna-
pat — nocdodop. ['omomoruto nrymnajern roroTypuil 1 NTEpOOpaHXUi Mpenrona-
ras1 Cmaitnn (Smiley, 1988), koTopslii paccMaTpuBa TOJIOTYPHI KaK HCXOAHYIO
JUTSL UTJIOKOKUX Tpymiy. Huxke st mpeasiararo THIoTe3y BOSHUKHOBEHHMS TJIaHa
CTPOEHHS TOJIOTYPHH, KOTOpast, KAK MHE XOUeTCsl HaJlesIThCs, Oy/IeT IpoBepeHa
JATBHEH MY MCCIICOBAHUSMU 110 OMOJIOTUU Pa3BUTHUS TOJOTYPHI.

MOoHO TIPEeNIoNIOKNTh, YTO MPOrpaMMa Pa3BUTHS aMOyJaKpaiIbHBIX Ka-
HAJIOB y WTJIOKOXKUX COCTOWT M3 JIBYX JTalOB — IIYIAJBIEBOTO0 U COOCTBEHHO
aMOymnakpanbHOTO. CKOpee BCEro, UTIIOKOKHE MPOU3O0ILIN OT MPEAKOB, KOTO-
pble Kak coBpeMeHHbIe Pterobranchia mmenu mynasnbia, ObIBIIKE BBIPOCTAMHU
Me3oLens. B mosib3y Takoro npennoiokeHus: CBUACTENLCTBYET TOT (akT, 4yTo
MPH Pa3BUTUU UTIIOKOKUX pajHalibHble aMOylaKpaibHbIe KaHalbl 3aKJa/1bIBa-
FOTCS KaK BBIPOCTHI OYCHB CXOMHBIE CO mynanbiiamu (puc. 8). Y Echinodermata
BBIPOCTHI ME30IIeIIsI CBOMCTBEHHBIE MIPEKaM UTIIOKOKUX OBIITH CHIIBHO BUION3-
MEHEHBI U TIPEBPATUIINCH B aMOyJIaKpaibHbIe KaHAJBl. BMecTe co ckelneTHhIMH
3JIEMEHTAaMHU OHM 00pa30BaIH CIEHU(PHUHYIO JIJI51 UTJIOKOKUX CUCTEMY aMOyJia-
KpoB. M3HauanpHO aMOyllakpaibHBIC KaHAIBI U HOXKKH HECIH (YHKIIHIO yJaB-
JTUBAHUS U NIEPEIady MHUILIEBBIX YaCTHUI] KO PTY, & 3aTeM, Y CBOOOHOKUBYIIIUX
Eleutherozoa, mpunsnu Ha cedst u ToKOMOTOpHYIO (hyHKIHIO. [lo-BummMoMy, B
moporenese Eleutherozoa, a, MoxeT ObITh, 1 BCEX UTJIOKOXKHUX, OBLIH 3aKperiie-
HBI JIBE TIOCJIe/IOBATEIbHBIC IIPOTPAMMBI PA3BUTHUSL aMOyJIaKpaJIbHBIX KaHAJIOB:
nepBas 0oJiee JPEeBHsIS IPOrpaMMa — pa3BUTHE BEIPOCTOB ME30LIEIS B BUJC IIY-
najen, KOTopasi Ha OlpeaesICHHON CTaauy OJIOKMpPYeTCsl M MepeKIroyaeTcs Ha
nporpaMmy pa3BUTHsI COOCTBEHHO aMOylaKpalbHbIX KaHaoB. Tak, pu pa3Bu-
THWA MOPCKHX €Xel pa3BUBAIOINECS ITEPBUYHBIE IIIyNaIblla N3MEHSIOT HAIlpaB-
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JICHHE CBOErO Pa3BHUTHSA, 3aru0aroTCs Ha3ad U JAIOT Havyajuo aMOyJIaKpajbHBIM
kanaiaM. Y Eleutherozoa, ckopee Bcero, MMEHHO paanajbHble aMOyIaKpaabHbIC
KaHaJIbl MHAYIHUPYIOT BISTYMBAHKUE SIUHEBPAJIBHBIX CKIIAJ0K, Ha JHE KOTOPBIX
00pa3ytoTcst paaualibHbie HepBbl, a y Ophiuroidea u Echinoidea atu cknanku 3a-
MBIKAIOTCSI, B PE3yJIbTaTe uero oopa3yroTcsl SIHHEBPaIbHBIC KaHAJbl. Y TOJO-
Typuil IPOU30ILEI PA3PbIB MEXAY 3TUMU ABYMS MOCJIEN0BATEIbLHBIMU ITallaMU
nporpammsbl. [lepBas yacTh mporpaMmsbl cTaja BHOBb MPHUBOAUTH K 00pa3oBa-
HUIO 5 MEPBUYHBIX LIyTaJiell, a CenyIomas 3a Hel YacTh MporpaMMbl — pa3Bu-
THE COOCTBEHHO aMOyJIaKpalbHBIX KaHAJIOB, CKOpPEe BCEro, Obljla BUAOM3MEHEHA.
OKBU(DUHATBHOCTE Pa3BUTHS MPUBOJUT K 00pa30BaHUIO paJHATIBLHOTO KOMILIEK-
ca OpraHoB, TOMOJIOTMYHOT'O PAIUAIEHOMY KOMIUIEKCY OPI'aHOB MOPCKHX €KEH U
npyrux Eleutherozoa, mapopManms 0 CTpOSHHH KOTOPOTO XPAHUTCS B TCHOTHUIIS
rojoTypuil. Ho paanaibHbIN KOMIUIEKC OPraHOB CTaJl pa3BUBAThHCS HA HOBOM Me-
CTE W B JINYMHOYHOM TeJie roJoTypuil. M3-3a mpousoreaero n3aMeHeHus npo-
rpaMMBbl pa3BUTHsI aMOyJIaKpaJbHBIX KaHaJOB ObLIa HapylleHa W cTporas Io-
CJIC/IOBATEIILHOCTH 3aKJIaJIKi aMOyJlaKpaJIbHBIX HOKEK, CBOWCTBEHHASI MOPCKHM
exaM (paBUJIo OKYJISIPHBIX MIacTuHOK Mooi u David).

Bo03MOXXHOCTH TTOJOOHOM «BTOPHYHON PEKATTUTYIISAIINI ITyTAJIeI] He TPO-
THBOPEUUT COBPEMEHHBIM NPEACTABICHUAM O MOP(POrCHETHUECKUX MEXaHH3-
max pasutus. Eme JLII. TatapunoB (1987) ykasbiBaj, 4TO «... yriyOleHHE
MPECTAaBICHUH O MEXaHU3MaX OHTOI€HE3a, B YACTHOCTH, O JIATEHTHBIX MOTEH-
[USIX, TIO3BOJINJIO CAETATh BBIBOJ O BO3MOYKHOCTH BTOPHYHOTO TOSIBJIICHUS Y T10-
TOMKa MPU3HAKA, YTPAYCHHOTO J]aKe IMOPUOHAMH, €CJIH TOJIBKO COXPaHSIOTCS,
B TOH MJIK MHOH (hopMe, MOP(HOreHeTHUECKIE MEXaHU3Mbl, OTBETCTBEHHBIC 3a
pa3BUTHE TAKOTO MPU3HAKAN.

Ecnu 3a ucxonHeie 5 NI0CKOCTEH MSATUIYUYEBOM CUMMETPUU Y TOJIOTYpPU
NPUHUMATh MIOCKOCTH, B KOTOPBIX Pa3BUBAIOTCS 5 MEPBUYHBIX HIyTMaliel, TO
MJIOCKOCTH, MPOXOASIINE Yepe3 Pagnuychl TONOTYPHUH, TOMOrpaduyecKu oKa-
3BIBAIOTCS CMEIICHHBIMU IPUOJIM3UTENBHO Ha 36 TpajyCcoB MO OTHOLICHHIO K
MJIOCKOCTSIM HATHIIY4eBOH cuMMeTpuu octainbHbiXx Eleutherozoa, no panny-
Cbl Y TOJIOTYPHUH IO CTPOCHUIO SIBISIOTCS TOMOJOIMYHBIMM pajnycam Ipy-
rux Eleutherozoa u n3oMopdHBI UM, TaK YTO MOKHO T'OBOPUTH 00 HX COOT-
BETCTBHH.

JIOBOJIBHO TPYIHO TOBOPUTH O TOMOJIOTHH MEPBUYHBIX HIYMAJell U paau-
aJbHBIX aMOYyJIaKpaJIbHBIX KAaHAJIOB TOJNIOTYPHH M aMOyJIakpallbHBIX KaHAJIOB
npyrux Eleutherozoa, Tak kak OHE UMEIOT €TUHOE MPOUCXOXKACHHE 1, KaK OBLIO
MOKa3aHOo BbILIE, 00JIAZAI0T 3HAYUTEIBbHON CIIOCOOHOCTHIO K H3MEHEHUIO MECTa
pacrionoxeHuss U QyHKUUN. S monmpoOyro MpennpuHsITh TaKy MONBITKY HC-
X0 M3 N3JI0KEHHOM BBIIIE TUIIOTE3bl. Eciy cuntaTh amMmOynakpanbHble KaHAIbI
UTJIOKOXKUX CIIO)KHBIM 00pa30BaHUEM, Pa3BHTHE KOTOPOTO MOJApa3AeisieTcs Ha
aTan o0pa3oBaHUS IIYIMAJNCI U HA 3TAall Pa3BUTHS COOCTBEHHO aMOyJaKpahb-
HBIX KaHaJOB, TO TOIJJa MOKHO IIPEIIIOI0KNUTD, YTO IIEPBUYHBIC LIyNaibla Iro-
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POTOBLIE HOXKH —— POTOBLIE WYNaNbLUa —"

KONLUEBOW aMByNakpanbHsIA KaHan WHTEpaMEY NaKp

panHanksHsIA
amBynakpanbHbIA KaHan

ambynakp

} - TepMHHANLHLIE
CTAHOAPTHAR MHTEPNMPETALWA

AKCUaMbHER

nepausie wynansua sy 11~ cmouxa mena

KONbUEBOR aMGyNakpanbHbIA KaHan

pagHanbHLIA
aMmBynakpansHeIA KaHan

npodonsHisil i)
amBynaKpankHeil kawan W
A

IHCMPpaKcUanLHan
CMeHKR Mena cmanKa mana

WMHTEPMNPETALWA DAVID AND MOOI.
SKCTPAKCUNAPHO-AKCHNAPHAR TEOPWA
MepauYHBLIe Wynansuya
KONBUSBOH aMBy NakpansHisIA Kasan 4

nHTepambynakp ! /

pagnansHsIA
amBynakpanbHbIA KaHan

MHTEpaMBynaKp

\mEPMHHﬂHbH'bIB‘ HOMHKL

MHTEPNPETALIMA ABTOPA. TMNOTE3A NOOPA3OENEHWA
AMEYNAKPANEHOW CUCTEMBI FONOTYPHUIA HA NEPBHYHLIE LYNANLLA
W PAOWANBHBIE AMEYNAKPANBHEIE KAHANI

Puc. 9. PaznuyHble MHTEpIpETAlNA TOMOJIOTHH OTACIBHBIX YacTeil aMOyIakpalbHON CH-
CTEMBI TOJIOTYPUI — OOLIENPUHATAs HHTEpIpEeTalus, HHTeprnperanus JBugom 1 Myu B pam-
KaX 3KCTPAKCUJISIPHO-AKCUIIIPHON TEOPUU U UHTEpIIpeTalus, IPEAJIOKCHHAsI aBTOPOM B HACTO-
seit cratee (mo David, Mooi, 1998 ¢ n3aMeHeHHSIMU U TOTIOTHEHUSIMU).

JIOTYPHi TOMOJIOTHYHBI TEPMHHAIBHBIM Iy TaJbIIaM OCTAIbHBIX COBPEMEHHBIX
Eleutherozoa, a pamuanbHble KaHaJIbl TOJIOTYPHUH OyIyT TOMOJIOTHYHBI COO-
CTBEHHO pajMajbHBIM KaHallaM OCTAJBHBIX HUTJIOKOKUX 332 HUCKIIOUCHHUEM HX
TepMUHAJIBHON YacTu (puc. 9).
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IIpu mepexone K MOABMKHOMY 00pasy KU3HH METOMOPPHON «IIPOTOIOTY-
pUU», BEHTpallbHAs W JIOpCallbHas CTOPOHBI KOTOPOW COOTBETCTBOBAJIM BEH-
TpanbHOW M JOPCAIbHOM CTOPOHE JIMYMHKH, AOJDKHA OblIa MPOU30MTH KOOP-
JUHALMS ISITHITY4YeBOU 1 OmnarepanbHOl cuMMeTpuid. OHa Obliia HeM30eKHOH,
IMOCKOJIBKY OTKa3 OT HHTI/IqueBOﬁ CUMMETpPHUHN U BO3BPAIICHHUC K CTPOTO ou-
JaTepalbHOW CHUMMETpPUU OBLT HEBO3MOXeH. llsTupaamanbHas CHMMETpHS,
MO-BHJINMOMY, OKa3aJ0Ch KECTKO BKJIFOYEHHOW B MOp(OTreHe3 U CBSI3aHHOW C
pa3BUTHEM TaKHX JKM3HEHHO BA)XKHBIX CHCTEM OPraHOB Kak amOyJjakpaJibHas,
HepBHas U reMainpHas. Cieasl 3TOro mporecca KOOpAHHALUKM OTYETIMBO MPo-
CJIC)KMBAIOTCSI IPU Pa3BUTUU aMOyJIaKpajbHOH cHCTEeMBbl. 3aMbIKaHue amOyJia-
KpPaJIbHOTO KOJbIa, KOTOPOE MAapKUPYETCs TOJOKEHHWEM TIOIHEBOTO ITY3bIpS,
MPOUCXOMUT B MEIMAHHOW IUIOCKOCTH JWYIuHKU (puc. 10 — I). KameHuCTHII
KaHaJI pacriojiaraeTcsl JopcaibHO. Y OOJBIINHCTBA TONOTYPHUH B JaIbHEHIIIEM
MIPOUCXOIUT POTAIHS aMOYJIaKpaIbHOTO KOJIbIIa HAJIEBO, a MOJIUEB ITY3bIPh OT-
XOIUT OT aMOyJIaKpaJIbHOTO KOJIbLA YK€ HE B MEJUAHHOM TJIOCKOCTH, a CJIeBa OT
Hee (puc. 10 — all, alIl u 61, 6111). I1pu 3TOM CBSI3b KAMEHHCTOrO KaHaJa ¢ aM-

Cucumaria Oestergrenia Leptosynapta
digitata inhaerens

g
8

Puc. 10. Cxema pa3BuTHe aMOynakpaabHON CUCTEMBI y TOJIOTY U (3aMbIKaHUE THAPOLIETIS,
poTarys THAPOLEIIs, M3MEHEHUE MECTa OTXOXKACH!US KAMEHHUCTOr 0 KaHasa 0T aMOyJIakpaJIbHOTO
KOJIBIIA), BUJI C OPAJIbHOM CTOPOHEL: -V — mepBUYHEIE Iynanbna, 0003HadeHHbIe 0 cucteme Jlo-
BEHa; p — [OJIMEB My3bIPb; St — KAMEHHUCTHIH KaHaw; ldr — JeBblIii qopcaIbHbIH paanyc; Ivr — neBblit
BEHTPAJBbHBIN pajinyc; mvr — MEAHOBEHTPAJIBHBIN paaunyc; rdr — npaBblil JopcalbHBIN PagHyC;
I'VI — IIPaBbIi BEHTPAJIBHEIHN paanyc (mo Runnstrom, 1927, u3smeHeHo).
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OyrakpaiabHBIM KOJBIIOM TIPEphIBa- I
eTcs, a 3aTeM BOCCTaHABIIMBACTCS,

I
HO y>ke Ha HOBOM MecTe (puc. 10 — 1T’ 4
al, all u 61, 611). KameHucThI Ka-
HaJl IPU 3TOM COXPAHSET CBOE I10- 1 1]

JIO)KEHHE B MEIMOIOPCAIIBHOM HH-
Teppaguyce psSaoM C MEAHOIop-
canpHBIM Me3eHTepueM (puc. 10 —a,
0). DTOT MOBOPOT, MO-BUAMMOMY,
pEeKANUTYIUPYET CTAAUIO IIepexoaa

OT aCHMMETPHYHOTO K TMATHIIyYe- l

BOMY CTPOCHHIO Y TIPEIKOB COBpE-

meHHbIM Eleutherozoa. Crensl aToit I

CTaJINH TPOSBIISIFOTCS B HAJIIUYUU Y L

I‘OHOTypI/Iﬁ 2-1-2 CUMMETPHUHU U Puc. 11. Cxema COOTHOIIIEHHS OCEH CHMMeE-

. i1V —
GunarepanbHoil iockoctu (II-P),  TPHHY ronOTYpHit: I-V - NePBHUHbIC LyMabia
ToJIOTYpuH, 0603Ha‘[eHHBIe o cucreMe JlopeHna

COOTBETCTBYIOIICH IMPHUMOPIANANB- ¢ yuerom 2 — | — 2 pacnonoxeHus aMGynakpos
HOM tutockocTH ¢oH Youma (Von  mno Hotschkiss; I'-V' — panuaneHEle KaHaJIH To-

Ubisch, 1913; Hotchkiss, 1995, 1998: JIOTYPHii, CIIBUHYThIC MIPUOIU3UTEIHHO HA 36° B
Haude, 1994, 1995, 1997, 2002)  30orit'Elcuherozon nonoenti: L - iura-
(pI/IC. 11). Sl monararo, 4TO HaJIMYUE TepajbHas IJIOCKOCTh CUMMETPUU TOJIOTYpPHil;
3TOM TJIOCKOCTH OTpaXkaeT ompejie- [I-P — mpumopauanbHas NI0CKOCTb CUMMETPUU
NeHHbIN dTan pa3Butus Eleutherozoa Gon Yo,

U, CKOpEee BCEro, OHa COOTBETCTBYET

CTaJuU MEPEX0oAa OT aCUMMETPHUYHOTO K ISTUIYYEBOMY CTPOCHHUIO Ha ATame
3aMBIKaHUS MTOJIKOBOOOpa3HOro rujaporens B koibio (Poxuos, 2008; Rozhnov,
2012). CmeHa xe MecTa OTXOXKACHHS KAaMEHHCTOr0 KaHajla OT aMOyJIaKpajIbHOTO
kombua (puc. 10 — al, all u 61, 611) yka3piBaeT Ha MPOU3OIIEANINI TPOLECC KO-
OpIMHAIUY MATUIYYEeBOH U OmiaTepaibHOM cuMMeTpuil. OmHAKO Y HEKOTOPBIX
TOJIOTYPHUH TIPOLIECC KOOPJMHALIMYU MATHIYUYeBOM CUMMETPHUH B3POCIION CTaauu
1 OmaTepajbHOM CHMMETPHH JIMYUHKY HIIET elme Aanbiie. B otpsane Synaptida
y Leptosynapta inhaerens n 'y negomopdnoii ronorypun Rhabdomolgus ruber
potauu He npoucxoguT (puc. 106). [lonueB my3bIps COXpaHSIET CBOE UCXOAHOE
MEJIMOBEHTPAJIbHOE MOJIOKEHHUE, a MEINOA0PCATIbHBIN KAMEHUCTBINA KaHall HE Me-
HSET MECTO CBOETO OTXOXKJIEHHUS OT aMOyJaKpasbHOro Kojbla. To ecTh mpouc-
XOOUT COBMEIICHHE OMjaTepalibHON IUIOCKOCTH B3POCIION TOJIOTYPH, KOTopas
COOTBETCTBYET OMJIaTEePaJIbHON TIIOCKOCTH JIMYUHKH, C MTPUMOPAHATIBHON TLITO-
CKOCTBIO (hoH YOouma.

OnHako Jeno He OrpaHMUYMBAETCS TOJBKO COBMAJEHHEM IUIOCKOCTEH CHM-
MeTpuu. B 3TOT mpornecc y neaoMophHBIX TOJIOTYPHI BOBIIEKACTCS M OJUH U3
OCHOBHBIX «aCUMMETPHYHBIX» OPTaHOB TOJIOTYPHUM — MHUIIEeBapUTENIbHAS TPYO-
ka. ['ooTypun UMEIOT MeTIco0pa3HBIN KUIIETHHUK, KOTOPHIH, ITO-BUIUMOMY, Y
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Puc. 12. [Ipukpenienne KUIIeYHNKa Y TOIOTypuit otpana Synaptida: a — Chiridota laevis;
6 — Oestergrenia digitata; ¢ — Leptosynapta minuta (a — w3 CMmupros, 1985; 6 — u3 Bather, 1900;
6 —u3 Becher, 1906).

HHUX COXpPAHMWJICS OT CUAsSYEN aCUMMETPUUYHOMN CTajuu, Ha KOTOPOM pOT U aHyC
HAXOIMJINCh HA TIPOTHUBOMOIOKHOW CyOCTpaTy CTOpOHE Tena. Y OONBIIMHCTBA
TOJIOTYPHI TIepBasi HUCXO/SIIIAs 9aCTh KUIIIEYHUKA TTO/IBEIIIeHA K CTEHKE Tea Ha
MEIUOI0PCATIPHOM ME3EHTEPUH, BOCXOIAIIAS — Ha JIEBOM JIOPCAIBHOM, a BTOpas
HUCXOJAMIasi HAa PAaBOM BEHTPaJIbHOM Me3eHTepusix (puc. 12a). Y Leptosynapta
inhaerens KUUICYHUK JIENAET JIMIIb HE3HAYUTEIBHYIO METIIO B JIEBOM JIOPCaTIb-
HoM uHTeppaaunyce (Cherbonnier, 1953), a y Oestergrenia digitata on nepexoaut
B TIpaBbIil BEHTPAIBHBIN MPAKTUICCKU HE Nenas meTiu (puc. 126). Y nemomopd-
HbIX Synaptida Leptosynapta minuta v Rhabdomolgus ruber xumedyHuk He Je-
naet nietnu (Becher, 1906, 1907, Menker, 1970) u Ha BceM CBOEM MPOTSIKEHUH
MPUKPEILISICTCS B MEIUOA0PCaIbHOM HHTeppaauyce (puc. 126). B nanHoM ciy-
Yae MOYKHO TOBOPHUTH O TOM, UTO Onarojaps nefroMopgo3y MpOUCXOAUT MOTHAS
KOOPIWHAIUS MATHIIYYeBON U OMIIaTepaibHOW CHMMETPHUIl U 00pa30BaHUIO CO-
BEPIIICHHOH TICHTapaIuabHO-OnTaTepaTbHON CHMMETPHH.

3AKJIFOYEHUME

1. BunarepanbHasi MIOCKOCTh CUMMETPHH TOJIOTYPHI COOTBETCTBYET OH-
JaTepasbHON MIIOCKOCTH CHMMETPUHU WX JTUYMHOK M, COOTBETCTBEHHO, UX BEH-
TpajpHas U JOpCabHAsI CTOPOHBI COOTBETCTBYIOT BEHTPAIbHOW 1 JJOPCATBHOMN
CTOpPOHE JIMYHHOK.

2. Y ronotypuil mpomsomia auddepeHunanus paguanibHbIX aMOyiia-
KpaJIbHbIX KaHAJIOB Ha LIyNaJbLEBYI0 M PaJMalIbHO-COMAaTHYECKYIO YacTH. 5
MEPBUYHBIX BBIPOCTOB THAPOLENS AAIOT HaYalao 5 MEPBUYHBIM IyTNajblaM, a
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5 paaguanbHBIX KAHAJIOB Pa3BHBAIOTCS MO3JHEE MEXAY HHMH. DTO MPHUBENO K
nuddepennrannn GyHKIMNA aMOyIakpalbHON cucTeMbl rojJoTypuid. OHa moz-
pazaenuiack Ha: 1) HEHTPaJIbHYIO YacTh MPEACTABICHHYIO aMOyJlaKpaibHBIM
KOJIBLIOM, TIOJTMEBBIM ITY3bIpEM W KAMEHUCTBIM KaHaJIOM; 2) IyIableBbIN am-
napat, BBITIOJIHSFOIUH B OCHOBHOM ()YHKITHIO TUTaHUS, U 3) paJuaibHble aMOy-
JIaKpaJIbHBIE KaHAJIbI, HECYLIHE JJOKOMOTOPHYIO (DyHKIHIO.

3. BeIIBUHYTO MPEAIOIOKEHHUS, YTO IOAOOHOE CTPOCHHUE aMOyIaKpabHON
CUCTEMBI BO3HUKJIO B pE3yJIbTaTE pa3/IeJIEHUsI BO BpEMEHH U IIPOCTPAHCTBE paHee
€IMHOHN MPOrpaMMBbI Pa3BUTHS aMOyJIaKpOB, KOTOpasi COCTOsIA U3 IBYX CTaU:
pa3BUTHS LIyNajel H, nmocje OJOKUPOBKU STOW CTaIMH, pa3BUTHSI COOCTBEHHO
aMOyrakpasbHBIX KaHasoB. [lepBas yacTh mporpaMMbl BHOBB CTajia MPUBOIUTH K
00pa30BaHMIO 5 IEPBUYHBIX IIIyTAJIEll, a CICAYIOIas 3a Hel 4acTh IPOrpaMMbl —
pa3BuTHE COOCTBEHHO aMOyJIakpajbHbIX KaHAJOB Obula BUIOM3MEHEeHa. Paau-
aJbHbIe aMOyJIaKpajibHble KaHAJIbl CTAU 3aKJIaJbIBAThCSI MEKIY MEPBUYHBIMH
Hiynanpiamu. PaauanbHble 3THHEBpaIbHbIE HEPBHBIE CTBOJIBI CTAJIN Pa3BUBATh-
Csl KaK BBIPOCTHI 3a4aTKa 3MHMHEBPAIBHOTO0 HEPBHOTO KOJIbIIA, a SIIMHEBPAJIbHbIE
KaHaJIbl — MyTeM 00pa30BaHUs MOJIOCTH B TKaHH, JIeXkKallell KHapyKH OT paju-
aJbHBIX HEpBOB. HecMOTps Ha M3MEHEHHOE pa3BUTHE SKBU(PHHAIBLHOCTD IIPUBO-
JIUT K 00pa30BaHUIO y TOJIOTYPUH paiMaIbHOTO KOMIUIEKCa OPraHOB TOMOJIOT Y-
HOTO TaKOBOMY MOpckux exeil u apyrux Eleutherozoa. Xots Tonorpaduuecku
paaAuaNbHbIN KOMIJIEKC Y TONOTYpPUi CIBUHYT OTHOCUTEIHHO PaHalIbHOTO KOM-
rutekca octanbHbIX Eleutherozoa, Ho oHU SIBISIFOTCS M30MOP(HBIMH.

4. V3MeHeHWEe OHTOTEHE3a Ha CTAJAWH 5 MEePBUUYHBIX IIyIaJell, KOTOPOe
OBLIIO BBI3BAHO MX 000COOJICHUEM, BO3MOXKHO, IPUBEJIO K TOMY, UTO Pa3BUTHE
¢ KaTacTpopuuecKuM MeTaMop(h030M, IPHU KOTOPOM BCE TEJIO JIMYMHKU PE30p-
OupyeTtcsi, a B3pOciioe TeJI0 CTPOUTCS MPAaKTUYECKH 3aHOBO, OBLIIO TPEPBaHO Ha
panHeit ctaaun. OHTOTEHE3 CTal SBOJIOTUBHBIM, & CAMO Pa3BUTHE OBLIO CHIIb-
HO BuJou3MeHeHo. [Ipounsonuia yrpara karactpopudeckoro Mmetamopdosa, 4To
MpUBeIa K YCHJIEHHUIO T€TEPOXPOHUHU PAa3BUTHS TMPHU3HAKOB, OTHOCSIIMXCS K
pa3HbIM KOOPAMHALMOHHBIM LensiM. [Ipu 3ToM pasnuuHble OpraHel CTajuu 00-
Pa30BBIBaTHCS FETEPOXPOHHO. Y TOJOTYPHUH TEJIO B3POCIOr0 OpraHu3Ma CTaJo
pa3BUBaThLCS HA OCHOBE Te€Ja JIMUWHKH, a IMYWHOUHbIE TKAHNU YaCTUYHO BKJIIO-
YaThCsl B COCTAB B3POCIIOro opraHu3ma. TakuM o0pa3oM rojioTypuH SIBHO SIBJISI-
I0TCS T1eIOMOP(HHOH 110 MPOUCXOXKICHUIO TPYIINON )KHBOTHBIX.

5 IlenomopHOE NPOUCXOKAECHUE OOBSICHAET CTPOCHUE TAKUX IPU3HAKOB
roJOTypuil Kak OTCYTCTBHE OCEBOTO KOMIUIEKCA OPraHOB B BUE O(OPMIIEHHOMN
MOP(OIOrHYECKH SIMHON CTPYKTYPBI, PEAYLHPOBAHHBIN CKEJIET, a TAKIKE 0CO-
OCHHOCTH CTPOEHHS UX aMOyJIaKpaJIbHOM CUCTEMBI — pa3HECEHUE BOZHUKHOBE-
HUS BO BpEMEHHU U MPOCTPAHCTBE IEPBUYHBIX Iy HaJel U paJualbHbIX aMOyia-
KpaJIbHBIX KaHAJIOB.

6. Y roj0TypHii IPOUCXOAUT KOOPIUHAIUS IATUIYYCBON 1 OUIaTEPaJIbHOM
cumMeTpuil. bunarepasibHas CHMMETPUS TOJOTYpPUM BOBHUKAET HE 3aHOBO, a Ha
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OCHOBE OmjaTepaibHOH CUMMETPUHU JIMYMHOK U, BO3MOXHO, JAJICKUX MPEIKOB
Deuterostomia.

7. B knacce Holothuroidea oT4€TnHBO MpPOCIEKHUBAIOTCSA CIIEABI M3MEHE-
HUSI CHAMMETPHUHU Ha Pa3HbIX CTAIUSX OHTOTEHE3a, KOTOPBIE OTPAKAIOT CTATHH
ux Qunorenetnyeckoro passutus. 1) bunarepanbHo-aciMMeTpUYHAS CTaIHs,
CBOWCTBEHHAs] JUYMHKAM TOJOTYpUH M, BO3MOXKHO, MMEBLIEECS y HaJIeKUX
npenkoB Deuterostomia. 2) CTaauss HETOTHOW NEHTapaguaIbHON CHMMETPHH
(2 — 1 — 2) ¢c acHMMETPUYHBIM PACIIOJIOKECHUEM DPsiia BHYTPEHHHX OpPraHOB,
cBolicTBeHHast coBpeMeHHBIM Eleutherozoa. Ona, ckopee Bcero, oTpakaeT cTa-
JUIO TIepexo/ia OT ACHMMETPUYHOTO K MSATHIIYYeBOMY CTPOCHHIO Ha dTarme 3a-
MBIKaHHS TIOJIKOBOOOPA3HOTI'O THIPOLEINS B KOJBIO M XapaKTEepHU3yeTcs Halu-
queM TPUMOPIAHATIEHON TIockocTh (oH Yowmmra. 3) IlerTapanmansHO-OnmaTe-
paTpHO-aCUMMETPHYHON cTamus cBoiicTBeHHast OonpmmHCTBY Holothuroidea,
JUIS KOTOPOM XapaKTepHO HaJIM4YMe IUIOCKOCTH OujaTepajbHOW CHMMETpUH,
CoBIIAAAONICH ¢ OMiIaTepanbHON IIOCKOCTBIO JTUYMHKH. 4) CTagusi MOITHOM
NeHTapaanaibHO-OnIaTepallbHOH CHMMETPHUH, CBOMCTBEHHAs! MEAOMOP(HBIM
roJIOTYpUsiM U3 oTpsiga Synaptida, KoTopasi XapaKTeph3yeTcsl COBMEIICHUEM
OunaTepanabHON IJIOCKOCTH B3POCIBIX TOJOTYPUH M, COOTBETCTBEHHO, Ouia-
TEpaJIbHON IJIOCKOCTH JINYUHKH, C IPUMOPANAIBHON MJIOCKOCTHIO (hOH YOuIna
U IATUIY4YEBON CHMMETpPHUEN.
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SEA CUCUMBERS SYMMETRY (ECHINODERMATA: HOLOTHIROIDEA)
A.V. Smirnov

In this paper we analyze different types of symmetry, which exists in the class Ho-
lothuroidea. They refer to stages of evolutionary development of this group and a role of
paedomorphosis in its origin. A new hypothesis, which explains a peculiar structure of
sea cucumbers ambulacral system, was set up. We suppose that this peculiarity is con-
nected with the spatial and temporal separation of the primary radial tentacles and radial
ambulacral channels development. We argue a homology of radial ambulacral channels
of sea cucumbers and radial ambulacral channels of other Eleutherozia.

Keywords: sea cucumbers, symmetry, pacdomorphosis, heterochrony.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3SUIMUL: CUMMEMPUSL U ACUMMEMPUsL
Cepus «l'eo-6uonoeuueckue cucmemvt 8 npownomy. M.: IMH PAH, 2013. C. 232-240
http://'www.paleo.ru/institute/publications/geo/

CUMMETPHSI, ACHMMETPUS U TUCCUMMETPHU S
Y MOPCKHX EKEN

A.H. CoaoBLéB
Haneoumonoeuueckuti uncmumym PAH, Mockea
ansolovjev@mail.ru

PaccMoTpens! pa3BUTHE BYCTOPOHHEH CHMMETPHUHU MAHIUPS MOPCKHX
eXel B Iporecce 9K30IUKIN3AINH, a TAK)KE SBICHUS IUCCUMMETPHH,
MPOSIBIISIOIINECS B CTPYKTYPE MapHBIX HHTEPaMOYIaKpOB 1 alMKaJIbHON
cucteMbl. CBoeoOpa3Hasi METaMepHsi CBOMCTBEHHA aMOyIaKpaIbHBIM MO-
JSIM, JUTSL OTAETBHBIX 3JIEMEHTOB KOTOPBIX XapaKTepHa CHMMETPHS IT010-
Oust — onepanys TPAHCISIUK B KaXK/IOM I10JIE€ TIPUBOJUT K TIOBTOPEHHUIO
(OpMBI, HO HE TPOMCXOJUT PABHOTO COBMEIICHHU S OTJCIBHBIX INIACTHHOK.
3HaunTeNbHAS ACHMMETpPHS METAJONJOB Y HEKOTOPHIX HETPaBHJIBHBIX
MOPCKHX €Kel CBs3aHa C BBIIIOJHEHHEM aMOYJIaKpaJbHBIMH HOXKaAMHU
pa3IMYHBIX QYHKIHUH B CMEKHBIX PSax MMETaIO0HI0B.

[IpaBHJIbHBIM MOpPCKUM €)KaM CBOWCTBEHHA pajualibHas MSITUIy4YeBas
CUMMETpHS, MPABHIBHOCTh KOTOPOH HapyIlIeHa psiJOM IJIOCKOCTEH CHMMe-
Tpun. Haubosee BeIpakeHbl — MaJpernopoBast TNIOCKOCTh, KOTOpas MPOXOIUT
yepes 2-i nHTEepaMOynakp u V- aMOynakp (B HEl HaXOAHUTCSA MaJPENOPHUT)
u miockocTh JloBeHa, mpoxoasias yepe3 [11-it amOynakp u 5-ii muaHTepamOy-
nakp (puc. 1). M3BecTHO, 4TO y popMuUpyromuxcsi B mporecce Mmetamopdo-
3a mpaBuibHbBIX (Paracentrotus lividus, Echinus microtuberculatus, Arbacia
pustulosa) u HenpaBUIBHBIX (Echinocardium cordatum) MOpPCKUX exei
B PACIIOJIOXEHNUH CKEJIETHBIX MJIACTUHOK, MEJUNIEIIISIPUIl U UTI pa3andaeTcs
OunaTepanbHas CHMMETPHS, TUIOCKOCTh KOTOPOW TepeceKaeTcss C TIIOCKO-
CTHIO CHMMETPUH JTUYNHKH — HXUHOILTYTEyCca M0 MPOIOIHHOW OCH JTUUYNHKH
MOJT TIPSIMBIM YTJIOM. 3aTeM 3Ta «IIPUMOpAHaIbHAs OwiaTepaibHas CUMMe-
TpUS» CMEHSIETCS paguajibHOW CHMMETPHEH, KOTopas y NpaBUIBHBIX MOP-
CKHMX €Xeil CTAaHOBHUTCS OKOHYATEIhHOW, a y HEMpPaBHJIBHBIX BhIpa0aThbiBa-
eTcst HOBasi OmjaTepalibHasi CHMMETPHS, TUIOCKOCTh KOTOPOH (yMOMSHYTas
BBIIIIE IJIOCKOCTH JIOBEHA) HE COBMAJIAET C KIIPUMOPANATBEHON MIOCKOCTHIO»
(UBanoBa-Kasac, 1978).
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Puc. 1. Cxema cTpoeHHsI maHIMpPs TpaBHIBHOTO Mopckoro exa Echinus (¢ — Bux ¢ abo-
panbHO# U 6 — OpasibHOM cTOpOH). O003HAUCHUS: ap — allMKaJIbHAS CHCTEMa, M — MaIPEIOPHT,
an — aHyc, pr— NepPUCTOM; pUMCKUMU I paMu 0003HauCHBI aMOyIaKpaIbHbIE OIS, apaOCKUMHU
nudpamu 0603HaUEHBI HHTEPaMOYJIaKpaJIbHbIC OJIS; CIUIOMIHO JIMHKUEH 1oKa3aHa III0CKOCTh
JloBeHa, MyHKTUPHOM JTMHUEH — MaagpenopoBast I0CKOCTh (110: J[psikoHOB, 1923; u3MeHEHO).

JuccummeTpus aHIUpPs TPOSIB-
JIIETCs1 HEOOBIYHBIM 00pa30M y Impa-
BHJIBHBIX MOPCKHUX €XeM KaltHO30M-
ckoro cemeiictBa Echinometridae
(puc. 2). Y psiia pomoB 3TOTO ceMeii-
CTBa MAHIHMPb HUMEET HJUIMITHYE-
CKy10 hopMy; ATUHHAS OCh AITUIICA
nepecekaeT 0cCh, COOTBETCTBYIO-
NIy miockoct JIoBeHa 1oJt yriaioMm.
YV pasHbIX POJOB ITOr0 CeMeucTBa
3Ta OCh pacroyiaraeTcs TpeMs CIIo-
cobamu: (1.) gepe3 OKyJIApHYIO IJa-
ctuHKy | u renurtansHylo 3 (pon
Echinometra), (2.) uepe3 oOKyJsp-
HYI0 TIacTUHKY Il U reHuTanabHyIo
4 (pon Heterocentrotus), (3.) depes
OKYJISIpHYIO0 miacTuHky IV u re-
HUTaNbHY10 1 (pon Zenocentrotus).
Takum 00pa3oM, TaHIUPbH B CiIydae
(2.) MOXXHO YCJIOBHO CHHTATH JICBBIM,
a B cirydae (3.) — IpaBeIM U OHH CO-
CTaBJISAIOT TUCCUMMETPUIHYIO TTApy
(Moore, Fell, 1966). bBoabmuHCTBO

Puc. 2. HeoObrunast (3muunruydeckas) ¢pop-
Ma MAHIUPS Yy TPABHIIBHBIX MOPCKHUX EXKeH
cemeiictBa Echinometridae: a — Echinometra
(IpojtoIbHAsT OCh NPOXOAMT Yepe3 aMOyJakp
I u unTepamOynakp 3); 6 — Heterocentrotus
(IpoztoIbHAsl OCh MPOXOAUT 4Yepe3 amOymakp 11
u untepamOynakp 4); ¢ — Zenocentrotus (po-
JIOTbHAsI OCh HPOXOAUT dYepe3 amOymakp [V
u nuarepamOynakp 1); ¢ — anukanbHas cUCTEMA.
Manuupu Echinometra u Heterocentrotus MOx-
HO paccMmaTpuBath Kak JieBblid (J1) u mpassrii (1)
sHaHTHOMOP(DBI. O003HaueHus: A aHyc; * Mma-
JPETIOPUT; | HANpaBICHUE TEPEMENICHUs aHy-
ca K 3aJHeMy Kpato maHnups (mo: Moore, Fell,
1966; u3MeHEHO).
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Puc. 3. Cxema cTpoeHHS MaHIUPSI COBPEMEHHOT0 HENMPABUIBHOTO MOPCKOTO exa (Spatan-
gus): BUJ ¢ abopalibHOM U opasbHOIl cTopoH. Ha opanbHOl CTOpOHE BUHO CUMMETPUIHOE pac-
HOJIOKCHUE CTEPHAJIBHBIX (St) M SMHMCTEPHANBHBIX (€p) MIACTHHOK [JIACTPOHA, & TAKXKE MapHBIX
nnTepamOynakpos 2 u 3; 1 u 4. O603Ha4YeHUs: ap — alMKajJbHas CHCTEMa, M — MaJPErOPUT, pr
— NIEPUCTOM, PI'p — IPUPOTOBEIE HEMAPHbIE HHTEpaMOyIaKpabHbIe TNIACTHHKH, 1b — mabpym, fas
— cybaHasipHas acuuona, pet — MeTajou/bl; CIJIOLIHON JMHUEH MOoKa3aHa IUIOCKOCTh JIoBeHa
(mo: psikonoB, 1923; u3aMeHeHo).

9XMHOMETPHJ OOMTAeT Ha KOPAJJIOBBIX pU(dax, B MOJOCTIX U U3BHIUCTBIX XO-
Jax WM3BECTKOBOTO CyOCTpaTa; HEKOTOpbIEC SBIISIIOTCS cBepiuibiukamu. Ilo-
BUAMMOMY, (popMma MaHIUPs 3TUX MOPCKHUX €XKEH JaeT MpeuMyIIecTBO JIsl 00u-
TaTeNiell COOTBETCTBYIOIIMX OMOTOMOB M CBSi3aHa ¢ MX 00pa3oM Ku3HHU. Bepo-
ATHO WX TPaBU3HA WJIU JIEBU3HA HE UTPAlOT B JAHHOM CiIy4yae CYIIECTBEHHOMN
ponu. OHa orpenensieTcs paHHUMH CTaUSIMHU MOCTIAPBAIBHOTO OHTOTEHE3a, B
YaCTHOCTH, HOPSAIKOM 3aKJIaJKH TeX WM MHBIX IIJIACTUHOK IpH MeTaMmopdose.
ITockocTsb JIoBeHa c1abo mposiBIIsIOIIAscs y IPaBUIIbHBIX MOPCKHX €Xeil, Xopo-
110 PacIO3HACTCS y HEMPABUIIBHBIX MOPCKHX €XKEH, T. K. BIOJIb HEE€ TPOUCXOIUT
CMELICHHUE K 3alHEMY Kparo MaHIUpsl NEPUIIPOKTA, BBILIEAIIETO U3 allMKaJIbHOMU
cucteMsl (rporecc x3orukim3aium) (ConoBbEés, Mapkos, 2004), a neprcroma —
K ero MepeiHeMy Kpaio; OHa CTAaHOBUTCS, MO-CYIIECTBY, CATUTTAILHOHN IMJIIOCKO-
CTBIO U OTHOCUTEJIBHO HEE IIPOUCXOAST BCE MPeoOpa30BaHus CHUMMETPUH TENA.
dopMupoBaHue JByCTOPOHHECUMMETPHUYHOIO MAHUUPS Haubosee SpPKo
IPOSIBIISICTCS B 9BOJIOLUH OTpsifa Spatangoida (3epkalbHO paBHBIE CTPYKTY-
PBl HIDKHEH TOBEPXHOCTH MaHUUPS — IUIACTPOH C KPYNHBIMU CTEPHATIBHBIMHU
MJIaCTUHKAMHM, aM(UIUIAKOHIHBIC TapHbIe MHTEPaMOyIaKpbl; ITMOJIUTHYECKAS
anuKalibHas CUCTEeMa C YeThIPbMSI HITU JIBYMS TCHUTAJIbHBIMHU ITOPAaMH U CHIIBHO
BBITSIHY TOM MaJpENOPUTOM, PA3IEIISIFOIINM 3alHUE TeHUTAJIbHbBIC U OKYJISIPHbIE
nnactuHky) (ConmoBeéB, 1983). Hambonpmiero coBeplieHCTBa ABYCTOPOHHSS
CUMMETPHS JOCTUTACT Y KaltHO30MCKUX mpeacTraButeiel orpana (puc. 3). Ho-
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Ka3aHbl OYEBUAHBIC MPEUMYIIECTBA SK30LHUKIN3MA U YKa3aHHBIX CUMMETPH-
YEeCKUX MpeoOpa3oBaHMil; OHM OBLIN CBSI3aHBI C OCBOCHHEM DPBIXJIBIX JOHHBIX
0CaJIKOB M C HEOOXOJUMOCTBIO aKTHUBHOTO TIEPEIBUKEHUS B TOJILE TPYHTA 3aKa-
MBIBAOIUXCS (HOPM, KAKOBBIMH SIBIISIIOTCSL OOJIBIIMHCTBO CIIaTaHTOUI0B. Bme-
CT€ C TeM, BCTPEYAIOTCS Pa3InYHbIe OTKJIOHEHUS OT IIPAaBUJIBHOW JIBYCTOPOH-
Hell cumMmeTpu. OTMETHM HEKOTOPbIE U3 HUX. B HEKOTOPBIX IBOIIOLIMOHHBIX
JUHUSX, HAIPUMEpP, B JUHUM Ho3gHEeMenoBoro poaa Micraster (IlocnaBckas,
MocksuH, 1959; [locnasckas, ConoBbeB, 1964, 1998, 2009) acuMMeTpuYHBIMU
CTaHOBSITCS aJ0paJibHbIe YacTu 1-ro (mpaBoro) u 4-ro (Jieoro) HHTEpamoOya-
KpPOB — M 9TO COXpaHseTcs y Bcex 0oJiee MO3JHUX BUAOB BIJIOTH IO MO3THETO
kamraHa. B 1-m uHTepamOynakpe oOpasyeTcs B caHTOHE Y M. rostratus mepu-
JOIUIAKOMAHASA CTPYKTYpa — K IPUPOTOBON IUIACTUHKE NPUMBIKAET OAHA ClIe-
JyIolnas 3a Hel TUIacTHHKA, a 4-i mHTepaMOyIakp Bceraa ocraercs aMmuriia-
KOMJIHBIM (K MPUPOTOBOW MJIACTHHKE IPUMBIKAIOT ABE IUIACTUHKH). DTH BUJIBI
C TaKOH CTPYKTYpOH HMHTEpaMOyIaKpOB MOXXHO Ha3BaTh «IIPaBBIMHU» (JIEBBIX
SHAHTHOMOP(OB CPEeIU HUX HET); ITOT (PEHOMEH MOKHO CUYUTATDH MPOSBICHUEM
nuccuMMeTpun (puc. 4). MexaHu3Mbl 3HAYUTENBHBIX U3MEHEHHI KOH(HUTypa-
LMY IUTACTUHOK M MX OTHOCUTEJIBHOTO pa3Mepa B IIpolecce OHTO- (UiIoreHesa
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Puc. 4. DBononnoHHast TMHUS TO3AHEMENIOBOT0 pona Micraster. [laHupy n300pakeHbI ¢
OpaJbHOI CTOPOHBI; HHTEpaMOyJIaKphl 3aIl0OTHEHBI TOUKaMu: a — Micraster subglobusus Posl.
HWKHSISI YaCTh BEPXHEro TypoHa, 6 — Micraster cortestudinarium Goldf., BepxHuii TypoH — HIX-
HUIT KOHBSIK, 6 — Micraster coranguinum Klein, BepXHuit KOHBSIK — HYKHHH CaHTOH, 2 — Micraster
rostratus Mant., canton, 0 — Micraster schroederi Stoll., HMKHsIS YacTh HMJKHEI'O KaMIlaHa, e
— Micraster coravium Posl., BepxHsist 4acTh HI)KHEro KamiaHa, oc — Micraster brongniarti He-
bert, BepxHuii kamnas, 3 — Micraster grimmensis Nietsch., BepxHsis 4acTh BEpXHEro KaMmnaHa.
O0603HaYeHHsI: Pr — IMEPUCTOM, St — CTEpHAIBHBIC IIIACTHHKH [UIACTPOHA; apabCKUMu IuppamMu
o6o3nauenb! naTepamOynakpsl (ITocnasckas, Mocksu, 1959; Conossés, 1998).
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Puc. 5. AnopaibpHbIe 9aCTH NAaHIHPS IOBEHUIBHBIX IK3eMILIIpOB Echinocardium cordatum
Ha maHnupe AauHOu: a — 1,45 mm u 6 — 3,1 mwm. [lapannensHble pSabl TOYEK HOKPHIBAIOT 30HBI
TpaHCIOKAINK MIacTHHOK. Macitabubie guHerku 0,2 mm (McNamara, 1987).

O6’I)HCHHIOTC$1 SIBJICHHUEM MCpHI[I/IOHaJILHOP'I u E)KBaTOpI/IaHI)HOﬁ TpaHCJIOKaluu.
B pesynbraTte 3TOr0 SIBICHUS MPOUCXOAUT HEPABHOMEPHBII POCT U pe30pouus
Y4aCTKOB IJIACTUHOK, IPUBOAAIINEC K «CKOJBXCHUIO) IBOB MCXKAY OTACIbHBI-
MH TTacTHHKaMU (puc. 5, 6) (McNamara, 1987).

e/

Puc. 6. Pacrionoxenue ajopaibHbIX IVIACTUHOK: @ — Y IOBEHHJIBHOTO U O — B3POCIIOr0 9K3eM-
wisapoB Protenaster australis. BumHa oHTOreHeTHYECKast SKCIAHCHS BTOPBIX IIACTHHOK HHTEPaM-
OynakpoB 1b u 4a (3amoTHEHB! TOYKaMH) Iy TEM SKBaTOPHAIEHON TPaHCIOKAIUH MEX /Ty IIACTHH-
kaMu | 1 2 CMeXHBIX HHTepaMOyIaKpaIbHBIX PSJOB — COOTBETCTBEHHO la n 4b. MacmraOHast
JIMHEHKa JUTs OBEHUJIBHOTO DK3eMIUIsipa — 5 MM, 17151 B3pocioro — 40 MM (McNamara, 1985).

236



Puc. 7. Pe)lyl(l_ll/lﬂ IF'CHUTAJIBHBIX 1IOP Ha Pa3HBIX '€CHUTAJIBHBIX IIJIACTUHKAX B annKaIbHOM
cucTeMe MOPCKHX exelt oTpsijga Spatangoida: a — Cyclaster, BepxHUil Mes (OTCYTCTBYET mopa
Ha 2-i IIacTHHKE — Magpenopurte), 6 — Orthaster, BEepXHUN Mell (OTCYTCTBYET mopa Ha 4-if mia-
cTHHKe), 6 — Kertaster, najneoneH (OTCYTCTBYeT HOpBI Ha 2-if U 3-if miacTuHKax), ¢ — Plesiopa-
tagus, 20IIeH(OTCYTCTBYET MOPHI Ha 1-I U 2-if TUIaCTHHKAX), 0 — Anabrissus, COBp. (OTCYTCTBYET
nopa Ha 3-i mnactunke). CM. Takxke puc. 8.

Jpyrue nposiBieHus: AMCCUMMETPUHU MbI BCTPEYAEM B CTPYKTYPE allUKaJlb-
HOM cHCTEMBI. DTO CBA3aHO C PEAyKUUEH ONHOM MU NBYX FOHAJ M COOTBET-
CTBEHHO — FCHUTAJIBHBIX MOP HA Pa3HBIX F€HUTAJIBHBIX IUIACTUHKAX (puc. 7).

a|@4 1@| 6 4 1@
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Puc. 8. Cxema pacnonoxeHusi TeHUTAIbHBIX IOP HA TEHUTANBHBIX MiIacTUHKax (1-4) amu-
KaJIbHOM CHCTEMBI MOPCKHX eXeil oTpsiia Spatangoida (OKyJIsipHBIE MIACTHHKH HE ITOKAa3aHBbI).
C — cummetpuyHoe pacronoxenue nop; I[1 — “mpaeie” dpopmel, JI — “neBrie” GopMbI; HEBCTpE-
YaJOIMeCs COUSTaHHs 3aUePKHY ThI; M — MaJAPEHIOPUT; T U ]| — JICBBIH U NPABbIH SHAHTHOMOP(BI.
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Ha3zoBem J1eBBIMH JHCCHMMETPHUYECKHE MOAU(HKALNU, KOTJa COXPAHSIOTCS
HOpHI (O/1HA WITH J1Be) Ha 3-i U 4-1i (JIeBBIX) FTEHUTAIBHBIX IJIACTUHKAX M IPABBI-
MU T€ MOAU(UKALINH, Y KOTOPBIX COXPAHSIIOTCS OHA MIIW JIBE MOPHI Ha 1-ii 1 2-i
(mpaBbIX) TUTaCTHHKAX. YacToTa BCTPEUaeMOCTH ATHX MOJU(PHUKAINHA Pa3THIHBI
(puc. 8). I3 9-T1 BOBMOKHBIX Bapualiii TpU HUKOT/Ia He BcTpeyaroTcs. Toimbko
JIB€ MOIN(UKAIINN COCTABISAIOT «3epKAIBbHYIO Iapy»: JieBas (OTCYTCTBYET Hopa
Ha 2-# TIJacTUHKE) U MpaBas (OTCYTCTBYET IMopa Ha 3-i IIIACTUHKE) MPH ITOM
OTCYTCTBHE TTOPHI Ha 2-i TUTACTHHKE (MapEropuTe) — sIBIICHHE OOBIYHOE (HAUH-
Hasl C KOHIA MO3/IHEr0 Mejia OHO IPUCYTCTBYET y MPEACTaBUTENCH HECKOIbKUX
cemelicTB — Cyclasteridae, Shizasteridae, Isasteridae u ap.), a OTCYyTCTBHE TIOPBI
Ha 3-# MJIaCTHHKE BCTPEUCHO TOJIBKO Y OJIHOTO COBPEMEHHOT0 posia Anabrissus
(cemeticTBo Brissidae) (puc. 7m). Penyknuio mopsl Ha MagperopuTe Jerde 00b-
SCHUTB ()YHKIIMOHAIBHO; IPU OOIIEeH TeHICHIINHU K OJIMTOMEPH3aIluH TOHA, T10-
TEepsl 3TOW TOHABI SABISETCS HANOOJIEe ECTECTBEHHOM, T. K. 3TO «OCBOOOXKIACT»
MECTO B TOM CEKTOpPE MOJIOCTH TeJa, TJe HAXOAUTCS OCEBOH KOMIIJIEKC OPTaHOB.

Puc. 9. AnanukanbHble 4acTH aMOyJIaKpoB MOPCKHUX exXei oTpsiaa Spatangoida: a — neHTo-
BUJHBIH, 6 — IETAJIONTHBIN, ¢ — YAaCTh JICBOI'0 TIEPEIHETO MeTalona amoynakpa IV, HempaBuiib-
HOTO Mopckoro exa Washitaster longisulcus (Spatangoida, Toxasteridae), ans0 CILIA (BugHO
PE3KO aCHMMETPUYHOE CTPOCHHE JICBOW M MpaBoil BeTBei netanounna). (Comonés, 1971; Map-
koB, CostoBbEB, 2002).
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PaccmarpuBasi ckMMETpPHUIO Y MOPCKHX €Kell, HaJl0 CKa3aTh U O €€ IPOsIBIIe-
HUU B OTIEJIBHBIX OpraHax. JTo KacaeTcs mpexe Bcero amOyiaakpos (puc. 9).
st HUX XapakTepHa CMHMMETpHsl ogoous. B TunuyHoM ciryuae, mpoBost orie-
palMIo TPAHCISIUHU B KaXXAOM aMOyJaKpaabHOM TI0JIe, MbI BUAHM TIOBTOPSIIO-
nrytocst GopMy OTIIENBHBIX TUIACTUHOK, HO HE TI0JIy4aeM PaBHOTO UX COBMeEIIe-
Husl. ONHAKO y IPAaBUIIbHBIX MOPCKHUX €XKEW MPaBblii U JIEBBIN PSAbl B HUX U/ICH-
TUYHBI 110 (OPME U KOJTMUECTBY IIACTHHOK (pHc. 1). Y HenpaBUIIbHBIX MOPCKUX
eXeii, 0COOCHHO y CIaTaHTOMJI0B, KapTHUHA CyIeCTBeHHO nHas (puc. 3, 9). Tak,
B NETAJOUIHBIX YACTSIX aMOYJIaKpOB OTIENIbHBIC PSAAbI B KaXKIOM I10JI€ MOTYT
OBITH PE3KO ACHMMETPHYHBI M OTJIMYATHCS 110 (popMe, BETUUHHE U KOTUYECTBY
MIJACTUHOK, YTO CBSI3aHO C BBIMOJIHEHHEM aMOyJaKpaJbHBIMH HOKKaMHU pas-
JWYHBIX QYHKIUH — IBIXaHUS, OCI3aHUS, OTUCTKY IMaHITUPS U 1p. (puc. 9B). Ta-
KHMX IIPUMEPOB OUYCHb MHOTO.

CIIUCOK JIMTEPATYPbI

Uosaxonos A.M. 1923. Mopckue exu (Echinoidea). Urmokoxue (Echinodermata). T. 1.
Bein. 1. ®ayna Poccun u conpenenbubix crpan / Pex. H.B. Haconos. Iletporpan.
361 c.

Hsanosa-Kazac O.M. 1978. CpaBHUTeNbHAS SMOPHOIOTHs OECIIO3BOHOYHBIX KHBOT-
HbIX. Urnokoxkue u nonyxopaoseie. M.: Hayxka. 166 c.

Mapros A.B., Conosvés A.H. 2002. Mopckue exxu pona Washitaster (Spatangoida), Mmop-
(dhoorus u cucremaruueckoe mnosoxenue // [laneonroi. xxypu. Ne 4. C. 45-56.

Iocnasckas H.A., Mockeun M.M. 1959. Mopckue exu. Atinac BepXHEMeJIOBOH (ayHbI
Cesepnoro Kaskasza n Kpeima / Pen. M.M. Mocksun. Tp. Beecoro3H. H.-u. nH-Ta
npuponasbix razos. M. C. 242-304.

Iocnasckas H.A., Conosvés A.H. 1964. Knacc Echinoidea (Mopckue exn). Otpsix Spa-
tangoida / OCHOBBI ManeOHTONOTHU. WTIIOKOXKHE, TeMUXOPAOBBIE, TIOTOHO(EPHI,
metnHKo4entocTHeie. M.: Heapa. C. 174—-189.

Conosvése A.H. 1983. CummeTpuss MOpCKUX exel cmaranrounoB // bromn. MOHIL.
Ot reoun. T. 58. Beim. 4. C. 45.

Conosvés A.H. 1998. DBOMIOIMOHHBIC JIUHUHM HEKOTOPBIX MEJIOBBIX U KailHO30MCKUX
POIIOB MOPCKUX €Xel U ux uurepnperamnus. Tes. noki. 44 cec. [TlaneonTon. 06-Ba.
CIlo. C. 94-95.

Conosvés A.H. 2009. CemoreHes Kak acnekT (HUIJIOreHe3a U ero 3HaueHHe JUIsl CTPaTH-
rpaduun (Ha mpumepe Mopckux exeit). Mar-nel 55 cec. Ilaneonrton. o6-sa. CIIG.
C. 140-142.

Conosvée A.H., Mapkos A.B. 2004. PanHue 3Tanbl 3BOMIOLUN HEMPABUIBHBIX MOP-
CKHX exXel / DKOCHCTEMHBIE NePeCcTPOHKN 1 IBoIIonHs onocdepsl. Boim. 6. Pes.
N.C. bapckos, T.b. Jleonosa, A.I. Ilonomapenko. M.: IIMH PAH. C. 77-86.

Fisher F.G. 1966. Spatangoids. Echinoids / Treatise on Invertebrate Paleontology. Pt U.
Echinodermata 3. V. 2. Ed. R.C. Moore. P. 543-628.

239



McNamara. 1987. Plate Translocation in Spatangoid Echinoids: it’s Morphological,
Functional and Phylogenetic Significance // Paleobiology. V. 13. Ne 3. P. 321-325.

Moore R.C., Fell H.B. 1966. Homology of echinozoon rays / Treatise on Invertebrate
Paleontology. Pt U. Echinodermata 3. V. 1. Ed. R.C. Moore. P. 119-131.

SYMMETRY, ASYMMETRY AND DISSYMMETRY IN ECHINOIDS
A.N. Solovjev

The development of bilateral symmetry of echinoid test in the process of exo-
cyclisation and phenomena of dissymmetry in the structure of paired interambu-
lakra and apical system are examined. Peculiar metamery is typical of ambula-
cra, some plates of which are characterized by the symmetry of similarity. The
operation of translation in every ambulacrum leads to identity of form, however,
it does not lead to equal coincidence of each plate. The considerable asymmetry
of petaloids of some irregular echinoids is the result of different functions of tube
feet in adjacent petaloid rows.

Keywords: Echinoids, symmetry, asymmetry, dissymmetry.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «l'eo-6uonoeuueckue cucmemvt 8 npownomy. M.: IIHH PAH, 2013. C. 241-262
http://www.paleo.ru/institute/publications/geo/

ABEPPAIIMUN B CTPOEHUU YAILIEYKH ¥ KJIAJAUJIHBIX
MOPCKUX JINJIUH U3 TOAMOCKOBHOI'O
KAMEHHOYT OJIBHOT'O BACCEMHA

C.B. Poxuog', I.B. Mupanues?
Haneonmonozuueckuti uncmumym um A.A. bopucsxa PAH, Mockea
Yrozhnov@paleo.ru, *gmirantsev@gmail.com

W3ydensl abeppaiuu JUCKPETHBIX MPU3HAKOB YAIlCUeK U PYK y KaMeH-
HOYTOJIbHBIX MOPCKUX Jniuit [TomMockoBHOIO Oacceiina, mpeacTaBlieH-
HbIE TIPEUMYIICCTBEHHO B KOJUIEKIUSX [laleOHTOIOrUYECKOr0 HHCTH-
TyTa. AGeppaliy HEPaBHOMEPHO PACIPEACICHbI MO0 TAKCOHAM, OT MOJ-
HOTO OTCYTCTBHS B IOCTaTOYHO OoibIIoil BeIOopke mo 10 %. OtnenpHO
paccMoTpenbl abeppanuu nHppadbazaabHOro, 0a3aJIbHOIO PaIUATBHOTO
BEHYMKOB, aHAJIbHBIX TAaOJIHYEK U BeTBJIeHUE pyK. [loka3aHno, 4yTo abep-
panuu, 3aTparuBaronie OJUH U3 BEHUYUKOB, OOBIYHO MOYTH HE BIHUSIOT
Ha COCEIHUE BEHYHMKH, 32 HCKIIIOUCHUEM MOTPAHMYHBIX YacTel. ITO CBH-
JIETENBCTBYET O 3HAYUTEIBHONW HE3aBUCUMOCTU UX (JOPMUPOBAHUS APYT
ot apyra. BzauMoBnusiHue 0OBIYHO OTPAaHHUYMBACTCS JIUIIb MMOJTOHKON
B OHTOT€He3¢ MOrPAaHMYHBIX YacTEeH COCEAHUX BEHUYMKOB IS MOJIHOTO
3aKpBITHs Yaniedku. Tem He MeHee, B HEKOTOPBIX CIydasix JUCTAIbHbIC
4acTu OJHON U3 nHppPaba3aIbHBIX TAOIUYEK HIIM MPOKCHMAIBHBIC Of1-
HOM U3 pajiuajbHBIX BHEAPSIOTCS HA TEPPUTOPUIO 0A3aIbHOTO BEHUHKA,
pasMbIKasi €ro, jenas pa3’opBaHHBIM. DTO MOXET CBHJETEIbCTBOBATH
0 3aKJjajike 0a3ajJbHOrO BEHYHKA B OHTOrCHE3e Mocie HHPpada3aibHOro
U JIaXke PaMaibHOrO HE TOJBKO y TaKUX abeppaHTHBIX (OpM, HO U, BO3-
MOXHO, B XOJIc HOPMAJIbHOI'O OHTOTreHe3a. AGeppaluu B aHalbHOM apee
CBSI3aHbI, B OCHOBHOM, C M3MEHEHHUEM YHCIIa TA0IMUYEK, PACTIONOKEHHBIX
B Mpe/eNax Yaliedku, i ¢ MECTOMOJIOKeHHEM U (popMOil paanaHanbHOR
Tabnu4KU. B BETBIEHUU PYK BBISBISCTCS ABYCTOPOHHSISI CHMMETPHS
OTHOCHUTEJIBHO TJIOCKOCTH CHMMETPHH, MPOXOJsIieil uepe3 paauyc A
u uHTeppaamyc CD.

Karouesvie crnosa: abeppanusi, aCHMMETPHS, U3MEHYUBOCTh, MOPCKHE JIH-
nuu, KapOoH, MOCKOBCKasi CHHEKJIU3A.
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BBEJIEHHUE

AbeppaHTHBIE (OPMBI CPEeIY COBPEMEHHBIX M MCKOMAEMBIX JKUBOTHBIX U
pactenuii, Haubosee spkue GOPMBI KOTOPBIX HEPEAKO HAa3bIBAIOT MOHCTPAMH,
MPHUBIIEKAIOT BHUMaHUE MHOTHX HccienoBaresneidl. OcoOeHHO 3TO KacaeTcs pes-
KMX U3MEHEHUH JAUCKPETHBIX MMPU3HAKOB, TaK KaK UX UBMCHYUBOCTH MOTJIa YKa-
3bIBAaTh Ha BO3MOXXHBIC MAarucCTpaJibHbIC 3BOJIOIIMOHHBIC ITYTH pPa3sBUTUA, KaK
HPOIIJIBIE, YK€ OCYIIECTBUBIINECS, TaK U OyAyILIUe, «OKIYIINe» MOIXOMALINX
yCIIOBUI B OKpy»katoweil cpene. Ho rmaBHoe 3HaYeHHE KaTaJOTH3ALUU «MOH-
CTPOB» U U3YUYECHHUS OCOOCHHOCTEH UX TMOSIBICHUS OKa3aJI0Ch B TIOHUMaHUHU MOP-
¢orenesa cHauana B MHAMBHIYAIbHOM, a 3aTEM U B UCTOPUYECKOM Pa3BUTHH.
OTO Hauvasoch ¢ M3BECTHOM cBOAKM Y. beiircona «Matepuaibl Ayt U3ydeHus
BapHaluiiy, B KOTOPOH OH KaTaJIOTU3UPOBAJT U Onucall OOJbIIOe YHCIO «MOH-
CTPOB» M3 CaMBIX pa3HBIX TAKCOHOB XHBOTHOTO Mupa (Bateson, 1894). B neit
OBUIM U JISITYLIKY C U3MEHHEHHBIM YHCJIOM IT03BOHKOB, 0a00YKH C HEOOBIYHBIM
YHCIIOM MJIM pa3MeIleHHEM SIPKUX TJ1a3K0B Ha KPBUIbSIX, HACEKOMBIE C HOTOW Ha
MECTC aHTCHHBLI, JIIOAW C YBCIIMYCHHBIM YUCJIOM NAJIBIEB HAa PYKax WMJIN HOT'axX,
W MHOTHE JIpyTHe OTKJIOHeHUsI. BeWTCOH pa3ienui BCce U3BECTHBIC eMy adep-
panun Ha IPOCTHIC, CBA3AHHBIC JIUIb C U3MCHCHHBIM YHCJIOM ITOBTOPAOIINXCA
yacTel, 1 Ha TOMEOTUYECKHUE, KOTa OAHM OpPraHbl MJIM YaCTH TeJla 3aMEHEHbI Ha
HAIlOMHUHAOLIUE ApyTHe. B KoHIe ABaALaTOro BeKa rOMEOTUYECKHE MYTaHTHI
ObUIM M3yUYeHBl HA MOJICKYJISIPHO-TEHETHYECKOM ypOBHE. B pesynbrate Obuin
BBISIBJICHBI TOMEOTHYECKHE TeHbI, (POPMUPYIOIINE OOLIYI0 CTPYKTYPY Teja Ku-
BOTHOTO, CpEJI KOTOPHIX Han0O0JIee N3BECTHHI XOKC-TCHEI.

N3ydenne abeppamuii cpen HCKOmaeMbIX (hopM, 0COOSHHO Y TIO3BOHOTHBIX
U UTJIOKOXKHX, UMEET 0c000€ 3HaYCHUE, TAK KaK [I03BOJISIET BBISIBUTH HEKOTOPbIC
0COOEHHOCTH «TJIyOOKOTr0» OHTOTeHe3a. [IpuMepoM MOXKET CIyKUTb BbISIBIIC-
HUE 0COOEHHOCTEH OHTOreHe3a MO3BOHKOB Y TpuacoBbix aM¢puouii (LumkuH,
1987), noka3aTesbCTBO MEpEeMEIIeHUs pTa ¢ epeaHero KOHIa JTUNYMHKH UTJI0-
KOXKMX Ha 3aHUH y MCKOMAEMBbIX MOPCKHUX JHJIHH M d0KkpuHonaei (PoxxHOB,
2012; Rozhnov, 1998). M3y4enue abeppanuii y UTIOKOKUX UMEET CBOU OCOOBIC
po0JIeMbl, TAK KaK OHU MOT'YT OTpaskaTh 0COOEHHOCTH MOP(OreHe3a pu rnepe-
Xozle OT OMlaTepansbHO-aCUMMETPUYHBIX (OPM K pajnaibHO-CUMMETPHUYHBIM
(Rozhnov, 2012) kak B OHTOTeHe3e, Tak U B (huiorenese. JuckperHeie abeppa-
MU XOPOILIO W3BECTHBI y HEKOTOPBIX mepMckux Omacrouneit (Macurda, 1980)
¥ HEKOTOPBIX JPYTHX METbMATO30MHBIX UTIOKOXUX (SIkoBnes, 1948). Ho nau-
Oosblee UX YUCIO U3BECTHO Y MOPCKUX JIMJIMH, IPEX/E BCEro, y TeX U3 HUX,
KOTOPbIE BCTPEUYAIOTCS B MACCOBOM KOJIMUYECTBE.

Teno GOABIIMHCTBA MOPCKUX JTMIIMH COCTOUT M3 HECKOJIBKUX OCHOBHBIX Ya-
CTeii: KPOHBI, BKJIIOYAIOLIEeH TEKY M OTXOASIINE OT Hee PYKH, cTeOIs1, Ha KOTOPOM
KpOHA JIEPYKUTCS B TOJIIIE BOJIbI, U MPUKPEITUTEILHOTO 00pa30BaHUs UITH IIUPP,
C IOMOIIBI0 KOTOPBIX CTEOEIb IPUKPEINIAETCS K I'PYHTY. Teka MOPCKUX JINIHUM
COCTOUT M3 YAILICUKH, OXBATHIBAIOLIECH OOJIBIIYIO YacTh TeIa ¢ a0opasIbHOM CTO-
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Puc. 1. Cxema cTpoeHMS YallleUKW KJIaJUTHOW MOPCKOW Jinnuu. PaguaiibHble TaOIHMYKU
3aKpameHbl YepPHBIM [IBETOM, pajJiMaHajbHas Ta0lIMYKa 3aKpallieHa IITPHXOBKOH, X-aHAJIbHBIC
¥ BBIIIIEJICKAIINE TAOIMUKH 3aKPALICHBI KPAITOM.

POHBI, ¥ KPBIIIIEYKH (TerMeHa), MPUKPBIBAOILEH TesIo ¢ opabHOil cTopoHbl. Kpo-
M€ PYK, OT TEKH OTXOJIST €llle U aHAJIbHBIC CTPYKTYPBI, B BUJIE aHAJLHOTO MEIII-
Ka, PYKOBHIHOIO OTPOCTKA MJIM HEOOJBIIOIO BBIPOCTA HA TermMeHe. Yareuka
0OBIYHO TOCTpPOEHA JBYMsI, 0a3ajbHBIM U PaJuabHBIM BEHUYMKAMH TaOlIHueK,
Y MOHOLIMKJIMYECKUX (DOPM, MITH TPEMS, C TOMOTHUTEIbHBIM HH(padazaabHbIM
BEHYMKOM, Yy AMLIMKIMYECKHX IMpeAcTaBuTenci. Jlias MOpckuX WM, Kak |
OOJIBIIMHCTBA PaJUalIbHO-CHMMETPHUYHBIX HIJTIOKOKHX, XapaKTepHA MSTHITY-
YyeBasi CUMMETpHsL. B yarieduke 3Ta cMiMMETpUsl BBIPaKeHA B BHJIE TISTH MOYTH
OJIMHAKOBBIX TaOIMYEK, COCTABIISIIOINX KaXKAbli BeHYMK. TaOnuuku B cocen-
HUX BEHYHMKaX OOBIYHO CMELIEHBI OTHOCHUTENBHO APYT Apyra Ha 36 rpamycos,
HAIIOMHMHAsl CBOUM DPACHOJIOKEHHUEM KUPIUYHYIO Ki1aaky. C (yHKIHOHAIBHOM
TOYKHM 3PEHHUS, 3TO YKPEIUISIEeT YalleukKy, U TeKy B 1eioM. [Ipu mopdorenetnye-
CKOM TIO/IXO0JI€ BKHO BBISICHUTD, OBLIIO JIU TaKas apaH)KUPOBKA Y MOPCKUX JINITHHA
WCXOIHOM, H, €CITH HET, TO KaK MPOUCXOAMIIO CMEIIeHNEe TabINIeK OTHOCHTETh-
HO Apyr apyra. s o003HaueHUsI MOJOKEHUS TaOJIMUEK B TEKE HCHONIb3YeTCs
TEPMUHOJIOT WS, OTpakalolias BEHYHK, (paguaibHble, 0azaibHble, nHPpadas3ab-
HBIC) M CEKTOP, B KOTOPBIX HaX0AUTCs Tabnuuka. J{1s1 0003HaYeHU S KaXKA0ro 13
MSTH CEKTOPOB, MM KaK MX MPUHSTO HA3bIBATh PAJANYCHI, 32 OCHOBY IIPHHUMa-
10TCs 0003HAYEeHN paauaIbHBIX TaOMWYeK 3ariIaBHBIMU JJATUHCKUMHU OyKBaMHU
A, B, C, D, E no cucreme Kapnearepa: paguanbHas TabaudKa, pactooKeHHas
HAIIPOTHB aHAJBHON apen 00O3Ha4YaeTCs 3arilaBHOW JIATHHCKOW OyKBOH A; ma-
Jiee, M0 YaCOBOW CTPEJIKE, paJuaibHble TAOMUYKH U COOTBETCTBYIOLINE UM Pa-
auycel o6o3Havarores narnackumu oyksamu B, C, D u E (Ubaghs, 1978; puc. 1).
bazasibHble TaOIWYKK CMEIIEHB! N0 OTHOLIEHHUIO K PaJualbHBIM Ha TOJIOBUHY
panuyca. [TooToMy HX TIOJIO)KEHHE HA3BIBAIOT MHTEPPaJAHATIbLHBIM H 0003HaYa-
10T JIByMsI OYKBaMH COOTBETCTBYIOIIUX JIBYX PaJHyCOB, B KOTOPBIX OHU HAXO-
narcst (AB, BC, CD, DE, EA). AnanbpHas apest pacrojioKeHa B HHTEPPaINyce
CD. UndpadaszanbHble TAOMUYKH PacloNaralTcsl paauaibHO U 0003HAYAIOTCS
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TeMH ke OyKBaMu, UTO U pajnajibHble Ta0IMuky. OT KaX 101 U3 paauabHbIX Ta-
OMYeK OTXOMIIA pyKa, KOTOpask MOIJIa ITOCIIeJOBATEIbHO BETBUTHCSI HECKOJIBKO
pa3. BeTBienue mporcxoquiio Ha 0coOOM, ¢ ABYMs AUCTAJIbHBIMU (aceTKaMHu,
AKCUJUISIPHOM 4ileHHKe. [IsTnmydeBas ciMMeTpHS Yallleukd 4acTo HapyllaeTcs
HaJUYMEM OIHON WM HECKONBKUX JIOTOJHUTENBHBIX TaOMNYeK B pagrabHOM
BeHurKe. OHM PacIONOKEHbl B HHTEPPaLNyce, KOTOPbIH Ha3bIBAIOT AHAJIBHBIM,
TaK KaK Ha 3TH TaOJUYKHU ONHUPAIOTCSA CTPYKTYPhl aHAJIBHOTO MEIIKA.

Kpome cTangapTHBIX OTKIOHEHMH OT MATHIIYYEBOW CHUMMETPHUH, BXOIS-
IIUX B IUJIaH CTPOEHUS TOTO MJIM MHOTO TaKCOHA, CPEAN MOPCKUX JIMIIUN ¢ pa3-
JINYHOM 4aCTOTOM BCTPEUYAIOTCSl HAPYLICHUS, CBA3AHHbIE ¢ U3MEHEHUEM Iy TeH
WHIUBUIYAJIEHOTO Pa3BUTHUS OTIASIHHOW O0COOW. DTHU HAPYIICHUS Yalle BCETO
BBIPaXEHbI B U3MCHEHUH YMCJIa TAOJIMYEK B OTHOM MJIM HECKOJIBKMX BEHUHMKaX
YaIleUYKH WM U3MEHEHUHU BEITMYMHBI U (QOPMBI OTHAENbHBIX Tabnuvek. [lono0-
HBIC HapyIICHUS M3BECTHHI TAK)KE B CTPOCHUH PYK U cTeOust. Takue abeppauun
YBEPEHHO OTIMYAIOTCS OT U3MEHEHHUH B CKeJIeTe, BHI3BAHHBIX MPUKUZHEHHBIM
MOBPEXKACHHUEM YallleueK U MOCTeIyIOUIUM 3ajieunBaHueM TpasM. [Ipex e Bce-
r0, 00 ’TOM CBHAETEIHCTBYET OTCYTCTBHE KaKUX JTHOO CIIeI0B OBPEXKACHUN Ha
ckesiere. Kpome Toro, npu pereepanuu B HOBPEXKACHHON 4aCTH YaIIEYKU BO3-
HUKAIOT XapaKTEPHbIE MHOT'OYMCICHHBIE MEJKHE TaOJIMUKH, MPUKPHIBAIOIIYIO
TPaBMHUPOBAHHYIO 00JIaCTh. XapakTepHas yMEHbLICHHAs KOIUS PYK BO3HUKACT
MIPH pereHepany ux NoBpexaeHHon yactu (Mupanues, 2013).

Paznuunbie abeppalyiii B CTPOCHUM MOPCKUX JIWJIHH yKe ObUIH JeTalbHO
OIHCaHbl B JUTEPATYpPEe U B HEKOTOPBIX CIIydasiX HO3BOJUIM PACLIMPUTH JaH-
HbIe 0 MopdoreHese MOpcKUX Jwinid. Hampumep, yaanoce peKOHCTPyHpOBaTh
MOPSIIOK 3aJI0KEHUS! PYK M paJuasibHBIX TaOJIMYeK MPHU aHaIM3€ OTKJIOHCHHH
MOPCKUX JIHJINK OT IsiTHirydeBod cumMeTpun (Rozhnov, 2002). Haxonka abep-
paHTHBIX (OPM Y TU30KPUHU] (AUCTIAPUIHBIE MOPCKHUE JIUITUH) ITO3BOIHIIA BbI-
SIBHTH ITPOUCXOXKJICHUE WX HEOOBIYHOW HIDKHEH paananbHOW Tabmuuku (Pox-
HOB, 1981; Rozhnov, 2002). MHOTHE OTKJIOHEHUS OT MSITHITYICBON CHMMETPHH
cpemr MOpCKuX auinid coopans! KO.A. ApeHIToM B crierinaibHON MOHOTpadmu
(Apennr, 1981). Onmcanuto pa3HOOOpa3HBIX a0eppalUN CPEIH MMAIC030HCKIX
Mopckux jminidi CeBepHolt AMepukH mocBsiiieHbl padotsl X. CTpuMiuia mo
aAMEPUKAHCKUX KaMEHHOYTOJILHBIM MOPCKUM JuiusaM (Strimple, 1957; Pabian,
Strimple, 1978). Ananu3 3Tux abeppaluii IpUBEI aBTOPOB K MPEATIONIOKEHHIO,
9TO OOJIBIIMHCTBO a0eppauii He HMEIOT dBOJIIOMMOHHOTO 3HAYCHHUS U JIUIIIH He-
Oonblasi UX 4acTh MO3BOJIAET HAMETUTDH OOLIME TEHICHIIMU JajbHENIIel 3BO-
JMoUuK rpynnsl. HekoTopsle HHTEpecHbIEe adeppaluy yKa3aHbl IPU ONMMCAHUU
HOBBIX TaKCOHOB KpuHOUAeH (SIkoBnes, 1926; Apennr, 1981, 1997; Apennar, 3y-
Oapes, 1993) unu npu ananuze HeoObIYHBIX Gopm (Poxnos, 1983). M3yuenue
abeppaluii B CTPOCHUH YaIlICUKH KJIAJIUHBIX MOPCKUX Jnianui u3 IlogmMockoB-
HOT'0 KaMEHHOYTOJIBHOT0 OacceiiHa 3HAYUTENHHO pacIupsieT JaHHbIE 00 OTKJIIO-
HEHMSIX B MHIMBUYaJIbHOM Pa3BUTUU UCKONAEMBIX MOPCKUX JIMIIHH.
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MATEPUAIJI U METOJUKA

Abeppaluu B CTPOEGHUH YalIeYKH M PYK MOPCKHUX JIUIUN OBLIN BBISBICHBI
IIpY IPOCMOTPE KOJUIEKUUA KaMEHHOYTOJIbHBIX KpuHouaeil Ilaneontonoruye-
ckoro nHcTUTyTa UM. A.A. bopucska PAH, [TaneonTonoro-crparurpaduuecko-
ro mysest kKaeapsl TuHaMuUecKor u uctopuyeckoit reonorun CIIOI'Y (Ne §3),
a Taxke bepnunckoro myses ectrectBeHHol uctopun (BMEN). Cpenu npumep-
HO 3 000 5K3eMIIIPOB YaIiedek ObIIO BBISIBJICHO OKOJIO 50 abeppaHTHBIX IK3EM-
MspoB KpruHOHAeH. [ TaBHBIE THITBI HapymIeHUH QoTorpadupoBaInCh U 3apH-
COBBIBAJIMCH B BUJIE AETAJBHBIX CXEM CTPOCHHMsSI a0eppaHTHON Yameuky. Boiss-
JICHHbIe abeppaunu ObLIN KiIaccu(UIIUPOBAHBI IO TUITY HAPYLIEHUH CTPOCHHS
CKeJeTa B Kax oM Takcone. [ns Buna Moscovicrinus multiplex (Trd.) onucansr
BapHallMy B BETBJICHMM PYK B pPa3HBIX pajuycax M BbISBIEHBI XapaKTepHbIE
M HEOOBIYHBIE 0COOCHHOCTH BeTBIeHUs. [loydeHHble TaHHbIe aHAJTU3UPOBa-
JUCh ¢ MOP(OreHEeTUUECKOI TOYKHU 3PEHUS U CPAaBHUBAINCH C U3BECTHBIMU JAaH-
HBIMH IO OHTOI'€HE3Y MOPCKUX JIMIIHH.

OHTOreHe3 COBPEMEHHBIX MOPCKHMX JHJIMH HM3Y4YeH JIMIIb Yy HECKOJIBKUX
¢dopM, MpenMyIIeCTBEHHO y OeccTe0enbuaThiX MOPCKUX JTHIUN. Y OONbIINH-
CTBa UCKOMAEMBIX MOPCKHX JIMJIMH TOCIEI0BATEIBHOCTD MOSIBICHUS TaOIUYeK
M UX MepEMEeIIeHUH B X0/Ie OHTOT€He3a HEM3BECTHHI M3-32 OTCYTCTBHS HAXOJOK
9K3EMIUISIPOB HA paHHEH CTaJuU pa3BUTHs cKeyeTa. VckiroueHueM sSBIISIFOTCS
TUHOKPUHU/IBI YHUKAJIBHOH COXPAaHHOCTH, Ha KOTOPBIX YJaJloCh HOCTPOHUTH
OHTOTE€HETHYECKHUE IMocaeaoBaTeNbHOCTH (Apenar, 1970), a Takke HEKOTOpbIe
JqucTiapuIHble Mopckue nuinn (Sevastopulo, Lane, 1988).

PE3VIJIBTATBI

Aleppaliuu B CTPOCHHH YallIeYKH OKA3aJIMCh PacIpe/ie]ieHbl HepaBHOMEP-
HO, KaK B NMPOLIEHTHOM OTHOLIEHWH, TaK M B aOCONIOTHOM YHCIE, CPeau pas-
HBIX POJOB MOPCKMX JIMJIMI U3 KAMEHHOYTOJIBHBIX OTI0XkeHUN [TonMOoCcKOBHO-
ro Oacceitna. bombie Bcero abeppanuii yamoch BEISBUTE, IPEXKIEC BCETO, Y
Belashovicrinus gjelensis (cem. Agassizocrinidae) m HECKOTBKUX POIOB KPOMH-
okpuHuA (Mooreocrinus, Cromyocrinus, Ulocrinus; puc. 2). borarsrit Mmatepuan
1o abeppaTUBHON MU3MEHYUBOCTH, OCOOCHHO 10 pony Mooreocrinus, TpoOUCXo-
JUT TJIaBHBIM 00pa3oM U3 OTJI0KEHUH HeBEepOBCKOi cBUTHI cT. [lIudepnas. Cpe-
JI1 OCTAJIBHBIX BHJIOB 3 OOLIET0 CIIMCKA TAKCOHOB MOPCKHX JIMJIUI MOAMOCKOB-
Horo kapOona (Mupanues u np., 2012) abeppaHTHBIX (HOpM HE OOHApPYIKEHO,
JaXke Mpyu MaccoBoM matepuae. [IpomeHTHOe COOTHOMEeHHE abepPaHTHBIX K-
3eMILISIPOB K HOPMaJIbHBIM Pa3JIMYHO Y Pa3HbIX KpuHOUAeH. B oqHOM momyrs-
1uu, cocrosmiei Oosee yem u3 200 IK3EMILTSIPOB HEOIMHUCAHHBIX MOPCKUX JIFITHH
(cem. Decadocrinidae), mporcxonammux u3 T. H. «pbIOHOTO cios» Kapsepa Jo-
MOZEAOBO (TIECKOBCKasl CBUTA) ObLT OOHAPY KEH TOJIBKO OJUH abeppaHTHBIN JK-
seMIusip. [lo-BUAMMOMY, CXOTHBIM HEBBICOKUM yPOBHEM a0eppaHTHOW M3MEH-
YHUBOCTH OOJIaJIajii IMHUPOKO PACTIPOCTPAHEHHBIE B HU3aX CYBOPOBCKOW CBUTHI
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Puc. 2. AGeppaHTHBIEC 2K3eMILIsI Pl MOPCKHUX JIHIIHIT cemeiicTBa Cromyocrinidae u3 BepxHe-
ro kap6oHa [TommockoBes: Cromyocrinus simplex Trautschold (11, 13, 14, 18-19); Mooreocrinus
geminatus (Trautschold) (1-8, 10, 12, 15-17, 20) u Ulocrinus neverovoensis Mirantsev et Rozhnov
(9): 1 — ak3. [IMH, Ne 3678/794, yamieuka cHu3y, uHppadasans C ymeHblieHa, a B yBennyeHa;
2 —ok3. [TMH, Ne 3678/795, uameuxa cHusy, uappabazanuu B u D ymensmens], a A u E yBe-
nuaeHsl; 3 — ok3. [IMH, Ne 3678/455, yameuka cuusy, uudpabasans D ymenrmena, a E yBenu-
ueHa; 4 —k3. [IMH, Ne 3678/484, wameuxa causy, nappabdazans C ymeHsiieHa, a B ysenrnuena,
B 0a3ajJbHOM BEHYMKE LIECTh TAaOIHMUEK, IIecTas PacloioKeHa Moj pajinaHalbHOi TabIu4Koii;
5 —o9k3. [IUH, Ne 3678/542, yameuka cHU3y, B 6a3albHOM BeHUHKe YeThipe Tadamdku (DE mubdo
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Mopckue unuu Hydriocrinus pusillus Trd. 13 HECKOTBKUX COTEH 3K3EMILISIPOB
13 MSYKOBCKHX KaphepoB IOKa He ObLIO 00HAPYKEHO HU OJTHOTO a0epPaHTHOTO
sxzemruisipa (FO.A. Apennr, nepce. cooOieHue). bosbie Bcero abeppaHTHBIX
¢dopm (okoso 10 % ot obmiero wucia) BetpedueHo y Belashovicrinus gjelensis
Arendt et Zubarev, 1993 u3 pycaBKMHCKOH CBUTHI [ Keiu.

IlorydeHnnble maHHBIC YIO0OHO TMOKAa3aTh, MU(PPEPEHITUPYS HAPYIICHUS 10
WX IPOSIBJICHUIO B PA3HBIX BEHYHKAX, HECMOTPSI HA TO, YTO HAPYIICHHUS B OHOM
BEHUYMKE WHOT/IA BJICKJIU HAPYIICHUS CTPOCHHUS U B IPYTHX BEHYUKAX.

HNudpadazanbHblil BeHYUK

Bcero obOnapyxeno Oonee 20 HapymieHHH CTaHIAPTHOTO CTPOCHUS WH-
¢pabdazanpHOro BeHuHMKa. bosblias yacTh HapyIIeHH CBsi3aHa ¢ U3MEHEHHEM
(OpMBI HEKOTOPBIX TAOIMYEK M3-3a HApYIICHUW cTpoeHus 0a3aJIbHOrO BEHYH-
ka. M3meHenus uucia nHppada3aabHbIX TAOJUUYCK PEIKH, U U3BECTHBI TOJIb-
KO ClIyyadl YMEHBIICHHS UX YUCIa IO YeTBIPEX Y CEMH dK3EeMIUIAPOB (puc. 2:
9, 11, 17). YmenbieHue urcia nHppabdaszaneil mpouCXOAIIIO0, TO-BUIUMOMY, 32
CYeT CpacTaHHs COCEAHUX Tabnuuek. Y sk3eMmIursipa Mooreocrinus geminatus
(xout. Ne 5348; puc. 2: 17) npousouuio cnusiaue tTadmmuek C u D. [Ipu aToMm, kak
1y HOPMaJIBHBIX 3K3eMILISIPOB, 001ast popma nHPpada3albHOr0 BEHUHKA OCTa-
ercs natuyroiapHas. OTCYTCTBYeT MUIIb OB MeXy nH(ppabdazansmu C u D,
1 00beAMHeHHAs TAOIMYKa 3aHUMAET TOYHOE MECTO ITUX ABYX TaOnnuek. B ge-
TBIPEX CIIydasX «KBaJApaTHBII» nH(Ppaba3zambHbII BEHYHK C YMEHBIIIEHHON O
HOW WJIM IByMSI TaOJMYKAMU COYETAETCS ¢ 0a3aIbHBIM BEHUYHKOM U3 YETBIPEX

EA otcyrcTBytoT), undpabasans E ymensmieHa; 6 — sx3. [INH, Ne 3678/797, uameuka cHu3y, Ga-
3aibHas Tabamaka BC orcyTcTByeT, mH(pabdasanuu A u B ymenbiiensr, C — yBenndena; 7 — 9K3.
ITHH, Ne 3678/51, yame4uka CHU3Y, LIECTh TA0JUYEK B 0a3aIbHOM BEHYHKE, IecTast, (? HIKHSS
pazxunanbHas) pacroiaraeTcs 1moj paxuansio B; 8 — ax3. [IMH, Ne 5371 6/H, gamieuka cHHU3Y, B
nH(ppabazaabHOM BEeHUYHKE yeThIpe Tabauuku (A u B cinutsr), Tabnudxa ?C CHIBHO peAyIHpOBa-
Ha, D yBennuena; B 6a3aJlbHOM BEeHUYHKE YEThIpe TAOIUYKH — OTCYTCTBYeT 6a3zanb AB; 9 — ok3.
[INH, Ne 5348/591, a — cOoky, co cTopoHsl nHTeppaanyca DE, 6 — cHH3y, OTCYTCTBYyeT 0a3aib
AE, B nndpaba3zanpHoM BeHUHKe YeTbipe Tabnuku: D — penyunposana, C — yBennyena, A u E
ciuter; 10 — 9k3. [TMH, Ne 5348 6/, a — cHU3y, 6 — cOOKY, CO CTOPOHEI paguyca A, OTCYyTCTBYET
6azanp AE, paguans A KOHTaKTHpyeT ¢ nHppabazansHbIME TabnuukaMu A u E, nadpabazans-
HBII BEHYHMK HECKOJIBKO yBenmueH; 11 —ax3. [TIH, Ne 5348 6/u, yameuka causy, nndpabazaau D
u E cnuter; 12 —ox3. [IMH, Ne 3678/793, wameuka cHu3y, B 0a3a1bHOM BEHUHKE IECTh TA0IHYCK,
nH¢ppabasans C yBenudeHa; 13 —sk3. [IMH, Ne 5348 6/H, yamieuka cHU3y, B 0a3aJbHOM BEHUHKE
yeTsipe Tabnuuku (DE nmu6o EA otcyrcrBytor), nHppadazans E ymenbmena; 14 — sx3. [1T1MH,
Ne 5348 6/H, yanieuka cHU3Y, B 6a3aIbHOM BEHYHKE IIECTh TaOIUYeK (IIecTast paciooKeHa 1Mo/
pajxnaHaibHOM Tabamukoii), nHdpabazans C ysenuuena; 15 —ox3. [IMH, Ne 5348 6/n, qameuka, a
— BHJI CHH3Y, O — BUJI COOKY, CO CTOPOHBI aHAJIBHOTO HHTEppaanyca, nappadasans C yBeanieHa,
B 0a3aJbHOM BEHUYHKE IIECTh TAOINYCK, IiecTast — ?panuananbHast; 16 — k3. [TMH, Ne 3678/658,
gamedka cOOKy, CO CTOPOHBI pajgnyca A, TOMONHUTENbHAS MaJeHbKas Tabnnuka (? HIDKHAS pa-
nuagbHast) o paauanbio A; 17 —ok3. [IMH, Ne 3678/658, wameuka cuusy, uadpadazanuu C u D
cauthl; 18 —9k3. [ICM, Ne 83/28, B 6a3aibHOM BeHUHKE IeCTh Tabnuek; 19 —sx3. [TMH, Ne 5348
0/H, yalie4yka CHU3Y, B 0a3a1bHOM BEHYHKE LIeCTh Tabiaruek (HeOobiast imecTast Tabau4Ka pac-
nonoxeHa Mexy 6azanusmu BC u CD nox paguananbHoii Tabinukoit); 20 —sk3. [IMH, Ne 5348
0/H, KpoHa, BUJ COOKY, cO CTOpOHBI HWHTeppaanyca DE, Tpu ManeHbpkue Tabnuyku (?HIKHHE
paauasibHbIe) B 0a3aIbHOM BEHYHKE 1Mo paauanbto D. J[muHa MaciitabHo# muHelku — 10 MM.
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Puc. 3. AGeppaHTHbIC SKSGMHJI:IpLI pa3IMYHbIX Kna;?['gmme MOPCKHX JHIHH U3 CPETHETO 1
BepxHero kapoona [TonmockoBbst: 1 — Mooreocrinus geminatus (Trautschold), TINH, 5k3. Ne 5348
0/H, Jamredka, a — cOoKy, co cropoHs! nHTeppaauyca DE, 6 — cOoKy, cO CTOpOHBI HHTEPPATHY-
ca BC, B — cOOKy, cO CTOPOHBI aHAJIBHOTO MHTEppaanyca, I — CHU3Y, HEOObBIYHOE pa3pacTaHue
aHaJbHOI apeu; 2 — Pegocrinus cf. bijugus (Trautschold), [TMH, k3. Ne 5348 6/H, yameuka, a
— cBepxy, 6 — cOOKy, co CTOpOHBI paanyca D, B — 60Ky, co CTOpOHBI HHTeppanuyca AB, Tpex-
PYKHIi 9K3eMILISAp, B 6a3aJIbHOM BEeHUYHKE YeThIpe Tabnuuku (oTcyTcTByeT 6a3ans EA), B paau-
axbHOM BeHumKe deTsipe Tabnuuku (?A (unu E), B, C u D), Tpu u3 kotopsix, kpome D, HecyT
¢dacetku st npukperuienust pyk; 3 — Blothrocrinidae gen. et sp. indet., [TMH, ax3. Ne 5450 6/,
yameyka, a — cOOKy, CO CTOPOHBI aHAJIBHOTO MHTEppaxnyca, 0 — cOOKy, CO CTOPOHBI pajumyca
C, B — cOOKY, cO CTOPOHBI paaunyca D, B 6a3a1pHOM BEHUHKE CEMb TOTOJHUTEIBHBIX (?HIKHUX
panuaneit) Tabnuuek; 4 — Pegocrinus bijugus (Trautschold), [TNH, sx3. Ne 5348 6/H, uameuka, a —
cHHU3Y, 0 — cOOKy, co cTopoHbI HHTeppaanyca EA, nadpabdasans E ymenbimeHa, A ysenuuena, 6a-
3anbHas Tabnudka EA ymeHbllleHa, B paJinajibHOM BEHUUKE YeThIpe TAOIHUKH; 5 — Aesiocrinus
patens (Trautschold), IINH, sx3. 137/23, yameuka cHU3Y, IECTUPYKHUH K3EMIIISIp, B 6a3aI5HOM
BEHYHKE ?LIECTh TAOIMYCK, B PaIHaIbHOM BEHYHKE — CeMb TaOIMUeK (IIepBasi JOMOJHHUTENIbHAS
paauaib ¢ pyKoil pacronoeHa MeK1y aHaIbHBIMHU TablIndKaMu 1 paauanbio C, BTopas J0moi-
HUTEJNbHAS paananb 0e3 pyku (?HIKHAS paguanbHas E) pacmonoxkena Mexy paauaisiMu A u
E), B cocTaB yalieyky BOILIH TAK)KE J[BE BBIIIEICKAIINE TAOIHYKH aHAIBHOTO HHTEppaanyca; 6
— Moscovicrinus multiplex (Trautschold), ITNH, sk3. 137/935, yamme4ka co CTOPOHBI HHTEPPaIUy-
ca AB, B 6a3aibHOM BEHUHKE CEMb TaOJIMUEK (JBE JIOMOIHUTEIbHbIC TAOIHYKH B HHTEPPAIHyCe
AB); 7— Moscovicrinus multiplex (Trautschold), BMEU, k3. Noe MB.E. 142, yameuka, a — cHu3Yy,
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tabmmuex (puc. 2: 5, 6, 13). Unucno pagnaabHBIX TAOIWYEK Y STUX IK3EMILIIPOB
0CTaBaJIOCh PABHBIM IISITH.

Hawubosee yacTbie OTKJIOHEHHS B CTPOCHUU MH(pada3aibHOrO BEeHUUKA CBSI-
3aHbl C U3MECHEHUEM CTPOEHHS 0a3aJIbHOr0 BEHUMKA M MPHCIOCOOICHUEM €ro
K M3MEHEHUI0 (opMbl OazalnbHBIX TabiauueKk. B aToM ciydae mpu coxpaHeHUH
obmiero uncia wH(ppadazamelt 0OBIIHO MEHsSeTCS WX (opma: OTACTbHBIC Ta-
ONMMYKH MOTYT OBITH CHIIBHO C)KAaThl 3a CYET yBeNWYeHHs JIpyrux (puc. 2: 4, 5,
6,7,8,9 12,13, 14, 15, 18; puc. 3: 4a). Hanipumep, y 3K3eMIUISIPOB KPOMHOKPH-
Hug Mooreocrinus geminatus (3x3. Ne 3678/542; sx3. Ne 3678/397; puc. 2: 5, 6)
u Cromyocrinus simplex (ko Ne 5348; puc. 2: 13) ¢ 4yeTbipbMs 0a3ajbHBIMH
tabnrukamMu uH(ppabazaned mATh, ogHaKO (Gopma WHPpadazaIbHOrO BEHYH-
Ka CTAaHOBHUTCS MPSIMOYTOJFHOM 3a CYET CMEUICHUsS OTJENbHBIX TaOIHueK 1 OT-
CYTCTBHS 320CTPEHHOH JHMCTAJIBHON YacTu y onHoW w3 mH(ppabasaneii. Ho uz-
MeHeHus (popmbl HH(Ppabda3zaIbHOrO BEHUMKA HE BCErZla OJMHAKOBBI, JaKe MPH
CXOIHBIX HapyIICHHUsIX 0a3ajbHOr0 BeHYHKA. Tak, y KaXKJI0ro U3 ABYX dK3EMILIs-
poB Mooreocrinus geminatus (3x3. Ne 3678/542; sk3. Ne 3678/397; puc. 2: 5, 6)
¢dbopMa 1 ToJIOKEHHE Ta0JIMYEK B YETHIPEXYTOJIBHOM HH(padazaaTbHOM BEHUYHKE
pasimygaeTcs: y MepBOro 3K3eMIUsIpa camas MaJieHbKasi Tabaudaka B wH(pada-
suce — E, ocranpHble TAaOMHYKU MPUMEPHO OIMHAKOBOTO pa3Mepa; B TO BpeMs
Kak y Broporo — B u C camble MajeHbKue, a Tabnuuka D B aBa pasza Oombiie
ocrajbHbIX Tabauuek A u E. Cneqyet oTMETHTb, YTO TPU HENOPA3BUTHN OTICIb-
HBIX TaOJIMYEK MOTJIO MPOU30WTH CMEIICHUE BCEro BEHUMKa BIICBO WIIH BIIPABO,
MOATOMY MHTEPITPETAIUSI TOMOJIOTHH OT/EIHHBIX TAOMUYEK HE BCET/Ia OIHO3HAY-
Ha. Y sx3emmuisipa Cromyocrinus simplex dopma nH(ppaba3zaapHOT0 BEHUHKA U
pasMepbl COCTABIISIIOIIMX €r0 TAOJUYEK CXOMHBI C TAKOBBIMH C JK3EMILISIPOM
Mooreocrinus geminatus Ne 3678/542: y oboux undppadazans E manenskas u
cxomHo pacmojoxena (puc. 2: 13). Ilpu mosiBneHnn B 6a3anbHOM BEHUUKE JO-
MOJTHUTENIbHBIX TaOauuek (puc. 2: 4, 7, 12, 14, 15, 18; puc. 3: 7a) B undppabda3zaib-
HOM BEHYHKE COXPaHSIOTCS MATh TA0IWYEK, HO OTACIbHbIC TAOINYKH HECKOIILKO
YBEJIMYHMBAIOTCS B pa3Mepe W M3MEHSIOTCSA B (JOpME 3a CUET MOSBICHUS HOBBIX
rpaneii. OqHako, u3MeHeHue (HoOpMbI U pa3MepoB TadmuueKk nH(pada3aIbHOTO
BEHYMKa MOIJIO MPOHMCXOAMTH HE3aBUCHMO OT BBILIENIEKAIIEro 0a3ajibHOro. Y
TpeX 3K3eMIUIIpoB Mooreocrinus geminatus (3x3. Ne 3678/794; sx3. Ne 3678/795;

0 — cOOKYy, CO CTOPOHBI paanyca A, B 6a3aJIbHOM BEHUHUKE CEMb TaOJIUYCK, JIBE JOTIOTHUTEIbHBIC
Tabnnuku (?HIOKHHUE paluajiny) pacnoiaralorces noa paauaneio A; 8 — ?Decadocrinidae gen.
et sp. indet., [INMH, sx3. Ne 5450 6/, uameuka, a — cHu3y, 6 — cOOKY, CO CTOPOHBI paanyca A, B
6a3anpHOM BeHUHKe Tpu Tabinmuku (6a3anuu AB u DE orcyrcTByror); 9 — Graphiocrinidae gen.
et sp. indet., [IMH, sk3. Ne 3678/521, ueTsipexpyKkasi KpOHa cO CTOPOHBI aHaJIbHOTO paauyca C,
paauanb C CHIIBHO YMEHbIIICHA U He uMmeeT pyku; 10 — Mooreocrinus geminatus (Trautschold),
ITH, k3. Ne 5348 6/H, yanieuka, cOOKY, CO CTOPOHBI aHAJIBHOI'O HHTEppaanyca, MeXay 6azamns-
mu CD u DE u paauansto D pacnonaraercs HUxHss paguaib D, paauans D npu 5ToM HECKOJIBKO
YMEHbLICHA B pa3Mepe, B COCTAB YalICYKH TAK)KE BOLLIM BBIIICIEKAIIAs YCTBEPTAsk aHAJIbHAS
Tabnauyka. JlnuHa MacitabHo tuHeku 10 MM.
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aK3. Ne 3678/455; puc. 2: 1, 2, 3) 6a3aidpHBIA BEHYHK COCTOHMT W3 TSATH TaOIH-
YeK OJIMHAKOBOI'O CTAaHJApTHOTO pa3Mepa, a Tabaudku WH(pada3aabHOrO BEH-
YMKa 3HAYUTEILHO Pa3IUYar0TCsS MKy co00l pazmepamu. Y k3. Ne 3678/794
HauMeHbIas nHppadazaapHas TabIMYKa pacnosiokeHa B paauyce C, Toraa Kak
uH(pabazans B pajuyce B mpuMepHO BIBOE MIMPE KaXkIO0H U3 OCTAIBHBIX Ta0IH-
4eK HOpMaJlbHOTO pa3mepa (puc. 2: /). CxomHas abeppanus HaOIIOIASTCS y IK3.
Ne 3678/455, omHako TaM HaUMEHbIas TabIMYKa pacnoiokeHa B paguyce D, a
Haubounbmas — B E (puc. 2: 2). Y ax3. Ne 3678/794 npucyTcTBYIOT Cpa3y JIBE Ma-
neHbKre Tabauuky B paauycax B u D, u nBe 6onbiune B A u E (puc. 2: 3). Takoe
HECOOTBETCTBHE MOYET OBITh OOBSICHEHO HEJOPAa3BUTHUEM OJHOHW WIIM HECKOJIb-
KUX Ta0nwmaek B nH(ppada3aIbHOM BEHUHKE H COOTBETCTBYIOMICH KOMITEHCAITUEH
3a CYeT COCeTHEeH TaOINIKH.

ba3aJbHbIN BeHUYNK

Hawunbonee pacnpocTpanenHoit (6oee 35 3K3eMIUTIPOB) abeppaliueid sBiIs-
eTCsl TTOSIBJICHHE JIOTIOTHUTENBHBIX Ta0nuek B 6a3aabHOM BeHUnKe. JlomorHu-
TenbHbIe TaOIMYKKA B 0a3ajbHOM BEHUYMKE PACIIONIATalIUCh MEXAY TJIaBHBIMHU
1 ObLIM OOBIYHO 3HAYMTEIIBHO MEHbINEro pasmepa (puc. 2: 16, 19, 20). B He-
KOTOPBIX CIIy4asiX B MHTEppaAnyce Ha MecTe OJHOH 0a3aiuy MPUCYTCTBYIOT,
pacronarasce Ipyr Hall JpyroM, JIBe-TPH OTHOCHUTEIILHO KPyIHBIC TaOIMYKU
(BepxHmMe U HIKHUE O0azanmu, PoxkHoB, 1983). IlogoOHbIe abeppaliun BEISBIIC-
HBI Y TpeX dK3eMIUIsipoB Moscovicrinus multiplex n3 MsdakoBo (puc. 3: 6, 7).
B atux ciyuasx oOmias nmaThiydeBass CAMMETPHS CHIIBHO He Hapymiajach. B
Oosee peaKHuX Claydyasx UMENUCH JOMOJHUTENbHbBIE CEPUH Ta0JINYeK U3 BEpTH-
KaJIbHBIX, TM0O0 TOPU30HTAIBHBIX psAAoB (pHc. 3: 3). Y HEKOTOPBIX IK3EMILISIPOB
Belashovicrinus gjelensis 4ucio TOTMOTHUTEIBHBIX MAJICHBKUX TAOTHUYCK B TUX
psamax moxomuito mo 12 (puc. 4: e, orc).

Y abeppaHTHOTO SK3EMIUISIpa HEOMMHCAHHOTO HOBOTO pojia U BHAA OIOTPO-
KPUHOMJICH M3 BEPXHETro KapOOHA MMEeeTCs IEJbIH PsJl U3 CEMU BepXHHX 0a3a-
neii (puc. 3: 3; puc. 4: 6). B 6a3aipHOM BeHUHKe B nHTeppaaunyce AB HaxonsTcs
TpH TaOJUYKHU — O/IHA OOJbIIAs, HIKHSS U IBE OOJiee MeJIKKe, PacioIoKeHHbIE
cBepxy. Ha MecTe pajinanaibHOM TaOJTUYKH HAXOSATCS J1BE HEOOJIbIITHE TaOINY-
ku. He odeHs sicHa MHTepIIpeTamus 9eThIpeX TaOImdIeK — KPYIHOH (?BepXHEH
6azanpHOM BC) 1 Tpex 60j1ee MEJIKOro pa3Mepa pacioioKeHHBIX B HHTEeppaIu-
yce BC mon panuansto C, cripaBa OT aHAJTFHOTO HHTEPPaNyca.

VY psina abeppaHTHBIX DK3EMIUISIPOB HAOII0aeTcsl pa3phlB 0a3aJbHOTO BEH-
yuka. [Ipr 3TOM B MecTe pa3pbiBa MPOUCXOAUT KOHTAKT paJuaibHBIX U HHPpa-
0azanpHbBIX Tabnuuek. Y 9k3. Moscovicrinus (puc. 4: a), cyns 1o Bcemy, Ha paH-
Hel CTaauu OHTOTeHe3a OBLITO 3aJI0’KEHO YeThIpe Oa3abHbIe TaOMMIKU. Pazpoc-
Iasicst TUCTaTbHAS YacTh pagualbHON TaOnuuku D 3aHs1a MECTO OTCYTCTBYIO-
mieii 6azanpHoi CD, mpu 3TOM paguaHaibHas TabnuvKa Oblia CIBHHYTA BBEPX,
TaK, YTO B UTOT'€ BCE BHIIICIICIKAIIIUEC AHAIIBHBIC TA0JIMYKY, BKIIOYAs aHAIBHYIO
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Puc. 4. Pa3BepTkn abeppaHTHBIX SK3EMIUISIPOB KIIaJUIHBIX MOPCKHX TN a — Mosco-
vicrinus multiplex (Trd.) (3x3. IIMH, Ne 5450, 6/H) yeThipe 6a3anpHbIC TAOIUYKH (OTCYTCTBYET
6azanp CD, ee MecTo 3aHMMaeT pa3pocuiascst paguainb D), aHaJIBHBIH UHTEPPATUYC CMEIICH
BBepX; 6 — Blothrocrinidae gen. et sp. indet., ox3. [TMH, Ne 5450 6/H, B 6a3a15HOM BEHYHKE CEMb
JIOTIOJTHUTENBHBIX (PHMKHUX panuaneil) tabnuuex; 6 — Aesiocrinus patens (Trd.), sx3. IINH,
Ne 137/23, mectupykuii 5K3eMIULAp, CeMb PaJUANbHBIX Tabmudek (Ha pagmane E’), mects 6a-
3anbHBIX Tabnuuek; e-u — Belashovicrinus gjelensis Arendt et Zubarev: 2 — sx3. ITH, Ne 5348
0/H; 4eThIpexpyKHH dKk3eMIuIsp (pyka B paguyce C He pa3BUTa), C CEMBIO IOMOTHUTEIBHBIMH Ta-
OnnukaMu B 0azaqbHOM BeHUHUKE; 0 — 9K3. [IMH, No 5348 6/H; mecTUpy KU SK3EMIIISAP (JTUMIHSISA
paauanp pacroyiokeHa Mexxay paauycamu C u B), ¢ 1IeCThIO TOMOTHUTEIbHBIMU TaOIHYKAMHU
B 0a3abHOM BeHUHKe; ¢ — 9Kk3. [IMH, Ne 5348 0/H; mecTupyKkuil SK3eMIUIIp (TUMIHSSA paanaib
pacronokeHa Mexxay paauycoM C M aHaJIbHBIM MHTCPPaJNyCOM), C ABEHAJIATHIO JIOLOJIHH-
TeJNBHBIMA TaONMHYKaMu B 0a3albHOM BeHYHKe; o — 9K3. IIMH, Ne 5348 6/H; weTwsipexpyxuit
9K3eMIUISIp (OTCYTCTBYET pajuaib B), ¢ IBEHaALATHIO JONOJHHUTEIbHBIMH Ta0IH4YKaMHy B Oa-
3aJIbHOM BeH4HKe; 3 — 9Kk3. [IVH, Ne 5348 6/1; nsaTupykuii sx3emmuisip ¢ (?) mecTbio pagnaisiMu
(mecTast pacHoyioxKeHa MEXIY aHATBHBEIM HHTEPPAANYCOM H paamycoM D) U NeBATBIO HOIOI-
HUTEJIbHBIMH Ta0MUYKaMK B 6a3anbpHOM BeHUHKe; u — 3k3. [IMH, Ne 5362 6/H; yeThipexpyKuit
9K3eMILIAP (OTCYTCTBYET paauais D).
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X, OKa3aluch 3a MpeneamMu damedkn. Y 3k3. Mooreocrinus geminatus (KOIII.
Ne 5348; puc. 1: 10) orcyrcrByet 6a3ans EA, caM BEeHUMK IIPH 3TOM HECKOJIBKO
YBEJIMYEH 10 CPABHEHUIO C OOBIYHBIMH SK3eMILIsipaMu. Kpome Toro HecKoJIbKO
yBeJIHMUCHA pauaib A, KOHTaKTHpYomas ¢ nHppada3anbHbBIMK TaOIHUYKaMu A
u E. Y sxsemmspa Ulocrinus (Ne 3678/591; puc. 1: 9) orcyrcrByet 6a3anb DE, a
€e MECTO 3aHUMaeT CHJIBHO pa3pociascs naHppadazanpHas Tadmmaka A+E, mpu
sToM nH(ppadazans D cuiabHO peaynupoBaHa B pa3mepe.

B psane cinyuyaeB ymenblieHHe uncia 0a3asieil BeAeT K 3aMETHOMY HM3MEHe-
HUIO (QOpMBI YamIeuku. Y HEONMMCAHHOW MOPCKOH JIHJINHU, MPEAIOI0KUTEIBHO
OTHOCSIIEHCs K HOBOMY pony B cemeiicTBe Decadocrinidae Strimple et Moore,
1971, u3 «pwIOHOTO CIIOST» Kaphepa JloMomenoBo ¢ Tpems 0azansamu, 6azans EA
CHUJIBHO peayIupoBaHa B pa3mepe (bomnee uem BaBoe). bazanmmu AB u DE oTcyT-
CTBYIOT. IX MeCcTO 3aHMMAIOT COOTBETCTBEHHO panuanuu A u E, rpannyariue
B HIDKHEH yacTH ¢ MH(paba3anbHbIM BeHUMKOM. [Ipu 3ToM Qopma yameuku
HECKOJIBKO KOCOOOKasl, CKOILIIeHHas: B cTOpoHy paguyca C (puc. 3: 8). CxoxHas
abeppallus BISIBIICHA y 9K3eMIUIsipa Pegocrinus sp. u3 SIMckoro kapbepa (KOoJul.
Ne 3678). Dk3eMILIsAP HEMOJHON COXPAaHHOCTH: COXPAHHUIICS TOJIbKO HH(pada-
3a7mpHBIN BeHunK, Tpu 6azanuu — CD, DE u EA u ogHa pagnans. Ho o rpansm
COXPaHMBIIKXCS TAOIWYEK yNaeTcs PEKOHCTPYHPOBATH IOIHOE CTPOCHHUE Ya-
HICYKH. SICHO BUJIHO, YTO MeCTO Oa3aibHOM Tabnnuku AB 3aHumaeT paspociia-
Acsl paaualib A, KOHTaKTHPYIOIas ¢ MHPpada3aIbHBIM BEHUUKOM.

PaguanbHbIH BeHUHK

B panuanpHOM BeHUMKe abeppaliiyl CBSI3aHbI C YMEHBIICHUEM (JICBATH JK-
3eMILISPOB) WJIM, YBEJIUYCHHUEM (BOCEMb 3K3EMIUISIPOB) YUC/IA TAOJUYEK B ro-
PH30HTAJIEHOM PSITy | TOSBIICHHEM B OJTHOM M3 PaJHYCOB OJJHOM HIIM HECKOIIb-
KUX JIOTIONTHUTENBHBIX TaONWUeK B BEPTHKATBHOM PAMY (BEpXHEH WM HUXK-
HEeHW pajnaliud, TPU dK3EeMIUISApa). Y HEOIMHMCAHHOTO IMPECTaBUTEINSI CeMecTBa
Graphiocrinidae u3 Bepxnero kap6ona ct. Hludepnas (3x3. Ne 3678, puc. 3: 9) ¢
YeThIPhMSI pyKaMHU OTCYTCTBYET (paceTKa Ha HEOOBIYHO MAJICHBKOHN pajIuaibHOM
tabnuuke C. Y 0IHOT0 U3 YeThIPEXPYKUX IK3EMILIAPOB Belashovicrinus gjelensis
paguans C cUIIbHO peayIupoBana B padmepe (puc. 4: 2). Y BTOPOTo 4eThIpeXpy-
KOTO 3K3eMIusipa Belashovicrinus ¢ 17 6a3aabHBIMU TaOTMIKAMH TOYHO HJICH-
TAMUIIMPOBATH OTCYTCTBYIOIIYIO paIualbHYI0 TAOMWYKY 3aTPyIHUATEIHHO, HO,
MO-BUTUMOMY, OTCYTCTBYET panuanb B (puc. 4: orc). Mexny Tem, y BceX Tpex
M300pakKeHHBIX paHee YeThIpeXpyKux Belashovicrinus OTCYyTCTBOBaIA pauaib-
Has Tabnnuka A (Apenar, 3yoapes, 1993). Y sx3. Mooreocrinus geminatus (KOJu.
No 5348, puc. 3: 10) B paauaapHOM BEHUHKE paanyca D HaX0oasaTCs ABE TaOIHYKH,
pacIoIoKeHHBIC OJJHA HAJT APYTON B BEPTHUKAIBHOM psiny. Ha BepxHeit Tabnmake
uMeeTcs daceTKa ISl TPUKPETICHHs PYKH, 10 IMHPHUHE 3HAYNTEIIHPHO MEHBIIIe-
ro pa3Mepa, 4eM B OCTaIIbHBIX pajnycax. HuxHsst Tabnuuka pacrnonaraeTcsi Ha
MecTe 00bIUHOM pajuanbHoi Tabnuuku D. BenencTBre HEKOTOPOTo YBETUYCHUS
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BBICOTHI YallleukH B paanyce D n mpuierarommux HHTeppaanycax, B COCTaB ya-
IIIEYKH BOIILIA JIOTIOJTHUTENbHAS YeTBEpTas aHabHAsl TaOnIM4YKa, OOBIYHO pac-
roJiararomiascsi BHe mpesesion danieuku. CiieBa 3Ta YeTBepTas aHallbHas Ta0JIny-
Ka IpaHUYUT C BepxHel paguaneio D. YV npyroro sk3emmusipa Mooreocrinus
geminatus (xkomn. 5362) paguans C CUIBHO PENyNHpPOBaHA U YIUIOMICHA, U JIe-
KT OOJIBINICH CBOECH YacThIO HA paguaHaIbHON TaOJWUYKe, KOTOpas Mo CBOEMY
MIPOMCXOXKICHUIO SBIISICTCS, OUEBUIHO, HIDKHEN paananbroii (Philip, 1964, 1965;
Rozhnov, 2002). Kpome Toro, B 6a3aJlbHOM BEHYHKE PACIIOIOKEHO CEMb Ta0Iu-
YeK, TPU 9TOM OIHA M3 TaOJIWYEK JIKHUT B paanyce B U, BO3MOXKHO, sSIBISETCS
HIDKHEH paJlaIbHON K COOTBETCTBYIOIICH Tabmmuke B.

VY axzemmuisipa Pegocrinus cf. bijugus (Trd.) umeroTcst Tonbko deTreipe (7A
(mmu E), B, C u D) pagnanbHble TaONMHMYKH, TPH U3 KOTOPHIX HECYT (haceTKH
(ITNH, xomn. Ne 5348 6/m; puc. 3: 2). YerBepras paamans D 3axara ciieBa
MEX/Iy MPUMBIKAIOIICH paJfaliblo U aHalIbHBIMU Ta0amakaMu. Kpome Toro Oa-
3aJIbHBIH BEHYUK JAHHOTO AK3EMILISIPAa Pa30pBaHHbBIN: B 0a3allbHOM BEHUHUKE
YeThIpe TAOMUYKH, OHa U3 KOTophiX (?DE) cuibHO penynupoBaHa B pazMepax.

Bonbmioir mHTEpEC mpencraBiseT abeppaHTHBIA mecTupykuii (? cemupy-
Kuit) sx3emIuisap Aesiocrinus patens (Trd.) u3 MstakoBo (9k3. 137/23; puc. 3: 5;
puc. 4: 6). Ero gameuka HemMHOr0 epopMupoBaHa, TEM HE MEHEe, YAaeTCs 0Xa-
pakTepu30BaTh IMOYTH BCe MOP(OIIOTHUECKHEe 0COOCHHOCTH Yaledku. B paamy-
ce C IpuCyTCTBYIOT IBE paiuajibHble TAOMWYKH, OHA U3 KOTOPBIX PACIIONI0KEHa
BBIIIIE ¥ CMELICHA B CTOPOHY aHAJBHOrO MHTeppaanyca. OT Hee OTXOAUT pyKa
HECKOJIBKO MEHBIIIUX Pa3MepoB, YeM B ApyTux paauycax. Cyzs 1o MOJI0KESHUIO
TaOJIMYKH, OHA SBIAETCS TI0 MPOUCXOXKACHUIO, BUANMO, BEpXHEH paguaibHOMH,
MOCKOJIBKY MTPUMBIKAET CBOMM JTMCTAJTHFHBIM KOHIIOM CJIeBa K BEpXHEH 4acTH pa-
nuanu C. Bo3amoxkHo, B paguyce E Toxxe OblI0 1Be TaOMUYKU, BEPXHSS U HIK-
HSISl, XOTSI BEPXHSSI pajidalib U OTXOIAIIME OT HEe PYKH HE COXpaHHJIUCh. Ha
9TO yKa3bIBa€T OTCYTCTBHE SIBHBIX CIIENOB (DACETKH ISl IPUKPEILICHHUS PYKU
Ha MPEIoIaraeéMoil CeapMON pauaty, PACIIONOKEHHON MEXKIY panquaisiMu A
u E. Onnako, ecnu 9Ta TabIMyYKa 1O MPOUCX0KICHUTO IEHCTBUTEIHHO paaraib-
Hasl, TO OHA SIBJISETCS HIDKHEW panuaibHoi E, B To BpeMs Kak Kk OoJiee KpyITHOM
BepXHeH paananbHOi E cBepXy mpuKkpernieHa Xopomo pa3BuTas pyka. Y 3Toro
9K3EMIUISIpa ObLII LEeIbIi KOMIUIEKC abeppauuii: B 0a3aJbHOM BeHUHKE ObLIO, 10-
BUJIUMOMY, IIECTh TaOJIMUeK, HEOOIbIIast TAOJMYKA PACIIOJIOKEHA MKy Oa3a-
musmu CD u DE, nan paguansio D. KpoMe Toro ananpHas apes cMelieHa BHH3,
MO9TOMY B COCTaB YalIeYKH, IOMUMO aHAJbHON TaOIWUYKU X, TOTMOIHUTEIHHO
BXOJISIT JIBE BBINIETISKAIUE TAOHMYKH aHAIBHOTO X00O0TKa.

AHaJIbHAsl apest

Aleppaiuu B aHAIILHOUN apee CBSA3aHbI, B OCHOBHOM, C U3MCHEHUEM YHCIIa
Ta0JIMYEK, BXOMSIINX B COCTAB YaIlICUKH, M C PACIIONIOKEHUEM 1 POPMOI pajiu-
aHAJIBHON TaOIMUKHY.
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Ox3eMIusipsl Mooreocrinus geminatus (Trd.) 13 BepXHEKaMEHHOYTOJIBHBIX
otnoxenuii ct. Lllnudepras mposBIsIOT OOIBIIYI0O U3MEHYHBOCTH (POPMBI U pa3-
MEpPOB aHaJIBHBIX TAOJIMYEK BIUIOTH JIO UX IOJHOIO BBIXOAA 3a Mpenesbl JuC-
TaJbHOM TPaHMIBI pagralbHBIX TaOmuuek (puc. 2: 15 — ogHa TabIUvKa B CO-
craBe yameyku). OIuH U3 3K3eMIUTIPOB 3Toro Bua (ko Ne 5348) nemoncTpu-
pyeT oOpaTHBII MpoIecc — pa3pacTaHUe aHAJIBHOW apen B MpeesiaX Jalleyku
70 16 TabMMYeK BMECTO TPEX y HOPMAJIBHBIX AK3EMILISIPOB, 00pa3yIONINX CUIIb-
Hoe OokoBoe BbINsTuMBaHue (puc. 3: 7). OcTanbHble TAOIWYKH YALICYKH 3TOTO
9K3EMIUISIPa UMEIOT OOBIYHYI0 (OPMY pazMep H MOJIOKEHHE, 32 UCKIIOYEHUEM
CJIETKa OTTSHYTHIX KPaeB paaralibHbIX B 0a3aIbHBIX TAOJMUEK Y TPAaHUIBI Pas3-
pacTanus TaOJIMYeK aHATLHOU 00JIACTH.

Ocobennoctu BeTBJeHHs pyK Y Moscovicrinus multiplex (Trd.)

IIpencraButenu poga Moscovicrinus multiplex cpaBHUTEIBFHO 9aCcTO BCTpE-
YalOTCS B TIECKOBCKOM M CYBOPOBCKOHM CBHTaX, YTO TIO3BOJIMJIO COOpaTh Tpen-
CTaBUTENBHYIO KOJUISKIIMIO ATOTO BHJA. B HEl mpeacTaBieHBI MOYTH IEIbIe
AK3EMIUISIPhl KPOH XOPOILEH COXPaHHOCTH, YTO MO3BOJIMIIO ACTAIBHO U3YUUTh
MOP(OJIOTHIO M U3MEHYUBOCTh CTPOCHUS PyK. Bapuanuu B BeTBICHUH PyK y M.
multiplex 611 0oT™MeueHbl B tuTepatype (Trautschold, 1879; Slkornes, MiBaHoB,
1956). OnHako B 3TUX paboTax, B OCHOBHOM, PACCMaTPHBAIHCH JIUIIH OTACIbHBIC
MIPUMEPHI N3MEHYMBOCTH KOJIMYECTBA U TTOJIOKEHHS TPUMHOpaxuaieid U CeKyH-
nuOpaxuaeil. beuto oTMeueHo, 9YTO B KaXA0M paauyce ObLTo OOBIYHO TIO JBa,
peXKe TPU ITUX CKEJETHBIX 3JICMEHTA; KOJIMYECTBO BETBJICHUHN B pa3HbIX paany-
cax U3MEHYHMBO, HO OOBIYHO HE OOJIBIIE TPEX (OJIHO BETBJICHUE IIEPBOTO MOPSIKA
Y JIBa — BTOPOT'0), ¥ JIUIIb KpalfHe PeIKO BCTPEUalOTCs BETBICHUS O0ee BBICOKO-
ro TPETHETO MOopsAaAKa. 9T0, B YaCTHOCTH, HAIIJIO OTPAKCHUC HA HCIIOJIHOM U HE
COBCEM TOYHOM JHATrHO3€ poja nmpuBeaecHHOM B “Treatise” (Moore, 1978).

Nzyuus xomrexknmro [IMH PAH n npoananu3upoBaB TOCTaTOYHO OOIBIIOE
KOJIMYECTBO 3K3EMILISIPOB, HAM YJIaJIOCh BBISIBUTh WHTEPECHBIE 3aKOHOMEPHOCTH
B PaCIIOJIOKCHUHU BETBEH 1 0COOEHHOCTSIX MX BeTBIIeHUs. OKa3aJI0Ch, YTO B PajIu-
yce A 4KCIO BETBIIEHNH HaUMEHbIIIEE — OJHO BETBJICHHUE. UcknrouenneM sBIsieTCS
enuHCTBeHHBIH 3k3eMIusip (Ne 137/1173) ¢ ueThIpbMs BETBSIMH (BETBJICHUS JABYX
nopsinkoB). B pagmycax B u E game Bcero pacrmosioxeHo Mo Tpu (pexe IeThIpe)
BETBU. B ciyudae Tpex BeTBel, UX MOJIOKEHUE aCCUMETpUYHOE: B paauyce E BTo-
poe BETBIIEHUE MTPOUCXOIUT TOJIBKO HA MPaBOW BETBH, a B paauyce B — Tompko Ha
neBoii (puc. 5). B nByx npyrux paanycax C u D pacronosxkeHo 1o ueTsipe (pesxe
TpH) BeTBU. B ciyuae Tpex BeTBell, BTOpoe BETBJIEHHE HAOIIONAETCs KaK ClIeBa,
TaK ® cripaBa. TakuM 00pa3oM, B pacrioiOKEeHUU BETBEH BBISBIISIETCS IBYCTOPOH-
HSISI CAMMETPHSI OTHOCHTENFHO TIIOCKOCTH CHMMETPHH, TTPOXOISIICH Yepe3 pau-
yc A u uateppaaunyc CD. C mophodyHKIIHOHATEHON TOYKH 3PEHHUS], STO MOTIIO
OBITh CBS3aHO C OJTM3KHUM PACIIOJIOKEHHUEM ITHX BETBEH K aHAIIBHOMY OTBEPCTHIO,
YTO JIeNIaJI0 HelenecooOpa3HbIM Pa3BUTHE 311€Ch IOTIOTHUTEIILHBIX BETBEH U3-3a
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Puc. 5. Cxema BetBiieHust pyk Moscovicrinus multiplex (Trd.). B cronbnax mpuBeneHs! cxe-
MBI BETBJIGHUS PYK B COOTBETCTBYIOIIUX paanycax (A, B, C, D u E) ans pa3HbIX 5K3eMIIISpPOB.
Lndpamu B kpyxKe 0003HAYSHO YUCIO COOTBETCTBYIOIINX IIPUMHOpaxHajIel 1 ceKyHnopaxu-
asieil B pasHbIX paguycax JUlst KaKJI0ro S9K3eMILIspa.
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BO3MO)KHOT'O 3aCOPEHUS MHUIIEBHIX MOTOKOB B ATHX BETBAX COOCTBEHHBIMH (e-
KaJbHBIMHU NesieTaMu. CpaBHEHUE € IPYTUMHU MOPCKUMU JIUJIUSMU [TOKAa3bIBACT,
YTO BETBJICHUS B paanyce A y KJIaIuAHBIX MOPCKUX JIMIMI B LIENIOM OoJee Bapu-
a0eJbHbBI, YeM B OCTAJIBHBIX pajnycax, Kak u 'y Moscovicrinus multiplex. Kpome
TOTO, BBISIBJICH ONPEJIENICHHBIH TOPSA0K B U3MEHYHBOCTH YUCIIa TpUMHUOpaxua-
JIeid: 0OBIYHO WX YHCIIO PaBHO ABYM BO BCEX pajycax, HO HHOT/IA BCTPEYAIOTCS
¥ TPU MPUMHOpaxMaIiy, HO TOIBKO B paguycax A, C, E (a He Tonpko B A, Kak
otmedeHo B “Treatise”). B paguycax B u D Bcerna mo ase npumuopaxuanuu. 13-
BECTEH JIMILb OIMH K3EMILISIP ¢ SAMHCTBEHHON MpUMHUOpaxuasio B paguyce D.

OBCYXXJIEHUE

OcHoBHbIC abeppaliy B M3y YCHHBIX YallleuKaX KJIa U HBIX MOPCKUX JINITUH
W3 KAMEHHOYTOJIBHBIX OTIAOKEHUH [ToMMOCKOBHOTO OacceiiHa CBA3aHbI C U3Me-
HEHHMEM YHciia U Pa3MepoB TaOJIIMYEK B OJHOM MJIM HECKOJIBbKUX BeHUMKax. Mx
4acTOTa 1 0COOEHHOCTH CHIIBHO MEHSIOTCS B 3aBUCHMOCTH OT TakcoHa. YactoTa
abeppaluii MOKeT KosiebaThest ot joJiel mpoueHTa (<0.5 %) 10 10 %. Mopdo-
JIOTHYECKHUE MPOSBIICHUs abeppamuii KoJeOMI0TCs 0T HEOONBIINX W3MEHCHU I
pa3mepoB u popMBI TAOTWUYEK, NCUC3HOBECHUS OMHON TAOTMIKH FUTH TIOSBJIICHHS
JIOTIOJTHUTEIBHOM TAaOMUYKH B OJTHOM M3 BEHUYHUKOB JIO KOMITJICKCHOTO M3MEHE-
HUS cOCTaBa TaOIM4eK U uX (pOPMBI B IBYX HIIM TPEX BEHUYUKAX.

Abeppanuu nHppada3aaIbHOr0 BEHUYHKA MPEUMYIIECTBEHHO 3aKJIFOUAOTCS B
o0I1IeM U3MEHEHUH ero GOPMBI MPH aJJaNTAllMK U3MEHEHHsI (JOPMBI Ha TpaHUIIe
¢ abeppaHTHBIM Oa3allbHBIM BEHUYMKOM. Hampumep, H3BECTHO TMOSBICHUE HO-
Bolt rpanu y nappadazanmu C w3-3a MOABICHUS JINITHEH 0a3aTbHON TaOIHIKH
Mexy cranfaapTHeiME TabamakamMu AB 1 BC (puc. 2: 4). Dta nuniHss Tabnuaka
pacIojIokeHa HeMmoCPEICTBEHHO MO/ paauaibHOi B 1 o cBoemy mpoucxoxie-
HUIO MOKET OKa3aThCsl HWDKHEH pajuaibHOi B, mosiBuBIIeiics 1o Havana ¢op-
MUpPOBaHHs 0a3aJbHOIO BEHYMKA. B HEKOTOPHIX ciydasx abeppanuu WH)pa-
0a3zanpHOrO U 0a3aJBLHOTO BEHYMKOB CKOPPEIMPOBaHbL. BeTpedeH sK3eMIusp ¢
enHOM OombIIoi nH(ppada3anpio Ha MeCTe JBYX CTaHAApTHHIX Tabmmuek D u E
(puc. 2: 11). DTa oObenrHEHHAS MHPPada3alb KOHTAKTHPYET HEITOCPEICTBEHHO
C paauanbHbIM BEHYMKOM, 3aHUMasi MECTO B Pa30PBAHHOM OaJIbHOM BEHUHKE OT-
cytctBytomei Tabnmuuku DE. B apyrom ciydae mpu cTaHIapTHOM pagraibHOM
BeHYHMKe MH(ppaba3albHbIM BEHUYMK CHIIBHO M3MEHEH (Toyibko 4 nHppabdaszau,
BCE pa3HOTr0 pa3Mepa, caMast OoJbInas Ha MmecTe A u B, coBcem manenbkas C, BU-
JIAMO W3-3a 3HAYUTEIBHO pa3pociieiics D). bombimas paspocmasics nadpadazans
(A u B) 3aHnMaeT mMecTo emie u 6a3anbHON AB, pa3pbiBas 6a3aabHBINH BEHUHK, U
KOHTaKTHUPYET HEMOCPEACTBEHHO C paAHalbHBIM BEHUHKOM (pHc. 2: 8). 3BecTeH
ciydaii, korjaa uHppabdaszanei nsiTh, HO 1Be U3 HUX A U B HeoOBIYHO MaJieHbKHE,
a C cuiIbHO pa3paciiach, HO HE pa3pbiBacT 0a3aibHbI BEHUHK U3 YeThIPEX TaOJIu-
4gek (oTcyTcTBeT 6a3zanms AB) (puc. 2: 6). B npyrom cityuae u3 msatu nappabdbaza-
neit omHa Tabimyka E HeoOBIMHO MasieHbKasl, OCTAIbHbIC TPUMEPHO OJMHAKOBOTO
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pasMepa, HO ¢opMa BEHUYHKA MOYTH KBaJlpaTHas, Tak KaK OH KOHTAKTHPYET C
0a3arbHBIM BEHUUKOM U3 YETBIPEX OIMHAKOBBIX TaOIMYEK — OTCYTCTBYET 0a3alb
DE, nmu6o AE (puc. 2: 5). Unorga abeppanuu 3axBaTbIBAIOT BCE TPU BEHUYHUKA.
Tak, B nH}ppadazaipHOM 1 0a3abHOM BEHYHKE IO YeThIpE TaOJIU4Ke, a B pa-
JIMATEHOM MMEIOTCSI BCE TATH TaOnm4iek, HOo ofnHa u3 HUX (D) 3aMeTHO MeHbIIe
ocTanbHBIX (puc. 2: 13). Hepenko u3meHenns B nHGpada3aaIbHOM BEHIUKE BOOO-
IIIe He 3aTParuBaroT 0a3aJIbHEIN BEHUUK, a TeM OoJiee yIaleHHbIN paarabHbI:
Ipu IATH HHPpada3aniusax MOXKeT pa3pacTtarbes Tadbauuka C 3a cyeT MaJIeHbKOM
D, octanbHble 00BIYHOTO pa3mepa (puc. 2: 1); MOryT pa3pacTtarbesi Tabauuku E u
A nipu Manenbkux B u D u 06brunoi C (puc. 2: 2); u3BecTHO clusiHue nHppada-
neit Cu D (puc. 2: 17) mnu D u E npu ocTaiabHBIX YeThIpEX 0OOBIYHOTO pa3mepa.

Bo3naukaet Bormpoc, kKakoi 13 BEeHINKOB, Oa3aIbHbIN Wi HH(pada3aTbHEIH,
pa3BHUBaETCS paHbIIIe B OHTOTEHE3e, U IPH adeppaliii B 000MX BEHYNKaX KaKoi
M3 HHUX OKa3bIBaeT CBOE BIIMsHUE Ha npyrou? llpexae yem OTBETHTH HA ATOT
BOIPOC, PACCMOTPUM OCHOBHBIEC abeppanuu 0a3aJlbHOr0 BEHUYHKA, KOTOPbIE HE
CBsi3aHbI ¢ abeppanusimu nHppadazaaTbHOrO BEHUHKA.

bazanpHBIN BEHYMK OKa3bIBACTCS HAnOOJIee TMOABEPKEHHBIM pa3zHOOOpa3-
HBIM abepparusaM. CriomrHoW 0a3albHBIM BEHUYMK W3 YETHIPEX OJWHAKOBBIX
TabIHMUeK, coueTarouuiics ¢ nHppada3aabHBIM BEHUUKOM, OBLIT YK€ OTMEUeH
BhIIIIe (pHuc. 2: 5, 6, 13). MoxxeT oTcyTCcTBOBaTh 0oHa n3 Tabinu4ek (AB ninu EA)
U TIPH DTOM BEHYHMK OKA3bIBACTCSI PA30PBAHHBIM U MECTO OTCYTCTBYIOLIEH Oa-
3anu AB 3aHuMaeT n1ub0 cuiibHO paspociuascs uadpabdazane (puc. 2: §), 1ubo
Ha mecTe 6a3anu EA pacnosnaraercsa auctaigbHas 4acTh paguaibHON TaOIUUIKH
(puc. 2: 10). B oqHoM citydae Oa3aapHBIN BEHUUK Pa30pBaH cpasy B IBYX MECTaX:
0azanp EA cunbHO penynnpoBaHa B pa3Mepe, OTCYTCTBYIOT JBe Oa3ajbHbIC Ta-
ommmuku AB u DE, u ux MecTo 3aHMMarOT MPOKCHMAaIIbHbIE YaCcTH pajguaieid A
u E, KoHTakTHpYIOMmHKe co cTaHgapTHRIM HH(padazalbHBIM BEHYUKOM (pHC. 3:
8). B aToM ciiyyae mpOKCUMAaJbHBIC YacTH BCEX IISITH PaJHANIBHBIX TaOIH4eK
OOBIYHBIC ¥ OJJMHAKOBOTO pa3Mepa. 3HAUUTEIBHO Yalle B 0a3ajbHOM BEHUHKE
TOSIBJISIETCS] OFHA WUIM HECKOJIBKO JOTIONHUTENBHBIX Tabmudek. OOBIYHO [0-
MOJTHUTEIbHAS TaOnuuKa B 0a3alIbHOM BEHYHKE TECHO CBSI3aHA C PaJHaIbHOM,
pacnonarasch HeTOCPEICTBEHHO Ha €€ JIUCTAIBHOM MPOJOIKEHUH U BHEIPSSICH
MeX 1y 0Oa3aJIbHBIMU TAOJMYKAMH B UX MPOKCUMATbHON YaCTH WJIA WHOT/A JI0-
crurasi uadpadasaneit: mon panuaibHoil A (puc. 2: 16), mox paauanbHoi C
(puc. 2: 4, 14), nox panuanansHOH (puc. 2: 19), mox panuansaoit D (puc. 3: 10).
N3Becten 6a3anpHBIN BEHUHK ¢ ceMbI0o Tabnnukamu (puc. 3: 7). B atom ciydae
JIOTIOJTHATENbHBIE TAOTUYKH TTOYTH OJUHAKOBOTO pa3Mepa ¢ OCTAIBHBIMHU pac-
nonoxensl Mexay Oazansmu EA m AB, EA u DE mojx cooTBercTByromumMu
panunansamu A u E. [lo mpoucxox1eHHI0 BCe 9TH JAOMOTHUTEIbHbIC TaOIHMYKH B
0a3aJbHOM BEHYHKE MOTYT OBITh HWKHUMH PaJHalibHbIMU, BHEPUBIINMHUCS B
0azanbHBIN BEHUYHK B pe3yJbTaTe, BUAMMO, Oosiee paHHEH 3aKJIaJIKi paguaiib-
HOTO BEHUYHKa B OHTOTeHe3¢e (OMHOBpEMEHHO ¢ 6a3anpHbIME). Ho M3BeCTeH Ciry-
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4ali, KorJa 0azaibHas TabIMYKa pa3jiesieHa Ha BEpXHIOK 1 HIKHIOK (pHcC. 4: e).
WHorma npouncxoxkieHre JONOTHUTEIBHBIX TAOMUYEK MEXTY 0a3allsIMU MOXKET
OBITH MEHEE OJIHO3HAYHO ONpeAeuMbIM. Hanpumep, ciiyuaii ¢ TpeMsi MajeHb-
KUMHU JIOTIOJIHUTEIbHBIMH TaOJMYKaMHK IO/ pajiuaiibHoi D Mex 1y 0a3aibHbIMU
tabnuukamu CD u DE (puc. 2: 20). Ho BecbMa BepOSITHO, UTO ITO CEPHUS HIKHUX
paananbHBIX Tabaudek D, 3a710KMBIIMMUCS B OHTOT€HE3€ paHbIle 0a3aTbHBIX.
W3 5TOr0 MOKHO cAeNaTh BHIBOJI, YTO JIOTIOJIHATENbHBIE TAOIWYKH B 0a3aIbHOM
BEHUYHKE OOBIYHO CBS3aHBI C BHE[PEHUEM B 0a3allbHbIN BEHYUK HIDKHUX Paju-
aJIbHBIX TA0JIMYEK, BOSHUKAIOIIUX TP CMEIIICHUH 3aKJIaJIKU paihalicii Ha Oojee
paHHUE OHTOTCHETHYECKHE CTAJIMM — OJHOBPEMEHHO ¢ 0a3alibHBIMU, HO MOCIIC
nH(ppadazaapHbIX. Takoil BRIBOI CBUIETEILCTBYET O TOM, UTO abeppamuu B Oa-
3aJTbHOM BEHUYHKE MOTYT OIPENesAThCA Kak M3MEHEHHSIMU B HH(Ppada3aIbHOM
BEHYHKE (PEIKO), TaK ¥ B PaIMAILHOM BEHUYHKE (Jaile). DTOT BHIBOJ OATBEPIK-
JTACTCSl aHAIIM30M KOMIIJIEKCHOTO M3MEHEHHUs BCEX HJIM TOJBKO 0a3allbHOTO U
paanaibHOTO BEHUYHKOB,

Aleppanuy pajauajbHOrO BEHUMKA, CBS3aHHBIC C TOSBJICHHEM JIOMOJIHU-
TEJBHBIX pajuajeidl B TOPU30HTAIBHOM sy, B TOM 4YHCIE, Hecymux (dacert-
KU JJId NMPUKPETUICHUS PYK, WJIM MCUE3HOBEHUEM OJIHOM W3 pajaualied, Kpaii-
HE pEeIKU B OOJBIIMHCTBE MU3yYEHHBIX TaKCOHOB. VICKIIFOUeHWE Tpe/CcTaBIIsieT
Belashovicrinus gjelensis (puc. 1-10, Tadi. 3). Y 3T0Oro Buaa n3BeCTHO MATh YEThI-
PEXPYKHUX YaIllEYKH ¥ CEMb IIECTUPYKUX. Te U Jpyrue 3K3eMILIIPhl UMEIOT, KaKk
MIPaBUJIO, JIONIOJIHUTENIbHBIC TAOJIMYKK B 0a3ajbHOM BeHYMKe. [Ipu 3TOM y Beex
a0eppaHTHBIX IK3EMILIAPOB MH(paba3aibHbIii BEHYMK OCTACTCS BCErla CTaH-
JMAPTHBIM WIW JIUITH WHOT/IA cJIeTKa MeHseTcs ¢opMa U pa3Mephl MPOKCHMAaIlb-
HBIX yacTeil mH(]ppaba3zaield, MOACTPAUBAIONIUXCSA K TOH WJIM MHOU abeppanuu
0a3anbHOrO BeHYHKa. V13 3TOro MOXHO c/ieiaTh BEIBOJI, UTO adeppaluu 0a3aib-
HOT'0 U PajiMaJIbHOTO BEHYUKa OBLIM TECHO CBSI3aHbI B CBOEM OHTOTCHETHYECKOM
pa3BUTHH, TOr/Ia KaKk WH(pada3aabHBI BEHYUK JIUIIb CJIETKA MOJICTPAUBAICS K
3TUM abeppariisaM, HOpMaJIbHO 3aKJ1a/IbIBAsICh B OHTOT€HE3€, OYCBHIHO, PAHBIIIC
0a3ampbHOTO W paJUaIbHOTO BEHYHKA. MHOTHE OMOIHATEIbHBIE TAOMUYKH 0e3
HapyIICHUS TSATUIYYEBOW CUMMETPHH TOSBISIOTCS KaK HIDKHHUE paJralibHbIC
TaOJIIMYKK M JaXKe KaK IEJIbIe CEPUU HUIKHUX PaJUaIbHBIX TAOIUYEK, MHOTIA
CJIerKa CMEILIEHHbIE B CTOPOHY OT OCH COOCTBEHHO paJualibHbIX Tabnnyek. Takoe
BIICUATIICHHUE, YTO 0a3aJIbHBIC U paIUaIbHBIC TAOMUKHU B HEKOTOPBIX CITydasiX 3a-
KJIQJIBIBAJIACH 0€3 YETKO OTPE/IEICHHON CUCTEMBI NN KaK BEPTUKAIBHBIE PSIBI
Pa3HOBPEMEHHO BO3HUKAIOIINX TAOIHYEK B TEUCHHE OHTOT€HE3a CMEIIAFOIIAECs
OTHOCHUTEIIBHO JIPYT Jipyra. M mumibs coeuHeHne ¢ pauaibHbIMU Ta0IMYKaMH
aMOyJIaKpaJIbHbIX KaHAJIOB OPraHU30BBIBAJIO UX MSATUITYUYEBOU TOPSIJIOK.

Bernenne pyk, HonpoOHO ONUCAHHOE B IPEABIAYIIEM paszelie, MHOTAa 3a-
JIEP)KUBANIOCh B paauycax A u C, rjie IporCcX0o1iIo Ha TPEThEM, a He Ha BTOPOM
aKCHUJUISIPHOM WIeHHKe. BTopoe BeTBiIeHHe 0OBIYHO OTCYTCTBOBAJIO B paanyce
A. B nienom, mpu Bcex OTKJIIOHEHUSIX OT OOBIYHOT'O BETBJICHHS PYK, B KPOHE CO-
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XpaHs;Iach TaK Ha3bIBaeMas KPHHOMIHAS TIIOCKOCTh CHMMETPHH, TTPOXOASIIAsL
uepes paguyc A v aHanbHbIN HHTEeppaaunyc CD.

Abeppanuu B aHAJBLHOM apee 3aKJII0YaroTCs B PACHOIOKEHHH paldaHallb-
HOHW TaOJMUYKH OTHOCHTEIBHO panuaibHoi C, ee pa3mMepax v CTEIICHH BKIIOUCH-
HOCTH B aHAJIBHBIX TA0JIMYEK B COCTAB YAIICUKH. DTH KOJICOAHUSI MOTYT OBITh
00BSCHEHBI U3MEHYMBOCTHIO X BPEMEHH 3aJI0)KEHUSI OTHOCUTEIHHO (hOpMHUPO-
BaHMS paJUaTbHBIX Ta0IMYEK B OHTOTCHE3E.

[Homyuennsle JaHHbIE 110 a0eppalysM COBIAJAIOT C OTPHIBOYHBIMH JINTEPATYP-
HBIMH JJAHHBIMH 110 OHTOTEHE3Y HEKOTOPBIX MCKOMAEMBbIX KJIAAWI, COrJIACHO KOTO-
PBIM B YallleuKe MepBbIMH 3aKJIa/IBIBAIOTCS HH(PPaOa3aIbHbIC U OpATbHbBIC TAOIHYKI
(Apennr, 1970). Pagnansabie Tabnndku GopMUpyOTCs Ha OoJiee TIO3JHUX OHTOre-
HETWYECKUX CTAJIUSAX W 10 CBOEMY MPOHCXOXKJICHUIO CBSI3aHBI CKOpee ¢ Opaxuaris-
MU, 4eM ¢ JApyrumu Tabnndykamu damredku (Aperar, 1970). O6 stom, Hampumep,
CBUCTEIBLCTBYET HaXo/Ka dK3eMIuLsipa Delocrinus Sp. ¢ akCUIIAPHBIMU IPUMHUOpa-
XUaJISIMU Ha MeCTe pajualibHoii Tabimmuky (Pabian, Strimple, 1978, fig. 3, G-J).

boino nokaszano (Apenart, 1970), uTo paguanu y HEKOTOPHIX MaJIE030HCKUX
MOPCKUX JIVJIMI B Pa3HBIX pajrycax MOsBISIOTCS HE ONTHOBPEMEHHO, KaK y CO-
BPEMEHHBIX MOPCKHX JIMJIUH, a MMOCiefoBaTebHO. Yare Bcero MepBhIMH TI0-
spisitores panuanu C u D, pa3nencHHbIe aHATBHBIM HHTEppaguycoM. Y de-
TBIPEXPYKUX (OpPM OOBIYHO MMEETCsl OJHA pajuaib Ha MecTe paguycoB D u
E (Pabian, Strimple, 1978, fig. 1, R-T) unu paguycoB A u E (Pabian, Strimple,
1978, fig. 1, P-Q) nubo orcyrcrByeT paauans E (Pabian, Strimple, 1978, fig. 1,
U-V). Y Tpexpykux Gpop™m penyKius 00bIYHO MPOUCXOArIa B paauycax D u B.
DT0 coracyetcs ¢ oOIel TeHaeHne yMeHblneHus maTeppaanycoB DE n BC
M COOTBETCTBYIOIINX paguaibHBIX Tabmmuek D u B B Xxome oHTOreHe3a y psaga
KJIAJIUTHBIX KPUHOUJCH. B HEKOTOPBIX CilydasX B XOJ€ HApyIICHUs] HOPMaJlb-
HOTO XO/Ia OHTOT'€HEe3a OTHENbHbIC PaAHallid MOIIIH OBITh 3a)KaThl COCETHUMHU
TaOJIMYKaMU, TTOMEIIAB JallbHEHIIeMy Pa3BUTHIO PyKH. B Takux cimydasx pa-
AT BBITIOJHSIA ML (YHKIUIO 3alUThl BHYTPEHHHX OPraHOB B YallleuKe,
00pa3ys ee CTEHKY, HO He Heclla PYHKITHIO OITOPHI I pyKHU. [TomoOHBIH crydait
HaOmoaeTcs Ha dK3eMIuisipe Apographiocrinus sp. (Pabian, Strimple, 1978,
fig. 2, L-N), rne panuansHas Tabnudka E ¢ G0KOB U cBepXy 3a)kaTa COCETHIUMU
paauaIsiMu U He UMEeT JUCTAbHON (paceTKH.

Abeppanuu, 3aTparuBaloniye OJHH U3 BEHYHUKOB, OOBIYHO TIOYTH HE BIIHSI-
10T Ha COCEHME BEHUYHKH, 32 UCKJIIOUCHHEM TOTpaHMYHbBIX YacTel. DTo cBU/Ie-
TEIBCTBYET O 3HAYUTEIbHONW HE3aBUCUMOCTH MX (POPMUPOBAHHUS JPYT OT ApyTa,
KOTOpast OTpaHUYNBAETCS JIUIIH ITOJITOHKON B OHTOTeHE3€ MOTPAaHNYHBIX YacTeH
COCEIHMX BEHYHMKOB JIJIS [TIOJTHOT'O 3aKPBITHS YalleyKH. TeM He MeHee, B HeKOTO-
PBIX CITy4asiX JUCTAJIbHBIC YaCTH OHON U3 MH(paOaTbHBIX TAOINYEK HIIH MTPOK-
CHUMaJIbHbIC OJTHOW W3 paJHalibHBIX BHEIPSIIOTCS HAa TEPPUTOPHIO 0a3abHOTO
BEHYHKA, Pa3MbIKas €ro, Jiesias pa3opBaHHBIM. JTO MOXKET CBHJICTEIILCTBOBATH
0 3aKJIazike 0a3aJpHOTO BEHIMKA B OHTOT'eHE3€ Tociie mHPPada3albHOTO U Jaxe
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paanaNIbHOTO HE TOJIBKO Y TaKUX abeppaHTHBIX (hOPM, HO M, BO3MOXKHO, B XO/IE
HOPMAaJbHOTO OHTOTEHE3a.

OTaenbHy0 BETBb adeppaluil MPEICTaBISIOT JK3EMIUISPBI C aTpoduei
aHAJBHBIX TA0IUYCK. YMEHBIIICHUE Pa3MEPOB aHAJIBHOTO MEIIKa — OIHA U3 TEH-
JICHIIUW JIJIs1 BEpXHENajJe030MCKUX KIaauaHbIX KpuHouaeu. Ilpu atom Hepen-
KO aHaJbHBIC TAOJMIKH, SBIISIONIAECS OMOPOH HEOOIBIIOMY XOOOTKOBHUIHOMY
aHAJTFHOMY MEIIKY, TIOJTHOCTBIO MCYE3aH, KaK, HallpUMep, Y MpeICTaBUTeIeH
Erisocrinidae. IlonoGHble abeppaunu OblIM paHee OTHECEHBI K YHCTY TaK Ha3bl-
BaeMBIX ‘“portentum”, MU BOJIOLUOHHBIX, B KOTOPBIX MOTJIU MPOCICKUBATHCS
0O0IIT1e TeH/ICHITUY JaJIbHEHIIICH YBOIONUHA OTACIBHBIX TPy MOPCKUX JIMIIAN
(Strimple, 1963; Pabian, Strimple, 1978).

3AKJIFOYEHUE

[onyuennsle maHHbIe MO abepparysM MPEUMYIIECTBEHHO JTUCKPETHBIX
TIPU3HAKOB Y KaMEHHOYTOJIBHBIX MOpCKHUX Jrutnii [lomMockoBHOTO GacceitHa
MOKa3bIBal0OT HEPAaBHOMEPHOE paclpeaeieHne adeppauuii o TakcoHaM, OTHO-
CHUTEJIFHOE YHCIIO KOTOPBIX KOJEOJIETCSl OT MOJHOTO OTCYTCTBHUSI B JOCTAaTOY-
HO OonbIoii BeIOOpKe 10 10 %. [TpudauHBI 3TOr0 CBSI3aHBI, BUIUMO, C Pa3HBIM
YPOBHEM CTaOMIIM3AIlMK OHTOTCHETHYECKUX MyTEeil pa3BUTHS y TAaKCOHOB, 00-
YCIIOBJIGHHOW KaKMMHU-TO BHYTPEHHUMH OCOOCHHOCTSIMH, TaK KaK BCE M3y4YeH-
HbIE€ BUABI OOMTAJIN IIPUMEPHO B OJMHAKOBBIX YCJIOBHUSIX HOPMaJIbHOCOJEHOI'O
MEJIKOBOAHOr0 MOpsl. M3yueHne MHOTOUMCICHHBIX a0EPPaHTHBIX (OPM, KaK U
penkux adbeppainui, 1aeT OOMBIION MaTepHall IJIsl U3YUEHHsI U PEKOHCTPYKIIUU
BO3MOXKHBIX ITyTeH MopdoreHesa TeKH, Kak B HHIUBUAYAJIbHOM, TaK U B HCTO-
PHYECKOM Pa3BUTHH. DTOT MaTepHall, HOCie ero J0CTaTOuHO OOJBIIOro U TaK-
COHOMHMYECKH IMIMPOKOTO HAKOTIICHUS 1T BCEX MAJIC030MCKIX MOPCKUX JIHIIHH,
KaK M JUIsl APYyTUX NEeJIbMATO30MHBIX HITIOKOKHX, MOXKET MO3BOJIMTH CO3JaTh
JUTSL HUX MOP(OTreHETUYECKY 0 MOJICSIb CTAHOBJICHHSI CKEJIETA.
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ABERRATIONS IN CLADID CRINOIDS FROM THE CARBONIFEROUS
DEPOSITS OF THE MOSCOW BASIN

S.V. Rozhnov, G.V. Mirantsev

Aberrations of the discrete features of dorsal cups and arms in the Carbonif-
erous crinoids of the Moscow Basin, mainly represented in the collections of the
Paleontological Institute, are studied. Aberrations are unevenly distributed across
different genera, from the total absence in a sufficiently large sample to nearly 10
%. Aberrations in infrabasals, basals, radials and anal plates as well as in branch-
ing of arms are examined separately. It is shown that the aberrations involving
one of the circlets usually have almost no influence on neighboring circlets, with
the exception of border parts. This demonstrates the significant independence of
their formation from each other. Interaction is usually limited by fitting during
the ontogeny of border parts of neighboring circlets for the complete closure of
the dorsal cup. Nevertheless, in some cases one of the distal part of infrabasal
plate or one of the proximal part of radial plate is introduced into the basal circlet,
breaking it, making it unlinked. This may indicate that during the ontogeny the
basal circlet was formed after infrabasal and even radial circlets, not only in these
aberrant forms, but also, perhaps, in the forms with normal course of ontogeny.
Aberrations in the anal area are associated mainly with the change of the number
of plates, their position within the cup, and the location and shape of the radianal
plate. Bilateral symmetry with respect to the crinoids plane of symmetry passing
through the A ray and CD interray is detected in branching of arms.

Keywords: aberration, asymmetry, variability, crinoids, Carboniferous,
Moscow Syncline.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «leo-6uonoeuueckue cucmemvt 8 npownom». M.: IHH PAH, 2013. C. 263-275
http://www.paleo.ru/institute/publications/geo/

CUMMETPUA U ACUMMETPUSA B ®OPMUPOBAHNU
9HJIOCKEJIETA TETPAIIOJIONIOAOBHBIX KOHEYHOCTEM

9.U. BopoonéBa
HIIDD um. A.H. Cesepyosa PAH, Mockea, admin@sevin.ru

OO6muit Mop¢orenes 3HIOCKENETa TMAPHBIX KOHEYHOCTEH CapKONTEpH-
TUH (IUITHOH, KPOCCONTEPUTHH) U IPEBHEUITUX TETPATION CIOXKHUICS B
majeo3oe u o0nanan OONBIION JATEHTHOW MOTCHITHEH, peaTn3yeMol ma-
paJIeNIbHO Ha Pa3HBIX ATaNax pa3BUTHUS 3TUX I'PYII, HE3aBUCHMO OT UX
¢dmorenerndeckoro craryca. CHUMMETpUs CBOAMUTCS K OOIIEeMy IUIaHy
pa3BUTHS U JIOJKHA PACIIEHUBATHCA KaK CTAOMIN3ALUS ONPEAEICHHOTO
MOP(OTreHEeTHYECKOT0 Mpolecca, a aCHMMETPHsl KaK ero HapylleHHUs,
MPUBOAIINE HEPEJKO K MHHOBAIUSAM, YTO OCOOCHHO SIPKO MPOCIEKH-
BAETCs B pa3HOOOpa3ny U MOAM(UKALMAX TUIAaHA Pa3BUTHS SHJIOCKENIETa
Cpenu XBOCTaThIX aMpHUONH.

BBEJIEHHME

CUMMETPUYHOCTD U aCHMMETPUYHOCTD, COTJIACHO OOIIMM IPEACTABICHHSM,
CYIIECTBYIOT B €JHHCTBE, PACIIPOCTPAHSSACH Ha BCE SIBICHUS IIPUPOJIBI 1 PA3BUTHUS
obmiectBa. U ecnu mepBast HAGHTUYHA WHBAPUAHTHOCTH, TO BTOpasi CBA3aHa CO
CIIy4alfHOCTBIO M YaCTHOCTBIO. B MUpe pacTeHn# 1 >KUBOTHBIX CUMMETPHS OIIpe-
JeTIsieTCsl HalpaBlIeHUEM JIBHKEHUS U CHIIOH TskecTH. OTCroAa peub HAET o Ouita-
TepajJbHOH CUMMETPUU OOJBIIMHCTBA KHBOTHBIX (32 UCKIIIOYEHHEM HEKOTOPBIX
MOPCKHX OPraHU3MOB, B YaCTHOCTH HUTJIOKOXKHUX, JIJIsi KOTOPBIX XapaKTepHa II0-
BOPOTHAsI CHMMETPHS) U PACTCHHH, OTITMYAIOIINXCS KOHYCOBUTHOW CHMMETPHEH.

Yto KacaeTcs OTIACIBHBIX OPraHOB, a TEM 0Oyiee COCTABISIOMIMX UX dJIe-
MEHTOB, TO 3€Ch PAaCHO3HaBaHUE CHUMMETPUU U ACHMMETPHH U UX B3aUMOJICH-
CTBUH MPECTABIACT ONPEACICHHBIC TPYTHOCTH. MBI MOMBITAINCH Pa300paThCs
¢ 9TOM MpOoOIIEMOI Ha MOJIETTH Pa3BUTH S DHIOCKENEeTa TAPHBIX KOHEYHOCTEH I10-
3BOHOYHBIX, KOTOPBIE B IEJIOM JIEMOHCTPUPYIOT OMIIaTepalibHyI0 CHMMETPHIO.
['maBHBIN BOIpOC 3aKiI0YaeTcs B TOM, Kak (OpMHpOBAIach 3Ta CHMMETPHS
B Mop(doreHese u HaCKOJIPKO OHa ObLiIa O0IIEH y TeTParo/ ¢ UX peI0000Opa3HbI-
MU MpeAIIeCTBeHHUKaMH?
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K NCTOPNU U3YYEHMN A ITPOBJIEMBI

[IpoucxosxkiecHHE TETPATIO CBA3BIBACTCS € MAICO30HCKUMU CAPKONITCPUT U~
MHU. JIo cuX MOp NPOAOIKAIOTCS TUCKYCCUH 10 TIOBOAY KOHKPETHOM MPEIKOBOM
JIJISL TETPATOf TPYIIBI — SBJISIIOTCS JTU UX TPEIKaMH KUCTENEPhIe HIIA JTBOSKO-
JBIIAIINE PHIOBI 1 MOHOQUIMCTUYHBI HIIM AUQUIUCTUYHBI aMPpuOnu?

B 310l o0nactu 3HaHU BBIJIESIOTCS HECKOJBKO HAIPABIICHUH UCCIICIOBA-
HUSI, B TOM YHCJIC: UCTOPUYECKOE, 3aBUCUMOE OT M3BECTHBIX (DAKTOB M HAaKO-
TJICHHOW WH(pOPMAIHH B 00IACTH TAJICOHTOJIOTHH, IMOPHUOIIOTHH, CPABHUTETh-
HOW aHATOMUH, HKOJIOTHUH, MOJIEKYIISIPHON OHMOJIOTHH, a TaK)Ke OMpEeAesieMoe
Pa3HBIMU METOOJIOTHYECKIMH TTOIXOaMH UCCIIE0BATEICH.

Bropoe HampapiieHne — (hUIOTEHETHYECKOE, CBSI3aHHOE C IMOUCKOM KOH-
KPETHBIX PEAIISCTBEHHUKOB TETparol. Jlanee — OHTOreHeTHUYECKOE, HallpaB-
JICHHOE Ha BBISICHEHUE 3aKOHOMEPHOCTEH M MEXaHHW3MOB WHIHMBHUIYaIbHOTO
pa3BuTHs; (QYHKIHOHAIBHOE, OMpENeNseMOe HKOJOTHEH M aJanTalHusMH;
MOJIEKYJISIPHO-TEHETHYECKOEe, OTPaKarollee paHHUE dTalbl CTPYKTYPHBIX TIe-
PECTPOEK B PAa3BUTHH U CBI3aHHBIX C BHYTPHUKIECTOYHBIMHU U MEXKKIETOTHBIMHU
B3aUMOJICHCTBUSMH.

JlapBUHOBCKMI U TOCTAAPBUHOBCKHI IEPUOBI ONIPENEIISIIIUCE B OCHOBHOM
pa3BUTHEM UCTOPUUECKOIO MOJX0/a K OLIEHKE IBOJIFOIMOHHBIX COOBITHI U UC-
MOJIF30BAaHUEM METOJIa TPOHHOTO Mapalijieln3Ma U COTIOCTaBICHNHU (PpaKkTHye-
CKUX JIaHHBIX MaJICOHTOJIOTHH, CPABHUTEIBHOW aHATOMHUH W SMOPHOJIOTHUU B
MOKMCKAaX MEPEXOIHBIX (HOPM MX TPEIKOB U MOTOMKOB. 371€Ch YMECTHO BCIIOM-
HUTH MHeHHEe camoro Y. JlapeuHa, koTophiil B «IIpoucxoxaeHuu BUIOBY TO-
Jlaraji, 4To IOUCK MEepPexOoHbIX (JOpM HepeasieH, MOCKOJIbKY OHU MOTYT OBbITh
ropasao 0oJee MOXOXUMHU JIPYT Ha JIPyTa, YeM HA CBOUX IPEIICCTBEHHHKOB.

B 30-x rogax mpomnioro Beka, Omupasich Ha CPaBHUTEIHHO-IMOPHOIOTH-
4yecKue ncciefoBanus koneunoctedd ampuouit H. Xonemrpernom (Holmgren,
1933) Oblna BBABMHYTA KOHIEHIUS IHPUIECTHUYECKOTO IPOUCKOKICHUS
XBOCTaTBhIX U 0ECXBOCTHIX aM(puOUil (aMHHOT) Ha OCHOBE Pa3lIMYMil B pas-
BUTHUH 3HJIOCKEJIETa WX MAPHBIX KOHEUHOCTEH. [lapHble KOHEYHOCTH XBOCTa-
THIX aM(pUOUI BEIBOAUIUCH UM U3 OUCEPUATIBHOTO apXUIITEPUT U CaApKOIITE-
purnii, a 6ecXBOCTHIX aMGUONH M aMHUOT W3 YHHCEPHUAIHHOTO apXHUIITEPH-
TUs KPOCCONTEPUTHUH.

B mHacTosmee Bpemsi OONBIIMHCTBO TAJIEOHTOJOTOB M 300J0TOB CXOST-
Cs BO MHEHUH, YTO TETPAINOIHBIA HJIOCKEJIET KOHEYHOCTH HMCXOJHO CBSI3aH
¢ yHucepuaJibHbIM apxunrtepuruem (Jarvik, 1980; Marie Louise de Sant Hubain,
1981; Schultze, 1984; Schultze, Arsenaueti, 1985; Carroll, 1988; Shubin, 1995;
Vorobyeva, Hinchliffe, 1996).

Bwmecre ¢ Tem, cymiecTBYIOT pa3HOTIIacHs B TOM, UTO SIBJISIETCS Ooee mpu-
MUTHBHBIM COCTOSTHUEM: OHCEpHAaIbHOCTh WM yHUCEpUalbHOCTH? OmHAKO
MPUCYTCTBHE OUCEPHAIBHOTO apXHUNTEPUTUS B (PUICTUYCCKU NANEKUX TPYI-
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Puc.1. bucepuanbHblii apXUNITEPUTHI B IEPEAHEH KOHEYHOCTH B TPEX OTHOCUTEIBHO (Hie-
THUYECKH JAJIeKUX IPyIIax capkontepuruil: a —nsoskoasimamue (Neoratodus), 6 — noposernu-
tdhopmuas xuctenepas (Clyptolepis), 6 — nemakanT (Latimeria).

Max: JUITHOM, TToposIeTuOpMHBIE KUCTENEPBIE PBIOBI, IeakaHThl (puc. 1) cBU-
JIETENbCTBYET CKOpEE B IMOJIb3Y HPEACTABICHUS, YTO OMCEpPHaTbHOCTh M YHU-
CepUaJIbHOCTh BO3HUKAJIN B HBOJIOLUH HEe3aBUCUMO. MHTepeceH TOT (akT, uTo
B OCHOBE OHMCEpHalIbHOTO SHIOCKENeTa COBPEMEHHOTO LepaToAa PacHoIOKeH
0a3abHBIN AJIEMEHT, HECYIITUH IeNTh MU KeJI000K, OTMeueHHBIN B 30-X rogax
A.H. IpyXuHUHBIM. MHOTO TI03k€ aBCTPAINHCKHIE UCCIIEI0BATENN OIHCANIN B
sMOprOreHese LepaTosa J1Be 3aKJIaJKy 3TOr0 3JIEMEHTa, yKa3bIBaloIKUe Ha 3a-
YaTKH YHUCEpHAIbHOCTHU B ero oOpasoBanuu (Vorobyeva, Hinchliffe, 1996).

OCOBEHHOCTH PA3BUTHS SHJIOCKEJIETA KOHEUHOCTEN
XBOCTATBIX AMOUBUIA

JlebWHUTUBHBIN TIJIaH CTPOCHUS YHIOCKEIeTa KOHETHOCTEH XBOCTATHIX aM-
¢ubwnii 0OHapYKMBAET B OHTOT'€HE3€E MUPOKUI CIIEKTpP BapuaInii, CBSI3aHHBIX C
TeMIaMU U HAIllPaBJICHUSIMU PA3BUTHUS €0 3aKJIaJ0K B OHTOI'€HE3E, CBSI3aHHbBI-
MU C HUKJIAMU Pa3BUTHUS U JTUUYNHOUHBIMU aJalTalUsIMU.

BriepBbie Ha MOZIEISAX pPa3BUBAIOLIUXCS KOHEYHOCTEH XBOCTATHIX aM(puOuit
N.A. limansraysen (1915) ycTaHOBUII, YTO 3TH 3aKJaJKH CBs3aHbI ¢ (OPMHU-
POBaHHEM TpeX OCHOBHBIX ME3EHXHWMHBIX KOJIOHOK: TPEaKCHabHOW, TOCTaK-

265



Puc. 2. Bapuanuu B CTpOCHUN ME3CHXUMHBIX KOJIOHOK B TIepeaHel KOHEYHOCTH y Ranodon
sibiricus (o O. Onbmesckas, Heomy0d). O6o3HadeHus: 1+ 2 — basale commune; [ — intermedium;
u — ulnare; ¢ — central; m — medialea; I — IV — nanbigsl.

CHaJIbHOW W CPEAMHHOM, cBszylomied intermedium — ApeBHUI DJIEMEHT, CO-
XPaHUBIIMKICS OT MCKOMAEMbIX KHCTENEPhIX PbI0 M JAPEBHEUIIUX TETPAIo[
(Acanthostega, Ichthyostega, Tulerpeton) ¢ basale commune — crienudraecKkum
JIEMEHTOM JHJOCKEJIETa, PACIOJIOKEHHBIM B OcHOBaHMHM | 1 Il manbnes y xBo-
CTaThIX aM(pUONH.

Haubonee 3HaunMTenbHBIE MEPECTPOHKM MPEAXPALICBBIX 3aKJIaJOK ME30-
MOAMSI POCTICIKUBAIOTCS B MEAMAHHOW KOJIOHKE, MPOSIBIISISICH B KOJTMYECTBE U
XapakTepe CIUSHUN ee JIEMEHTOB. DTO HATJIsAIHO JIEMOHCTPHUPYETCS Ha MpH-
Mepe Ranodon (puc. 2), a Takke Ha BpeMEHH TOSBICHUS basale commune u
intermedium y pasusrx Urodela.

CnusiHHE 3JIEMEHTOB JHJIOCKENETa MEX]y KOJIOHKaMHU OOBIYHO HE IPOWC-
xonuT. PaszHoBpemeHHOe TosBIeHUE 3aKiIag0K basale commune u intermedius
JOJDKHO pacleHUBATbCd KaK TeTEPOXPOHHH, CBSI3aHHBIE C LIEHOTEHE3aMHU
(Vorobyeva, Hinchliffe, 1998).

Tak, y akcomomisa u Triturus nepeaHue aBa Maiblia HAYUHAIOT (QYHKIINOHHU-
poBaTh paHo (Ha 1-2 meHb TOCIIe BBUTYIUIEHHUS) W basale commune MosiBIseTCS
panbiie intermedium. ¥ Salamandrella kayserlingii intermedium dopmupyercs
panbliie, yeM basale commune. Y 3Toro Buaa Mexay 3a4aTkamu 1 u 2 najiblieB Ha-
3bIBAETCs Ca0JIEBUAHBIN MJIABHUYOK, KOTOPBIN B TEUCHHUE Psijia CTAUI Pa3BUTHS
WCTIONB3yeTCs JIJIs TapeHHs B TOJIIIE BOJBI M OTTAJIKMBaHUA OT AHa (Vorobyeva,
Hinchliffe, 1998). Korduryparus ero u Bpems peayKIHH OTIIMYAIOTCS B Pa3HBIX
nonynanusix (Bopoosésa u ap., 1999; Vorobyeva, Hinchliffe, 2000).

V¥ Salamandrella, kak u y Triturus, ukpa Menkast 1 JUYUHKN BBUTYTUISIIOT-
Csl OYeHb PaHO, MEePexo/s cpasy ke K cBoOogHOMY 00pasy ku3Hu. Y Ranodon
sibiricus — poacrBenHuka Salamandrella (00a pona nmpuHaIeKAT K CEMEHCTBY
Hynobiidae, koTopoe mpusHaeTcs HauOoiee MPUMUTHUBHBIM Cpeld XBOCTa-
ThIX aMm(ubmii) mkpa Oosee KpymHas ¥ TUYMHKH BBUTYTUISIOTCS TIO3KE, YeM y
Salamandrella, mmMeroT mmupokue Jammbl ¢ KOPOTKUMHU MaNbIIaMU, KOTOPhIE HECYT
KOT'TH M HCIIOJIB3YIOTCS JUUISl HETUISTHUS 32 KAMHU U CTEOJIN PaCTeHUH B OBICTPBIX
PYuBsixX, e OOUTaeT ITOT POL.
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Puc. 3. ®eHomeH pa3BUTHs 6-T0 Majblla HA 3aaHEH KOHEYHOCTH Ranodon sibiricus (37 cra-
nust) (mo Vorobyeva,1999). O6o3nauenus: ph — ¢ananru najiableB, «y» — IEMEHT — FOMOJIOT
Me30I10/IUaJIbHBIX 2JICMEHOB.

Eme y omnoro Buma u poma runoounm — Onychodactylus fisheri kpymabie
SIa colepkaT OONBIIOE KOJHMYECTBO HKENTKA, YTO IO3BOISIET KOHEUYHOCTSIM
MOJTHOCTBHIO O(OPMUTBCS JI0 BBUTYILIEHUs. Y 3toro Buaa (BopoOnéBa, XuH-
wingde, 1990) BnepBbie 00Hapy>KeH HAMHU Ha KOHEUHOU (hajtaHre mableB cre-
[UAJIbHBI OpPraH — MPEXOHPOUIHBIN YeXO0J, UCTIONIb3yeMbIH sl CruOaHus
KOHEUHOM (haJIaHT¥ U LCTUISIHUS JTMYMHOK K KYyCTaM B OBICTPOTCKYIIMX PYUbsX.

Uuco maneleB y M3YUYEHHBIX BUJIOB THHOOMU 4 Ha TIepeTHEH U 5 Ha 3aJHEH
KoHeuHoCTsX. OHAKO y OHOTO M3 dK3eMIUIsipoB Ranodon sibiricus Ha 3amgHei
KOHEYHOCTH Ha 37 cTaguu pa3BUTHUS JUUYUHKU MPOCIEKEH 6-i manen Ha mpe-
aKCHUAJIbHOW BETBH. DTOT Majiel] uMell JBe (ajlaHT¥ M PaCIHOJIOKCHHBIH B €ro
OCHOBaHHUU «y» 3MeMeHT (puc. 3) (monroe BpeMs He paclIuQpOBaHHBIH CIICIH-
aIIMCTaMu) JOJKEH OBITh BOCIIPHUHST KaK ME30MOUANIBHBIN AJIEMEHT 110 aHAJIO-
THU C TT03a]11 JIeKAIUMH TaJIbI[aMH.

Kak u3BecTHO npeBHeimme (I€BOHCKUE) MONYBOAHBIE TETPATIONBI, TAKUE
KaK MXTHUOCTETra, aKaHTOCTera U TYJIEPIIETOH 00alaliv MOJHIAKTHIINEH, UMes
oT 6 1o 8 manbieB. B 9Tol cBsI3u HaMU BBIJIBUHYTA TUIIOTE3a O MPOUCXOXKICHUT
KOHEYHOCTEW y XBOCTaThIX aM(DUOMI ¥ JPYyTruX TETPAmoj Mo MyTH PEAYKIUU
MPeaKkCUaIbHON MaJbLIEBOM AYTM U MPUCOCIMHEHUS MOCIEAHETO Majblla TOU
IIYTHU K TTocTakcuainbHoi ayre (Vorobyeva, 1999) (puc. 4).
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Amniota

Ancestral tetrapods

Puc. 4. I'mnoretnyaeckas cxemMa (OPMUPOBAHHS SHIOCKEIETa MAapHBIX KOHEYHOCTEH B BO-
JIOIMH: OT aHI[ECTPATBHOTO COCTOSIHUS ¢ K 6 — XBocTaThiM ampubusim (Urodela) u 6 — amHHOTaM
(o Vorobyeva, 1999).
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[losiBneHue 1mIecToro mnajb-
na y Ranodon, conocraBumoro ¢
prehallux B 3aaHell KOHEYHOCTH
Ichthyostega u ¢ 1-bIM masblieM y
Acanthostega MoxeT ObITH 00BsIC-
HEHO KakK ()eHOMEH OHTOI'CHEeTHYC-
CKOU PEBEPCHH K aHIIECTPATLHOMY
COCTOSTHHIO U Kak pe3yibTar 0o-
Jee MOJHOW peasn3aliyl JIaTeHT-
HBIX BO3MOXXHOCTEH MopdoreHe-
THUYECKONH IpPOrpaMMbl Pa3BUTHUS
KOHEYHOCTEH, 00IIeit mIsi coBpe-

MEHHBIX aM(PuOMii M Taneo30i- Urodele Anuran & Amniote
ckux Tterpamnog. dopmupoBaHue {Salamandrella)

IS TUTIAION KOHETHOCTH € HIEPEXO0- Puc. 5. PasHble HampaBlieHHs pa3BUTHS
JIOM K CyXOITyTHOMY 00pasy XKu3- nanbues (I-1Y) y xBocrareix ampubuii (Urodela)

HU GBLIIO, BO3MOYXHO, PE3yITATOM u amHuoT+Anura (u3 Hinchliffe, 1989).

eA0MOP(HBIX TPOIIECCOB.

Penykuust maabiieB MpoOMCXOUiIa B OCHOBHOM Ha TMEePEeIHEH CTOPOHE KOHEY-
Hoctu (Coates, 1993). Dra penykuus Oblia, I0-BUIUMOMY, FTOMEOILIACTUYECKUM
IMPpU3HAKOM B Pa3HbIX (I)I/IHOI‘GHCTI/I‘IGCKI/IX JIMHUAX W Ipeanojaract, 4T1o Io-
CJICAHUEC TTaJIbIbl JOJIXKHBI pa3BUBATLCA B nepe):[Hei/'I qaCcTHu HaJ'IBHeBOfI AYyTH.
[Toceqree moaATBEPIKIACTCS TEM, UTO Y OECXBOCTHIX aM(pHON 1 aMHUOT IH -
(hepeHIIMaITMS TTAJBIEB UIET B 3aJHEE - TIEPEIHEM HAIPaBJICHUH (pHUC. 5), HO HE
coBmanaet ¢ nuddepeHuanuei manpeB y XBocTarblx aMmpuomii (0T mepeaHux
K 3aJ{HHM), IJIe OHa CBsI3aHa, CKOpee Bcero, ¢ GopMUPOBAaHUEM HOBOTO MHIYK-
THBHOTO IIeHTpa — basale commune, 4TO, MO-BUJAMMOMY, U MOTJIO IIPUBECTH K
penuddepeHuanuy NaabIeBON MOCIEA0BATEIBHOCTH MAJBIEB: OT MEPEIHETO
K 3aJIHEMY, a HE Ha000POT, KaK 3TO UMEJIO MECTO Y MPEIKOBBIX TETPATIO.

BOITPOCKI TOMOJIOT M3ALIUY DJIEMEHTOB KOHEUYHOCTEN
SHJIOCKEJIETA

JIMCKYCCHOHHBIMHU OCTAIOTCSI BOIPOCH T'OMOJIOTH3AIUHU 3JEMEHTOB 3HJ0-
CKeJIeTa TEeTPAroHOH KOHEYHOCTH C 3JIEMEHTaMHM JHJIOCKEJeTa MapHbIX IJ1aB-
HUKOB UX PBIO00OPa3HBIX MPEIKOB COTIIACHO MPEACTABICHUSIM O TupuIeTHde-
CKOM ITPOUCXO’KICHHH TIaHOB pa3BuThs y Urodela m Anura + Amniota. OgHako
K HacTOSILIEMY BPEMEHHU C MOMOILBI0 NPUMEHEHUS UMMYHO(QIIOOPECHEHTHBIX
UCCIIeIOBaHUN YCTAaHOBJIEHO, YTO XBOCTaTble aM(pUOMU MMEIOT OOmMH MJaH
passutus ¢ 6becxBocthiMu u amHuotramu (Hinchliffe et al., 1999, 2004). Bonee
TOro, B cooTBeTCTBHH ¢ HccnepoBanusiMu H. Lllyouna u I1. Anp6epua (Shubin,
Alberch,1986) pa3BuTre KOHEYHOCTEH BCEX TETPAIIO SIBIISETCS MPOAYKTOM JIU-
HaMHYECKHUX MOP(OreHEeTHUYECKUX MPOLECCOB, KOTOPBIC MPOLYLUPYIOT ME3EH-
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Puc. 6. PazBuTHe Me3eHXMMHBIX 3aKJIa/[0K B OHTOI€He3¢ KOHEYHOCTH I10 Iy TH CErMEHTAIH
n oudypkranum «A» MozxenH 3agHeil koHeuHocTH Xenopus (Anura) o cxeme llly6bnna n Anb-
Oepua (Shubin, Alberch,1986). O6o3nauenus: da — manereBas ayra; 1-5 — magsusl; F — fibula;
T — tibia.

7,
o ” das__a™ 4
)

l

XUMHBIE 3aKJIa/IKU C TIOCIEyIOIIe aCCHMEeTPUIHON cerMeHTaruen n oudypka-
el MPEeXOHAPOTeHHBIX KJIETOK B Pa3BUBAIOIIEHCS 3aKiaake (puc. 6).

[ManbueBas ayra pa3BuBaeTcs y OOJBIIMHCTBA TETPANO MOCIEI0BATEIb-
HO OT 3aJJHEr0 K TMepeJHeMy Kparo KoHeuHocTH. [loaTomMy camble MalieHbKHUE
MEpeaAHnE maJblbl ACEBOHCKUX MHOTOIIAJIBIX TETparoa, MpeaACTaBIArOT, II0-
BUJMMOMY, OTCYTCTBYIOIIIME€ B TUIMYHOM MATUNANON KOHEYHOCTH. [Ipu sTOM
MpeakchaitbHasi BETBb UCIBITHIBACT MPEHMYIIECTBEHHO IPOIECCHl CerMeHTa-
[IWY, a TIOCTAKCHAJIbHAS KaK CErMEHTAIUIO, TaK U OudypKaluio, y4yacTBys B
¢dopmupoBaHnK NanbleBod nyTH. [lamereBast gyra obpasyercst U3 MocieaoBa-
TEJBbHBIX ME3EHXUMHBIX 3aKJIAJIOK B 3aHe-TIepeIHEM HAMPABICHUH (32 UCKITIO-
YeHHEeM XBOCTaThIX aMmpuounii). Kaxkaast ux 3TUX 3aKJIaI0K CIYKUT HCTOUHUKOM
11t GOpMHUPOBAHUS TAJIbIIAa ¢ 00pa3oBaHUEM (ajaHT ITyTEM MTOCIeI0BATCIIHHON
CEerMEHTAallNH B ITPOKCUMO-IUCTAIBHOM HampapieHnu. Cxema (GpopMupoBaHUS
MaJBIEBON JYTH Y TETPANoa UACHTHYHA OOIICH CXeMe Pa3BUTHUSI SHIOCKEICT-
HBIX 00pa3zoBaHMii B KOHeYHOCTH TeTpanof (Shubin, Alberch, 1986). [ToaTomy
€CTh BCE OCHOBAHUS MOJIATaTh, YTO MaJIbLIEBas yTra MPEACTaBIIICT HE3aBUCHMOE
MTOBTOPEHHE UCXOMHOHN 3aKIa KA KOHEYHOCTH (CTHIIONOIUS U 3€UTOMOHS), T. €.
ayTOIMOAMH TeTpamo sABIsIeTCs HoBooOpa3oBaHueM. OOIacTh ME30IOIHS CITy-
JKUT, TAKIM 00pa3oM, MECTOM CTHIKOBKH MCXOJHOM MPOKCHMAIIbHOW 3aKJIaIK1
Y BTOPUYHOHN — AUCTAIBHON (MTAJIbIEBOW TYTH).

B ornuume oT npyrux TeTparon majblieBas Ayra B JIAKE XBOCTATHIX aM-
¢ubuit popMupyeTcst U3 ME3CHXMUMHBIX 3aKJaJ0K B IepeaHe-3alHEM HaIpaB-
nennu. McxonHol eauHHMIIEH 371eCh, TIO-BHIMMOMY, CIYXKHUT basale commune,
KoTopoe mpoucxomauT corjacHo IlImamsrayzena (1915), u3 AByX CIUBIIHXCS
ME3eHXHWMHBIX 3aKJIaJIOK, PAcIloNoKeHHBIX B ocHoBaHWH | 1 Il manbnes. [losB-
JICHHE ATOTO AJIEMEHTA TOCITYKUJIO, TI0-BUIUMOMY, HHAYKIIMOHHBIM IIEHTPOM,
BBI3BaBIIIUM NIEPEOPUCHTUPOBKY (HOPMUPOBAHUS TIOCIIEY FOIIMX ME3EHXUMHBIX
3aKJIaJI0K NaJbleB B IepeHee-3aJHEM HallpaBJICHUH.
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Ha wam B3rmsia, mpoOrieMa MPOUCXOXKIIEHUS W HBOIIONHUH SHIOCKEIeTa
TETPAIOJHBIX KOHEUHOCTEH JIOJDKHA OBITH paciudpoBaHa, OMUpasich Ha KOH-
LENIUI0 TeTPANOAU3alUK U MPOLECCYabHBIN T0AX0/ K ipobiieMe. C mo3unuii
KOHIICTIIIMHI TETPANOAU3ANNN MBI CTPEMIUTUCH BHISIBUTH MPHU3HAKU CTPYKTYP-
HBIX MpeajanTaluid K TeTpanoaHol opraHuszauuu. IIpoueccyanbHblid MOAX0M
SABIISIETCS 00JIee MPOTPECCUBHBIM B PA3BUTHH MTPOOIEMBI PEKAMUTYIISAUA U BBI-
SIBJICHUS TOMOJIOTUH. BHMMaHHe aKUEHTUPYETCSl HE HA TOMOJIOTM3alMU Ipe-
KOBBIX 3JIEMEHTOB JHJIOCKEJIETa C 3JIEMEHTAMU JHAOCKEIeTa IOTOMKOB (B JaH-
HOM CJydYae CapKONTEPUTHI U TeTPamo), a C PACCMOTPEHUEM TOMOJIOTH3AINHU
MIPOLIECCOB, JISKALIUX B OCHOBE (DOPMUPOBAHUS ITUX JIEMEHTOB. MbI IPUIILIH
K BBIBOJY, YTO OOINTHOCTH MEXAHU3MOB U 3aKOHOMEPHOCTEH IpoIeccoB Mopdo-
reHesa copMHUpPOBANIACh PaHO, HA YPOBHE MAIC030UCKUX capKonTepuruid. [lpn
9TOM HCXOJHBIN MopdoreHe3 obiagan O0NbIION MIACTUYHOCTHIO U IMIHPOKUM
JIMAMa30HOM JIATEHTHBIX BO3MOKHOCTEH. CKIIabIBaeTCsl BIICUATICHUE, YTO H-
JIOCKEJICT MAapHBIX KOHEYHOCTEH TETPATIOJ M MAPHBIX INIABHUKOB PHIO IIPHHAIJIC-
JKUT K aBTOHOMHBIM CHCTEMaM, T. €. K CUCTEMaM, 00JIaJJa0I1M OIpeAeaEHHON
caMoopraHu3anueid U COOCTBEHHBIMH MEXaHW3MaMHU Pa3BUTHUSI, B U3BCCTHOM
Mepe He3aBHCHMBIMU KaK OT (PMIIOT€HHH, TaK U OT JPYTUX cucTeM. B momp3y
TaKOT0 MPE/IOJIOKESHHS CBHIETEIBCTBYIOT CIEAYIOIMNe (aKThI.

Bo-nepBeix, cormacHo cxeme u upenctaBieHusM 1llyOmHa-AnsOepua
(Shubin, Alberch, 1986), B ocHOBe (hopMUPOBaHMS IHIOCKEIETa KOHEUHOCTEH
TeTpano] (B YaCTHOCTH, aM(PUOUil) Ha KICTOYHOM M MEXKJIETOUHOM CTPYKTYP-
HBIX YPOBHSIX (UTYPHPYET MOCIEA0BaTEIbHAS TPHaaa: ME3CHXUMHBIC CTYIIe-
HUS (3aKTaKH), CSTMEHTAIUS U ON(ypKaIis.

Bo-BTOphIX, HMEeT MECTO CTAOMIIM3AIUS IIPOKCUMATBHBIX AJIEMEHTOB DHJIO-
CKeJIeTa MapHbIX MJIABHUKOB U KOHEYHOCTEH TeTpamno, YT0 CBUACTEILCTBYET O
CXOJICTBE MEXaHU3MOB UX (DOPMHUPOBAHUSI.

B-tperbux, B (hOpMUPOBAHUHU SHIAOCKEICTHBIX 3JIEMEHTOB 3HAYUTEIIBHYIO
pOJIb UTPAIOT TETEPOXPOHUH PA3BUTHUS, OMPEACIISIIONINE TTOCIEA0BATEILHOCTb,
CKOPOCTb, CTETICHb PA3BUTHUS U PA3MEPbI OTIEIbHBIX AJIEMEHTOB.

B-ueTBEPTHIX, TEPUOHTHBIE TOPMOHBI MPAKTHYECKH HE IEHCTBYIOT Ha (op-
MHUPOBaHUE SHAOCKEIETa KOHEYHOCTEH B YACTHOCTH, Y XBOCTAThIX aM(UOUIA.

[losiBneHNE ME3EHXMMHBIX 3aKJIaJ0K BIOJb MAaJbIEBOM Ayrd MOXKHO pac-
CMaTpUBATh KaK WX BTOPUYHYIO T€HEPAIHIO, YTO CBOMCTBEHHO APYTUM aBTO-
HOMHBIM CUCTEMaM, B YACTHOCTH, KOKHBIM [TOKPOBaM.

Bce atu mepecTpoiiku cBsi3aHbI C (PU3UOIOTMTIECKIMH IPOIECCaMU, TTPOTe-
KalOU[MMHU B OPraHU3ME U, B KOHEUHOM PE3yJIbTaTe C TMUYMHOYHBIMHU aJlanTalu-
SIMH, T. €. C IECHOT€He3aMU, YTO IMPOSBISETCS B PA3HOOOpA3HH CTPOCHU S JIATIOK Y
Pa3HBIX BHJIOB, UX MONYJISIHH, & TAK)KE HHIUBUIOB XBOCTATHIX aM(DUOMIA.

W3noxeHHbie MpeACTaBICHUS O PA3BUTHH CKeJIeTa KOHEYHOCTEH TeTparnos
MOJIJICPIKUBACTCST TAaHHBIMU MoJIeKyIsipHOi renetuku (Tabin, 1922; Coates,
1995).
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UYro kacaeTcsi CAMMETPUYHOCTH U ACUMMETPUYHOCTH Pa3BUTHUS SHIOCKE-
JeTa, IPEACTaBISACTCS, YTO B KayecTBe MexXaHU3Ma (OpPMUPOBAHUS acHMMe-
TPUYHOCTHU B CTPYKTYPaX U IIPOLECCAX CIIYKAT 31€Ch F€TEPOXPOHUU PA3BUTHS,
KOTOpbIEC MPOSBISIOTCS ¢ HanOONbLICH OTYETIMBOCTHIO B COCTOSIHHSX pa3da-
JAHCUPOBAHHOCTH Pa3BUTHS, B YACTHOCTH, Y aMpuOMii B mpeaMeTaMopO3HbII
HEPUOJ, KOTIa IPOUCXOAST KPyIIHbIE IEPECTPONKH B (POPMUPOBAHHUHY JIATIKH.

ABJIEHN A B CTPOEHUUN U PABBUTHUU ACUMMETPUN
SHAOCKEJIETA KOHEYHOCTEM

be3ycnoBHO, 4TO SIBICHHE aCHMMETPUHU B PA3BUTHH CBSI3aHBI C TETEPOXPO-
HussMA. OCOOBII HHTEPEC 3/1eCh MPEICTABIISIOT UCCIICIOBAHMUS 110 PETCHEPAIIHH.
Onna u3 mocienHuX padoT B 3TOH 00JacTH MpoBeneHa coTpyaHukamu MIY
(PuBanenkoBa u n1p., 2006). DTHMHU aBTOpaM# Ha HECKOJIBKHUX BHAaX XBOCTATBIX
aMm(puoOmit (aKCoJI0TIIb, aMOUCTOMA, UCIIAHCKUI TPUTOH) MPOBEACHA HIMPOKAs
SKCTPAMOISAINS MOMYUYSHHBIX TaHHBIX KaK Ha COBPEMEHHBIC, TAaK U Ha UCKOIae-
MbI€ (JIpEBHUE TETPAIO/IbI, 1AJICO30HCKHUE CAPKONTEPUTHHU) (POPMBI.

ABTOpBI TONIATalOT, YTO COBPEMEHHBIE pereHepaTrhl BOCIPOU3BOASAT IIpe-
MMYIIECTBEHHOE COCTOSTHIE CBOWCTBEHHOE JPEBHIM TETPAIIOAaM U KPOCCOIITE-
PUTHSIM, 2 HE COBPEMEHHBIM aM(UOHIM.

BeiaBuraeTcs Takke IpeaIoIokKeHHe, CChIAsICh Ha HETONHOTY MaJICOHTO-
JIOTUYECKOH JIETOMUCH, YTO MHOTOMAJIBIC IPEBHHUE TETPAMOIbI, TAKIE KAK UXTU-
ocTera ¥ akaHTocTera MOrIu ObITh pereHeparaMu. CiieayeT, 0JJHaKO, OTMETHTh,
YTO WXTHOCTEra MpeICcTaBlieHa OTHIOAb HE €IMHCTBEHHBIMH JK3EMILISPaMHU,
a MHOTOYHCIICHHBIMH HaXOJKaMH, KOTOPbIE BOCIHPOU3BOAST THUIIOBOE COCTOS-
HUE, T03TOMY BOCIIPHHUMATH 3Ty POpPMY KaK pereHeparta — omuoo9Ho. YTto Ka-
CaeTCsl CApKONTEPUTHH, TO TIOOOHBIE BRIBOJIBI SIBHO CIIEKYJISITHBHBIL.

CrnenyeT OTMETUTh, UTO PE3YJIETATOM PEreHepalluu IBIISICTCS pa3HOO0pasue
(dbopM, KOTOpOE CIIeNYET MPU3HATh HCTOYHUKOM aCHMMETPHH.

AcuMMeTpHs, CBS3aHHAS HECOMHEHHO C TE€TePOXPOHUSMH pPa3BUTHS, Ha-
TJISIAHO TIPOSIBIISIETCS Y JJTMHHOMAJBIEBBIX XBOCTATBHIX aM(pHUOWN, TaKUX Kak
Triturus xaralinii u T. dobrodgicus (BopoOréBa u np., 2006). O6a 3Tu Buga xa-
pPaKTEepU3yIOTCS JUIMHHBIMU TOHKHMH TaJbllaMH Ha TIEPETHUX KOHEYHOCTSIX
B JINYMHOYHOM TIEPHUOJE, JINHA ITHX HaJbIEB MOXKET JOCTUTATH Y2 NJIMHBI KO-
HEYHOCTH, TOTJa KaK CaMU KOHEYHOCTH MOT'YT COCTABIISITh Y2 NIMHBI TYJIOBUIIIA.
[lambIel 3HAYUTENHFHO YKOPAuYMBAIOTCS B MpeMeTamopdo3e n metamopdose, 94To
CBSI3BIBAETCA C KJIETOYHOH CMEPTHIO XPAIIEBOM TKAaHU U IIPOIeccoOM occrurka-
M KOHEUHBIX (pajiaHT, KOTOpas MPOTeKaeT OJHOTHUITHO, HO C Pa3HOH CKOpO-
CTBIO y 000UX BHJIOB.

Xoporuii mpuMep MpOsIBICHUS ACUMMETPUU MPECTABIISICT KOHCUHOCTH XBO-
craroit ampubuu ¢ npsiMbiM pazButuem Desmognathus aeneus (Plethodontida)
y KOTOpOH amomnTo3 (KJIETOYHAs CMEpPTh) MMeJIa MECTO B TIEpEIHEH W 3aaHei
KOHEYHOCTAX JIMYMHOK Ha cTaausax 26-27 B obmactu mexay Il u I, wem II1
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Trematops milleri

Salamandrella keyserlingii

Puc. 7. [IpenkoBbie 4epThl B MOPGOIOTHH 3a/IHEH KOHEYHOCTH Y COBPEMEHHBIX aM(puOuit —
ruHoOuux (a, 6 — Salamandrella keyerlingii, 6 —~Ranodon sibiricus) B cpaBHEHHH C NaJI€030HCKH-
mu ampubusamu (0 — Trematops milleri); as —cTangapTHOE COCTOSHUE (CHMMETpPHS), O — BapHa-
1A (ACHHXPOHHOE COCTOSTHHE).
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u IV nmanepiiamMu BJOJb TOPCAIBHOTO Kpas KOHEYHOCTH, YUACTBYS TEM CAMBIM
B (POPMHPOBAHUU MAIBIEB. DTOT MYyTh C YYaCTHEM ACHMMETPUYHOCTH OT-
JUYAETCST OT OOBIYHOrO (CHMMETPUYHOrO), MPOCICIKUBAEMOTO HATMPUMED Y
Ambystoma mexicanum (Franson et al., 2006).

[ManbieBas ayra JOJDKHA PACCMATPUBAThCs KaK HOBOOOpa30BaHUE y TETpa-
TOJT B pe3yJIbTaTe MPOSIBICHHUS ACCUMETPUIHBIX COOBITHI Ha YPOBHE OOIIHOCTH
MJIaHA X Pa3BUTHUS (CHMMETPHH) y APEBHUX (HOPM U COBPEMEHHBIX MPE/ICTABU-
teneit (puc. 7).

3AKJIITOYEHUE

ComnocrasiieHre JeQUHUTHBHOIO COCTOSIHUS 3HIOCKEIETa NapHbIX KOHEY-
HOCTEH y MCKOIIaeMBbIX U COBPEMEHHBIX PHIO000PA3HBIX TETPAOIHBIX IPEIKOB
1 MOP(OTreHETHUYECKUX MPeoOpa30BaHUl €ro y COBPEeMEHHBIX aMpuOHni npu-
BOJUT K BBIBOAY, YTO OOIIMHU IJIaH Pa3BUTHUSI — MEXaHU3Mbl U 3aKOHOMEPHOCTH
CJIOKUJTUCH OYEeHb PAaHO B DBOJIIOLUU M COXPAHWIM CBOIO CTaOMIIBHOCTH Hapsi-
Iy ¢ OOJIBIIIUM 3aIacoM JIATeHTHBIX MOTeHIIMH. B pe3ynbraTe Ha MpOTSHKEHUU
ABOJTIOITMOHHBIX COOBITHH CHOPMHIPOBAIOCEH pa3HOoOOpasrne MOphOTUIIOB. B ToM
yHucie, OMCepHaIbHOCTh, YHUCEPHAIBHOCTh. IIpH 3TOM HUKaKOH CBSI3M 3THX
MOpQOTHTIOB ¢ (uioreHueid He HaOmonaeTca. Tak, OucepuanbHbBIE MOPHOTHIT
MPOCIIEKUBACTCS y JBOSKOABIIIANINX, [IETaKaHTOB, MOPOJICTU(POPMHBIX KPOC-
cornrepuruii (puc. 1), a yHucepuaibHbIi y ocTeonenudopmMoB, pu30g0HTOPOP-
MOB, IpeBHEUIINX TeTparon. OOIINiA IIaH pa3BUTHS SHIOCKEIeTa KOHEUHOCTEH,
YCTaHOBJICHHBIH AJ151 0ECXBOCTBIX U XBOCTAThIX aM(prOUii, yka3bIBaeT Ha TO, UTO
paccyKAeHHs 0 MPEeTeHICHTax OMcepruaIbHOro, MO0 HAIPOTUB, YHHCEPHAIb-
HOTO apXHUIITEPUTHSI HA POJIb MUCXOJHOTO TETPANOJHOIO MJlaHa TePSIOT CMBICIL.
Ha nepennuii mian BEIXOAUT OTHIOAB HE TOMOJIOTH3ANNS IePUHUTHBHBIX JTUC-
TaJBHBIX AIIEMEHTOB MTPEIKOB TETPATIO]] M TAJIBLEBBIX, & TOMOJIOTH3AINS CAMUX
npoueccos pa3sutus. IlanbueBas nyra, 6€3yciOBHO, JOJDKHA PacLiEHUBATHCS
KaK HOBOOOpa30BaHME HAa YPOBHE TETPAIO] U KaK Pe3yjbTaT aCUMMETPHUYHBIX
COOBITHI Ha yPOBHE OOITHOCTH TIJIaHA WX Pa3BUTHS (CHMMETPHUH).

Pabora BeimonHeHa npu noanepxke rpantoB HII-5928.2012.4 u POOU,
Ne 12-04-00021.
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SYMMETRY AND ASYMMETRY IN AN ENDOSKELETON DEVELOPMENT
OF TETRAPOD-LIKE LIMBS

E.L. Vorob’eva

General morphogenesis of the paired limbs of Sarcopterygii (Dipnoi, Crossopter-
ygii) and earliest tetrapods arose in Paleozoic and had a great latent potency, which
was realized in parallel at different stages of these groups development, irrespective of
their phylogenetic status. Symmetry is reduced to a general development plane, it should
be considered as a stabilization of a certain morphogenetic process, and asymmetry —
as an abnormality. The latter, however, often can lead to innovations. It could be traced
in diversity and modifications of the endoskeleton development plan among tailed
amphibians.

275



Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3SUIMUL: CUMMEMPUSL U ACUMMEMPUsL
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3AKOHOMEPHOCTH PA3BUTHUSA POI'OBbIX HIUTKOB TAHLUPA
YEPEITAX: CUMMETPUS U ACUMMETPU L

I.0O. Yepenanos
Canxm-IlemepOypeckuil 20cy0apcmeeHHbll YHUSepCUmen
cherepanov-go@mail.ru

Mos3anka poroBbIX IHUTKOB ((HOJIMI03) MAHIMPS Yepernax XapaKTepusyeTcs
IBYMs ()eHOMEHAIBHBIMU 0COOCHHOCTAMHU: (DPMIIOTEHETHYECKOH CTAaOUIBHO-
CTBIO CJIOKUBILETOC €Ile B IPEBHOCTU OOLIET0 MJIaHa CTPOEHUS U IUPOKOH
UHAMBUyalIbHOH H3MeHuHBOCTbIO0. MccienoBanue MopdoreHesa uepenax
[I03BOJINJIO HAlTH 00bsAcHeHUE 3TOMYy (heHOMEeHY. BblLIO YyCTaHOBIEHO, YTO
3a49aTKH IUTKOB GOPMUPYIOTCS B OMOPUOTeHe3€e B BH/IE JIOKAJIBHBIX AITHIEP-
MaJIbHBIX yTOJIIEHNH — rako/. [Toka3aHo, 4TO M0JI0kKEHHE MJIAKOJ TPUYPO-
YEHO K CTPOrO OMpPEAETICHHBIM y4acTKaM Tejla, a UX 3aKjIaJKa OCyIeCTBIIs-
€TCsl B CTPOTO ONPEENICHHON MOCIeI0BaTeIbHOCTH. Tak, B Kapamnakce Iia-
KOJIbI (POPMUPYIOTCS UCKIIOYUTEIBHO HAIPOTHB TYJOBHIHBIX MUOCEIT — B
CEeNTAIBHBIX YTIyOIeHUIX TOKPOBOB SIMOPHOHA, TIPU ATOM, TTAKOJbI KPASBO-
TO psiJia BOSHUKAIOT B KXKJIOM CENITATBHOM YTIIyOJISHUH (T.€. TOCErMEHTHO),
IJTAKOJBl OCTAIBHBIX MPOJOJIBHBIX PSJIOB — YEPe3 OAHO TAKOE YIIIyOJeHHe.
YCTOHYMBOCTH MAaTTepHA LIUTKOBAHHS CBA3aHA C 0a30BBIMH MEXaHU3MaMH
MopdoreHesa, oCcyIECTBIMIOMMUMU HOLJEp)KaHUEe OUIaTepalbHOl cuMMe-
TPUU U JIETEPMHUHALMIO TOJIOKEHHS 3a4aTKOB IIUTKOB MEPBUYHON CErMeH-
Taluel Tena 3apoablmia. [JIaBHOW NpUYHHONW BapHaOenbHOCTH (oynao3a
SIBIISIETCS] HAIMYUE Y SMOPHOHOB Yepernax CBOOOIHBIX OT 3a4aTKOB IIUTKOB
CeNTAIBHBIX YINIyOJeHUH (=CErMEHTOB), B KOTOPBIX IPH HE3HAUHTEIBHBIX
HapyLEHUAX SMOpHOreHe3a MOTYT BO3HHMKATh JONOJHUTENBHBIC MIAKOIBL.
Otu abeppaluy UMEIOT BBICOKYIO YaCTOTY BCTPEUAaEMOCTH U, KaK IPaBHIIO,
IPUBOJAT K ACUMMETPHH CTPOSHUSI POrOBOro OKpoBa. OCHOBHbIE BAPUAHTHI
HapylUIeHUs CUMMETPHH (OJIH103a TaHIUPA Yepenax 00yCIOBICHBI TAKUMHU
OTKJIOHEHUSIMU B OHTOI'CHE3€ KaK: aCHMMETpPUYHAs 3aKjajKa 3MuepMalb-
HBIX IJIAKOJ CO CABHIOM Ha OJHOM CTOPOHE TeJia Ha CeTMEHT WM Oolee, 3a-
KJIaJKa JTOMOJHUTEIBHBIX IIJIaKOJ B «CBOOOIHBIX» CENTAJIbHBIX yIIyOJIeHH-
X, aTUIIMYHOE CIUSHUE COCEIHUX AUIEPMAIIBHBIX [IJIAKOJ, OTCYTCTBHE 3a-
KJIaJIK{ PEryJISIPHBIX AIIHIEPMAJIbHBIX IUIAKO/ B THITUYHBIX CErMEHTAaX TeJla.

Kniouesvle cnoea: NaHIUPh Yeperiax, poroBbie NUTKU, MOphOreHe3, aHoMa-
nun poaumosa.
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BBEJIEHUE

N3yuenne cTaHOBIEHHUS CHMMETPUU B MopdoreHe3e KMBOTHBIX M pacTe-
HUU SBISETCA BXXHBIM acClEeKTOM TIO3HAHUS OKPYIKAIOMIET0 MEPA, TIO3BOJISIO-
ITUM BBISIBUTH MeXaHU3MbI MOP(O-(YHKIIMOHAIBHON HHTETPAIlUN OPTaHH3MOB
1 3aKOHOMEPHOCTH MX OHTOT€HETHYECKOr0 M MCTOPUUYECKOTO Pa3BUTHS. B oT-
HOIIEHUHU XOPJOBBIX KMBOTHBIX, 00JaIal0IIMX UCXOIHO OHMIJIaTepajbHON CHM-
METpPHEH, €€ U3yUYCHUIO JaBHO MPHUIAeTCs 0OJIbIIOE 3HAaUYeHUE. B coBpeMeHHo
IuTeparype TiayOoKoi MpopabOTKe MOABEPTIUCH BOMPOCHI IMOBEIEHYECKONH U
(YHKIIMOHAIBHON aCHMMETPHH TIO3BOHOYHBIX, JATePalIM3allliil UX TOJIOBHOTO
MO3Ta, aHATOMHYECKOW aCHMMETPUU COMAaTHYECKUX W BHCIIEPATBHBIX OPTaHOB,
TEHETUYECKOTO KOHTPOJISl Pa3BUTHSI CAMMETPUYHBIX U aCHMMETPUYHBIX COCTO-
saauid. Takum 00pa3oM, U3ydeHre SBOTIONUOHHBIX 1 MOP(HO-PYyHKIIMOHATBHBIX
ACIIeKTOB JIEBO-TIPABOM CHMMETPHH M €€ HapyIICHHS y MO3BOHOYHBIX KUBOT-
HBIX CTAJI0 OMHUM W3 BaXKHBIX HaIlpaBJICHWH coBpeMeHHOU Omonoruu (Rogers,
Andrew, 2002; Cooke, 2004; Lopez-Gracia, Ros, 2007).

OnHuM M3 ONaronmpusTHBIX OOBEKTOB sl U3y4eHHUs MOP(OIOrHMUECKON
CUMMETPUU M aCHMMETPHH TO3BOHOYHBIX SBISIOTCS (OJIUAMPOBAHHEIC (de-
Ty HBIE) TTOKPOBBI COBPEMEHHBIX PENTHIIMM. DTO CBA3aHO C JIOCTYITHOCTBIO
¢donnmo3a g n3ydeHus, Kak B MPUPOIHONH 0OCTAHOBKE, TaK M B KAMEpaJIbHBIX
YCIIOBHSIX My3€HHBIX XpaHIIHII. Takum 00pazom, 00beM MaTepralia mpaKkTude-
CKH HE OPTaHWYEH U TI03BOJISIET BBISIBUTH BECTh CIIEKTP BapUaOEIBHOCTH CTPYK-
Typ doaua03a, BKIIOYAs 1aXKe caMble peKHe ero abeppari — OTKJIOHEHUS OT
HOpMBI. Kpome Toro, 4enryiHblii MOKPOB PENTUIINI HEceT B ceOe BayKHEHIIUE
TaKCOHOMUYECKHE MPU3HAKHU, TIO3BOJISIOLINE HE TOJBKO ONpPENeNIUTh CHCTEMa-
TUYECKYIO0 TPUHAJICKHOCTh TOW MM WHOW (POPMBI, HO U BBISIBUTH (PUIIOTCHE-
THYECKHE CBSA3HM TAKCOHOB W OCHOBHBIEC TEHCHIIMH MX YBOJIIONMOHNPOBaHU. B
HEMaJIol CTeNeH! cKa3aHHoe KacaeTcs oTpsaaa dyepemnax (Testudinata), nzyuenue
CTPOCHHUSI POTOBOTO MAHIHPS KOTOPBIX UTPAECT BAXXHYIO POJIb B PEIICHUH BO-
MIPOCOB JBOJIFOIIMOHHOI'O CTAHOBJIEHUS U UCTOPUUYECKOTO Pa3BUTHUS ITOW TpyI-
TbI )KUBOTHBIX.

CTPOEHUE N UBSMEHUNMBOCTb MO3ANKHN POI'OBBLIX LIIUTKOB
[TAHLIPA YEPEITAX

TynoBUILIHBINH MaHIUPH OOJIBIIMHCTBA Yepenax MOKPHIT KPYTHBIMH SMUAEP-
MaJbHBIMH YEITySIMH — POTOBBIMU IIUTKAMH, IPAHULIBI KOTOPBIX MapKUPOBAHBI
Y3KUMU KOXKHBIMU TOTPY>KEHUSIMU — pOTrOBBIMU O60po3namu. LLluTku nanuups
00pa3yloT cBoeoOpa3HyI0 MO3anKy, HE BCTPEUAIOIIYIOCS Y IPYTUX YeITy H4aThIX
’KMBOTHBIX. B THITMYHOM clTydae IIUTKH OpraHMW30BaHBI MPOJOIBHBIMU psia-
MH CO CTPOTUM COOTIOZIEHUEM OMIIaTepansbHON CHMMETPHH M KOJIMYECTBEHHBIX
XapaKTEepUCTUK. Y OOJIBIIMHCTBAa COBPEMEHHBIX Yepenax TaKHX PSI0B CEMb!
MSTh HA CIUHHOM CTOpOHE MaHUUPsI — Kapanakce, 1Ba Ha OPIONIHOM — MIacTpo-
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Puc. 1. O6mmii man crpoeHust (Goiumo3a MaHIUPS Yepenax U HOMEHKJIATypa POTOBBIX
IIMNTKOB: a — Kapamakc, 0 — miactpon: C — HeHTpalbHble INUTKH, [ — HHpaMapruHaJbHbIC
IIUTKH, M — MapruHaJibHble IUTKH, P — IJIeBpalibHble IUTKU, P/ — TulacTpajbHbIe IIUTKH,
Sm — cynpamapruHaibHbIe IUTKH; /—/2 — NOPSIKOBEIE HOMEpa IMHUTKOB. [IyHKTHPOM IoKa3aHbl
IIUTKH, OTCYTCTBYIOIINE Y OOJNBIINHCTBA COBPEMEHHBIX Yeperax.

He (puc. 1). EXMHCTBEHHBIN HENMApHBIN Pl IUTKOB — IIEHTPAJbHBIN — TSHETCA
BJIOJIb XpeOTa U BKJIFOUAET 5 POTOBBIX A1eMeHTOB. [1o OokaM OT Hero pacrosno-
JKEHBI TUIeBpaIbHbIe (DOKOBBIC) PSiJIbI, 10 4 KPYIHBIX MUTKA B KaxaoM. [lepu-
(depuro Kaparnakca COCTaBIISIIOT MapTHHAJIbHBIC (KPaeBbIe) IIUTKH, 3HAUUTEIbHO
MEHBIIIHE TI0 pa3Mepy; OHH IpeICTaBIeHbI 00bIYHO 12 mapamu. bpromHas 9acts
MAaHLIUPSI OKPBITA 6 MAPHBIMU IJIACTPAJIbHBIMHU IIUTKAMU, KOHTAKTUPY FOLIUMU
MeXIy co0oH 1Mo MenuanbHol TnHuH. [lo nmarepanbHBIM cTOpOHAM (B 00MacTH
MOCTOB TAHIIMPS) TPETHH U YETBEPTHIA IIACTPAIIbHBIC IUTKA KOHTAKTUPYIOT
C PSIIOM MapruHAJIbHBIX POTOBBIX 3JIEMEHTOB. B CBSI3U CO 3HAYUTENBHBIMU pa3-
JIMYUSIMH B pa3Mepax MUTKH MMaHIUPs Yepernax He 00pa3yoT BhIPAKCHHBIX I10-
MIEPEYHBIX PSAMIOB, XaPAKTEPHBIX IS (OJIHI03a OOIBITMHCTBA JAPYTUX PETTH-
JIUH — g1Iepull, 3Meu, KPOKOJIUIIOB.

KpoMme yHUKaNBbHOCTH IJIaHA CTPOEHUSI IIMTKOBAHUE MMAHIUPS Yepernax xa-
pakTepusyeTcs emie ABYMs KIOYeBBIMA OCOOCHHOCTSIMU, Ka3aJloCh Obl, MaJIO-
COBMECTUMBIMU JpYT ¢ ApyroM. C ogHOU CTOPOHBI, 3TO — BBICOKHI yPOBEHb
¢brIoreHeTHYeCcKOi CTa0MIIBHOCTH, a C APYTO — NIMPOKUH CIIEKTP WHIUBHULY-
anpHOM m3MeHunBocTH (Zangerl, 1969).

MHoOTroUYNCIIeHHBIE TaJIeOHTOJIOTHYEeCKIe TaHHbIe TTOKa3bIBAIOT, 4TO Cop-
MUPOBABILHIICSI HA PAHHUX ATalax 3BOJIOLMH MATTEPH LIUTKOBAHUS MAHLUPS
yepernax He MpeTepries CYIIECTBEHHBIX M3MEHEHUU. JIpeBHellue uepenaxu,
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Hanipumep, Proganochelys n3 tpuaca I'epmanun (Gaffney, 1990) umenu ot xe
NPUHLMIIMATIBHBINA XapakTep (oaumo3a, 4To U COBpeMeHHBIH (opmbl. B xone
IBOJIIOLIUH (T. €. B pojoikeHue Oosiee yem 200 MITH. JIET HCTOPUYECKOTO pa3-
BUTHSI) NPeoOpa3oBaHmsl KOCHYJINCH TOJIBKO BTOPOCTEIICHHBIX IMPU3HAKOB PO-
TOBOTO IMOKPOBA: TIOCTENEHHO UCUE3TH MEIKHEe WHPpaMapriHalbHbIE U CyIIpa-
MapruHajlbHbIEe MUTKH, HE3HAYNTEIHHO YMEHBITHUIOCH YACIO MAPTHHATBHBIX H
MJIACTPAIBHBIX IMUTKOB, BOBMOYKHO, B CBS3H C IPOI'PECCUBHBIM yKOPOUYCHUEM
TynoBuila yepenax (Yepenanos, 2002).

SIBneHue QuIOreHeTHYECKOH KOHCEPBATUBHOCTH (HONMI03a BBITIISIANT Ma-
pasoKcalbHBIM, B CPABHEHHHU C XapaKTEePHOH JUIs uepernax ero BHY TPHBHIOBON
nabuibHOCTHI0. Kak Tmokazaiay MHOTOYHCIICHHBIC HCCIICOBAHMS, 3TH YKHBOT-
HbIe 00JIaJJal0T WCKIIOYUTEIHHO MIMPOKON WHAMBUAYAIBHOW H3MEHUYHBOCTHIO
MO3aUKH ITUTKOB, PUYEM KaK 110 YHCITy BAPUAHTOB YKIIOHEHUW OT HOPMBI, TaK
M 10 UX BCTpeuyaeMocTH. Ha ceromusmHuil 1eHb ONMUCAHBI THICSYM aHOMAJb-
HBIX 0co0eil uepenax, MpruHaAJIeKaIIIe TIOYTH BCEM COBPEMEHHBIM U MHOTHM
uckornaeMbiM Bujaam (Gadow, 1899; Parker, 1901; Newman, 1905; Coker, 1910;
Deraniyagala, 1939; Zangerl, Johnson, 1957; Ewert, 1979; Pritchard, 1979; Mast,
Carr, 1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008; Ergene et al.,
2011 u np.). B 2T0# cBsA3M, OKA3aTENbHBI JAHHBIE TIOJTyYEeHHBIE HA OCHOBE W3-
y4eHUs KOJUIeKIIUH aMepruKaHCKuX My3eeB (Zangerl, Johnson, 1957): y uccneno-
BaHHBIX 2200 5K3eMILIsIpOB uepenax, npuHaaaexkamux 118 Bugam, uncio adep-
paHTHBIX QopM cocTaBuio 43 %. OgHaKo B MPUPOJHBIX TOMYISIHUIX TPOIEHT
Yyepenax ¢ aTUIUYHBIM YCTPOHCTBOM MO3aWKH IIIUTKOB MOXET OBbITH M BBIIIE: OT
45 % y ronoBacToif Mopckoit uepenaxu Caretta caretta (Coker, 1910) mo 69 % y
OonortHoit yepenaxu Emys orbicularis (Cordero-Rivero et al., 2008). Ho xpaii-
HIOIO CTeNeHb BapuadenbHOCTH (HOIUI03a AEMOHCTPUPYET MOPCKask OJMBKOBAS
yepenaxa Lepidochelys olivacea, y KOTOpOW YHCIIO MUTKOB Kaparakca HaCTONb-
KO HEeCTaOWIIbHO, YTO, IO MHEHHIO PsJia aBTOPOB, OTCYTCTBYET BO3MOXKHOCTD
onpeAeanTh ux TunuaHoe konuuecto (Deraniyagala, 1939; Pritchard, 1979).

Asomanmuu Qonuao3za depenax IMOApa3JeNslioT Ha TPH OCHOBHBIX THIIA:
1) atunuyHas Gopma WM pa3Mmep IMHUTKA, 2) MPUCYTCTBHE JIOTOJHHUTEIBHBIX
(3KCTpaOpAMHAPHBIX) LTUTKOB, 3) OTCYTCTBUE HEKOTOPBIX PEr'YJISPHBIX IIUTKOB.
OTH TUIIBI AaHOMAJIMH MOTYT OOHApPY KMBAThCS Pa3/AEIbHO MU IPUCYTCTBOBATD
B KOMIUIEKCE y OHOH ocoou. Cpein aHOMaJIBbHBIX Yepenax mpeodialaloT acuM-
METpPUYHBIC BAPHAHTHI CTpOeHUs1. Kak mokasanu vccieoBaHus KOJUIeKIni 30-
onormueckoro nH-ta PAH n Cankt-IleTepOyprckoro roc. yH-Ta (cM. UepemnaHos,
2005), y 100 o6Hapy keHHBIX a0eppaHTHBIX SK3EMILISIPOB YETHIPEX BHJIOB Yepe-
nax — Kacrnuickon (Mauremys caspica), 6onotHoit (Emys orbicularis), cpenu-
3eMHOMOpCcKol (Testudo graeca) n cpenneasuarckoit (Agrionemys horsfieldi) —
aCUMMETPHUYHBIN poroBoi y3o0p umeet 81 % ocobeii. Porosrie abeppaiiiui MOTyT
3aTparuBaTh BCE OTAEINBI Kapanakca MM MIacTpoHa, HO MaKCHMAaJIbHO BapHa-
OenpbHAs 00JACTH MAHITUPS YEperax — ATO 3aJHSS MOJOBHHA CITUHHOTO IIUTA.

279



Hamnbonee 4acTeiM BapuaHTOM YKJIOHEHHS OT HOPMBI SIBJISIETCS TPUCYTCTBHE
JIOTIONTHUTENFHBIX MHUTKOB (Zangerl, Johnson, 1957; Ewert, 1979; Mast, Carr,
1989; Bujes, Verrastro, 2007; Cordero-Rivero et al., 2008). Ouu MoryT cocras-
11k 110 70 % oT obiero uncna anomanuit (Yepemanos, 2005).

[onbITKH OOBIACHUTH ()CHOMEH MIUPOKOW MU3MEHUMBOCTH (HONMI03a TaH-
Ups depenax MpeArnpuHUMAINCh, HeogHOKpaTHO. llepBas m BecbMa dKCTpa-
BaraHTHas ujes Oblia BeIckazaHa X. ['amoBeiM (Gadow, 1899). CoracHo ero
HaAOIIOJICHUSIM MOJIOZIIE 0COOM MOpPCKUX uepernax (1o ero mMHeHuto — Caretta
caretta) IMEIOT OOBIYHO OOJIBILICE YHCIIO POrOBBIX HIMTKOB, YEM CTapble 0COOH
TOTO e BUAa. DTO MO3BOJIUIIO aBTOPY MPEAINOaraTh, YTO B OHTOI€HE3€ MPOHC-
XOJIUT MOCTETICHHAST PEAYKIUS YUCIIA ITUTKOB JIO TEX T0P, OKA HE JIOCTHTaAeTCsI
KOJIMYECTBO THITMYHOE I B3pOCHBIX yepenax. [lo muenuto ['anoBa, penyKus
peanusyeTcs 4epe3 CIWsTHUE WM BbIIaBIMBaHUE COCETHUX IIUTKOB, TPUYEM
KKl TOCIENYIOMNN €€ Tall HAXOAUTCS B CTPOTrOM CBS3U C MPEABLIYIINM.
Takum 00pa3oM, MpeoOpa3oBaHUE NIMTKOBAHUS HJET 110 CTPOTO OMpPEACIICHHOM
TPaeKTOpHUH, T. €. ABIsgeTca oproreHeTnyeckuM. X. Hetoman (Newman, 1905)
MpHJIAT OPTOTCHETHYECKOW THIIOTE3€ IBOIIOIMOHHO-(PHIOTCHETHYCCKII BEK-
TOp, TIPEIJIOKUB PACCMaTPUBATh AHOMAINH B KAYECTBE «CHCTEMAaTHYECKUX aTa-
BH3MOBY», yCMOTPEB B HIX KPOME CTaJINi OHTOTEHE3a, TAKKE ITAITbl IBOJIOIH-
OHHBIX IMPEe0OpPa30BaAHU.

JanpHeiine HCCIeA0BaHMs BBISBUIM HECOCTOSTENBHOCTh KOHUENLUN
opTorenesa. Bo-mepBbiX, 0Ka3anoch, 4YTO MccIeOBaHHBIC ['aloBBIM HOBOPOXK-
JIEHHbIe 0co0M omunO04YHO oTHeceHbl K C. caretta, a Ha caMoOM JieJie TpUHaI-
JeKaT IPyToMy, HEXKEITH B3pOCIIble, BUAY depenax — Lepidochelys olivacea (cm.
Pritchard, 2007), ornuyaromemycst KpaifHelW HEYCTOMYHUBOCTBIO CTPOCHHS (o-
nuo3a (cM. Beiie). Bo-BTophIx, n3ydeHue 6osee 00beMHBIX MaTepualios 1o C.
caretta (Coker, 1905, 1910) He BBISIBUIIO CYLIECTBEHHBIX Pa3IHUNN B KOJIMYECTBE
AHOMAJIBHBIX dK3EMILISIPOB CPEH MOJIOZIBIX M CTaphIX uepenax. Takxke He ObLIo
HaliICHO HUKAKHUX CIIEJIOB, YKAa3bIBAIOIIUX HA PETYJISIPHOE CIUSHUE IUTKOB B
XO/Ie X OHTOTEHETHYECKOTro pa3BUTHA. B pesynbprare y uepemax He oOHapy-
JKUJIOCh «OPTOTEHETUYECKUX BapUalldii» B CMBICIIEC TIPOIPECCUBHOM PelyKITNU
IIMTKOB B HOPMaJIbHOM ITIOCTHATaJIbHOM OHTOTEHE3E.

YcTaHOBNEHO, UTO HAPYUICHUS, MPUBOASIINE K CYIIECTBEHHBIM aHOMAHUSIM
HIMTKOBAHMSL, IIPOUCXOASIT B SMOpHOreHese. bolbIIMHCTBO HccienoBareneii cBsi-
3pIBACT WX TIOSIBJIICHHE C BO3JICHCTBHEM HEOJIArONpHUSTHBIX (DAaKTOPOB Cpelbl B
nepuox nakybanuu (Coker, 1910; Lynn, Ullrich, 1950; Bujes, Verrastro, 2007 u
1ip.). OmHAKO I HEKOTOPBIX aHOMAJIUH MPE/IOoIaraloT TeHETHIECKY O TPUPOTY
(Zangerl, Johnson, 1957). Ha 3ToM ocHOBaHMH OBLIO MPEJIOKEHO Pa3IHIaTh J[BS
¢dopmbl BapuabenbpHOCTH (onupo3a y yepenax (Zangerl, 1969). Ilepsas — «ano-
MaJIMM OHTOTEHE3a»: HapyILIeHNU s, CBSI3aHHBIC C IOBPEKACHUSIMH B XO/I¢ HHIUBU-
JyallbHOTO pa3BUTHs. BTOpas — «IOBTOPSIIOIINECS aHOMAIHI». CHMMETPUYHBIE
Y aCHMMETPHYHbIE Baprallii, BOZHUKAIOIINE C OTPEACTICHHON s JAHHOTO TaK-
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Puc. 2. AHOManus poroBeIX IIUTKOB TUMA «3UT3ar» y Geochelone carbonaria
(Pritchard, 2007).

coHa (BHJa, PO/Ia) YACTOTON M SIBJISIOLIUECS, IPEAIONOKUTENBHO, (DEHOTHITHYE-
CKUM TNIPOSIBIICHHEM BapuabeIbHOCTH TeHoTHa. Takum 06pa3oM, Bce aHOMaIHH
ObLTH pa3zesieHbl HA HEHACIICACTBCHHBIC M HACIICICTBCHHBIC, OJHAKO TeHETHYE-
CKHUI KOHTPOJIb B OTHOLIEHUH MOCIEAHNX JINIIb TOCTYINPOBAJICS.

[IpennpuHATEIE TONMBITKH OTACIHTH TEHETHYECKYIO COCTAaBIISIONIYIO W3-
MEHYHMBOCTH OT BIIMSIHUS BHEIIHUX (DAaKTOPOB TOKA HE YBEHYAINCH yCIIEXOM. B
pe3yJbraTe HaOIIONCHUH U Pl SKCIIEPUMEHTOB YAAJIOCh YCTAHOBUTD JIMIIb TO,
YTO B Pa3HBIX MOMYJALNMIX Yepenax 4acToTa BCTPEUaeMOCTH aHOMaIbHBIX 0CO-
Oeii paznuyHa. Kpome Toro, mokazaHo, 4To 3TH Pa3iHuMsI CBSI3aHbI C PA3IUIHOMI
CTETICHBIO YCTOWYMBOCTH 3TUX MOMYJISIUHA K BO3ACHCTBHIO HEOIArOMPUATHBIX
(akTOpoB cpe/bl, 00yCIOBIEHHOH, BO3MOXKHO, TeHeTrdecku (Cordero-Rivero et
al., 2008; Velo-Anton et al., 2011). OqHako reHeTHYECKas IETEPMIHAIIIS CAMHUX
AHOMAaJIMH HE HAXOAUT MOATBEPIKACHUSI.

TpanuuuoHHO OOJNBIIONH HMHTEpEC BBI3BIBAIOT adeppalud B 00JAaCTH LECH-
TpaJIbHBIX W TJICBPAJIbHBIX MIMTKOB. Yalle BCero 3T0 aHOMallMK THIIA «3UT3ar
(Pritchard, 2007) ¢ acCKMMETPHYHBIM PACIIOJIOKEHUEM JICBBIX U MPABBIX ILJICB-
PaIBHBIX IIUTKOB, MEXIY KOTOPBIMH BKJIMHHMBAIOTCS aCHMMETPHUYHBIC MapHbIC
[EHTpaJIbHbIE IUTKH TPEYTOIBHON (hOpMBI (pHC. 2). B yKkazaHHOM THIIE aHOMAJTHHA
yCMaTpHUBAETCsI HEKOTOPasl YIOPSAOYEHHOCTh PACIIONOKEHUST POrOBBIX 3JIEMEH-
TOB, YTO TO3BOJIMJIO MPETONIOKHUTD, YTO LEHTPAIbHBIC U TUICBPAIbHBIC IIUTKU
MPEICTABIISIOT COOOM HE OTICTBHBIC SUHHIIBI, a aCCOIHAIIUI0, KOOPIUHUPOBAH-
Hoe 1eioe (Coker, 1910; Zangerl, Johnson, 1957; Ewert, 1979). CoriacHo MHEHHUO
psna aBTopoB (Zangerl, Johnson, 1957; Pritchard, 2007) B caydae aHOMaabHOTO
pa3BuTHs GomI03a reoMeTprudeckas (hopMa COCeTHHUX IUTKOB H3MEHSETCS B pe-
3yJIbTaTe AEHCTBUS MEXaHU3Ma KOMIIEHCATOPHOT'O POCTA IIPH COXPaHEHUHU 001Iei
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KoH(UTyparuu mannups. OeHOMEH yTOpsAI0YeHHOCTH aHOMAJBHBIX HIUTKOB
Kaparakca ObUI Ha3BaH MOATOHOYHBIM cHHApOoMOoM («dovetail syndromey; Ewert,
1979). Ilpu 5TOM CHHApPOME, COTTIACHO MOCIECAHEMY aBTOPY, MJIEBPaJIbHbIE HIUT-
KM XapaKTepU3yIOTCs HapacTalollel B KayJaJlbHOM HAlpaBICHUN aCUMMETPHEH,
B pe3yJIbTaTe Yero 3aJ{HUe NEHTPAJIbHBIC IUTKU CTAHOBSITCS HEOTITMYUMBIMU OT
TJIEBPAJIbHBIX B CBOEH aCUMMETPUYHOMN CeprH, HEPEIKO MapHOM.

SIBneHue HapacTaromell aCHMMETPUH XapaKTepHO ISl Pa3BUTUS MHOTHUX
MHO)KECTBEHHBIX, T. €. TOMOJWHAMHBIX OpPraHOB. Y IO3BOHOYHBIX OHO BBIpa-
JKaeTcs B TOM, YTO Me30JiepMa B XOJe HapyIICHHUs] COMUTOreHe3a MOXeT (op-
MHPOBATh CETMEHTBI, HEPABHBIE 10 JJIMHE HA JIEBOM M IIPaBOMl CTOPOHE Tena.
3T0, B CBOIO OuYepe/ib, MPUBOAMUT K CJIBUTY MEKCEIMEHTapHBIX (CENTaIbHBIX)
TIEPETOPOIOK OJTHOM CTOPOHBI OTHOCHTENHHO ApYToi. CIBUT YBENTUYNBAETCS OT
TIEPBBIX CETMEHTOB K TMOCJIETHUM TeM ObICTpee, YeM OOJbIlle pa3HUIa B JJTHHE
cerMeHToB. Takoe HapylLIeHWEe CErMEHTALMU BBI3bIBACT ACUMMETPHUIO 3aKJIaJI0K
MapHBIX KOHTpaJlaTepajbHbIX OPraHoB (HalpUMep, JEeBbIX U MPaBbIX MOJIOBHH
mo3BOHKOB; cM. KoBasenko, 1992), koTopas HapacTaeT B 3aJHEH yacTH Tena.

OnHaKo B OTHOIICHUH PSIJIOB TUIEBPAIBHBIX IIUTKOB MAHIIMPS Yepenax uies
HapacTaroleil aCHMMETPHH BCTPEYaeT ONpeie]IeHHbIe TPYIHOCTH. B GonmbrriH-
CTBE «3WUT3ar-aHOMaJIni» MOCTENEHHOI'0 HapacTaHUs aCUMMETPUU TLIEBPAh-
HBIX LIUTKOB HE OOHApY>KMBAETCS: KPYMHBIE M MEJKHE IJIEBPabHbBIC IIUTKH
MOT'YT 4YepeloBaThCsl Ha KaxkJIol cTopoHe Tena. CieqoBaTellbHO, aCHMMETPHUS
ATUX POTOBBIX DJIEMEHTOB HMEET HHYIO IPUPOLY.

[o HamleMy MHEHHIO, OTCYTCTBHE yJOBICTBOPUTEIBHBIX O0BICHEHUH MOp-
(oreHeTHYECKUX TPHYMH U3MEHYUBOCTH (DONIH103a 00YCIIOBIIEHO HETOCTATKOM
JIAHHBIX TI0 €T0 HOPMAJBFHOMY Pa3BHTHIO y uepernax. HeciryuaitHo mosToMy, 94TO
B MOCJIEHEH CBOAKE MO MOP(OJIOrHH Yepenax CBEICHHs O Pa3sBUTHH POTOBBIX
HIMTKOB OTPaHMYMBAIOTCS JIMIIb OJHOH (pa3oi: «Mo3amKa SMHJICPMaTbHBIX
HIMTKOB BO3HUKAET 3aI0JITO JI0 OKOCTEHEHH I TUTACTUHOK TIAHIIUPSI, & MOJICTHIIa-
fomfas IepMa MOKET UTPaTh BaXXHYIO poiib B (POPMHUPOBAHUY SITHIEPMATIBHBIX
IIUTKOB, CXOAHYIO C BIMSHAEM COMATHYECKOW JIEPMBI Ha TIATTEPH ONEPEHUS Yy
ubituienka» (Gilbert et al., 2007, c. 2).

MOP®OI'EHETUYECKHE 3AKOHOMEPHOCTH PA3BUTH A
OOJINIO3A B HOPME U ITP1 AHOMAJINU

He BBI3BIBaCT COMHEHHUSI, YTO IBYCTOPOHHSSI CUMMETpHs donunosza aedu-
HUTUBHOI'O MAaHLHUPS 4yepenax CBsi3aHa ¢ OuarepanbHOW CUMMETPHUYHOCTBHIO
pa3BHBAIOIIErOCcs 3apoAbllla, CBONCTBEHHOM BceM NM03BOHOYHBIM. Kpome Toro,
BBICKa3bIBAJINCH MPENTIONIOKEHHS, YTO TIEPBUYHAS COMATHYECKasi OpraHu3anus
9MOpHOHA Yepernax MOXKeT ONpPEACsTh KOIMYeCTBEHHBIE XapaKTePUCTUKH (o-
JIMJ103a, 10 KpalHel Mepe, B OTHOLLEHUH IIIMTKOB MAPTUHAJIBHOTO psijia. B yact-
HoctH, JIk. [apkep (Parker, 1901) yka3piBaii, 4T0 YUCIO MapruHAIBHBIX [UT-
KOB KOJINYECTBEHHO U I10 MOJIOXKEHUIO COOTBETCTBYET YHUCIy peOdep, KOTOphIE,
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KaK M3BECTHO, 3aKJIaAbIBAIOTCS IOCETMEHTHO. OIHaKO, HECMOTPsL Ha OoJiee uem
BEKOBYIO UCTOPHIO M3YUYCHHUSI, KOHKPETHBIC MEXaHU3MbI CTAHOBJICHHS MO3aUKH
LIMTKOB U MOJJCPKaHUs ee CTaOMIBHOCTH CTallM SCHBI TOJBKO HENABHO — I10O-
CJIe IPOBEACHUS CIICIIMAIbHBIX YMOPHONIOTHUECKUX UccaeoBanui (UepenaHos,
2002, 2005; Cherepanov, 20006).

B xauecTBe 00BEKTOB ITHX HCCICAOBAHUH OBLIM BRIOPAHBI IBA BHUIA — Cpe-
nuzemHoMopcekas (Testudo graeca L., cem. Testudinidae) m Gomotnast (Emys
orbicularis (L.), cem. Emydidae) uepenaxu. CpaBHUTEIbHBIN aHanu3 Mopdore-
HE30B 3THUX Yepenax — NpeAcTaBUTeNeH pa3HbIX CEMEUCTB — MO3BOJIMII BbIUJie-
HHUTDH O6HH/I€ 3aKOHOMCPHOCTH Pa3BUTUA, XAPAKTCPHBIC AJIsI T'PYIIIIBI B LCJIOM,
OTACIIMB UX OT NPU3HAKOB BHUA. Tlonnas cepusd HCCICAOBAHHBIX 3M6pI/IOHOB
OT CTaJu{ COMUTOICHE3a JI0 CTaJuH BbUIYIUIEHUS (IpOOHAst B COOTBETCTBUU
¢ 26-cTanuifHON TabnuIeli HOPMAJIFHOTO Pa3BUTHA Yepernax; Yntema, 1968), a
TaK)Ke CepUHHBIC TUCTOJIOTHYECKHE CPE3bl IMOPHUOHOB, TPOU3BEICHHBIE B TPEX
B3aMMHO TMEPICHANKYISPHBIX TIIOCKOCTIX (PpOHTAJBHbBIE, TapacaruTTalbHbIC
Y TIOTIEPEYHbIE) TO3BOJIMIIN THIATEIBHO MPOCIEANUTh U TOJIPOOHO OMKUCaTh pas-
BUTHUEC KOXXHBIX IMOKPOBOB U X IIPOU3BOIHBIX. HpHMeHeHHLIﬁ HUCCJICA0BATCIIb-
CKHH METOA IO3BOJIMJI BBIIBUTH TaKW€ TOHKME IETAlN CTPOCHMS M Pa3BUTHUS
SMUEPMHUCA U AEPMbI, KOTOPBIE HE ObUIM JOCTYIHBI (HallpuMep, B CUITy ¢par-
MEHTAapHOCTH MaTepHalia) MJId YIUIH OT BHUMAaHHS IPYTUX UCCIEIOBATENCH.

[TonpoGHOEe omucaHue XoAa Pa3BUTHS KOXKHBIX ITOKPOBOB y HCCIIEIOBaH-
HBIX BHJOB 4epernax JaHO HaMHU B psJe MPeaUIecTBYIOMUX MyOauKamui (cM.
Uepenanos, 2005). DTo mo3BoOJISET B HACTOSIIEH paboTe OTPaHUIUTHCS TOIBKO
IPEICTABICHUEM OCHOBHBIX PE3YyJIbTaTOB IPOBEAEHHOIO MOP(POreHETHIECKOIO
aHaIM3a, KOTOPble MOXKHO CyMMHUPOBATh CIECAYIOLIIM 00pa3oM.

1. 3a4aTKu POroOBBIX IIUTKOB NAHIMPS Yepenax BIEPBbIC BOSHUKAIOT B BHJIE
HEeOOJBIINX JIOKAJIBHO PACTIOIOKEHHBIX AMHUICPMATbHBIX YTONMIEHUH — IIaKOI.
OT cocefHUX YYacTKOB SMUACPMHC IIAKOJ OTIHYAETCS CTONOUaTOl (opmoit
KJIETOK 0a3aJIBHOT'O CJIOSI M HAJTHMYHEM JOTIOJIHUTEIBHOTO CII0s CyTpada3aibHbIX
KJIETOK. B amOpuoreHese niaakoas! (OpMUPYIOTCS Ha CTAOUAX, 3HAUUTEIIBHO
Oosiee paHHUX B CPaBHEHHUH CO CTaausMH (GopMupoBaHus Goanao3a y yemyi-
4yaThIX penTuiIni. [Ipu 3ToM Ha TOTanbHBIX MpenapaTax YSMOPHOHOB Yepenax, ¢
KOTOPBIMH UMEJH AeJ0 OONBIIMHCTBO UCCIIEN0BATENEH, IIaKOABI TPaAKTHYECKH
He BUJHBL B cuiy aToro 3a Hayano popMUpOBaHUs HIMTKOB Y Ye€perax MHOTHE
aBTOPBI OMIMOOYHO MPUHUMAJH TOSBIICHHE KPYIMHBIX pa3IelieHHBIX 0opo3ma-
MH KOXXHBIX CTPYKTYp (cM. Yntema, 1968; Mahmoud, 1973; Ewert, 1985; Miller,
1985; Guyot et al., 1994; Alibardi, Thompson, 1999; Greenbaum, 2002), T. e., 1o
CYTH JeJia, 3aBEepIIAIOIINE 3TAIbl CTAHOBJICHUS IIUTKOBAHMSL.

2. B kapanakce MeCTONOJIOKEHHE TIAKOZ CTPOro MPHYPOUYECHO K HoIeped-
HBIM CKJIaJIKaM 3MOPHOHA — CENTAIBHBIM ITOTPYKEHUSIM TTOKPOBOB, (POPMUPYIO-
IIMMCS B MECTax MPUKpPEITIeHUs K 0a3anbHOi MeMOpaHe anuaepMuca KoJjare-
HOBBIX BOJIOKOH, COCTABJISIFOILIUX MHOCENTHI. DTH CKJIAJAKU BO3HUKAIOT Ha CTa-

283



IUSIX COMUTOTreHe3a (pHC 3a) M COXPaHAIOTCS Y S9MOPHOHOB Uepernax J0CTaTOYHO
JIOJITO, BHEILIHE MApPKUPYsl CETMEHTALMIO Tela. DMOpUOHANIbHAS CerMEHTAIH
00yCIIOBIIMBaeT METAMEPHOE CTPOCHUE BHYTPEHHUX OPraHOB, MPEXJE BCETO
3JIEMEHTOB OCEBOT0O CKEJIETa, HO TaK)Ke MOXKET MPOSBIATHCS M B CETMEHTAapHOM
OpraHHU3aIliy IOKPOBOB, UTO MBI M HAOIIOAaeM y yepernax (puc. 30).

3. B xone mop¢orenesa miakobl BOSHUKAIOT HE OIHOBPEMEHHO, a B OIpeze-
JICHHOH I0CJIeA0BaTENbHOCTH (pHUC. 6, a-6). [lepBBIMU MOSIBIISIFOTCS MapruHaJib-
HBIC U TUIEBPAJIbHbIE 3a4aTKH IUTKOB Kapamnakca (13 craaus smOpuorenesa). [pu
3TOM MapruHabHBIC TUIAKOIBI JIEXKAT B Ka)KJJOM CElTaIbHOM MOIPY>KeHHU Kpa-
eBoif yacTu Tynosuia (puc. 36, 4a), ux uucio (12 map) COOTBETCTBYET KOJIHYe-
CTBY CErMEHTOB (DOPMHUPYIONINX MAHIUPh (2 TOUHEE, KOIUYECTBY MOMEPEUHbIX
TYJIOBUIIHBIX MUOCENT, PA3ACISIOIINX 3TH CerMeHThI). [lneBpaibHble MiIaKkoabl
(4 mapb1) 00pa3yroTCs CHMMETPHUYHO Ha JJOPCOaTepaibHOI CTOPOHE Tela B pai-
onax uetHbIX (II, IV, VI u VIII) TynoBUIIHBIX MHOCENT (32 NEPBYIO TYJIOBHIL-
HYI0 MHOCEITY TPUHSATA Ta, B pailoHe KOTOpoi (opMupyeTcst mepBoe pedpo).
Takum 00pa3oM, B OTIIMYUE OT MAPTUHAJIBHBIX, 3TH TUIAKO/bI MOSIBIISIIOTCS HE B
KaKJION CEeNTaNIbHON CKIaaKe, a uepe3 onHy (puc. 36). LleHTpaapHbIe TIIaKOIBI
pa3BuBaroTcs mmo3aHee (15 cramus), KaXkaas B BHJIC JICBOTO M TIPaBOTO 3a4aTKOB
(puc. 46). Bckope 3Tn napHble 3a4aTKH CJIMBAIOTCS IO MeUaJIbHON JIMHNH, 00pa-
3ysl ISITh €IUHBIX IEHTPAJIBHBIX IJIaKOA. B HOpMe IIeHTpaibHBIE TIAKOABI PACIIO-
nararotcs B paiioHax HeueTHBIX (I, 111, V, VII u [X) TynOBHIIHBIX MHOCEIIT, T. €.
B IIaXMAaTHOM IOPSAJIKE C IUIEBPAJIBHBIMU IIakoAaMH. [1macTpanbHble MIaKob!
(6 map) BO3HUKAIOT MO3Ke BO3HUKHOBEHHUS TJIaKoA Kapamakca (16 cranus) mo me-
pudepun COeAMHNUTEIBHOTKAHHOIO OPIOIIHOTO IUTa CUMMETPUYHO C KayKJIOH
CTOPOHBI Tesa. MecTa UX BOSHUKHOBEHHS HE HMEIOT SIBHOM CBSI3H C IOJIOKEHUEM
MUOCEIT, OTHAKO KOCBEHHBIE JaHHBIE MO3BOJIAIOT ATy CBs3b Mpeamnonaarars. Bo-
NEepBBIX, HAa OOJee paHHUX CTAAMIX OHTOTeHe3a Mepudeprudeckast 00IacTb mia-
CTpOHA HECET YePTHI ONPE/IeTIeHHON cerMeHTUpOoBaHHOCTH ( Yntema, 1970; Guyot
et al., 1994). Bo-BTOpBIX, CXOMHBIN XapaKTep pa3BUTHS BCEX IMUTKOB MaHIHPS
KOCBEHHO YKa3bIBAa€T HA BEPOATHO CXOAHBII MOPSIOK IETEPMUHALIMU UX PaCIIO-
noxenust. Cyzs o MaJoMy YMCITy MJIacTpaibHbIX IMUTKOB (6 TYK Ha 12 Tyno-
BHUIIIHBIX METaMEPOB) U UX pa3MEPHBIM XapaKTEPUCTHKAM, 3a4aTKH YKa3aHHBIX
IIUTKOB 3aKJa/IbIBAIOTCS HE B KAJKJIOM CETMEHTE Teja, a, BEPOSITHO, Yepe3 OJ1H.
Takum oOpazom, Ha 16 cTaauu pa3BUTHS SMOPUOHOB Ueperax 3aBepIracTcs Ha-
yaJIbHBIN 3Tal popMupoBaHus UX (OIHI03a, KOTOPBIH YCIOBHO MOKHO Ha3BaTh
cTanuel dIuIepMaIbHBIX UTaKo (pHUC. 5).

4. OKOHYATeNbHBIN PUCYHOK (oNKI03a ycTaHABIUBaeTcsa Ha 17-18 ctagmsax
9MOpHOreHe3a P pa3BUTUU KOKHO-POTOBBIX 00p0311, 000COOISIOMNX IIUTKH
naHuups (puc. 6e-e). 3adatku 0opo3n GOPMHPYIOTCS OTACIBHBIMU Yy4acTKa-
MU B BHJIC HETTTyOOKUX MOI'PYKEHUH dMUAEpMECa B AEPMY. DTH MOTPYKECHUS
MOSABIISIIOTCS, TIPEXKJE BCETO, B MECTax HanOoJiee pe3KOro mepenaaa TOMIIUHBI
3MMUIEPMHUCA, YTO COOTBETCTBYET 3aJHUM U 33 IHCOOKOBBIM I'paHHUIIAM IJIAKOJ,
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Puc. 3. ®poHTanbHble Cpe3bl TYJIO0BUILA YMOPHOHOB Yepenax: a — Testudo graeca, 10-5 cta-
Ius pa3BuUTus; 6 — Emys orbicularis, 15-a cranus pa3sutus; 6 — Emys orbicularis, 16-s cranus
passutus; Ar.N — HeBpanbHas ayra, Cos — 3a4aTok pedpa, D — nepma, Inv.S — cenraibHOe yIiTy-
Onenne, M.P — MapruHaibpHas IUIakona, Ms — momepedHas cenrta (Muocenta), N.7 — HepBHas
TpyOKa, P.P — mieBpanbHas miakona, Som — coMuT. Cpesbl OKpalieHbl reMaTokcuanuoM Jemna-
¢unpaa ¢ r03uHOM. MacitabHast tuHeika 250 MKM.
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Puc. 4. Tlonepeunsie cpe3sl TynoBHIIa SMOpHOHOB Testudo graeca Ha 15-# cTaguu pa3Bu-
THS: a — 00JIaCTh MJIEBPANBHBIX [UTAKOM; 6 — 00JacTh HeHTpalbHbIX wiakoa: Ch.D — xopaa, C.P
— HeHTpaibHas miakoaa. OctanbHble 0003HaYeHUs cM. puc. 3. Cpe3bl OKpalIeHbl TeMaTOKCHIIH-
HoM Jlemadunpaa ¢ s03mHOM. MacmTaOHas TuHeika 250 MKM.

pacHUIMpPEeHHBIX K 3TOMY BpeMeHH. Jlanee pa3zpacTaHue 3a4aTKOB OOPO3.1 IpOUC-
XOIUT BJIOJb I'PAHUI] MEXKIY TOJICTHIM M TOHKHUM SIHIEPMHUCOM 10 GOPMUPOBa-
HUS MKy HUMU (00p0O3/1aMi) KOHTAKTOB U 00pa30BaHUsI €INHON CUCTEMBL. B
sMOpHOreHe3e Yepenax MnepBbIMU MOSIBIISIIOTCS LIEHTPaJIbHbIE O0PO3/1bl, a 3aTeM
MPOUCXOAUT HEHTPOOESKHOE pa3BUTHE Ooliee mepudepruuecKn PacioIoKEHHBIX
LHEHTPO-TIJIEBPAIbHBIX U IJIEBPaIbHBIX 00p0o31. MapruHaibHbie 60p03/bl Kapa-
nakca ¥ OOpo3/Ibl MIACTPOHA 3aKJIaIBIBAIOTCS, HAIPOTHB, 110 Nepupeprn MaH-
IUPS ¥ Pa3pacTaloTcs HEHTPOCTPEMHUTEIBHO.

YcTaHOBJIEHHBIE 3aKOHOMEPHOCTH X072 HOPMAJBHOTO PAa3BHTHS POTOBOTO
NaHIUPs Yepernax MO3BOJIUIN MOHATh IPUPOAY BO3ZHUKHOBEHHUS €r0 aHOMAJIHH
¥ B TOM YHCJIe MHOTOYHCICHHBIX aCHMMETPHYHBIX BapuaHTOB cTpoeHus. Ha-
PYLIEHHIO CHMMETPHH B 00JIACTH IIEHTPAJIBHBIX U MJIEBPATBbHBIX IUTKOB (BO3-
MO)KHO, TaK)Ke IIJIaCTPAJIbHBIX) HAHOOIBIIEH CTENEHH CIOCOOCTBYET HATMYNE
«BAaKAHTHBIX» (B HOpPME CBOOOIHBIX OT 3a4aTKOB IIUTKOB) CENTAJIBHBIX MOTPY-
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Puc. 5. PacionoxxeHne 3a4aTKOB POTOBBIX IUTKOB (AMHEPMAIIBHBIX TUIAKO[) Y IMOPHOHOB
yepenax: a — o0JacTh Kapamakca, 15-1 cTagus pa3BuTus; 6 — 00JacTh IIaCTpoHA, 16-1 cTagus
passutusi: PL.P — nnactpaibHas miakoja; /—12 — nopsiakoBbie HoMepa miako. OcTanbHbie 000-
3HAYEHHUsI CM. puc. 3, 4.

skeHui. IMEHHO 1o3ToMy, HanboJiee 4acTO BCTPEUAOIIMMCS TUIIOM aHOMAaTHi
ABJIACTCSA HpI/ICYTCTBI/Ie B (I)OJ'II/II[OEEG JOIIOJTHUTCIIBPHBIX IITHUTKOB, KOTOpLIe, I10-
BI/I}Z[I/IMOMy, IIOSIBJIAKOTCA B OTUX BAKAHTHBIX MECTax IaxKe HpI/I CaMbIX HEC3HAYU-
TEJIbHBIX HAPYLICHUAX OHTOreHe3a. OTCYTCTBHE 3aMETHBIX MOPHOIOTHIECKUX
pasIuYHii MEXTy COCCTHUMHU CETMEHTAMHU U MX CENTalbHBIMU TOTPYKEHUSIMU
(T. €. KaK 3aHITBHIMH, TAK U HE3AHATHIMH IJAKOAAMHU) YKA3bIBACT HA TOM, YTO
MECTa BOSHHKHOBCHHUS IIEBPATBHBIX ILIAKOI, [I0-BUIUMOMY, HE JICTEPMUHUPO-
BAaHBbI CTpOFO HpCIlHlCCTBYIOHII/IM X0aoM pa3BI/ITI/ISI, nu HOC-)TOMy BepOﬂTHOCTL I10-
ABJIICHUA OTKHOHCHHﬁ B MCCTOIIOJIOKCHHNHU U KOJIHYCCTBC 3THUX IIJIAKOA, a 3aTEM
M IIMTKOB 0COOEHHO BEJIMKA.

JlanHble 10 MOpQOreHe3y MO3BOIUIH YCTAHOBUTD IPUYHHBI KOPPETHUPOBAH-
HOT'O Pa3BUTHUSI IEHTPAIBHBIX U IIEBPATBHBIX IUTKOB B HOPME U IPU aHOMa-
nuu. Kak ObLI0 1MOKa3aHo, IICHTPAJIBHBIC TIAKOBI MOSBISIOTCS TIO3]IHEE TJICB-
pajbHBIX MapHBIMHU (JIEBBIM U MpaBbIM) 3a4aTKaMH. B HOpMeE MX IOJIOKEHUE B
palioHaX HEYETHBIX TYJIOBULIHBIX MHOCEIT CTPOr0 KOPPEIUPYET € MOJOKEHUEM
IJICBPAJIBHBIX IJIAKO, TPUYPOUCHHBIX K YCTHBIM CEHTAIbHBIM IOI'PYKCHHSIIM.
YepeccerMEHTHBIN MAaXMATHBIH TIOPSIOK PACHONIOKEHHS 00CYKIAEMbIX POro-
BBIX 3a4aTKOB SIBJISIETCS 0230BBIM COCTOSIHHEM (OTUI03a, YHACIESIOBAHHBIM CO-
BPEMECHHBIMH YeperaxaMu OT MpeakoB. HecMOTps Ha TO, YTO 3TO COCTOSIHUE
HC SABJIACTCA a6COJIIOTHO YCTOI\/'I‘H/IBI)IM, HaMH YCTaHOBHeHO, 9TO0, KaK HpaBI/IJ'IO,
B cnyqae aCI/IMMeTpI/I‘IHOI\/’I 3aKJIa K1 HJ'IeBpaJ'[BHBIX IINUTKOB JICBBIC U npaBHe
3a4aTKH [IEHTPaAJIbHBIX IIIMTKOB Pa3BHBAIOTCSA TOKE ACHMMETPUYHO, IIPHUYEM Ha
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Puc. 6. Cxema 10cie10BaTeIbHOCTH PA3BUTHS LICHTPAIBHBIX U IJICBPAJIbHBIX IIUTKOB Ka-
pamnakca B HOpMaJIbHOM 3MOproreHese yepenax (Ha npumepe Iestudo graeca): a — cragus 13—14,
6 —cranus 15, 6 — cranus 16, e-e — ctagus 17. O603HaueHus cM. puc 3, 4.

KaKJI0ll CTOPOHE TeJla B COOTBETCTBUE C YKa3aHHBIM BBILIE IIAXMaTHBIM IIOPsi -
KOM yepenoBaHust. Ce0BaTeNbHO, TOJIOKEHUE 3a4aTKOB ICHTPAJIbHBIX LIIUTKOB
OIIpeIeIIsIeT s TOJIOKEHUEM TUIEBPAJIbHBIX, a IaXMaTHBIN MOPSJJOK PaCIIOJIOKe-
HUS 9THUX SMUAECPMAIBHBIX CTPYKTYP MOp(doreHeTnyeck (PUKCUPOBaH CTPOXKE,
yeM UX OuyiaTepajibHas CHMMETpUs. B cuily 3TOro, pa3BelieHHbIC Ha CETMEHT
ACUMMETPHYHO 3aJI0KEHHBIE TTApHBIE 3a4aTKX EHTPAJIBHBIX IIJIAKO/ Jallle BCe-
ro HE CIMBAIOTCS 10 MEJUAJIbHOW JTUHHUH, a COXPAHAIOT CAMOCTOSTEIbHOCTD,
00pa3ysl B KOHEYHOM HTOI'€ /IBa psija IUTKOB LEHTpaibHOU cepun. Takum 00-
pa3oM, MOXKHO 3aKJIIOYHMThb, YTO OCHOBHAs NpPUYMHA HAPYLIECHUS CUMMETPHHU
¢donmmos3a Kapamakca — 3TO 3aKJIaJKa IUIEBPAJIbHBIX IIMTKOB B OWJIaTepasbHO
HECOOTBETCTBYIOIIMX CErMEHTaxX Teja, BbI3bIBAIOIIas B MOCJEICTBUE acCUMMe-
TPHIO 3aKJIAJKN EHTPAIBHBIX IUTKOB. DTH HApYIICHHS B IeDUHUTHBHOM CO-
CTOSIHUU IIPOSIBISAIOTCS KaK: aCUMMETPHUS KOHTPAJIaTepPaJIbHBIX IIJIEBPaIbHbBIX
LIMTKOB, U3MEHEHHE UX (OPMBI, pA3MEPHBIX XapaKTEPUCTUK U YNCIIA; HAINYHUE
OunarepasbHO ACHMMETPHUYHBIX LICHTPAIbHBIX IIUTKOB, 00pa30BaHUE UX JABO-
HOT'O aCHMMETPHYHOTO psija (puc. 7).

Cyns mo pesyibraTaMm MOpP(OreHeTHYECKHX HCCICIOBAaHUH, HIUTKOBAHUE
ractpona GopMupyeTcs He3aBHCMMO OT IIMTKOBAHMSI Kapamakca. JTO TOJ-
TBEP)KJIAIOT ¥ MHOI'OYMCIICHHbIE JaHHbIE 110 WHIUBUAYAJIbHON M3MEHYMBOCTH
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Puc. 7. HoBoposkaeHHBIe 9K3eMIUSIpHl Testudo graeca ¢ CAMMETPUYHBIM U aCHMMETPHY-
HBIM PACIOIOKEHHUEM [IEHTPAIBHBIX U [UIEBPAJbHBIX IUTKOB Kaparmakca (d, 6, 0) U cXxeMaTH4e-
cKOe n300pa)KeHUE ITUX BAPHAHTOB CTPOCHHUS C BEPOSITHBIM PACIIONIOKEHHEM IMOPHOHATBHBIX
3aYaTKOB IIMTKOB (IICHTPAJIbHBIX U MJIEBPAJBHBIX IJIAKOM) 10 CErMEeHTaM Tena (6, 2, e): a, 6 — co-
crosiue Gonnao3a, COOTBETCTBYIOIIEE HOPME; 6, 2 — abeppaHTHOE COCTOsIHKE (DOITH/103a C TPeMsI
[UIEBPAJIbHBIME IUTKAMH CJI€Ba U JOMOIHUTEIbHBIM LEHTPATIBHBIM LIUTKOM; 0, € — abeppaHT-
HOe cocTosiHue (OIHI03a C ACHMMETPHEN TUICBPAIbHBIX IIUTKOB U MAPHOCTHIO IUTKOB II€H-
TpaspHOro psiaa. [TonokeHre TIAKO MOKAa3aHO YePHBIMU KPYKKaMH; TTOJI0KEHHE OMEePEIHBIX
TYJIOBUIIHBIX MUOCEINT — IIYHKTUPOM; /-9 — MOPSIIKOBbIE HOMEPa MUOCEIIT.

(Newman, 1905; Zangerl, Johnson, 1957; Cordero-Rivero et al., 2008 u ap.). Bo-
HepBI)IX, B HJIaCTpOHe IIUTKHU MCHEEC BapI/IaGCJ'IBHI)I, YcM B KapaHaKce, " 9acToTa
BCTpe‘IaeMOCTI/I yKHOHeHI/Iﬁ oT HOpMI)I 3HAUYUTCJIBHO HUXKC. BO-BTOpLIX, aHOMa-
JIMU B Kaparakce Jaile BCEro He COIPOBOXKIAIOTCSA TEPATOIOIHUECKUMHU U3Me-
HEHHUSMH B TUIACTPOHE. B-TpeThHx, MEX 1y BapuabeIbHOCTHIO Kaparakca 1 Ba-
pUAaHTaMHU CTPOCHHUS TIACTPOHA HE OOHAPYKHUBACTCS KOppesaiuu. BeposTHo,
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MEHbIIasi CTENeHb N3MEHUNBOCTH IJIaCTPAIbHBIX IIMTKOB B CPAaBHEHUH C Kapa-
nakcaJbHBIMH CBsi3aHa ¢ Oosiee MpoCToi opranuzauueii Gponnaoza OpPIOLIHOTO
IIUTa U MEHBIINM YHCIIOM CJIAararollinX €ro pOroBbIX AJIEMEHTOB (6 map IIUTKOB).

3AKJIIOYEHUE

®Donuao3 maHIUpPs Yepenax XapaKkTepU3yeTcs ABYMS IapaJOKCaTbHBIMH
yepramu: (HheHOMEHAThHON (PUIIOTEHETHYECKOH CTAaOMIBHOCTBIO M IIMpPOYaid-
HIell MHAMBHUIYaJIbHOW M3MEHYMBOCTBIO. YCTOWYMBOCTD IIMTKOBAHUS CBsI3aHA
¢ Oa3albHBIMH MeXaHHU3MaMH MOpQOreHe3a — MojaJaepKaHueM OHulaTepaIbHOMI
CUMMECTpPHUH U I[CTCpMI/IHaI_[I/Ieﬁ IIOJIOKCHHU A 3a4aTKOB IIIUTKOB (BHI/I)Z[epMaJH)HBIX
MIJIaKOJ) TIEPBUYHON CEerMeHTallel Tena 3apoislma. BapnabenbHOCTh (QoiH-
J03a 00yCJIOBJIEHA HAJMYHMEM B IICHTPAIBHOMU, TIEBPAILHON W IIACTPaIbHON
o0nacTsaX MaHOHUps CBOOOMHBIX OT 3a4aTKOB IIUTKOB CETMEHTOB (CEMTalIbHBIX
yrayOeHuit), KOTOpPbIE MOTYT «3alOTHSITHCS» AKCTPAOPIAUHAPHBIMH IJIaKO/Aa-
MU Ja)ke MPH HE3HAUMTENbHBIX HAapyUICHUsX dMOpUoreHeza. DT abeppainuu
HNMCIOT BBICOKYIO 4aCTOTY BCTPCUACMOCTH U, KaK IIPABUJIO, IPUBOAAT K aCUM-
METpHUUN (1)OHI/I)IO3a. HO-BI/IJII/IMOMY, OHU I'CHCTUYCCKU HEC JCTCPMUHHUPOBAHEBI, HE
HACJIEYIOTCS M HE BIHSIOT Ha BEDKMBAEMOCTD U JKU3HECITOCOOHOCTh WHIHBH-
nyymoB. Mcxoas u3 MophoreHeTH4eCKuX JaHHBIX, TPAKTUYECKN BECh CIEKTP
M3MEHYMBOCTH (OJIHI03a MAHIHUPs depenax oOyCIOBJIEH TaKMMU HapylICHU-
MM SMOPHOHAJILHOTO Pa3BUTHS KaK: aCHMMETpUYHAas 3aKJiaJKa KOHTpasare-
paJbHBIX AMUAEPMATIBFHBIX IJIAKOJI CO CAABUTOM Ha CETMEHT MJIK OoJiee, 3aKJaka
JIOTIOJTHATEIFHBIX TIJIAKOJ] B «CBOOOIHBIX» CENTAIBHBIX yTIyOJIeHUIX, aTUITHY-
HOE CIIMSTHUE COCEIHMX JIIHICPMATBHBIX IJIAKOJ, OTCYTCTBUE 3aKIIAJIKH Pery-
JISIPHBIX ITHICPMATbHBIX TUIAKO/ B THITUYHBIX CETMEHTaX.
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PATTERNS OF SCUTES DEVELOPMENT IN TURTLES SHELL:
SYMMETRY AND ASYMMETRY

G.O. Cherepanov

The mosaic of scutes (pholidosis) in turtle shells is characterized by two phenom-
enal features: phylogenetic stability of the general body plan and by wide individual
variability. The study of morphogenesis of turtles allowed finding an explanation for
this phenomenon. It was found that the scutes rudiments formed in embryogenesis as
local epidermal thickenings - placodes. It is shown that the position of placodes strictly
confined to certain parts of the body, and their foundation is realized in strict sequence.
In the carapace placodes are formed exclusively opposite trunk myoseptum - in septal
depressions of the embryo coatings, at the same time, marginal placodes are formed in
each septal depressions (i.e., segment by segment), other lateral line placodes are formed
through one such depression. Stability pattern of scute formation associated with the
basic mechanisms of morphogenesis, engaged the maintenance of bilateral symmetry
and determination of scutes rudiments position of the primary segmentation of the em-
bryo body. The presence of septal depressions (= segments) in turtle embryos that are
free from scutes rudiments in which with minor violations of embryogenesis can occur
additional placodes is the main cause of pholidosis variability. These aberrations have
a high frequency of occurrence and, as a rule, lead to asymmetry of the shell structure.

The main cases of turtle shell pholidosis symmetry breaking are caused by such
variations in ontogeny as asymmetric formation of epidermal placodes with shift to one
side of the body segment or more, the formation of additional placodes in the “free” sep-
tal depressions, atypical fusion of neighboring epidermal placodes, lacking of formation
of regular epidermal placodes in typical body segments.

Keywords: turtle shell, scutes, morphogenesis, anomalies of the pholidosis.
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Mopdgpoeenes 6 uHOUBUOYATLHOM U UCTIOPUYECKOM PA3BUMUL: CUMMEMPUS U ACUMMEMPUSL
Cepus «leo-6uonocuueckue cucmemsol 6 npownomy». M.: IIMH PAH, 2013. C. 293-303
http://www.paleo.ru/institute/publications/geo/

OYHKIUOHAJIBHASA ACUMMETPUSA OJHOI'O U3 TUIIOB
HEWPOHOB CETUATKHY ITPY BUIUMON CUMMETPUHA
ET'O MOP®OJIOT'MHN

E.M. MakcumoBa
Hucmumym npobnem nepedauu ungopmayuu um. A.A. Xapkesuua PAH, Mocksa
maximova@iitp.ru

JIMpeKknroHaIbHO M30MpaTeNbHbIe HEHPOHBI CYNIECTBYIOT Ha Pa3HBIX
STaKax 3PUTEIBHON CHCTEMBI Y Pa3HbBIX MO3BOHOYHBIX M OECIIO3BOHOY-
HBIX XUBOTHBIX. Takue KJIETKH, KaK BUJHO W3 Ha3BaHUS, MO-PA3HOMY
(acMMMeTpHYHO) pearnpyroT Ha pa3HOOOpa3HbIC JABHKYIIHECS 3PUTEIb-
HBIC CTUMYJIBI B 3aBUCMOCTH OT HaIPaBJICHUS UX JIBHKeHus. KoHTpacT-
HBIC TPAHUIIBI, TIOJIOCKH, MSATHA JIIOOBIX pa3MEpPOB, JBIKYIIHECS B TIPEa-
MOYTHTEIHHOM HalpaBJICHUH, BBI3BIBAIOT MOITHBIA MMITYJIBCHBIN pa3psiy
HEIlpOoHa, HO T€ K€E CaMble CTUMYJIBI, ABMKYIIUECS B TPOTUBOMOI0KHOM,
«HYJIb»-HAIPaBICHNH, HE BBI3BIBAIOT HUKAaKOH peakunu. HbIMU citoBa-
MU, TaKHe HEHPOHBI YMEIOT BEIUNCIISTH HANPABICHHUE ABHKCHHSI CTUMY-
J1a, 9TO MOXKET OBITH MCIIOJIB30BAHO B Pa3HBIX (opMax 3pHTEIBHO 00Y-
CJIOBJIEHHOTO MTOBEJCHUSI.

JUPEKIIMOHAJIBHO U3BNPATEJIBHBIE
TI'AHIJIMO3HBIE KJIETKN CETHATKHA

B ceTuarke mponcxoauT CyliecTBeHHas 00paboTka n300pakeHNs BHEIITHE-
ro MHpa, MPOCUUPYEMOTO ONTHKON IMla3a Ha (JOTOPELENTOPHYIO MOBEPXHOCTb.
BrixonHbie HEWpOHBI ceTyaTku — ranriauo3nbie KieTku (I'K) pasubix mopdo-
(HU3NOIOTHYECKUX THUTIOB (KOTOPBIX OoJiee IBYX JECSTKOB) MOCHUIAIOT KaXK IbIN
CBOM OIMCAHUS M300pakKeHHUsS B pa3HbIC 3pUTENbHBIE IeHTPHI Mo3ra (Roska,
Werblin, 2001; Marc, Jones, 2002; Rockhill et al., 2002; Sun et al., 2002; Kong et
al., 2005; Masland, 2012).

Kaxnas 'K oOpabarbiBaeT HEOOBIIYIO YacTh W300pakeHUs], B MpeaeIax
cBoero penentuBHoro noins (PIT) — oOmactu pernentopHOi MmoBepxHOCTH (OT
€/IMHUII JI0 COTCH PELENTOPOB), C KOTOPOH OHA CBsI3aHA Yepe3 OMIIOJISIPBI, TOPH-
30HTaJbHBIC KJIETKN W aMaKpHWHOBBIE KJIeTKH. Ha xakue mpu3Haku u3oOpaxe-
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Puc. 1. Peaknus nupeknnoHaabHO U30MPaTEIbHON MraHIIIHMO3HON KIETKU CeTYaTKH Kapacs
Ha CTUMYJ, JIBIDKYIINICS 4epe3 ee PeleNnTHBHOE IoJie (PerucTpanus OT aKCOHAIBHBIX OKOH-
YaHWH B TEKTyMe): @ — CTUMYI ABXKETCS B MPEANOYTUTEILHOM Kay10-POCTPaTbHOM HarpaBie-
HUH; 6 — OTCYTCTBHE PEAKLIUU MPH ABUKEHUHU CTUMYJA B POCTPO KayaanbHOM, 0-HanpaBieHHH;
CTpeJIKaMH yKa3aHO HaIpaBJIeHUE ABHIKCHUE CTUMYJIa OTHOCHTEIBHO PHIOBIL.

HUS — pa3Mep CTUMYIIa, 3HaK KOHTPACTa, I[BET, HAIIPaBJIEHUE U CKOPOCThH JIBH-
skeHus U T. 1. — 'K «oOpamnaeT BHUMaHue» (Xxapaktep 00paboTku n300pakeHusl)
OIpEACIACTCS €€ CHeHU(PUUISCKHMH CHHANITUYCCKUMHU CBSI3IMH C HEHPOHAMH
MpenbIAYyINuX dTaxeH, T. e. ycrpoiictBoM ee PII (puc. 1). Ilepenaua curnanos
oumnonsipos (10 THIIOB) M CHTHAJIOB Pa3HOOOPA3HBIX aMaKPUHOBBIX KIIETOK (00-
nee 20 tumnoB) Ha AeHAPUTHI [ K TpOUCXOAUT BO BHYTPEHHEM CHHAIITHYECKOM
cioe (BCC), B pa3HBIX €r0 CTpaTax, IOCPEACTBOM Pa3HBIX HEHPOMEIHATOPHBIX
MexaHn3MoB (Marc, 1986; Masland, 2001; Makcumoga, 2008).

B ceTuyaTke MiekonuTaronux (KpOJIUKOB, MBIIICH) OMUCAHO YeThIpe (u-
3MOJIOTUYECKUX THIA JUPEKIMOHAJIBHO U30MPATEIbHBIX TaHIJIMO3HBIX KJIe-
tok (JAUWI'K), mpenmounTaromx TeMIOpO-HA3aJIbHOE, MOP30-BEHTPATBHOE,
BEHTPO-J0P3aJIbHOE UM HAa30-TEMIIOpaIbHOE HAMPABICHUS JBH)KCHUS CTH-
MyJIOB. DTO Tak Ha3biBaeMbie «ObIcTphiey» JIUI'K, paboraromime B mmpoxoM
JiramazoHe ckopocteil nermkenus ctumynoB (Barlow, Levick, 1965; Vaney,
1994; Weng et al., 2005). HenaBHO 1py MOMOIIY T€HETUYECKUX METOJ/IOB y1a-
J0ch yBUIeTh enie Tpu HOoBbIX THNAa JJUT'K B ceTuarke mbimu (Rivlin-Etzion
et al., 2011).

VY po10, yepemnax u smoHckux rmepenenoB UK Beigenstor Tpu Hampasie-
HUS: TEMIIOPO-HA3aIbHOE W JBa JIPYTUX, OTCTOAMINX OT Hero Ha 120° (puc. 2)
(MaxkcumoB B., Makcumosa E., Maximov I1., 2005; Maximov V., Maximova E.,
Maximov P., 2005); Bowling, 1980; Jacobson, Gaze, 1964; Uchiyama, Kanaya,
Sonohata, 2000).

Kpome «6picTpbix» JAUI'K y KMBOTHBIX-TIpECTaBUTENEH BCEX KPYITHBIX
TaKCOHOB €CTh T.H. «MmemieHHbIe» JIWI'K, paboraromue B muama3oHe MajbIxX
ckopoctel npmxeHus ctumynoB. Mennennsle I I'K nonpasaenstorcst Ha Tpu
TPYIIIIBI IO OTHOMY U3 TPEeX MPEANOYTUTEIbHBIX HAIIPABJICHHUH JIBUKEHUS CTH-
MYJIOB, OTJIMYAIOIIMXCS IPYT OT npyra Ha 120°, cooOpa3HO MIOCKOCTSIM IOJTY-
KpyxHbIX KaHajoB (Barlow et al., 1964; Giolli, Blanks, 2005; Sun et al., 2006;
Yonehara et al., 2008).
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Puc. 2. TucTorpaMMsl pacrpeeieHus MPeANOYTHTEIbHBIX HAIIPaBJICHUIT TNPEKIIHOHAIBEHO
M30MpaTeIbHBIX KIETOK CeTUaTKH: @ — Kpoiuka (1o bapnoy u np., 1964), 6 — xapacst (co6cTBeH-
HBIC JJaHHBIC) B TOJIIPHBIX KOOPAMHATAX; NU(PpPAaMH B CKOOKAaX yKa3aHO KOJIHYECTBO KJIETOK C
JTAHHBIM MPENOYTHTEIbHBIM HAIIPABICHUEM.

B passpIx mabopaTopusx mupa B TedeHue 50 nmet, HaumHas ¢ 1965 ., korma
BriepBble OblTH onucanbl JJMI'K B ceTtyarke xponuka (Barlow, Levick, 1965),
pasHBIMH CIIOCOOAMHM IBITATUCH BBISICHUTH MEXaHU3M 'eHEPALlMHA aCUMMETPHY-
Hol peakuuu ANUT'K.

B nepByro ouepenp npuunHy acummerpuu peakuun JUI'K nerranucek
uckatb B (opMe UX ACHIPUTOB, IMOCKOJIBbKY (U3MOJIOTMYECKHE CBOWCTBA
TaHTJIMO3HBIX KJICTOK BO MHOT'OM OHNpEnessioTcsi MOpGoaorueil JeHAPUTOB:
YPOBHEM CTpaTUGUKALMHU, pa3MepoM U (HOpPMOIl IEHIPUTHOrO JepeBa, Xa-
paKkTepoM ero BETBJICHHS, KaOeJbHBIMU cBoMcTBaMu. OJHAKO, BCE YETBIpE
THMa «OBICTPBIX» AUPEKLIUOHAIOB KPOJMKa (a TaKkKe JPYTUX HCCIeJI0BaH-
HBIX JKHBOTHBIX), UMEIONINE pa3Hble MPEANOYTUTEIbHbIC HAIIPABJICHHS, OY-
Iy9d OKpalIeHbl BHYTPUKJIETOYHO, OKAa3aJUCh COBEPIICHHO OIMHAKOBBI IO
CTPOCHHIO KPOHBI ACHIPUTOB*. CUMMETPUYHBIC, OTHOCUTEIBHO TENa KIET-
KM, «KpYy>KeBHBIE» AeHAPUTHI «ObIcTpbix» AWK mimocko BeTBsTCS B IBYX y3-
kux crparax BCC, rae onn KocTpaTU(UUUPOBAHBI C MIIEKCYCaMU OTPOCTKOB
on- u off-nonynsnuii 38e31uathix (starburst) amaxkpuHoBbIx KieTok (He, Jin,
Masland, 1999; Kittila, Massey, 1997; Dong et al., 2004; Makcumogna, Jle-
BUYKHHA, YTUHA, 2006; O’Malley, Sandell, Masland, 1992; Lee, Kim, Zhou,
2010). [Tosst OTPOCTKOB 3BE34aTHIX AMAKPHUHOBBIX KJIETOK TOKE CHUMMETPH Y-
Hbl OTHOCHTEJIBHO Teja KJIETKH M 10 pa3MepaM HNPaKTHYECKH COBMAJAIOT C
neaaputabiMu noismu AWK (Famiglietti, 1992; Dong et al., 2004; Masland,
Mills, Hayden, 1984).

295



VYV pas3HbIX HCCIEIOBAHHBIX KH-
BOTHBIX MOP(OJIOTHS dTUX HEUpo-
HOB oauHakoBa (puc. 3). Tmarens-
Has MoOp(OMETpUs JICHIPUTHBIX
BETBJICHHUI, TIOACYCT TICPBUYHBIX,
BTOPUYHBIX U TPETUUYHBIX OTPOCT-
KOB JICHAPUTA B Pa3HBbIX yyacTKax
JNEHIPUTHOTO TMOJSI HE BbIABUIN
HUKaKHX Pa3Induil (Koppensuuii)
OTHOCHUTENIBHO MPEANOYTHUTENEHOIO
n (O-HampaBJCHUS B PEICTITUBHOM
none JIUTK. 3ta mopdomornueckas
CUMMETpUSI 3aBOPAXKUBAJIA U CTaBU-
na B Tynuk (Chen, Chiao, 2008).

DapMaKoJIOrM4ecKUMU METOoa-

Puc. 3. JlenniputHoe 1epeBO MPEMNONO-  ny yjoka3aHO, YTO ACHMMETPHS Peak-
KUTECJIBHO JUPEKIUOHAJIIBHO I/I36I/IpaTeHBHOH
TaHTJINO3HOHN KJICTKH CETYATKH Kapacs € Xapak- HH? I[I/IFK - TOpMO)KeHI/Ie HMHYHBC-
TEPHOW, CHMMETPUYHOH OTHOCHTEIBHO Tena HOHU pCaKIMu IIpu ABHKCHUHU CTUMY-

KJICTKH, ((pr)KeBHOﬁ)) CprKTypOﬁ. OKpaCKa jja B O—HanpaBJIeHI/II/I —OcyIl[eCTBJIH-

Dil co cpe3sa 3purensHoro Hepsa. M3oopaxenue o o
P P p P . CTCA Y-aMHUHOMACJISIHOU KHCJIOTOU
WHBEPTUPOBAHO IO 3HAKY KOHTpacTa (mo: Max-

cuMoBa 1 ap., 2006). (FTAMK) (He et al., 1999). IIpuuem
I'AMK BobifensieTcs U3 BapuUKO30B
JICHIPUTOB MMEHHO 3BE39aThIX ama-
kpuHamoB (Yoshida et al., 2001).

[Tpu netu-knstmn otBeaennn ot MK Op10 mokazaHo, 9To aCHMMETpUIHA
nMeHHO umnyiabcHas BeixoaHas peakuus. M BIICIT u TIICII npucytcTByoT B
KJIETKE MU JABM)KEHUU CTUMYJIOB U B IIPEANOYTUTENBHOM, U B 0-HanpaBieHUN.
B nepsom ciryuae — BIICII 6onbine TIICII, 1 mMnyabcHas peakiius BOZHUKAET,
a Bo BTopoMm — TITICII 6omeine BIICII, u mopor reHepauyu UMITYJIbCOB HE JI0-
cruraetcs (Fried, Mu'nch, Werblin, 2002).

[Ipn momomy NOTEHIMAN3aBUCHUMBIX KPAacoOK — METOX (YHKLIHOHAJIBHOI'O
KaJIbLIMEBOT0 UMAPKUHTA — OBLIIO ITOKA3aHO, YTO ACUMMETPHSI BO30Y>KICHHS B CET-
YaTKe MOSBIISIETCS BIIEPBBIC B 3BE319aThIX aMaKPHHOBBIX KJleTKaxX. Bo3OyxaeHnue
pa3BHBaETCS OT Tela KIETKU HEHTPU(YTAIBHO B OJHOM U3 CEKTOPOB JCHAPUTHOTO
JiepeBa, He 3aTparuBas octanbHyto Kpony (Euler, Detwiler, Denk, 2002).

Ocraercss HEMOHATHO, KAaKUM 00pa30M 3TO aCHMMETPHYHOE BO30YXKICHHE
aMaKpUHOB, B pe3ynbTare kotoporo Beiaensercs AMK, nu3buparensHo nepena-
ercs Ha AeHApuTHI pasHeix THoB JJUI'K. Bonpoc ocnoxusieTcs nByms odcTos-
TEJILCTBAMH: 1) TIOJISt OTPOCTKOB 3BE314aThIX aMaKPUHOBBIX KJIETOK CHIIBHO IIepe-
KpBIBalOTCA, 2) OTPOCTKHU 3BE314aThIX aMakpuHOB U aAeHapuToB JIUI'K ¢ pa3HbI-
MU TPEIOYTUTESITBLHBIME HAPABJICHUSIMH HE TOJIBKO KOCTPATH(HUIIMPOBAHBI, HO
u xodacuukymupoBansl (Dong et al., 2004; Famiglietti, 1992; Vaney, 1994).
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Hakonen, mprMeHeHHe HOBOTO TMOJX0/la — KOMOMHUpOBaHUE ABYX(OTOH-
HOTO (PYHKITMOHAJIFHOTO KajbltueBoro uMmdmknHra 1 SBEM (serial block-face
electrone microscopy) NpuBeNO K MOHMMaHUIO MEXaHU3Ma aCHMMETPUU peak-
uu «oeictpeix» UK (Briggman, Helmstaedter, Denk, 2011).

Ha yuacTke xuBoii ceTyarku Mpimu pazmepom 300x300 MM ObLTO0 BH3ya-
JU3APOBAHO METOIOM KaJBI[MEBOT0 MMa/KMHTA 25 3BE3I4aThIX aMaKPHUHOBBIX
kietok u 25 JIUT'K. Ilociegnue OBIIM MpeACTaBIEHBl YETHIPHMS TPYIIIIAMH,
C MPEANOYTEHUEM K OJHOMY M3 YETHIPEX HAIpaBJICHUU NBH)KCHHSI CTUMYJIOB,
ycnoBHO Ha3BaHHBIMH ceBepHbIM (6 JIMI'K), Boctounbm (8 JIUI'K), roxHBIM
(7 JUI'K) u 3anagaeim (4 JUT'K). TTo nanasiM SBEM Obutn peKoHCTpyHpO-
BaHBI «CKeNeTh» 3TUX 25 3Be31uaThix amakpuHoB u 25 AMI'K. beun paccmo-
TPEHBI KOHTAaKTHI MeXay oTpocTkamu 6 JIMI'K m 25 amMakpWHOBBIX KJIETOK.
N3 9260 koHTAaKTOB OTpPOCTKOB aMakpuHOBBIX W ['K 831 ObuTM mpH3HAHBI CH-
Hancamu. KapTupoBaHue NoJ0KEHUs 3TUX TOPMO3HBIX CHHAIICOB HA YYacTKax
neuaputoB JJUIT'K ¢ pa3HbiMU NpeaNOUYTUTEILHBIMU HATPABICHUSMU O3BOJIU-
Jla YBUAETHh 3HAUUTEIBHYI0 aCHMMETPHIO B KOJMYECTBE CHHANTHYECKUX KOH-
TakTOB Ha JeHApUTax. OHU B OCHOBHOM KJIACTEPU30BAJIUCHh BAOJIH O-Hampas-
nenus JJUT'K. Hanpumep, OpueHTUPOBAHHBIE HA CEBEP BETOUKH JCHIPUTOB
BceX 25 aMakpwHOB 00pa30BHIBANIM CHHANTHYECKHE KOHTAKTHI TJIaBHBIM 00pa-
30M Ha BeToukax AeHApuToB pas3Hbix JAMI'K, opueHTUpPOBAaHHBIX B IOKHOM
npennoutuTensHoM HampasieHuu. Kaxnas JJUT'K opranusyroT cBoro aupek-
[MOHAJIbHYIO0 M30MpPaTeNbHOCTh, COOMpasi B OCHOBHOM T€ BXOJbI 3BE34aThIX
aMaKpHHOB, KOTOPBIE TIOAABISIOT ee Bo30ykaeHne B 0-HampaBJiIeHHUH, TO €CTh
C BETOYEK, OPHEHTUPOBAHHBIX BAOIH (-HAPBIEHUS. DTO MOITBEPKIAET UIETO,
YTO PacCIoJIO)KEHHbIE B (-HampaBiCHUU BXOHbl 3BE3AYaThIX aMAKPUHOB IOJA-
BIISIFOT BOHUKHOBEHUE ACHAPUTHBIX craiikoB JUI'K npu aBuxeHuu ctumyna
B (-HampaBieHUN.

OO0 n30MpaTeIbHOM «HATAUBAHUU» TOPMO3HBIX CHHAIICOB B ONPEIEICHHOM
ydacTKe JACHIPHUTA TUPEKINOHANA CBUICTEIBCTBYIOT M PE3YJIBTATHI OIBITOB C
OJTHOBPEMEHHOM perucTpaiueil peakiui oT rnap raHrjivo3Hasi — aMaKpuHOBas
3Be3q4aTasi KJIeTKkd (Bcero 25 map), HaXo[AUIUXCs ApYT OT Apyra Ha paccTos-
HUM «BBITSIHYTOH pykm»-nenaputa. Topmosnoe Bnusinue TAMK Ha peakuuio
JUT'K, BbI3BaHHOE 3JEKTPUYECKOM CTUMYIISIME 3Be3a4aToil aMaKpHHOBOM
KJICTKH, OBbUIO HAHOONBIIMM B TEX Mapax, KOrja aMaKpHHOBBIE KJIETKH OBLIH
pacnonoxensl B O-nampasnenun JJMI'K. Topmo3Hoe BiausiHEE OTCYTCTBOBAJIO,
KOI'Jla aMAKPUHOBBIE KJIETKU HAaXOAWIACh B MPEANOYTUTEILHOM HAIPaBICHUU
ot INT'K, 1 66110 HE3HAYUTENBHBIM ITPU TTPOMEKYTOYHOM B3aUMHOM PACITOJIO-
skennn (Lee, Kim, Zhou, 2010).

B anexTpodu3nonornueckux omnpiTax Ha peldax Mpu UCCIeIOBAaHUHN B3aUMOJICH-
ctBust ctumylnoB B npenenax PIT JIUT'K, n3buparenbHbix K TpeM pa3HbIM HaIlpaBJie-
HUSIM JIBHKEHHS CTIMYJIOB, 30Ha TOPMO3HOT'O B3aUMOJICHCTBHS BBISIBIISIIACH C «HYJIE-
BOID) CTOPOHBI UX perenTuBHOro nois (Damjanovié, Maximova, Maximov V., 2009).
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Kpome kimaccnueckux «OBICTPBIX» AUPEKIIMOHAIOB C OMHUCAHHBIMH CBOK-
cTBamH, mpoenupytomuxcs B TO, y MIIEKOMUTAIONINX, PHIO W Yepernax, Kak
TOBOPUJIOCH BBIIIE, CYIIECTBYIOT «MEMJICHHBIC» AUPEKIIMOHAIBI, POCIUPYIO-
HIMecs B sijipa 100aBOYHOM 3pUTeNbHON cucTeMbl. Cyist o MOp(OIOTHYECKIM,
MMMYHOXUMHUYCCKHM U (HapMaKOJOrHYeCKUM KpurepusiM, ux PII ycTpoeHsr
cxomabeIM o0pazom (He, Masland, 1998; Famiglietti, 1992; Dong et al., 2004).

I'eneTnueckue wccieAoOBaHUS TOKa3aiaH, 4To «ObicTphie» JJUIT'K, momumo
KJIACCHYECKHX, C CHMMETPUYHBIMH KPOHAaMHU JICHIPUTOB, BKIIOYAIOT B CeOA
JUT'K ¢ acuMMeTpUYHBIMH KPOHAMH JICHJAPUTOB, TIPHUYEM MPEATIOUYTUTEIHHOS
HaIpaBJICHUE COBMAAACT C BEKTOPOM HAIIPABJICHUS BETBICHUS KPOHBI ICHIPHUTA.
Bo Bcem ocTanbHOM OHM cxonHBI ¢ Kitaccuueckumu (Rivlin-Etzion et al., 2011).

PA3BUTUE JIMPEKIIMOHA JIbBHOU U3BUPATEJILHOCTU

B pesynbraTe TUTAaHMYECKOHW IOBEJMPHOM pabOTHI HaKOHEl Obliaa OOHa-
pyxeHa mMopdosorndeckas 0OCHOBa (yHKIIMOHAIBHOW acuMMeTpuH. Kaxapiit
nontun JIUI'K oTBedaeT Ha ABMXKEHUE BAOIb OJHOW U3 4 OCel 3pUTEIHLHOM
noje, Osarofapsi €AMHCTBEHHOMY THIlYy CHHAITHYECKUX BXOIOB, KOTOPBIH
OH nojy4aeT. YToObl JOCTHYb TAKOM 3aMedaTeIbHON CTEIICH! HAallauBaHUs CH-
HAINTUYECKUX KOHTAKTOB (Wiring specificity) Buemrne uaentuunsie JUI'K Be-
POSITHO pa3aU4HbI Ha MoJeKysipHOM ypoBHe (Kay et al., 2011). Ognako BcTaet
BOIIPOC, KaK B MPOIECCe pa3BUTUs o0ecrieynBaeTcs n30UpaTeIbHOCTh CHHATI-
THYECKUX KOHTAKTOB YYaCTKOB OJJMHAKOBO HAIPABJIEHHBIX OTPOCTKOB MHOTHUX
3BE3/1YaThIX aMaKPUHOBBIX KJIETOK C KOHTPIApasUICIbHBIMU y4acTKaMH JIEH-
nputoB [JUT'K?

[Ipu yctaHOBIEHMM HW30MPATENBHBIX KOHTAKTOB YYAacTKOB JCHIPHUTOB
3BE3/14aThIX AaMAaKPUHOB ¢ eHApuTHEIME yuacTkamu JJUT'K He moryT ObITH HC-
MOJIb30BaHBl TAKHE KJIIOUM KaK YPOBEHb BETBIECHHUS OTPOCTKOB JIEH/IPUTOB, TaK
kak JIUI'K ¢ pa3HBIMU MpeATIOYTEeHUSMH KOCTPaTU(OUIMPOBAHBI M KO(acIiu-
KYJIMPOBaHbl; HE MOXET OBITh MCIIOJb30BAHO U HEHPOMEAMATOPHOE CPOICTBO
WM TOJBKO KJETOYHAas (eHoTHnHueckas uaeHTuukanus. JloKHa Kak-TO
YUYUTBIBATHCS B3aWMHas ACHAPUTHAS T'€OMETPUS aMaKpPUHOBBIX M TaHTIIHO3-
HBIX KJIETOK.

JIeHIpUTHI TAaHTIIMO3HBIX KJIETOK CETYATKM Pa3HbIX THUIIOB B IIPOIECCE OH-
TOreHe3a BenyT ceds Mo-pa3sHoMy. Y OJHUX — M3HA4aJIbHO NUPQY3HBIH JCH-
IIPUT, BeTBAMUICS BO Beer Tomme BCC, mocTeneHno mo Xoay pa3BUTHSI CTpa-
tadumupyercs (Coombs, Vav Der List, Chapula, 2007). I3menenue ero ¢hopMbl
MPOUCXOAUT IO BIMSHHEM aLECTHIXOIMHOBBIX BOJH B CETYATKE, 3aBUCUT OT
paHHero 3puTenbHoro omneita. Stacy, Wong, 2003). ¥ npyrux — B TOM 4ucie y
JUPEKIIMOHAIBHO U30MPATENbHBIX TAHTIMO3HBIX KJIETOK — KaK «OBICTPBIX», TaK
U «MEJJICHHBIX», AICHIPUTHI (POPMHUPYIOTCS B CBOEM OKOHYATEIHLHOM BHUJIC paHO,
K MOMEHTY BO3HUKHOBEHHUS CBETOUYBCTBUTEIBHOCTH, U HE U3MEHSIOTCS B MPO-
mecce pa3BuTHs. He m3MEHSIOTCS 1 MX akcoHabHEIe Tpoekiu B TO. lupekiu-
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OHHas N30MPaTENBFHOCTh HE 3aBUCUT HU 0T AX BOJIH B C€TUATKE, HA OT PAHHETO
3PUTETHHOTO OMBITA, a IEIHKOM OMPEENIeTCs TCHETHUYECKUME TTPOT paMMaMi
(Elstrott et al., 2008; Chen et al., 2009; Sun, Han, He, 2011).

ONTOKMHETUYECKUI U OMTOMOTOPHBIN pedieKchl y MbIIIeH, CBSI3aHHBIE C
JIEeATEIBHOCTHIO KaK OBICTPHIX, TaK U MemIeHHBIX JIT'K, BO3HUKAIOT B OHTOTE-
He3e K MOMEHTY MpOpe3aHus Iia3, COXPaHSIOTCS MPHU TEMHOBOM CONEPKaHUH
(Yonehara et al., 2008).

VY manbkoB AaHHO (akBapuyMHas pbiOka Danio rerio L.) na 5-7 nens nocne
OILIOJIOTBOPEHUSI UKPUHOK YK€ BBIPAKCHBI U ONTO-KMHETHYECKUA U OMTOMO-
TopHbIN peduekcsl (Portugues, Engert, 2009).

Y 6-m1HEBHOH PHIOKW MTAHWO MPH MOMOIIY TPAHCTEHHOTO MapKepa KaIbITus
(Cat+) mokazano, uto B TO yke CyImeCTBYIOT YIIOPSIAOUCHHBIC TTPOCKITHH aKCO-
HanpHBIX TepmuHaiei JJUI'K Tpex TUNOB (110 MpeAnoYTUTETFHOMY HaIpaBJie-
Hur (Nikolaou et al., 2012).

Peakuuu AUT'K, peructpupyemsbie 351eKTpOPU3HOIOTHUECKH, OT UX AKCO-
HaJbHBIX TepMuHajel B TO y B3poCIbIX pbIO pa3HbIX BUJIOB U3YUYCHHbI IOAPOOHO
(V. Maximov, Maximova, P. Maximov, 2005; Makcumos B.B., Makcumora E.M.,
Maxkcumos I1.B., 2007; Damjanovi€ et al., 2012). ['eneTndeckue (Mopdorornye-
CKHe) JaHHbIe, MMONYYCHHbIE Ha 6-THEBHBIX MaJlbKaX, W AJIEKTPOPHU3HOIOTHYE-
CKHeE JJaHHBIC HA B3POCIIBIX PhI0aX CBUIETEIHCTBYIOT O HEU3MEHHOCTH MTPOSKIIHA
JINT'K 1 110 KOMTMYeCTBEHHOMY COOTHOIIICHHEO OT/ICJIBHBIX THIIOB TIO IPEANOYTH-
TEJBHBIM HAMPABICHUSIM, U 10 OTHOCUTEIIBHOW TJ1yOUHE PErUCTPAIIMH PEAKITUH,
M30MpaTETHHBIX K OTHOMY U3 TPEX HAMPABICHUN JBUIKCHUS CTUMYJIOB.

HNHCTpYMEHTOM M30MPaTEeTEHOCTH CBS3EH KIIETOK PA3HBIX dTaXKEH 3pUTEITh-
HOW CHCTEMBI M MPOCTPAHCTBEHHOW OpraHU3allMH JCHAPUTHBIX TOJEH SBIIS-
I0TCS aJre3UBHBIE MOJIEKYJIbI, Takue kKak JAM-B, Dasm-1, Dscam, Sidekick-1,
Sidekick-2, SPIG 1, akcripeccupyroluecst Ha ONpe/IeJICHHBIX dTanax 3MOpuore-
He3a Ha MeMOpaHax KJIeTok ceTuarku (Yamagata et al., 2006; Yamagata, Sanes,
2008; Yonehara et al., 2008; Fuerst et al., 2008; MakcumoBsa, 2009).
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FUNCTIONAL ASYMMETRY OF ONE OF THE TYPES OF RETINA NEU-
RONS DURING ITS VISIBLE MORPHOLOGICAL SYMMETRY

E.M. Maksimova

Direction-selective neurons exists at different levels of the visual system in different
vertebrate and invertebrate animals According to its name, such cells react differently
(asymmetrically) to different moving incentives depending on their direction. Contrast
borders, stripes, spots, which are moving in preferring direction, cause powerful im-
pulse discharge of the neuron, but the same incentives moving in opposite direction,
cause no reaction. So, these neurons are able to recognize the direction of an incentive
movement. This may be used in different forms of visual-based behavior.
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IHNPEOBPA3OBAHUSA CUMMETPUU B MOP®OI'EHE3E
COOBIIECTB HUTYATBHIX IMAHOBAKTEPUM (PROKARYOTA)
N KYJbTUBHUPYEMBIX KJIETOK HEKOTOPBIX METAZOA
(EUKARYOTA)

B.B. Ucaesa'?, E.JI. Cymuna’®, I.JI. Cymun*

'Unemumym npobaem sxonoeuu u seomoyuu um. A.H. Cesepyosa PAH, Mocksa
Uncmumym 6uonozuu mops um. A.B. JKupmynckoeo JIBO PAH, Braousocmox
3Mockosckuii 2ocyoapemeennuiil ynusepcumem um. M.B. Jlomonocosa, I'eonoeuueckuii ¢h-m
SCAHHUIIDB, vv_isaeva@mail.ru

AHaJIU3UPYIOTCS Ppe3yJbTaThl HAOIMIOACHUI M 3KCIEPUMEHTOB, IPO-
BEJICHHBIX Ha HHUTYATHIX IuaHoOaktepusix Oscillatoria terebriformis n
Microcoleus chthonoplastes, 1 KyJIbTHBUPYEMBIX KJIETKaX HEKOTOPBIX
MHOTOKJICTOYHBIX KHBOTHBIX. Coo0miecTBa uaHobakTepuii ¢hopmu-
PYIOT COCTOSIIIIME M3 MHOKECTBA HUTEH TUICHKH, TSKU, MHOTOJYYEBbIC
arperatbl W IOJUTOHAJIbHBIE ceTH. KyJIbTHBHpyeMble BHE OpraHuiMa
MHUOTCHHBIC KJIETKH KYyPUHOTO 3apoJiblla, FeMOLUTHl MOJUIIOCKA, IeII0-
MOIIMTBl MOPCKOM 3BE3/1bl, KaK M KJIETKH Apyrux Metazoa, mposBIIsIOT
KOOPJMHHPOBAHHOE MOBE/ICHHE U (POPMUPYIOT YIIOPsIJOUCHHBIE aHCAMO-
. Utak, npy CyHIECTBEHHBIX Pa3JInYUsAX OMOIOrHYECKHX MEXaHU3MOB
MOABMIKHOCTH M MEXKJIETOYHBIX B3aUMOJACHCTBHHA W IIMaHOOAKTEPUHU
(Prokaryota), u kynbTuBHpyemble kieTkn Metazoa (Eukaryota) crioco0-
HBI K COLIMAJIBHOMY IOBEACHUIO U (POPMUPOBAHHIO YIIOPSIIOUECHHBIX CO-
00I1IeCTB C BOSHUKHOBEHHUEM IMOBOPOTHOM, CIUPAJILHOM U TPAHCIISIIIMOH-
HOM CUMMETpPUHU.

BBEJIEHUE

Kak u3BecTHO, NPUHATO BBIACICHHE TPEX KPYHMHEHIIMX JOMEHOB >KMBOI'O
mupa: Archaea, Bacteria u Eukarya (Eukaryota), u nepBbie n1Ba gomMeHa mpen-
cTaBiieHbl NpokapuoTnueckumu kietkamu (Muller et al., 2010; Wassenaar,
2012). YmopsimodeHHBIE MATTEPHBI NMPOCTPAHCTBEHHOTO pacIpeAeNeHus Kie-
TOK HaOJIFOMArOTCs y TipeacTtaBuTenielt kak Prokaryota, Tak m Eukaryota. Ha-
IpHUMEp, HEKOTOPbIC apXeu, B YaCTHOCTH, JABa BHOBb ONHCAaHHBIX BHJA poja
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Giganthauma, moryT (hopMHupOBaTh NIUHHEIE, 10 30 MM, (HIIaMEHTHI, KOTOPBIS
y G. karukerense accouuupoBanbl ¢ OaktepuaibHbiMu kieTkamu (Muller et
al., 2010). UccnenoBansl pa3HOOOpa3Hble MPOCTPAHCTBEHHBIC MATTEPHBI OaKTe-
puanbHbIX KojoHUH. [IpeacraButenn Bacteria cnocoOHBI K CO3IaHUIO0 MHOTO-
KJIETOYHBIX COOOIIECTB C YHOPSAOYCHHON CTPYKTYPOM; Takue OakTepuH, Kak
Bacillus subtilis, Escherichia coli, Pseudomonas aeruginosa, Staphylococcus
aureus 00pa3yloT NapalljielIbHbIe PSAbl KIETOK, (DOpMUPYS palualibHbIN, CIU-
panbHBIM U (QpakTanbHbId naTTepHbl KonoHui (Ben-Jacob et al., 1992, 2004;
Ben-Jacob, 1998; Lopez et al., 2010). B yacTHOCTH, CliMpalibHBIN MATTEPH KO-
JIOHU# ABWXKYUIUXCS OakTepuil Bacillus subtilis BO3HUKAET 3a CUET KOOPIU-
HUPOBAHHOTO MEPEMENICHUS KJIETOK MapajuIeIbHO JAPYT APYTY € OTUETINBOM
TEeHJEHITNEeH K 3aKpyYMBAHUIO KJIETOYHBIX MOTOKOB. Y Paenibacillus vortex n
HEKOTOPBIX TIpeJCTaBUTENel ponoB Proteus n Pseudomonas HaliieHO «poe-
HUE» — KOOPIUHUPOBAHHOE JIBUKEHIE, 00ECIIeUnBaeMOE aKTUBHOCTBIO KTy TH-
koB (Ingham et al., 2012; Mastropaolo et al., 2012). Iloka3zano, uTo Tpu BUIa
BHOBb omnucaHHoro poxa Winogradskyella GopMupyroT ceTenomoOHbIe Kie-
tounble arperathl (Nedashkovskaya et al., 2005). Myxobacteria — comuanbHbie
OakTepuu, CIOCOOHBIE K MOP(OTeHe3y BeChMa CIOXKHBIX MHOTOKJIETOUHBIX CO-
obmectB n nuddepenmanum mukcocnop (Wassenaar, 2012). Coo0OmiecTBa HUT-
YaThIX ITUaHOOAKTEpHil (OPMUPYIOT TUICHKH, TSOKH, MHOTOJIYUYEBbIC arperaThl
u noynmronanbHeie cetn (Cymuna, 2005, 2006; Sumina et al.,, 2008; Sumina,
Sumin, 2011; Cymuna, Cymun, 2013).

AnanTuBHAsE OpraHM3alds CJIOXKHBIX MMaTTEPHOB COOOIIECTB MPOKAPHOTHU-
JeCcKMX KJIETOK Jajia TMOBOX MHCaTh O «pa3zyMme» Oaktepmit (Ben-Jacob, 1998;
Ben-Jacob et al., 2004), «uHTemIEKTe» 0AKTEPHATBHOTO «POs», CIOCOOHOTO
NpUHUMATh KoJulekTHBHBIE pemienust (Ingham et al., 2012). Bo3nukaet HoBas
obnacTh uccienoBanuii — conromukpoouonorus (Oneckun, Kuposckas, 2006;
Chandler, Greenberg, 2012); cTaHOBUTCSI IPUHSATBIM PACCMOTpPEHUE OaKTEpHit
KaK COLIMAJIBHBIX CYIIECTB, COCOOHBIX K CIIOKHON aKTMBHOCTH UX COOOIECTB
(Chandler, Greenberg, 2012) 1 IpOsSBICHUSAM «JIBTPyHU3Ma» B OaKTEPHATHHBIX
conmymax (Strassmann, Queller, 2012).

B sBomronnu kak OakTepuii, Tak U 3yKapuOT, MHOTOKPATHO BO3HHUKAJIa MHO-
rokyerouHocTh (Rainey, Kerr, 2012; Strassmann, Queller, 2012), xapakTepHas
JUTSl HEKOTOPBIX COBPEMEHHBIX IMAaHOOAKTepUH, B wacTHOCTH, O. terebriformis.

Hamnbonee BakHbIe COOBITHS B pPAHHEH DBONIONHWHA MHOTOKJICTOTHBIX
Eukaryota o0ycioBIIEHBI 3BOJTIONHOHHBIMH TPHOOPETEHUSIMU Ha KJICTOYHOM
YPOBHE U TOSBIICHUEM MHOTOKJIETOYHOCTH C CUCTEMON MEKKJIETOYHOH KOMMY-
HUKAIUHU, KICTOYHBIX KOHTAaKTOB W KJeTo4HOW auddepennmanueii. OObIYHO
MPENIOJIAraeTCsl, YTO KJICTOYHBIC OPraHOW bl BO3HUKIIM IYTEM 3HJIOCHMONO-
3a. Ecii MUTOXOHAPUU 3BOJIOIMOHUPOBAIHN B pe3yJIbTaTe cCMMOHNO03a MpOTeo-
OakTepHil M apXeid, TO ITO O0OBEAMHSACT MPOKAPHOTHICCKHUE TOMEHBI, Archaca u
Eubacteria, ¢ nomenom Eukarya (Wassenaar, 2012). Tax nnu naage, Eukaryota
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npownsonum oT Prokaryota (I'yces, ['oxmepaep, 1980; Mapremnwuc, 1983; Gould,
2002; Wassenaar, 2012; Strassmann, Queller, 2012; Cymuna, CymuH, 2013).

[Nomynsinuu 3yKaprHOTUYECKUX OJHOKJICTOYHBIX OPraHU3MOB, HAIPUMEP
XJIAMUJIOMOHAJ, CIOCOOHBI K caMocTpykTypupoBaHuio (Albrecht-Buehler,
1990). KitaccuaeckuM mpuMepoM OHOJIOTHYIECKON cCaMOOpPTaHU3aINHy TTPU3HAHA
arperamus ame6 Mukcomunieta Dictyostelium ¢ popMUpOBaHHEM KOHIIEHTpUUC-
CKHX HJIH CITUPAIBHBIX BOJH KJIETOK, HAallpaBIisieMas MEXaHU3MOM XeMOTaKCUca
B OTBET Ha KOHIICHTpalui xemoarTpaktanta, TAM® (Dormann et al., 2011).

KiteTka MHOTOKJIETOYHOTO OpraHM3Ma BOBJICYCHA B OPraHM3AI[UI0 OHTOICHE3a
BCEX yPOBHEH. JI0CTaTOYHO pacpOCTPaHEH B3IUIs Ha OpraHnu3M Metazoa kak rocy-
JIAPCTBO KIIETOK, coracHo Gopmynuposke P. Bupxosa, KoTopoe, coxpaHsist IeJI0CT-
HOCTB, KOHTPOJIUPYET CaMOOOHOBIeHNE, M HEPEHITHAITIIO, aTIONTO3 U TIOBEICHUE
CBOMX KJIETOK, CIIOCOOCTBYSI MX «alIbTPYH3MY», BEDKHBAaHUIO B PaMKax MOTpPeO-
HOCTeW OpraHu3Ma U TOJaBIIsisl KIETOYHYIO WHAUBUyaIbHOCTh (Bacuibes, 1997,
Cawmoiinos, Bacunbes, 2009). Tem He MeHee, dyKapHOTHYECKUE KIIETKH COXPAHSIOT
4epThl UHIUBUIYAIBHBIX CYIIECTB, CIOCOOHBIX K MIOUCKY, KOJUIGKTUBHOMY TOBE/IC-
HUIO U KOJUICKTHBHOW CaMOOPraHU3aliy, O YeM CBUJICTEILCTBYIOT SKCIIEPUMEHTBI
C KJIeTKaMH, KyJbTHBUPYEMBIMHA BHE OpraHn3Ma. B KIIETOYHBIX KyNbTypax pas-
JUYHBIX MpefcTaBuTeneid Metazoa HarIsTHO MPOSBISIETCS TIOMCKOBOE JIBHIYKEHHUE
knetok (Kirschner, Gerhart, 2005; Bacunbes, I'enbdang, 2006), KOHTaKTHasE OpH-
EHTaIUs KJIETOK, KOHTAKTHOE MHTMOWPOBAHKE KJICTOYHON PETIPOLYKIIUU U JBHIKS-
Hus (Weiss, 1958; Abercrombie, 1980; CamoiinioB, Bacunnes, 2009). KontakTHOE
MHIMOMPOBAHUE JIBUYKCHUS KJIETOK IIPEIOTBpAIacT MePeCceUeHHe MyTeH KIeTOY-
HOT'O TICPEMEIICHHUST;, ITyTeM KOHTAaKTHOH OpHUECHTAIINN (GHOPOOIACTHI i MUOOJIACTHI
B OJTHOCIIOIHOM KYJIBTYpe pacroiararoTcs napajuensabiMu psaaamu (Mcaesa, 1980,
1994; Isaeva et al., 2008). Taxum 00pa3oM, KOOPAMHUPOBAHHOE, COLIMATIBHOE MO~
BeJIeHHe KJIeTOK Metazoa BeieT K ()OPMUPOBAHHIO YIIOPSIOUCHHBIX MOP(OIIOTH-
YeCKHUX MaTTEPHOB KIIeTOUHBIX aHcamOneit (Mcaesa, 2005, 2012; Bacunbes, [enb-
danm, 2006; Isaeva et al., 2008, 2012; Deisboeck, Couzin, 2009).

ConnarpbHOE TIOBEIeHHE HOPMAITBHBIX (PHOPOOIIACTOB MPOSBIISICTCS, B YACT-
HOCTH, B PEAKITNH «32KUBJICHHS PaHBI», KOT/Ia KIIETKH B OJTHOCIIOWHON KYIIBType
MIEPEMEIIAIOTCS Ha OCBOOOUBIITYIOCS MOBEPXHOCTh U JICTSATCS TaM, 3a0KUBJISS
«pany» kaetogHoro cios (Camoiinos, Bacunses, 2009). OmyxoneBbIM KJIeTKaM
CBOMCTBEHHO «acOI[MaJbHOE» IOBEACHHE, KOTOPOE MPOSIBISETCSA B OTCYTCTBHH
KOHTAKTHOTO WHTHOWPOBAHUS IepeMerieHus kieTok (Bacumbes, 1997). Anb-
Opext-bronep B 3amMeuaTenbHOM cTaThe, 03ariaBiieHHoH “Is cytoplasm intelligent
too?” (Albrecht-Buehler, 1985), npuiiek BHUMaHUE K CHOCOOHOCTH KJIETKH BOC-
MPUHUMATh MHPOPMAIIMIO OT JPYTHX KIETOK, 00padaThiBaTh €€ M OCYIIECT-
BIIATH LieJeco00pa3Hblil OTBET.

Knetku kpoBU uiid reMoauMQbl )KMBOTHBIX, B YACTHOCTH, T€MOLIUTHI MOJI-
JFOCKOB M PaKoOOpa3HBIX, IIETOMOITUTHI UTIIOKOXKHIX XapaKTepU3yIoTcs ObICTPO-
TOH MEPEXO0A0B U3 OTHOTO COCTOSIHHS B IPYTO€ U MMOTOMY YAOOHBI JIJIsT UCCIIENO-
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BaHMS CaMOOPTaHM3AIMHU KJIETOK B ymopsaoueHHbie aHcamOnu (Mcaesa, 1994;
Isaeva et al., 2008). DTu cHCTEMBI OCYIIECTBISIOT i71 Vivo KIIETOUHBIE 3all[UTHEIC
¢GyHKIIHE TPOMOOOOpA30BaHMUSI, UHKATICYJISIITUY, (haroluTo3a, IePBUYHOMN pena-
paiuu paHbl; B YCIOBUSX in Vitro peakiuu (aroinuro3a U UHKANCYJISIHUH MPo-
SIBJISIFOTCSL B IIPUKPEIICHUH K HCKYCCTBEHHOMY TBEPAOMY CyOCTpary, peakius
CBEpTHIBaHUSA — B KJIeTouHOH arperamuu (Mcaesa, 1994; [saeva et al., 2008).

Y MHOTOKJIETOUHBIX YKapuoT BO3HUKHOBEHHUE U MPeoOpazoBaHUs CHMMe-
TPHUU — KJTIOYEBBIE COOBITHSI HHIMBHUIYaJIEHOTO pa3BUTHs. B mporecce mopdore-
He3a YIopsIOUSHHBIX HAIKJICTOYHBIX acCOMaluii mpeacTaBuTeneil Prokaryota
u Eukaryota nHaOmronarorcst nmpeoOpa3oBaHUsT CUMMETPHH C BOSHUKHOBCHUEM
paaualIbHOM, CIMPAIBHON U TPAHCIISILUOHHOW CUMMETPHHU.

MATEPUAIJI U METO/IbI

B mpoBeneHHBIX dKCTIEpUMEHTax Obljia MCMOJB30BaHa KyJIBTYypa HUTYATBIX
nuanobakrepuil (u3 xojuekuuu Wuctutyta mukpoduonoruu uMm. C.H. Buno-
rpajackoro PAH), BeleneHHas U3 TepPMaJbHBIX HCTOYHUKOB KaJibAEphl BYJIKa-
Ha Y30H Ha KamuaTtke. OCHOBHBIM CTPYKTYpPOOOPa3yIOMUM KOMIIOHEHTOM 3TOH
Kyasryphl sBasietcs Oscillatoria terebriformis (Ag.) Elenk. emend. (Cymuna,
2006) — HUTYATAs TUAHOOAKTEPUS, UMEIOIAs MHOT'OKJIETOUYHBIE TPUXOMBI, CO-
CTOAIINE U3 LMJINHIPUYECKHUX KJIETOK. J[OMOMHUTENBHO UCTIONIB30BAIACH KYIIb-
Typa 1manobakrepuii Microcoleus chthonoplastes (F1. Dan.) Thur. u3 runepco-
JeHbIX BogoeMoB Kpbima. B mpuponHbix MecToOOUTaHUIX (OPMBI ATOTO BHIA
Tak)ke, KaK OCIHJUIATOPHS, UMEIOT MHOTOKJIETOYHBIE TPHUXOMBI CXOTHOTO pa3-
Mepa, HO, B OTIIMYHE OT Hee, TPUXOMBI OKPY>KEHBI TOJICTHIMU BIIaTJINIIIAMHU, YTO,
OJIHAaKO, HE Bcera HabtonaeTcs B JadoparopHoi Kynsrype (Cymuna, 2008).

Jnst nccnenoBanusi caMOOPTaHU3aLMU in Vitro SyKapHOTHYECKHX KIIETOK
npencraButesneit Metazoa ObLTH HCIIOIB30BaHbI MUOTEHHBIC KJIIETKU OCAPEHHOM
MBIIIIB! 11-THEBHOTO KypHUHOTO SMOPHOHA, KYJTbTUBHUPYEMBIE B HICKYCCTBEHHOM
MUTATEIIFHON cpene ¢ JoO0aBIEeHHEM dMOPHOHAIBHOTO IKCTpPaKTa W aHTHOWO-
tukoB (Mcaesa, 1979, 1994); nenomMoruThl MOPCKOH 3Be31bI Asterias amurensis
Liitken 1871, B Mopckoii Boge ¢ nobasiieHueM 5 % ¢eTanbHONH KOPOBbEH Chl-
BOPOTKM M aHTHOMOTHMKOB; T€MOLIUTHI IPUMOpPCKOro rpedemka Mizuhopecten
yessoensis Jay 1857, kyJlIbTUBHpYEMBIE B TOMOJIOTHYHON reMosiuMde ¢ 1o0aBiie-
HueMm antuonotukos ([epxasun, Mcaesa, 2000; Mcaea, 1994).

PE3VIJIBTATBI UCCIIEJJOBAHU A

Coo011ecTBO IMaHOOAKTEPHIA B TIEJIOM HE 00JIaJaeT KaKOH-THO0 OIpeieieH-
Hoii cummetpueil. Tpuxomsl u O. terebriformis, n M. chthonoplastes IposIBISIOT
MOUCKOBYIO aKTUBHOCTb, JICMOHCTPUPYEMYIO BEepOOOpa3HBIM PaCXOkKICHUEM
HUTEH Ha KOHIlE Tska (puc. la) u mocneayonyM yCTaHOBJICHHEM KOHTAKTOB C
TBEpABIM CyOCTpaTOM WJIH IPYTUMH TsDKaMu. [IpukpenuTenbHbe TSKU [IHAHO-
OaxTepuu, Tpu 00pa30BaHIH KOTOPBIX HUTH PACTIONIaratoTCs apaliiebHO APYT
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Puc. 1. IIposiBieHHs TIOMCKOBOTO TOBEACHMUS, MAPaUICIbHON OPUCHTALUH U KOHTAKTHOTO
WHTHOMpOBaHUs ABKeHUs TpuXoMoB O. terebriformis: a — Beepoobpa3Hoe pacxoxAeHHE HUTEH
Ha KOHILIE TsDKa (OniarepajibHas CHMMETpUs1): 6 — MHOTOJIY4eBOU arperar (paauajibHas CUMMe-
Tpusi). MacmtabHas muaelika: a — 0.1 Mmm; 6 — 1 Mm.

JIpyTyY, OOBIYHO 00J1aaI0T OCEBOM cMMMeTpuei. JloctaTouHo yacTo BcTpedae-
MOH CTPYKTYypoii coobmectBa O. terebriformis sBISIIOTCSI MHOTOJYUYEBBIE arpe-
rarhl ¢ pajuaibHOi cuMMeTprel (puc. 16). CBoOOIHBIC KOHIIBI HUTEH painaib-
HO pacIoiararoTcs Mo nepudepun arperara, B HEHTPe KOTOPOTO pacIonaraeTcs
IUIOTHOE CKOTIJICHUE HUTEH.

Murpupyronire u3 HeOOJNBIINX arperaToB U MPOSIBISIONINE TOUCKOBYIO aK-
TUBHOCTH KJIETKH HCCIIENOBAaHHBIX IpeAcTaBUTeNed Metazoa pacnonaraiorcs
paauaibHO. PaILI/IaJH)HaSI CUMMCTPHS TPOABIACTCA NPU MUTpAllUU KJIIETOK U3
arperaroB MHOOJACTOB KypPHHOTO 3apojibliia (puc. 2a) U LEJIOMOIIUTOB MOPCKOM
3Be3IbI A. amurensis (puc. 20). B oqHOCIOIHON KyIETYpe MHOTCHHBIX KJICTOK KY-

Puc. 2. TIposiBieHHS TONCKOBOTO ITOBEACHUS, MapaIeIbHOI OPHEHTallMd ¥ KOHTaKTHOTO
MHTUOMPOBAHUS IBHKEHUS KYJIbTUBHUPYEMBIX in Vitro KieTok Metazoa: a — MUTPHPYIOLIHE U3
KJISTOYHOT'O arperata MHOOJIACTBI KyPHUHOI'O 3apOJbIIIa; 6 — MUTPALHS LIEJIOMOLIUTOB MOPCKOM
3BE3BI A. amurensis (paguaibHas CAMMETpHs1). MaciutabHas tiuHelKa: a, 6 — 10 MKM.
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Puc. 3. CtpyxrypupoBanue coodmectBa M. chthonoplastes: a — cnupanbpHasi CTPyKTypa ¢
00pasyIoIuMCs B €€ LICHTPE Ta30BbIM ITY3bIPEM; 6 — «THJIPOCTATHI» C Ta30BBIMH ITY3bIPSIMH (OCe-
Basi cuMMeTpusl). MacmrabHast mureiika: a — 0.2 MM; 6 — 0.4 MM.

PHHOIO SMOpHOHA YAJMHEHHBIE MUOOJIACTHI CAMOOPTaHU3YIOTCS TapalilieibHbI-
MU psiiaM¥ TyTeM KOHTakTHO# opueHTanuu (Mcaesa, 1994; Isaeva et al., 2008).

VY HHUTYATBIX [[HaHOOAKTEpHU HAOMIOIACTCs 00pa3oBaHue CTPYKTYP, QYHKIH-
OHAJIbHASI aKTHBHOCTH KOTOPBIX CBsI3aHA ¢ 00pa30BaHMUEM Ta30BBIX My3bIpeit. Y M.
chthonoplastes oan 006maar0T chepUIeCcKoil ¥ CIUPATHHON CHMMETPUEH; CITPAITb-
Has CTPYKTypa ¢ 00pa3yIoImuMcs B €e [EHTpe ITy3bIpeM, MpecTaBiIeHa puc. 3a.
TpexmepHbIe CTPYKTYpBbI, BKIFOUAIOLINE [a30BbIC My3bIPU — THAPOCTATHI, 00J1a1a-
10T oceBoi cummMeTpueit (puc. 36). MHoronyueBsle arperatst O. terebriformis, 00-
najaromye chepuaecKoi TOBOPOTHONW CUMMETPHUEH, IMEIOT TIOTHOE SIIPO | JIy4H
U3 HUTEH, paInaIbHO PACXOAAIINXCSA B TPEXMEPHOM IIPOCTPAHCTBE.

Puc. 4. CTpyKkTypupoBaHHME KJICTOYHBIX aHCaMOJIeHl KyJIBTHBHPYEMBIX in Vitro KJIETOK
Metazoa: a — Tomosiornueckasi CUHTYJISPHOCTh B OJHOCIOHHOM MHOT€HHON KYJbType Kie-
TOK KypUHOro 3apozbiia (OmiaTepaiibHas CUMMETpHS); 6 — arperar réMOLUTOB MOJUIIOCKA
M. yessoensis (chepuueckast cummerpust). Macmtabuas inHelka: a — 50 Mxm; 6 — 20 MKM.
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Puc. 5. TpaHcnauMOHHAs CUMMETPHS TOJUTOHANBHBIX ceTell O. terebriformis npu pa3nny-
HOM yBenndeHun. Macmrabunas nuneiika: a — 0.2 MM; 6 — 0.4 MM.

B KynbTypax KJI€TOK MHOTOKJIETOYHBIX JKHBOTHBIX CIIUPAJIbHBIE CTPYKTY-
pBbl HAOIIOAIOTCSI OTHOCUTENBHO PENIKO; CIIMPAJIbHBIC MATTEPHBI TUITHYHBI JIJIS
KYJIBTYP KOKHBIX (prubpodaacToB (Green, Thomas, 1978).

B MuoreHHO# KynbType NMOTOKH JABHIKEHHS HapaijieIbHO OpPUEHTHPOBAH-
HBIX MHO0JacTOB (POPMUPYIOT TONOJIOTHYECKHE CUHTYJIIPHOCTH (pHC. 44a).

KonrtakT remonumdsr Montocka M. yessoensis ¢ BHEIIHEW CPeoO BBI3bI-
BaeT HEMEIJICHHYIO arperamnuio reMOIHUTOB Kak MOAHMDUIIUPOBAHHYIO i1 Vitro
3aIIUTHYIO PEAKITNIO TPOMO00Opa30BaHusl. ArperaTsl TeMOIIMTOB B TCUCHHE HE-
CKOJIBKHMX 9aCOB KOMITAKTU3UPYIOTCS M COKPAIIAIOTCS, CTAHOBSCH yepe3 24 gaca
YTIOPSAAOYCHHBIMU CePHUECKUMU TeJIaMH, TOA0OHBIMHU TeJIaM MHKAIICYIISAINH,
00pa30BaHHBIC HECKOJBKUMH CIIOSMHU YJJIMHEHHBIX YIUIOIICHHBIX KJIETOK. Ta-
KHE YTIOpSA0UYEHHBIE arperaTbl TEMOLUTOB 00JIaZat0T chepUIECKO CHMMETPH-
et (puc. 40).

Korpma cTpykTypbl, aHaJOrHYHbIE MHOTOJIYYEBBIM arperaram, o0pa3yroTcs
B toumie mieHku O. terebriformis, onn MOryT (OpMHUPOBATH MMOJUTOHAJIBHYIO
CeTh C TPAHCISIMOHHON cuMMeTpuel (puc. Sa, 0). CHavana mosiBIst0TCS paBHO-
MEPHO pacrpeiesIeHHbIC LIEHTPBI, MEKY KOTOPBIMHU BIOCIEACTBUN 00pa3yroT-
Cs1 CBSI3H.

B 0ogHOCHOMHBIX KyNBTypax KJIETOK XHBOTHBIX MUTPUPYIOLIME U3 KJET-
K (OPMHPYIOT MOCTHUKH MEXay arperatamu (puc. 6a). Bmonb oO6pazoBaHHbBIX
KJIETKAMH MOCTHKOB IPOHCXOAUT MHUTPAIMS IPYTUX KIETOK, U Takas I0JO-
KUTEIbHAsE 00paTHAasl CBsI3b OOECIEUNBACT MOACPKAHNE U YCUIICHHE BO3HHK-
HIero narTepHa. Bo3HHMKAaeT MHTErPUPOBAHHBIA PETUKYISIPHBIM MATTEpH IO-
CpPeACTBOM 00pa30BaHUsl KJIETOUYHBIX MOCTHKOB, COCIMHSIOIIMX arperarsl W
(hOopMUPYIOIIKX MOJIUTOHAIBHYIO CHCTEMY C TPUAHTYIISIIUOHHBIM pa3OHeHueM
(puc. 66). Takoit maTTepH OYeHb CXO/IEH U MOYTH HEOTIUYUM B KyJIbTypax Kie-
TOK PA3JIMYHBIX TKAaHEH M JKUBOTHBIX: MUOOJIACTOB KYPHHOTO 3MOPHOHA, LIEJI0-
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Puc. 6. ®opmupoBaHue MOJUTOHAIBHBIX CETEH B MHOT€HHOW KYJIBTYpe KJIETOK KypPUHOTO
3apoAblia: ¢ — 00pa30BaHNE MOCTHKOB MEXJIy KJICTOUHBIMU arperataMu; 0 — HHTEIpUPOBaH-
HBI PeTUKYISPHBIH MaTTEPH C TPUAHTYNSINHMOHHBIM pa3OMeHHeM (TPaHCISAIHOHHAS CHMMe-
Tpus). MacmtabHas inHelka: a, 6 — 20 MKM.

MOIIUTOB MOPCKOTO €xa Strongylocentrotus nudus 1 MOPCKOW 3Be31bl Asterias
amurensis (McaeBa, 1994, 2005; Isaeva et al., 2008).

VY O. terebriformis nadbmogaeTcst IOA0OHAsI KAPTUHA MUTPAIIUU HUTEH TTPU
WCKYCCTBEHHOM pa30MEHUH Ha OTIENIbHBIC arperarsl U IPpHU UX €CTECTBCHHOM
BO3HMKHOBEHUH: MEK]y arperaTaMi TaKKe BO3HHUKAIOT MOCTHKH, 3aJaf0lue
HaTpaBlICHHUE TOCIEAYIONeH MUTPAIlMA HUTEH, YTO B KOHEYHOM UTOTE IPUBO-
JUT K 00pa30BaHUIO MOJTUTOHAIBHON CETH.

Takum 00pa3om, BO3HHKAET pajHajbHAs, CIUpPAJIbHAS M TPAHCISAINOHHAS
CHMMETPUS COOOLIECTB MIPOKAPUOTUIECKUX HUTEH U KyJIbTHUBUPYEMBIX BHE Op-
raHu3Ma dyKapuOTHYECKHX KIIETOK.

OBCYXJEHUWE PE3VYJIETATOB

baktepuasbHble COOOLIECTBA UTPAIOT BaXKHEHIIYIO POJIb B ABOIIOLUH OHO-
ctepsr (Little et al., 2012). MccnenoBanre COBpEeMEHHBIX IUAHOOAKTEPUN M UX
POIH B II100aIBHOM 0CaIKOHAKOTUICHUH BaYKHO JJIsI TOHUMAaHHU S T'€0JIOrHUECKON
uctopun 3emnn. CoBpeMEHHBIE HUTYATHIE [UAHOOAKTEPHH MOTYT (OPMHPO-
BaTh IJICHKH, B OJJHUX YCIIOBUSX 00pasyloline (uaHo-0akTepruaibHble MaThl, a
B JIPYTUX YCIOBHSIX — CTPOMATONUTHL. CiokHast MOPQOIOTHS CTPOMATOINUTOB
OIIpeNesIsIeTCsl CIIOKHOCTBI0 IPOCTPAHCTBEHHONW OpPraHM3aluy COOOIIECTB IH-
aHOOaKTEepUH, BBISBIISIEMON MTPH JTAOOPATOPHBIX MCCICAOBAHHUSIX COBPEMEHHBIX
BugnoB (Petroff et al., 2008; Sumina et al., 2008; Sumina, Sumin, 2011). O6Ha-
PYKEHBI TPEXMEPHBIE CETH C TPUAHTYIISIIUOHHBIM U FeKCaroHaJbHBIM pa3oune-
HUeM, (popMHUpyeMble COBPEMEHHBIMU HUTYATHIMU ITuaHoOakTepusimu (Petroff
et al., 2008; Shepard, Sumner, 2010), B wactHocTH, O. terebriformis (Cymuna,
Cywmus, 2013). ®opmupoBaHre TaKUX ceTel CBA3aHO C (POTOCHHTE30M W TOJI-
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BIDKHOCTBIO HUTEH. Oscillatoria w npyrue HUTYATHIE ITMAHOOAKTEPHH 001a1al0T
MOABHMIKHOCTBIO ITyTEM CKOJIBKEHHSI TPUXOMOB, @ TaKXKe UX BpAIICHUS U CTH-
Oanust. [lpencraButenu cemeiictBa Oscillatoriaceae cioCOOHBI MEpPEeMEIATHCS
CO CKOpOCTHIO 10 10 MKM/CEK, TpUUEM MPH CKOJIBKEHUU TPUXOMBI BpaIIaloTCsl.
Ckosb3siiee asuxenne O. ferebriformis cOmpoBOXKIASTCS JIEBO- UITH MPaBOHA-
MIPaBJICHHBIM BPAI[EHIEM TPUXOMA; €CITH TEPMUHAIBHBIE YIACTKNA TPUXOMOB HE
KOHTaKTHPYIOT ¢ CyOCTpaToMm, CBOOOIHBIN KOHEI] MOXET KoJe0aThCsi Py Bpa-
meHuu Tpuxoma (Xoynt, Kpur, 1997). ¥ Hutyareix nnanodaxtepuii Habrona-
JIY CIIOKHBIE TATTEPHBI IBHKEHUSI B OaKTepHalbHBIX MaTaX U CyTOYHBIC H3Me-
HEHHUsI [TOJBI)KHOCTH, O0BSICHSIEMbIE PEaKIIUel Ha CBET M MPEICTABIISIONIUE CO-
00¥ aganTaluio s MOAJIEPKAHKS ONITUMAIBHOTO JIJIst (OTOCHHTE3a CBETOBOTO
pexnma (Richardson, Castenholtz, 1987, 1989). IIpeobpa3oBanusi cooOmecTBa
O. terebriformis, BOZHUKAIOIIKNE IPU CYTOYHBIX N3MEHEHHSIX OCBEIICHHOCTH, B
YaCTHOCTH, COKpAILCHHE U PacciadieHue KJICTOYHBIX TSKeH U MJICHKH, ONuca-
HBI U B 1aboparopHoii KyneType (Cymuna, 2006; Cymuna, Cymun, 2013).

Coobwecmeo O. terebriformis ciocOOHO K aJlallTUBHOMY U3MEHEHHUIO CBO-
€ro MOJIOKEHHS U TUIOTHOCTH 3a CUET MUTPAIMU M COKPAIICHHS CETH TPHXO-
MoB (Castenholz, 1968; Cymuna, 2006, 2008). BeisBnens! ¢usnveckue U Xu-
MHUYECKHE BIMSHHUS Ha Mopdosoruio acconnanuii nuanodakrepuid (Shepard,
Sumner, 2010). MHorue cnoxuble MOP(OIOTHYECKHE YEPThl 3aBUCAT OT Mat-
TEPHOB KJIETOYHOW MOJBUKHOCTH, W JJAOOPATOPHBIE IKCIIEPUMEHTHI BBISIBIISIOT
Takyto 3aBucuMocTh (Cymuna, Cymus, 2013). MexaHU3M CKOIB3SIIETO JBUKE-
Hus Cyanobacteria u 1pyrux 0akTepuii He YCTAHOBJICH M IO CUX TIOP TPEICTaB-
nset coboit 3aranky (Adams, 2001; McBride, 2001; Wassenaar, 2012). Ckoib3-
ALYI0 NOABM)KHOCTH OOBSCHSIOT MOBEPXHOCTHBIMM BOJHAMHU IPH CMEILICHUHU
(GuOPUILT KIETOYHON CTEHKH HJIM CEKpELHel CIIU3U; BEPOSITHO, EAMHCTBEHHBIN
MEXaHU3M He MOXeT 00ecneunTh Bce popMbl ckonbkeHust 6akTepuil (Hoiczyk,
2000; Adams 2001; McBride, 2001; Read et al., 2007).

Perukynsiprast reoMeTpusi, BBISBICHHAs B €CTECTBEHHBIX OaKTepHATHHBIX
MJICHKaX ¥ B MCKOMAEMbIX CTPYKTYpaX, MOXKET ObITh MPUIUCAHA TTOIBHIKHOCTH
HuTYaThiX OakTepuii (Shepard, Sumner, 2010). [loka3aHo, 4TO Takasi KJI€TOYHAS
MO/IBUYKHOCTH, KaK OJJHOHAIIPABICHHOE CKOJIbXKEHUE, NapajiieIbHOE BHICTPAanBa-
HUE (PUIIAMEHTOB U CTOJIKHOBEHUE (DUITAMEHTOB, CYIIECTBEHHA JIJIsi JOPMHUPOBa-
HUA PETUKYIAPHBIX cTPyKTYp (Shepard, Sumner, 2010; Cymuna, Cymun, 2013).

Wrak, mokazaHa mpsiMasi CBSI3b MEXJIy TIOBEIeHHEM HHUTeH U Mopdonorneit
coobmiecTBa. Takum 00pa3om, U3yUYEHHBIE COOOIIECTBA IMAHOOAKTEPUH, KaK H
OpyTHX OakTepuil U apxeil, criocoOHO K CIIOKHBIM COLIMATbHBIM B3aUMOACHCTBHU-
M, TMHAMHYHON 1 00paTHMOH aJjanTallii K N3MEHEHHSIM OKPY KaloIIeH Cpebl.
CriocoOHOCTh OaKTepUaNBHBIX KIETOK K KOMMYHUKAIIUH TPH Pa3BUTHH KOJIO-
HUW ¥ aJlaiTUBHBIM M3MEHEHHUSM MOp(OreHesa cooOmecTB, Kak monaraet ben
xaxo6 (Ben-Jacob, 1998; Ben-Jacob et al., 2004), cBHIeTETBCTBYET O «pasyMe
Oaxrepuii. KommyHuKanus 0akTepuii, KOOpAMHUPYIOIIAs IOBeIeHUuEe U MOpdo-
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TeHe3 WX COOOIIECTB, BKIFOYAET MEKKIIETOUHYIO XUMHUECKYI0 CUTHATH3AIHUIO,
00eCcreunBaroIIyI0 COTJIACOBAHHBIN OaKTEPHUANBHBIH «KBOPYM», BKIIFOUAIOIIHHA
KoopAuHUpOBaHHYIO Tpanckpunuuio (Chandler, Greenberg, 2012).

O0pazoBaHue CTPYKTYP OMHCHIBAEMBIX ITHAHOOAKTEPHIA TPOUCXOIUT B pe-
3yJIbTaTe MEePerpymniupoBKU HUTEH, 0e3 ux crenuanusanuu (Cymuna, CyMuH,
2013). duddepeHumanus KICTOK — CBOMCTBO MHOTOKJICTOUHBIX JYKApPHOT, U
MPOCTPAHCTBEHHO-BpEMEHHAsT PETyISIN TeHHOH SKCIPECCHH CYIIECTBEHHA
JIIsL pa3BUTHS MHOTOKJIETOYHBIX 3yKapHOTHYECKUX OpraHu3MOB. TeM He MeHee,
nudepeHIIMPOBKa KIETOK HAOIIOASTCS U CPEIN HUTYATHIX [IMaHOOAKTepUH, y
OCLIMJIIATOPHEBBIX TOBOJILHO ciadasi, a, HaIpuUMep, Y CTUTOHEMOBBIX — BeChbMa
BeIpakeHHas. Kpome TOro, mojydeHbl CBUICTEILCTBA KIETOYHOU Iu(PepeH-
nuanuu B OmoruieHkax Bacillus subtilis n nuddepernuanum ¢ oopa3oBaHUEM
MHUKcocTop y MukcobakTepuii (Wassenaar, 2012).

CTpyKTypHpOBaHUE COOOIIECTB HUTUATHIX ITHAHO0AKTEPHIl N3yUYESHHBIX BU-
0B obparumo. JluddepeHnuranns xe KIeTOK dYKapHOTHYECKUX OPraHH3MOB
BE/IET K HEOOPAaTHMOCTH JAMHAMUKH MPOCTPAHCTBEHHOW OpraHU3alu KYJIBTH-
BUPYEMBIX KIJIETOK B YCIIOBHSIX, CIIOCOOCTBYIOMIMX TU(DPEPEHITUPOBKE.

DKCIIEPUMEHTHI ¢ KyJIbTHBHPYEMBIMH 1N Vitro THCCOIMMUPOBAHHBIMHU KJIET-
KaM# opraHu3Ma Metazoa HarJISIHO PACKPBIBAIOT 3aMedaTelbHbIe BO3MOXKHO-
CTH CaMOOpPraHW3aliH KJIETOYHBIX COOOIIECTB MPHU OTCYTCTBHH KOHTPOJIUPY-
roux BiausHUM opranusma (Isaeva et al., 2008; Camoitnos, Bacunbes, 2009;
Hcaesa, 2012). Knetku in vitro crioHTaHHO 00pa3yroT aHCAMOJIM C KOOPIUHU-
POBaHHBIM COITMAJIBHBIM TIOBEJICHHEM KJIETOK W T'eHEpaluell yrmopsiaoueHHBIX
MOP(HOJIOTUYECKUX MMaTTEPHOB, HEPEIKO CXOAHBIX C MHTAKTHBIMH CTPYKTYpaMH
in vivo (Isaeva et al., 2008; Camoiiino, Bacunbse, 2009; Deisboeck, Couzin,
2009). B ogHOCNIONHONH MUOTCHHOW KYJIBTYype HAOIIOAAIOTCsl TOMOJIOTHUECKUE
CHUHTYJISIPHOCTH PACIOIOKEHHS TOTOKOB JABHMIKEHHS KIJIETOK. ToMoJornyeckue
OTpaHMUYCHHMSI TUIAHAPHOTO MOPQOreHe3a B OTHOCIONHBIX KYJIbTypax MmpH Gop-
MHPOBAHUHU OHONOTHYECKUX JIBYMEPHBIX MATTEPHOB OMPEAENAIOT HEOOIBIIOE
qucao Mopdonorudeckn pa3nmudHbIX nartepHoB (Mcaesa, 1994; Isaeva et al.,
2008; Presnov et al., 2010).

[IpocTpaHCTBEHHBIC TATTEPHBI B KYJIBTYpax KIETOK Metazoa — pe3ynbrar
MEXKJICTOYHBIX B3aUMOJICHCTBHI: aJI€3UH, KOHTAKTHOW OPUCHTAIMH KJICT-
Ka—KJICTKa ¥ KOHTAKTHOTO MHTHOMPOBAHMS KJIETOYHOT'O PAa3MHOXCHUS U JIBU-
keHus. [lyTeM KOHTakTHOH OpHEHTAIMU KJIETKAa—KIETKa M KieTKa—cyocTpar
OCYIIECTBIISAETCS TPAHCISIUSA ONMKHET0, JIOKATHHOTO TOPSAIKA KIETOYHBIX
B3aUMOJICHCTBHI B JallbHUMW, TIIOOAIBHBIN MOPSIOK KIETOYHOTO COOOIIeCcTBa
(Mcaesa, 2005, 2012; Isaeva et al., 2008). [lepemenienne 3yKapruOTHYECKUX KJIe-
TOK IIPOMCXOIUT Iy TEM HEMPEPHIBHON MEPECTPONKH IUTOCKENETA, TIaBHBIM 00-
pa3oM, cUCTeMbl aKTUHOBBIX (pusameHToB (Bacuibes, 2007, Camoitnos, Bacu-
nweB, 2009). O6paboTka UTOXaTa3uHOM (HHTHOUTOPOM CUCTEMbI (GUOPHILISP-
HOTO aKTHHA) TPEJOTBpAIaeT MUTPAINIO KJIETOK, KOHTAKTHYIO OPHUEHTAIHIO
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UX ABMKCHHS U (DOPMUPOBAHHUE YNOPSAOUCHHBIX NATTEPHOB KYJIbTHBUPYEMBbI-
mu kiaetkamu (Mcaesa, 1994; Isaeva et al., 2008).

B OakrtepuansHbix cooOmectBax E. coli HaiiieHO KOHTAaKTHO-3aBHCHMOE
uHruOupoBanue pocta (Aoki et al., 2005; Diner et al., 2012), aHanornyHoe KoH-
TaKTHOMY WHTHOMPOBAHHMIO PA3MHOXKCHHS KYJIBTUBHUPYEMbBIX KJIETOK >KHBOT-
HBIX. 3aBUCHMOE OT KJIETOUYHBIX KOHTaKTOB IIOABJIEHHUE PENPOAYKIUHU KIIETOK
Prokaryota n Eukaryota onpezaensieT conuanbHoe OBEACHNUE COOOIIECTB TEX U
OPYTHX KJIETOK, HO MOJEKYJISIPHbIE MEXaHHW3Mbl TAKOrO MHTHOMPOBaHUS pa3-
JUYHBI Y TIPO- U 9YKapUOTUYECKUX KIIETOK.

KonTakTHOE MHTHOMpPOBaHNE ¥ KOHTAKTHASI OPUEHTALHS KJIETOYHOTO JBH-
YKEHU s HallJIEHbI B OTHOCJIOMHBIX KYJIBTYpax KiIeTok Metazoa, a Tak)ke IpH ABU-
KEHUN TPUXOMOB ImanoOaktTepuit (CymuHa, 2011), HO He OBLTH OOHAPYIKEHBI
B TPEXMEPHBIX arperaTax KJIE€TOK 3yKapHOT M, HACKOJIBKO HaM M3BECTHO, B Ka-
KHX~TH00 COOOIIEeCTBaX MPOKAPUOTUYECKUX KIETOK, MoMUMO O. terebriformis
u M. chthonoplastes. ®akTryeckoe MPOSIBICHUE paIuabHON U chepruyecKoi
CUMMETPHUH B TAKUX KJIETOUHBIX COOOIIECTBAX, BO3MOYKHO, CBUIETEIBCTBYET O
OoJee MUPOKOI PacIPOCTPAHECHHOCTH PEAKITN KOHTAKTHOTO WHTHOUPOBAHUS
Y KOHTaKTHOW OpPUEHTALMH ABM)KEHUS KIETOK.

Urak, cooOmecTBa kieTok u Prokaryota, u Eukaryota, mpu cymiecTBeHHBIX
pasIuuMsIX OHOJIOTHYECKHX MEXaHU3MOB KJIECTOYHOH TOIBUKHOCTH U MEKKJIC-
TOYHBIX B3aWMOJCHUCTBUH, COCOOHBI K MPOSIBJICHUSM KOHTAKTHOTO MHTHOU-
pPOBaHUsI U KOHTAKTHOW OpPHEHTAIIMH KJIETOYHOTO JIBUKCHHUS, ONPEICIISTIONUM
YHOPSIIOYEHHBIH MOpdoreHe3 HaJAKJIETOUHBIX aHCaMOJeld C BO3HUKHOBEHHEM
MOBOPOTHOM, CIIUPATbHON U TPAHCISLIMOHHONW CHMMETPHH.

[IpocTpancTBeHHass U BpeMeHHas BapHaOeJbHOCTH MPOSBICHUNA CHMMeE-
TPUH COOOILIECTB MPOKAPHOTHYECKUX M SYKAPHOTHUECKHX KJIETOK in Vvitro 3a-
BUCHT TaKKe OT (PU3MYECKUX OTpaHUYCHUI: rpaBUTALUH, BOSMOXHOCTH TIPH-
KperuieHus: K cyOCcTpary, MEXaHU4YeCKOTO HATSKEHUs, Y LIUAaHOOAKTepUui — OT
ocBeleHHOCTH. [10CKONbKY IMaHO0AKTEPUN SIBIISTFOTCS (JOTOCHHTE3UPY IOIIMH
OpraHu3MaMu, HauOosiee Ba)KHBIMU M BBIPAXXCHHBIMH MOP(OreHETHIECKUMHU
PeaKusIMU UX COOOLIECTB SIBJISIOTCS PEaKMU Ha U3MEHEHHUE apamMeTpoB OcC-
BemeHHocTH (Cymuna, Cymus, 2013). CTpyKTypsl, 00pa3yeMble HuaHOOAKTe-
pusimu O. terebriformis, B 4aCTHOCTH, MHOTOJTyYeBbIE arperarsl, 00JaJatoT Me-
xaHouyBcTBUTENbHOCTHIO (Cymuna, CymuH, 2013).

OtcyTtcTBue cyOcTpara s MPUKPETJICHUS KJIETOK OIMpenesieT (u3mde-
cKoe orpanmdcHHe MopdoreHe3a u muTonudQepeHTuan HEKOTOPHIX THIIOB
9YKapHOTHYECKUX KieTok. Hanmpumep, nist quddepenuuannn MuoTy0 B MUO-
TeHHOM KYJIBType HEOOXOAMMO MPHUKPEIJICHHE K TBEPAOMY CyOCTpary, co3za-
Iol[ee BO3MOXKHOCTh Mexanuueckoro HarsokeHus (Mcaesa, 2005, Isaeva et al.,
2008). B ogHOCIONHOM KYJIBType HAOJMI0AaeTCsl CAaMOOPraHU3aIKsl IJIaHAPHBIX
noJjield HampaBJICHUH C ONpeNeIeHHBIM Ha0OpOM TOIMOJOTMYECKUX O0COOCH-
nocteit (Elsdale, 1973; Hcaesa, 1994; Isaeva et al., 2008; Presnov et al., 2010).
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Henz6exHoe BO3HUKHOBEHHE TOMOJIOTHYECKHX CHHTYJISPHOCTSH INIAaHAPHBIX
KJICTOYHBIX aCCOIIMAIMI BOBJIEKaeT peodpasoBanms cummMeTpun (Isaeva et al.,
2008, 2012). Takum 06pa3oM, TOOJIOTHUYECKHE U PU3MUECKUE OTPAHHUCHH S Ha-
MPaBISIOT MOpdoreHes3 u MpeodpazoBaHms CAMMETPUH KJICTOYHBIX COOOIIECTB.
B mpounecce spomornu Eukaryota yHaciemoBaliu M yCOBEpPIIEHCTBOBAIN
CIIOCOOHOCTB K aIallTHBHOMY, «pa3yMHOMY» IoBezieHHIo oT Prokaryota.

3AKJIFOYEHUE

AHanu3 pe3yNnbTaToB HAOIIOACHHH U KCIIEPUMEHTOB, POBEICHHBIX Ha LA~
HoOaktepusx O. terebriformis u M. chthonoplastes M KyTbTUBUPYEMBIX KJIETKAX
HEKOTOPHBIX IpeAcTaBuTeNeil Metazoa, mokasas criocoOHOCTh UCCIIETOBAHHBIX CO-
00I1IECTB MHOI'OKJIETOUHBIX IIPOKAPUOTUIECKUX OPIraHU3MOB U 3YKapUOTUIECKUX
KJIETOK KOOPAMHUPOBAaHHOMY IOBEICHMIO, B YaCTHOCTH, KOHTAKTHOMY MHIHOU-
POBaHMIO M KOHTAKTHOH OPHEHTALIUHU KJIETOYHOTO IBHYKEHH S, C (POPMUPOBAHHEM
YHOPSAOUCHHBIX MOP(OIOrHYeCKUX MaTTEPHOB, 00IaIaI0IINX ITOBOPOTHOH (pa-
UaTbHON M c(peprudecKoit), CIUpaIbHON U TPAHCISIITHOHHOW CHMMETPHECH.

B sBosonnn NOCTOSHHO OTOMPAIOCh IOMCKOBOE IIOBEIEHHE KJIETOK M MX
CIOCOOHOCTH K aJalITHBHOM caMoopraHu3anui. B coodmecTBe nnanobakTepuii
MOP(OreHeTHUYEeCKHE MpeoOpa30BaHMsl, BKIIOYAIOIINE BO3HHMKHOBEHHE pa3-
JUYHBIX TUIIOB CHMMETPHH, HOCST aJalTUBHBIA XapakTep. DyKapHOTHUECKUE
KJIETKU TaK WJIM MHa4Ye MPOU3O0IIIN OT MIPOKAPHOTHYECKUX, HACIENYs U COBEP-
IIEHCTBYS X CIOCOOHOCTH K MEKKJIETOYHONH KOMMYHHKAIINN U THOKOMY aJat-
THUBHOMY IIOBEJICHUIO.

Wrak, npy CyIIECTBEHHBIX PA3NIMUYUAX OMOJIOTMYECKUX MEXaHHU3MOB IIOJI-
BUKHOCTH M MEKKJIETOYHBIX B3aUMOACHCTBHI KaK OJHOKJIETOYHBIE U MHOTO-
kinetounsle Prokaryota, Tak u kinetkun Metazoa (Eukaryota) cnocoOHBI K co-
[UATBHOMY TMOBEJCHUIO, BEAYIIeMY K (OPMUPOBAHHUIO YIIOPSAOUYECHHBIX CO00-
MIECTB CXOHBIX TUIIOB CHMMETPHH.

ABTOpHs! 6maromapusl pod. A.B. UepHbimeBy 3a nH(OOPMAMOHHYIO TIO-
MOMIb ITPU HOATOTOBKE PYKOIHCH CTAThH.
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SYMMETRY TRANSFORMATIONS DURING THE MORPHOGENESIS
OF FILAMENTOUS CYANOBACTERIA (PROKARYOTA) COMMUNITIES
AND CULTIVATED CELLS OF SOME METAZOA (EUKARYOTA)

V.V. Isaeva, E.L. Sumina, D.L. Sumin

Data obtained during observations and experiments performed on filamentous cy-
anobacteria Oscillatoria terebriformis and Microcoleus chthonoplastes and cultivated
cells of some Metazoa were analyzed. Cyanobacteria communities form mats, composed
of many threads, bundles, multiradiate aggregates and polygonal networks. In vitro cul-
tivated miogenic cells of a chicken embryo, mollusk blood cells, starfish coelomocytes
and other Metazoa cells show coordinated movement and form ordered ensembles. So,
despite the considerable differences between locomotion mechanisms and cell-cell in-
teraction of the pro- and eukaryota, they both are able to demonstrate social behavior
and to form ordered communities with emergence of rotational, spiral and translational
symmetry.
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Mopghozenes 6 uHOUBUOYATLHOM U UCTIOPULECKOM PA3SUIMUL: CUMMEMPUSL U ACUMMEMPUsL
Cepus «['eo-6uonoeuueckue cucmemvt 6 npownom». M.: [IUH PAH, 2013. C. 320-329
http://'www.paleo.ru/institute/publications/geo/

BAJKHEMIIHE 3TATIBI ®OPMUPOBAHUSI PA3JIMYHBIX CJIOEB
M YYACTKOB CIIOPOJIEPMbBI IIBETKOBBIX PACTEHHU I

C.B. Ilon1eBoBa

PaccmoTtpens! Mopdosiornueckne 3aKOHOMEPHOCTH (POPMHUPOBAHUS CIIO-
pOJEPMBI Ha TPUMEPE MBUIBLEBBIX 3€PEH Pa3IUYHBIX allepTypPHBIX TH-
TIOB TI0 OIyOJINKOBaHHBIM pe3yJIbTaTaM TPAHCMHCCHOHHOM AJIEKTPOHHOM
MHUKpOCKONUU. OTMEUEHO, 4TO ISl BCEX MCCIIEJOBAHHBIX IBIIBIEBBIX
3epeH XapaKTepHO (POPMHUPOBAHNE EPUIIIA3MATHIECKOTO TPOCTPAHCTBA
MEX Ty KaJI030i ¥ T1a3MajieMMOM, B KOTOPOM HaYMHAIOT (POPMHUPOBATh-
Csl IPUMAK3UHOBBIA MaTPUKC U MpUMAK3nHa. [Toka mponcxoaut pazmeTka
1 (opMUPOBaHME MATTEPHA HKTIK3UHBI, AalIEPTYPHBIC 00JIACTH OCTAIOTCS
noutu 0e3 uzmeneHuii. [lepen pacrBopeHreM Kajio3bl IPOUCXOIUT (op-
MHUpOBaHHE anepTypHOIl MPOOKHU M 3HIPK3UHBL. [Ipn pacTBOpeHnH Kai-
JI03bI MUKPOCTIOpA OKa3bIBAETCS OKPY’KEHA TOJICTON 000JI0UKOI 110 BceMy
nepumetpy. [Ipn co3peBaHNM MBUIBLIEBOTO 3€pHA B 00JACTH arepTypbl
HauyMHAeT (OPMUPOBAThCA HMHTHHA, KOTOpass K MOMEHTY PAacKpPBITHS
MBUTBHUKOB BBITECHSACT alepTypHYIO MPOOKY M3 MPOPOCTKOBHIX MOP —
MECT BBIXO/Ia TbUIbLIEBON TPYOKH. TOJIBKO TpH (POPMHUPOBAHUH HAPYIKHO-
r'O CJIOSl HHTUHBI HEKOTOPBIX OJHOIOJBHBIX IPOUCXOAUT HEMOCPEICTBEH-
HOe mpeoOpa3oBaHue anepTypPHOH MPOOKH B CIIOXKHO OPraHU30BAHHYIO
MHOTOCJIOWHYIO HHTHHY.

BBEJIEHUE

Pa3BuTHe criopoziepMbl IIBETKOBBIX PACTEHUH K HACTOSAIIEMY BPEMEHHU YXKe
JOCTAaTOYHO XOPOLIO M3YUYEHO Y psana npeacraButenei. O000meHne HaKoIIeH-
HOHM HH(OpMAINK TO3BOJIHUT BEIPAOOTATh CAMHBIH IJIaH U S3bIK ONTMCAHMSI TIPOUC-
XOISIINX B PA3BUTHUU 000JIOUKH MBUIBIEBOTO 3epHA MTPOIECCOB, YTO JIACT OCHO-
BaHMeE 111 00Jiee TII0IOTBOPHOT'O NCTIONB30BAaHU A MMEIOIIETOCS MacCHUBa M-
HOJIOTHYECKUX MTPU3HAKOB IS TIeJIeH CHCTEeMAaTHKH U PrutoreHuu. B HacTosmei
paboTe paccMOTpeHBI Oy OITMKOBaHHBIC TAHHBIE OTHOCHTENIEHO (POPMUPOBAHHS
CIOPOZIEPMBI MOHAJHBIX MBUIBLEBBIX 3epeH, 0€3 yueTa 0cOOEHHOCTEeH cOOpPHOM
OBUIBLB! (WA, TETpaj, MoJuaja, NOJIMHUEB, MOJUTMHAPUEB U MCEBAOTETPA).
OCHOBHO# yTop clenaH Ha (OPMHUPOBAHWN THITMYHON CIIOPOAEPMBI, BCTpeya-
folieiics y HanOOoJbIIero KOJNYecTBa N3yYSHHBIX BHIOB I[BETKOBBIX PacTeHUH,
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obnamaromux 00pO3THBEIMHU, OOPO3THO-OPOBBIMH, TTIOPOBBIMH, CYITBKATHBIMHU H
OMHHANEPTYPHBIMH (0e3anepTyPHBIMH) MBUILLEBBIMHU 3€pHAMM.

[Iponecc popMupoBaHUsT MYIKCKOTO TramMeTO(pHUTa IIBETKOBBIX PacTCHUU
(IBLIBIIEBOTO 3€pHA) BKIIFOYAET CIEAYIOIINE ATAIbl: (POPMHUPOBAHHE CTICAATb-
HOW KaJJIO3HOH 000JIOUKM MAaTEpUHCKON KJIETKOH MUKPOCIOpP, MEH03 MaTeprH-
CKOH KJIETKM MHKPOCIOp, (pOpMUPOBAaHUE TETPaAbl MUKPOCIOP, PACTBOPEHUE
KaJIJIO3HOH OOOJIOUKH M BBICBOOOXKJICHHE MHUKPOCIIOP M3 TE€TPajbl, BAaKyOIH3a-
1S MUKPOCIIOPBI, pe30pOLrs LEHTPaIbHON BaKyOJd, MEPBBIH MUTO3 MUKPO-
CIIOPBI, BTOPOW MHUTO3 MHKPOCHOPBI, JeTHApaTalis MbIIBIEBOr0O 3¢pHa U 00-
pazoBaHME CIEPMHUEB, POCT MbUTbLieBol TpyOKkH (Clement et al., 1998; Ariizumi,
Toriyama, 2011; Firon et al., 2012). ®opmupoBaHue CIIOpOAEPMBI 3aHUMAET MPO-
MEXYTOK BPEMEHH OT MeH03a 1 (POPMHUPOBAHMSI TETPAIbl MUKPOCIIOP 10 IEPBO-
0 MUTO3a U ACTUIPATAIINH ITBLIBIIEBOT0 3epHA (pHc. 1).

Mamepunckue xaemxu muxpocnop. Ilpu nuddepernmanum TkaHel TbLTb-
HUKa caMble BHYTPEHHHUE KIJIETKU B ONpENeIeHHbIE MOMEHT HAUWHAIOT OTKJIa-
JIBIBaTh BOKPYT ce0sl KHApyKH OT IJIa3MajeMMBbl CICIHAIBHYI0 KaJUIO3HYIO
o0omnouky. B pesynbrare kaxkjaas U3 MaTEPUHCKUX KJIETOK MHUKDPOCIIOpP TepsieT
CBSI3b C COCEHMMH KJIETKaMHU U olIapuBaeTcs (Ha cpe3ax — okpyrisercs). [lox
3aIIUTON KaJulo3bl B MaT€PUHCKHUX KJIETKaX MHUKPOCIOP MPOUCXOAUT MEHO03.
ITpu 3TOM MHKPOCIIOPOT€HE3 MOXKET MPOUCXOAUTH TEM HIIM MHBIM CIIOCOOOM
(cuMynBTaHHBIN, CyKIIECCUBHBIHN, CMELIAHHBIN), B pe3yabrare popMupyeTcs Te-
Tpaja MUKPOCIIOp (TeTpadipruecKas, KBaapaTHas, JInHeiHast, T-o0pa3Has nuiu
uHOro Tuma). Bee 9T0 BpeMst Kaio3Hast 000JI09Ka MPOIOIKACT OTKIIAABIBATHCS,
YacTO MOXKHO Pa3JIMUUTh MO IEKTPOHHON IUIOTHOCTH Kajlo3y MAaTePUHCKOMN
KJIETKM MHUKPOCHOp M Kajuio3y cobctBeHHo Mukpocnopsl (Kreunen, Osborn,
1999; Zolala, Polevova, 2009).

Tempaonwvui nepuoo (puc. 1, tTadin. 1). [locie Toro, kak Kaxjaas MUKPOCIO-
pa OTJIOKHUT BOKPYT ce0sl CJIOM Kajlio3bl, MEXKJly HEH M IIa3MajJeMMON CTaHO-
BUTCS 3aMETHBIM MEepUILIa3MaTnyeckoe mpocTpaHcTBo. CHavalia OHO Y3KOE H
3JIEKTPOHHO-IIPO3PAYHOE, TOPA3/I0 CBETIIEE, YEM JIaKe 3JIEKTPOHHO-IIPO3HATHAS
Kajjgo3a. 3aTeM B HEM HAaYMHAIOT BBISBIISITHCS HEOJHOPOIHOCTHU: 3JICKTPOH-
HO-TUIOTHBIE TPaHyJIbl IPUMAIK3UHBI M CIOUCTBIA W/MIW MATHUCTBIA MaTPHUKC
MPUMAK3HUHBI, B KOTOPBIH 3T Tpanyibl norpyskensl (Takahashi, Kouchi, 1988;
Takahashi, 19896). I'panynsl oTnn4aroTces o pazmepam, GopMe U PacCTOSHUIO
MEX]Iy COCEJHUMH DJIEMEHTAMHM, YTO COOTBETCTBYET PACCTAHOBKE MPOTOCTOII-
OMKOB B (DOPMUPYIOIICHCS dK3UHE.

VY U3yueHHBIX PACTEHUH C MOIBOIHBIM ONBUICHUEM U CIICAOBATEIBHO, Pe-
QyLUPOBAHHOM SK3MHOM, Ha CTAJUN paHHEW TETPabl OCTAHABIMUBACTCS pa3BU-
THE IPUMAK3UHBL. B fanpHeieM MaTpUKC IPUMAK3UHBI 110 BCEU IIOBEPXHOCTHU
MUKPOCIIOPBI HEMHOTO YTOJIIACTCS M Ipeo0pa3yeTcsi B UHTUHY, CIIOpoiepMa He
COJICPIKUT CIIOPOTIOJICHUH. Bee MbIThIIeBOE 3¢pHO HAJI0 CYMTATH OMHHATIEPTYP-
HBIM, JIMIIEHHBIM 3k3uHBI (Osborn et al., 2001).
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DyHEIMOHNPOBAHKE ANEpTY RO Ipodin

Puc. 1. Cxema nepuoausanyu GopMUPOBAHUS U GYHKITHOHUPOBAHUS MYKCKOTO TaMETO(H-
Ta BETKOBBIX PACTEHUH 1 (POPMUPOBAHHUSI CIIOPOACPMBI H OOPO3/IHO-OPOBOM NPTy PhI: CTAHS
1 — marepuHckue KieTkn Mukpocrnop (MKM); 2 — craans Hadana OTIIOKEHUS KaJUTO3HOH 000-
JIOYKW M OUIapHBaHUs (OKPYTJICHUS M TOTEpH CBs3el Mexay coceqHuMu MKM) matepuHCcKoii
KJICTKM MUKPOCIIOp; 3 — cTajaus Meio3a; 4 — cTagus TeTpajbl MUKPOCIOP, OKPYKEHHBIX Kall-
JI03HOH 000JI0UKOI; 5 — pacTBOpEHHE KaJIO3bl, pacliiaj TeTpagbl MHKPOCIOp (IIOCTTETpaHas
cranus); 6 — cTagus BaKyoJIH3alllH, GOPMHPOBAHHS LEHTPAJIbHON BaKyolu (TOHOIJIACTA) U ee
pe3opranusanus; 7 — cTagus NepBoro MUTO3a, IPEBpalieHe MUKPOCIOPBI B MOJIO0H MY KCKOM
raMeToQUT NBUIBLIEBOE 36PHO, B 9TOM COCTOSHHHU JIBYXBSJICPHOTO IMBIIBIIEBOrO 3€pHA MPOHC-
XOIUT BBICBOOOXKICHHUE I1.3. U3 TIOJIOCTH MBITBHUKA Y HEKOTOPHIX BUJIOB; 8 — CTaANs BTOPOTO MH-
TO3a, TPEXKJICTOYHOE MBIIBLEBOE 3epHO; 9 — cTaus NpopacTaHus NbLIBLEBON TPyOKH; CTaAUU
¢ 4 no § BKITIOYAIOT B ce0st mponecc GopMUPOBaHUS CIOpoAepMbL. DopMHUpOBaHIE TPIMIK3HHEI
U pa3MeTKa MeCT OyIyIIHX anepTyp NPUXOAUTCS Ha CTaJUI0 paHHEW TeTpaiasl (A). 3amoxeHne
anepTypHOIl MPOOKH MPOUCXOANUT B MAaTPUKCE HMPUMIK3MHBI Ha CTaaAuU cpenHeld Terpansl (B).
dopmMupoBaHKe anepTypHON MPOOKHU M 3aJ0KEHHE SHASK3MHEI B BHJIE JIAMEJUI C OCIBIMU JIU-
HUSIMH IIPOMCXOJUT B IIPOIECCE PACTBOPEHHS KAJI03bl, Ha CTAaJUU MO3THEH TeTpaabl U paHHEH
nocrretpansl (C). 3amoKeHue UHTUHBI IPOUCXOAUT HA CTAJIUU CPEAHEH MOCTTeTpaabl, Koraa
MPOMCXOJHUT MEePBBIIl MUTO3, 3aKJIa(bIBACTCS MepBasi MexkieTouHas crenka (D). Paspacranue
WHTHHBI 110 BCEH MOBEPXHOCTHU MBLIBIIEBOTO 3€pHA M YTONIIEHNE HHTHHEI 1ox anepTypamu (E)
MOXKET OBITh PAaCTSIHYTBIM BO BPEMEHH IporeccoM. [IpopbiB MHTHHOII anepTypHOH IpoOKu B
IPOPOCTKOBOIT Tope 1 (hopMHpoBaHHE OOPO3THO-0POBOIt anepTypsl (G) XapaKTepHO TOIBKO IS
aToro aneprypHoro tuma. Ha ctagusax ¢ 4 mo 7 u ¢ B 1o E aneprypras npoOka akTHBHO paboTaet
¥ Xopollo BbIsiBIsieTcss Mopdosorndeckn. O6o3HaueHus: 1-9 — 4epHbIil LBET — sapa, CBETIIO-
CepBIN — IIPOTOIIACTHI KJICTOK, OJIBIH — Kajulo3a U Bakyoib; A-G — TeMHO-CepBIi — SKTIK3UHa,
CepbIi — 9HAPK3MHA U MPUMIK3HHA, CBETIIO-CEPBII — MPOTOIIACT KICTKHU, 0SBl — HHTHHA.

Bo mHOrmx paborax ormeyaercs, 4TO B 00JIaCTH OyAyLIeH amepTypsl, Ie-
PHILIa3MaTHYECKOE MPOCTPAHCTBO 3aMETHO TOHBIIIE UM BOBCE HE Pa3IMYUMO,
B OTVIMYHMH OT BHEANepTypHBIX 00nacTsaX. TOHKOe mepurazMaTudeckoe Mpo-
CTPAHCTBO C 3JIEMEHTAMHU MPUMIK3HHBI BBISIBIISICTCS B 00JIACTH anlepTypbl 00bIY-
HO y IIBUIBLEBBIX 3€PEH C alepTypoil, 3aHUMAIOIIEH OYTH BCIO IOBEPXHOCTH
nuctanpHON momycdepsr (Owens, Dickinson, 1983; Gabarayeva, Grigorjeva,
2010a). IlpoTtocTonOuku B amepTypax He 3akjaibiBaloTcs. Eciam 3amokeHue
MPOTOCTOIOUKOB MPOUCXOJUT IO BCEH MOBEPXHOCTH MBLIBLEBOTO 3€pHA, TO JK-

322



Tadauua 1. AneprypHble TPOOKH U anepTypbl HEKOTOPHIX BUJIOB
pacTeHuil no faHHbIM TOM.

101 Fanomenne anepryphl Aneprypuas npoda TTosTi spenin aneprypa
Alliaria petiofata " 0 }
(M. BlER.)
CAVARA,
GRANDE

-

Myosoris
pelustris (1..)
Math.

Nicotiana
ferbacum L.

Pratia
hegoniifolia
(Wall.) Lindl.

Quercus robur
L.

Svenpdivtnon
offuctnale L.

11 12

JlmmHa MacmtabHOTO OTpe3Ka Ha gororpadusx 1, 4, 8 — 1 Mxm; Ha Gororpadusx 2, 3, 5, 7, 9,
10, 11, 13 — 0.5 mkMm; Ha poTorpadun 6 — 2 Mxm; Ha otorpaduu 12 — 0.2 MKM.

30anepTypsl He GOPMHUPYIOTCS, YTO OAHAKO HE MEIIAeT Pa3BUTHIO BHYTPEHHHUX

SHJ0ATIEPTYP U B NalibHEiIeM — Kpuntoaneptyp (Zavada, Anderson, 1997).
CrenyromuM BaKHBIM 3TAllOM B Pa3BUTHH CIOPOIECPMBI SIBIISIETCS T10-
SIBIICHUE JIaMell ¢ Oenoil muHue. OHU MOSBISAIOTCS KaK YYaCTKU YIUIOTHEH-
HOIl MJIa3MaJeMMBbl C SIPKUM OCIIBIM IPOMEKYTKOM MEXKIy TEMHBIMH U CIICT-
Ka yronmeHHbIMU crosiMu ([abapaeBa, 1987; ['abapaeBa, 1997) u 3HaMeHYIOT
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co00ii cepennHy TETpagHOTO Mepuofa M Hadaso (GOPMUPOBAHUS SHIIK3UHEIL.
Ha stor mepuwon mpuxomutcs u ¢dopmMupoBanue aneptypel. MHorma cHava-
Jla BOKpYT 00nacTu OyAyliel anepTypbl 3aMETHO OTXOXKACHHUE IJIa3MajieMMbI
BHYTpb — CKJajiKka Ha MecTe anepTypsl (Horner, Pearson, 1978; I'abapaesa 1987,
laGapaera, 1997, Metiep-Menuksa u np., 2004; Gabaraeva et al., 2012a) win
pacimupeHue CBETIOro MepUIIa3MaTHYeCKOro MPOCTPAHCTBA B JIMH30BHIHOE
teno (Takahashi, Kouchi, 1988; Gabarayeva, Grigorjeva, 20106). ®opmupyetcs
HIMPOKAs MOJOCTh, 1€ SIEMEHTHI MPUMAIK3UHBI HE TOCTHTAIOT CHOPOAEPMBI, U
TOJIBKO 3aTeM 37IeCh MOSIBIISIIOTCS JaMellibl ¢ Oenbimu auausiME (Gabaraeva et
al., 2009a, 6). Y HEeKOTOPBIX 00BEKTOB OTMEUACTCS IPUYPOUSHHOCTD ITEPBBIX Jia-
MeJuT ¢ OeNTbIMU TMHUAMHE K niepudepun aneptypHoit oonactu (Horner, Pearson,
1978; Takahashi, 1987; Kreunen, Osborn, 1999; Meitep-Menuksa u ap., 2004).
Y Ipyrux TaKCOHOB BBISIBJICHO ()OPMUPOBAHHE JIAMEILT C OENBIMU JIMHUSMH I10
Bcell moBepxHocTH Mukpocrnopsl (Hess, Frosch, 1994; Gabarayeva, Grigorjeva,
2010a), unu Tonbko BHe aneptyp (Taylor, Osborn, 2006).

Ha craguu no3aHeit TeTpaabl, epe] pacCTBOPEHUEM KaJlJIo3bl BCE Mpoliec-
CBhl pa3MeTKH U (OPMUPOBAHUS KapKaca MarTepHa 3KTIK3UHBI 3aBEPIIAIOTCS.
[ToxpoB, CTOTOWKH, MOACTHIIAIOIINI CJIONW W HaAIIOKPOBHEIE 00pa30BaHUS HME-
I0TCS, U B JAJbHEWUIIEM MPOUCXOIUT TOJNBKO MX SKCTEHCUBHBIN POCT 3a CYeT
CIOPOIOJIJICHHHA, MOCTYIAIOMIEI0 U3 MOJIOCTH NBUIBHUKA ITOCIE PACTBOPEHHUS
kano3el. Hanbosee BaxkHble coObITHS (POPMOOOPA30BAHUS CIIOPOACPMBI TIPH-
YPOUEHBI K BHYTPEHHHUM CJIOSIM 00OJIOUKH.

UroObI HE OCTAaBUTH IIA3MAJIEMMY OT'OJIEHHON IIPY PACTBOPEHHUH KaJIO3bI, K
ATOMY CTPECCOBOMY ISt MOJIOZAOH MUKPOCTIOPHI MOMEHTY JIAMEJIIIBI C OSITBIMH JTH-
HUSIMH TTOJICTUJIAIOT BCIO SKTIK3UHY U OCOOCHHO MOIIHO Pa3pacTaroTcsi B 00JIacTH
anepTypsl. Bce mpocTpaHcTBO, CBOOOIHOE OT AKTIK3HMHBI, 3aHUMACT JTHMH30BH/I-
HOE Ha cpe3ax Telo (anepTypHast mpoOka). [IpuyueM ake Mpu OTCYTCTBHU CBO-
OOIIHBIX TIPOMEKYTKOB B OKTIK3UHE (AlepTyp) JIMH30BUTHOE TEIO POPMUPYETCS
Y DHJIOATIEPTYpa Pa3BUBAETCA B MECTaX, COOTBETCTBYIOIINX allepTypPHOMY THITY
KPUIITOANIEPTYPHOTO MBLIBIEBOTO 3epHa (Zavada, Anderson, 1997). AnieprypHas
npoOKa UMEEeT Pa3NUYHYI0 KOHCUCTCHIUIO M Pa3Mephl y Pa3HbIX MpeICTaBUTeE-
Jield, B COOTBETCTBHH C allepTYPHBIM THIIOM. OOBIYHO OHA CBETast C OOIBIITNM KO-
JMYECTBOM DJICKTPOHHO-TIOTHBIX JiaMeIut ¢ OenbiMu nmuausivu (Horner, Pearson,
1978; Takahashi, 1989a; Rowley et al., 1999; El-Gazaly et al., 2001; Saad-Limam
et al., 2002; Rowley, Skvarla, 2004; Rowley, Skvarla, 2004; Meitep-MenuksH u
ap., 2004, Gabaraeva et al., 20120). Ilo kpasim anepTyp JaMeJiibl YIUIOTHSIOTCS B
3NIEKTPOHHO-TNIOTHBIN CIIOH Oyny1ei sHIPK3UHbL. Ha moBepXHOCTH anepTypHOM
MPOOKH MOTYT PacrojiaraTbcsi 3JIEMEHTHI OK3UHBI, KOTOPbIE COOTBETCTBYIOT Ipa-
HyJIaM, IIAIaM, ONICPKYTyMaM WIIH JIPYTHM CIIOPOTIOJITICHUH-COIEPKAIUM 00pa-
30BaHMSAM Ha MeMOpaHe anepTyp. ATepTypHas MpoOKa MOXKET CJIaraTbCsi TOMO-
TE€HHBIM BEIIECTBOM CpeaHel anekTponHou miotHocTH (Takahashi, Kouchi, 1988;
Takahashi, 1989; Jimenez et al., 1996; Gabarayeva, Grigorjeva, 20100).
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Tocmempaonwiti nepuoo (puc. 1, Tabmn. 1). [Ipu pacTBOpeHNN KaI036I U BBI-
CBOOOXK/ICHUU MOJIOJIBIX MUKPOCIIOP M3 TeTPajbl 000JI09Ka MUKPOCIIOp JI0CTa-
TOYHO IIPOYHA 110 BCEU MOBEPXHOCTH MUKPOCIIOPHI M B 00J1aCTH (DOpMHUPY FOIIICH-
Csl alepTypbl OHA YacTO 3aMETHO TOJIIIE 3a CUET anepTypHOH mpoOku. Havaio
MOCTETPAHOrO MEePHOIA XapaKTEPU3YETCsl YCUIICHHBIM POCTOM MHKPOCIIOPHI U
ee obomouxw (Firon et al., 2012). kTrK3MHA OBICTPO YTOJIIACTCS, YCUICHHO Ha-
KaIUTMBAeT CIIOPOTIOJLICHUH, TPHOOpEeTast Bce XapaKTepHble OCOOCHHOCTH 3pe-
JIOW AKTAK3UHBL DHJPK3MHA BO BHEANECPTYPHBIX yYaCcTKaX TAKKE MPUHHUMACT
BUJ, XapaKTEPHBIN AJI 3pEJoil CIOpOAEpPMBI: YILUIOTHSIETCS, €CliM OHA OOraTo
MpeCTaBIICHA B 3pEJIOi CIIOpOJIepMe, HIIH CBETIICET, ECIIU B 3pEJION CIIOpoJiepMe
OHa TOHKAas UJIM OTCYTCTBYET.

Crenyrouiuii 3Tan CTpyKTypPHOH MEPECTPOUKHU CIIOPOAECPMBI POUCXOIUT B
anepTypax: mo nepudepun anepTypHOH MpoOKH IIa3MajieMMa CHOBAa OTXOIHUT
BrIIyOb. Bo Bpemsi mepBoro murto3a u (GOPMUPOBAHUS U3 MUKPOCIOPBI MYIK-
CKOro raMeTo(uTa — MBUIBLEBOTO 3€pPHA, HAYMHAET (DOPMHUPOBATHCS MHTHHA
(Polowick, Sawnhey, 1992; Romero, Fernandez, 2000; Meiiep-MenuksiH u ap.,
2004; Taylor, Osborn, 2006; Marseea u ap., 2012). C10# 371eKTPOHHO-TPO3HAY-
HOW MHTHHBI OBICTPO YTOJNIIAETCS TMOJ] allepTYPOi M pacpoCTpaHIETCs T10 TIe-
PUMETPY BCETrO TMBLIBIEBOr0 3epHa. OKOHYATEIHLHOE CO3PEBaHUE TBLIBIEBOTO
3epHa MapKUPYETCS B CTPOSHUU CIIOPOJCPMBI BTOPBIM KPUTHUYECKHM MOMEH-
TOM — IIPOPBHIBOM yTOJIIAFOIIEHCS HHTUHON anepTypHOU MPOOKH B MEeCTax JJIs
BBIXO/Ia MBLIBIICBON TPYOKH (B MPOCTHIX allepTypax WM B MPOPOCTKOBBIX MO-
pax — MecTax nepeceueHus 3KTo- u 3ujpoaneptypsl) (Rowley, Skvarla, 2007).
[Ipu aToM okoHUaTenbHO hopmupyercst hopma u pasmeps dHIoanepTyphl (El-
Gazaly et al., 2001; Meitep-MenuksH u 1p., 2004; MarseeBa u ap., 2012), ecnu
OHa WMeeTCs. YTONIIEHWE WHTUHBI B HACTOSINMX alepTypax Ha 3TOM JTare
MO3BOJIICT OTVIMYUTHh MX OT IICEBJOANEPTYP Y IeTEPOANECPTYHBIX MbUIBIIEBBIX
3epen (BonkoBa u ap., 2012), rne sHAPK3WHA YIJIOTHSETCS, HO OCTAeTCs TOJ-
CTOM, @ UHTUHA OCTAETCA TOHKOM. Y MHOTHX 3PENbIX MbIIbLEBBIX 3€PEH IHJIIK-
3WHA COXpaHseTCs TOJBKO B o0macTu ameptypsl (Weber, Ulrich, 2010). Ctpown-
TEIBCTBO JHA alepTyphl 3HAYUTEITHHO OTIIMYAETCS OT OMHUCAHHOTO CIIEHAPHS Y
MBUTBIIEBEIX 3€PEH C KPYIHBIM CYIBKYCOM U MHOT'OCJIOWHOW MHTHHOHN. Y HHX B
MPOLIECCE PACTBOPEHUS KAJLJIO3bI CIIOW C JIaMeJJIaMU C OCJIBIMU JIMHUSIMU 3Ha-
YUTEJIBHO YTOJIIACTCS TI0 BCEMY MEPUMETPY MUKPOCHOpPBI. 3aTeM oH audde-
PEHIIUPYETCS Ha HAPYKHYIO 4aCcTh ¢ OCTATKAMM JIAMEJUT ¢ OCJIBIMU JTHHUSIMHU
M 3JIEKTPOHHO-TIPO3PAaYHyI0 BHYTPEHHIOIO 4YacTh. Hapy)kHas 4acTh yIJIOTHS-
eTcsl U TPaHC(POPMUPYETCS B SHAIK3WHY; BHYTPEHHSS YTONIIAETCS, OCTACTCA
AJIEKTPOHHO-IPO3PAYHON U (POPMUPYET UHTHHY, YACTO MHOTOCIIOMHYO U CJIOK-
HO OpraHU30BaHHY0, Kak Hanpumep y Ledebouria (Hess, 1993; Hess, Frosch,
1994). B aneptypHO#i o6iacTy, T. €. MPaKTUYECKH 10 BCEH AUCTAIBHOI Moiy-
cepe, MHTUHA OYEHb CHIIBHO YTOJINACTCS 32 CYST MHTESHCUBHOTO, B BHJIE ITPO-
TyOepaHIIeB, 9K30IMTO3a ITy3apPHKOB C AIEKTPOHHO-TTPO3PATHBIM COAEPKUMBIM.

325



B nasnpHel1eM ocTaTku 3TUX TPyOKOOOPA3HBIX SJIEMEHTOB HE UCUE3AI0T, a Map-
KHPYIOT TOJICTYIO SK3UHTUHY (HAPYKHYIO HHTUHY) C XapaKTePHBIMU Painaib-
HbIMU kKaHanamu kak y Chamaedorea u Ledebouria (Hess, 1993; Hess, Frosch,
1994; Gabarayeva, Grigorjeva, 2010). Ha ocHOBe Takoro THIma nmocTpoeHHs CIo-
POIEPMEBI JIETKO (hOPMHUPYIOTCS Oe3arepTypHBIE MBLIBIEBBIE 3¢PHA, KOT/Ia PEIKO
paccTaBlieHHBIC 10 BCEi MOBEPXHOCTH DIIEMEHThI SK3UHBI MACKUPYIOT CYJIBKYC,
XOPOIIO 3aMETHBIN M0 HAJTMYHMIO KaHATHYATON SK3MHTHHBI HA JUCTATBHOM TI0-
moce, HarpuMep y Trillium u Heliconia (Stone, 1979; Takahashi, 1987).

3AKJIIOYEHUE

B mpornecce oOpa3zoBaHUsT MUKPOCIIOPHI M3 MAaTEPHHCKON KJIETKH U JIallb-
Heliero ee nmpeoOpa3oBaHUs B MBUIBIIEBOE 3¢PHO KJIETOYHASI CTCHKA BBITION-
HSIeT BaXKHEWIWE (PYHKIUHU (HAPYKHOT'O CKeJeTa M IPOBEICHHUS BEIICCTR),
HEMPEPHIBHO U3MEHSSI CBOE CTPOEHHE U XMMM3M. Meio3 mpoucXoauT mnoj 3a-
IIUTON Kanno3bl. HaganmpHBIE 3Tarmbl (OPMUPOBAHUS MHKPOCIIOPHI TMTPOXOMIST
T0J] TIOKPOBOM TIJIA3MaJIEMMBI M KaJIJIO3bl, 3aTe€M K HUM J00aBIISETCS MPUMIK-
3uHa. B mporecce pacTBOpeHUs KaJio3bl 000JI04Ka MUKPOCIIOPHI TTPEICTaBIIe-
Ha XOpOIIo C(hOPMHUPOBAHHON SKTIK3UHOW M alepTypPHOH MPOOKOM, KOTOPYIO
(OPMUPYIOT 3JIEMEHTBI SHIIK3UHBI (MATPUKC U JIAMEJIJIBI ¢ OCIIBIMU JTUHUSIMH).
[Ipu mepBoM MHUTO3€ K HAM JI00aBIsIeTCsl HHTUHA. B mporiecce OpicTporo pocra
00bpeMa MOJIOJIOTO ITBIIBIIEBOTO 3€PHA, €T0 BAKYOIU3AINH U IETHIpATAI[UH MTPO-
UCXOMSIT CTPYKTYPHBIC U3MEHEHUS YK€ OTJIOKUBIIUXCS CIOEB B CIOPOAEPME:
YTOJIICHHUE JIEMEHTOB 3KT3K3UHBI M 0COOCHHO HAJIITOKPOBHBIX CKYJIBITYPHBIX
3JIEMEHTOB 32 CUET OCAX/JCHUS CIIOPOIOJUIEHHHA TAleTaJbHOIO IMPOUCXOXK]IE-
HUS U3 TIOJIOCTU MBUTBHUKA, YIIJIOTHEHHE JTaMEJT C OSIBIMU JIUHUSIMH B TOMO-
TEHHYI0 3HJ3K3MHY, HENPEPBhIBHYIO WU MPEPBIBUCTYIO, BBITECHEHUE JIAMEILI
SHJPK3UHBI HHTUHOU 10 BCEMY NMEPUMETPY MbLIBLIEBOIO 3€PHA, B allEPTYPE HIU
TOJIBKO B IIPOPOCTKOBOI mope.

BJIIATOJAPHOCTHU

Agtop Omarogapen H.U. I'abapaesoii, B.B. I'puropresoii, H.I1. MatBeesoii,
0O.B. BonkoBoii u X. 301aa 3a BO3MOKHOCTH TOPabOTaTh ¢ pa3HOOOPa3HBIM Ma-
tepuanom. Juckyccuu ¢ M.B. Texneroii u H.E. 3aBbsiioBoli 0COOEHHO ITOMOTITH
HaTMCaHUIO PaOOTHI

Pabora mognepxkana rpantamMu PODU, NeNe 12-04-01740-a u 11-04-00462-a.

CITUCOK JIUTEPATYPbI
Bonkosa O.A., Ceseposa E.O., Ilonesosa C.B. 2012. PazBuTre CIOpOAECPMBI TBLIBIEBBIX 3€-
peH Lythrum salicaria (Lythraceae) / Brona. MOUIL. Ota. 6uon. T. 117. Ne 5. P. 57-63.

Tabapaesa H.M. 1997. YabTpacTpyKTypHbIE OCHOBBI Pa3BUTHUS CIOPOJEPMBI MIpeaCTa-
BUTEJICH ABYIOIBHBIX MonkiIacca Magnoliidae. lucc. n-pa 6uo:n. H. CII6. 467 c.

Tabapaesa H.H. 1987. YnpTpacTpyKTypa U pa3BUTHE JIaMeIl SHIPK3MHBI y Manglietia
tenuipes (Magnoliaceae) // bot. xyps. T. 72. Ne 10. C. 1310-1317.
326



Mameeesa H 11, [lonesosa C.B., Cmupnosa A.B., Epmaxoe M.I1. 2012. Hakonnenue cno-
ponoiuieHnHA B 0bostouke MuUKpocnopsl Nicotiana tabacum L. B mporecce e€ pas-
ButHs // Huromorus. T. 54. Ne 2. C. 176—-184.

Meiiep-Menuxan H.P., bosuna U.FO., Kocenxo A.B. u np. 2004. ATnac mBIIBIEBBIX 3€-
peH actpoBeIx Asteraceae. M.: KMK. 240 c.

Ariizumi T., Toriyama K. 2011. Genetic regulation of sporopollenin synthesis and pollen
development / Ann. rev. plant. biol. V. 62. P. 1-24.

Firon N., Nepi M., Pacini E. 2012. Water status and associated processes mark critical
stages in pollen development and functioning // Ann. bot. V. 109. P. 1201-1213.

Clement C., Laporte P., Andran J.C. 1998. The loculus content and tapetum during pol-
len development in Lilium // Sex. plant. rep. V. 11. P. 11-94.

El-Gazaly G., Huysmans S., Smets E.F. 2001. Pollen development of Rondeletia odorata
(Rubiaceae) / Amer. j. bot. V. 88. Ne 1. P. 14-30.

Gabaraeva N., Grigorjeva V., Polevova S. 2011. Exine and tapetum development in
Symphytum officinale (Boraginaceae). Exine substructure and its interpretation //
Plant. syst. evol. V. 296. P. 101-120.

Gabaraeva N., Grigorjeva V., Rowley J.R., Hemsley A.R. 2009a. Sporoderm develop-
ment in Trevesia burckii (Araliaceae). 1. Tetrad period: Further evidence for the
participation of self-assembly processes / Rev. palacob. palyn. V. 156. P. 211-232.

Gabaraeva N., Grigorjeva V., Rowley J.R., Hemsley A.R. 20096. Sporoderm develop-
ment in Trevesia burckii (Araliaceae). 2. Post-tetrad period: Further evidence for the
participation of self-assembly processes / Rev. palacob. palyn. V. 156. P. 233-247.

Gabarayeva N.1., Grigorjeva V.V. 2010a. Sporoderm ontogeny in Chamaedorea micro-
spandix (Arecaceae): self-assembly as the underlying cause of development // Gra-
na. V. 49. P. 91-114.

Gabaraeva N.I., Grigorjeva V.V. 20106.Sporoderm development in Acer tataricum (Ace-
raceae): an interpretation // Protoplasma. V. 247. P. 65-81.

Gabaraeva N., Grigorjeva V., Kosenko Y. 2012a. 1. Primexine development in Passiflora
racemosa Brot.: overlooked aspects of development // Plant. syst. evol. DOI 10.1007/
$00606-013-0757-2 Print ISSN 0378-2697 Online ISSN 1615-6110.

Gabaraeva N., Grigorjeva V., Kosenko Y. 20126. 2. Exine development in Passiflora
racemosa Brot.: overlooked aspects of development // Plant. syst. evol. DOI 10.1007/
$00606-013-0756-3 Print ISSN 0378-2697 Online ISSN 1615-6110

Hess M.W. 1993. Cell-wall development in freeze-fixed pollen: intine formation of Lede-
bouria socialis (Hyacinthaceae) / Planta. V. 189. P. 139—-149.

Hess M.W., Frosch A. 1994. Subunits of forming pollen exine and Ubish bodies as seen
in freeze substituted Ledebouria socialis (Hyacinthaceae) / Protoplasma. V. 182.
P. 10-14.

Horner HT.,, Pearson C.B. 1978. Pollen wall and aperture development in Helianthus
annuus (Compositae: Heliantheae) / Amer. j. bot. V. 65. Ne 3. P. 293-3009.
Jimenez J.U, Fernandez P.H., Schlag M.G., Hesse M. 1996. Pollen and tapetum develop-

ment in male fertile Rosmarinus officinalis L. (Lamiaceae) / Grana. V. 34. P. 305-316.
327



Kreunen S.S., Osborn J.M. 1999. Pollen and anther development in Nelumbo (Nelumbo-
naceae) / Am. j. bot. V. 86. Ne 12. P. 1662—1676.

Firon N., Nepi M., Pacini E. 2012. Water status and associated processes mark critical
stages in pollen development and functioning // Ann. bot. V. 109. Ne 7. P. 1-13.

Osborn J.M., El-Ghazaly G., Cooper R.L. 2001. Development of exineless pollen wall
in Callitriche trucata (Callitrichaceae) and the evolution of underwater pollination //
Plant. syst. evol. V. 228. P. 8§1-87.

Owens S.J., Dickinson H.G. 1983. Pollen wall development in Gibasis (Commelina-
ceae) / Ann. bot. V. 51. Ne 1. P. 1-15.

Polowick P.L., Sawnhey V.K. 1992. An ultrastructural study of pollen development in
tomato (Lycopersicon esculentum). 1. Tetrad to early binucleate microspore stage //
Can. j. bot. V. 71. P. 1039-1047.

Romero A.T, Fernandez M.C. 2000. Development of exine and apertures in Fumaria
densiflora DC. from the tetrad stage to maturity / Eds M.M. Harley, C.M. Morton,
S. Blackmore. Pollen and spores: morphology and biology. Roy. bot. gardens, Kew.
P. 45-56.

Rowley J.R., Skvarla J.J. 2004. Pollen development in Epilobium (Onagraceae): early
microspore stages // Rev. palaeob. pal. V. 132. P. 237-260.

Rowley J.R., Skvarla J.J. 2007. Pollen development in Epilobium (Onagraceae): From
microspore mitosis to formation of the intine // Grana. V. 46. P. 130—139.

Rowly J.R., Skvarla J.J., Gabaraeva N.I. 1999.Exine development in Borago (Boragina-
ceae) 2. Free microspore stages // Taiwania. V. 44. No 2. P. 212-229.

Saad-Limam S.B., Nabli M.A., Rowley J.R. 2002. Exine ontogeny in Borago officinalis
pollen // Grana. V. 41. P. 216-226.

Stone D.E., Sellers S.C., Kress W.J. 1979. Ontogeny of exineless pollen in Heliconia,
a banana relative / Ann. miss. bot. gard. V. 66. P. 701-730.

Takahashi M. 1987. Development of omniaperturate pollen in Trillium kamtschaticum
(Liliaceae) / Amer. j. bot. V. 74. Ne 12. P. 1842—-1852.

Takahashi M. 1989a. Development of the echinate pollen wall in Farfugium japonicum //
Bot. mag. Tokyo. V. 102. P. 219-234.

Takahashi M. 19896. Pattern determination of the exine in Caesalpinia japonica (Legu-
minosae: Caesalpinioideae) / Amer. j. bot. V. 76. Ne 11. P. 1615-1626.

Takahashi M., Kouchi J. 1988. Ontogenetic development of spinous exine in Hibiscus
syriacus (Malvaceae) / Amer. j. bot. V. 75. Ne 10. P. 1549-1558.

Taylor M.L., Osborn J.M. 2006. Pollen ontogeny in Brasenia (Cabombaceae, Nympha-
eales) / Amer. j. bot. V. 93. Ne 3. P. 344-356.

Weber M., Ulrich S. 2010. The endexine: a frequently overlooked pollen wall layer
and a simple method for detection / Grana. V. 49. P. 83-90.

Zavada M.S., Anderson G.J. 1997. The wall and aperture development of pollen from
dioecious Solanum appendiculatum: What is inaperturate pollen? // Grana. V. 36.
P. 129-134.

328



Zolala H., Polevova S. 2009. Sporoderm development in Pratia begonifolia Lindl. (Lo-
beliaceae, Asterales) / Wulfenia. V. 16. P. 51-60.

IMPORTANT STAGES OF FORMATION OF DIFFERENT LAYERS
AND SPORODERM AREAS IN ANGIOSPERMS

S.V. Polevova

Morphological regularities of sporoderm are considered on an example of pollen
grains of different types of aperture on the published results of transmission electron
microscopy. It is noted that all the studied pollen grains is characterized by the formation
of the periplasmic space between the plasma membrane and callose, in which primexine
matrix and primexine begin to form. Aperture areas remain almost unchanged during
marking and formation of ectexine. The formation of an aperture bung and endexime
occurs before dissolving callose. Microspore is surrounded by a thick membrane around
the perimeter during the dissolution of callose. Intine begins to form in the aperture dur-
ing the pollen grain maturation. Intine displaces the aperture bung from seedling pores
(pollen tube exit site) at the time of opening the anthers. The direct conversion of the
aperture bung in the hard-organized multilayer intine occurs only during the formation
of the outer layer of intine of some monocots.
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