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MPEAHUCIIOBHUE

CyluecTsyer WyTKa: eciH 6bl 6Cryuiass COPOKOHOXKKa XOTsl Obl
Ha MrHOBEeHHe 3aaymaJjacb, B KaKoM Mopsiake e ciaelyer ABHraTb
Aajblile Ka)K10# H3 HOXeK, TO OHAa TaK HaBceraa H 3acThisia 6bl C MOA-
HATOH BBepX ouepenxoil sankoi. M3aBecTHa H Takas HHTeprnperauus
3TOH IWIYTKH, B COOTBETCTBHH C KOTOPOH OCHOBHAs npo6Jiema 3akJjio-
yaercsl He CTOJIbKO B OFPOMHOM nepeGope BO3MOXKHOCTEH, CKOJNbKO B
OTCYTCTBHH PYKOBOASILUMX HAeH peann3alldH XOTA 6Gbl ONHOH H3 HHX.
OCHOBHOI## CMbIC/ HacTOsiLLeH KHHUMH Kak pa3 M 3aK/alo4aeTcsl B TOM,
uTOGbl NOKAa3aTb, KAK COPOJHUH COPOKOHOXKKH — UJEHHCTOHOTHE XKH-
BOTHble HaceKoMble H pakoobpa3Hble — HMEHHO 6J1aroaaps AeUeHTpa-
JH3aUHH YNPaBJEHHA [BHXEHHAMH CBOHX MHOTOUHCAEHHbIX KOHEeY-
HOCTEH M NPHOATKOB YCMEWHO pewaloT CoOCTBEHHble «KHTEHCKHEe»
npo6JieMbl NepeiBHKEHHS B CaMblX CJOXHbIX H Pa3HOOO6Pa3HbIX YCJ/10-
BHSIX BHELUHEH cpebl.

YneHndcToHorve MpeBOCXOASAT BCE JPYrHe rpynmbl XXHBOTHbLIX MO
YHCJY BHIOB, HX pa3Hoo6pa3suio U cocTasasiiorT npumepHo 809 Bcex
M3BECTHbIX BHIOB XXHBOTHbIX. UJIeHHCTOHOrHe pacnpocTPaHMJIHCh Ha
3emJle MOBCEMECTHO H 3aHSJIH BCe BO3MOXHbIE THIIbI 3KOJOrHYECKHX
HHLU, YCMEUIHO OCBOMJH BOAHYIO Cpely H CTa/lH MepPBbIMH >KHBOT-
HbIMH, 3aCeNHBLIMMH CYLIYy; OHH — elHHCTBEHHAas Trpylna cpeau
6ecil03BOHOYHbIX, MPEACTABHTEJNH KOTOPOH CMOCO6GHbI JeTaTb H
yCnewHo aaanTHpoBaThcsl K CaMbiM pa3Hoo6pa3HbiM Ha3eMHbIM YCJ/0-
BHAM MecToO6GHTaHHA. CTOb »Ke pa3HooO6pa3eH ABHraTeJbHbIH «pe-
nepTyap» YJeHHCTOHOrHX, OCHOBAHHbIH HA CJOXHOKOOPAHHHPOBAHHOH
aKTHBHOCTH  HMCIIOJIHUTEJIbHO-IBHraTejbHoro annapara. Boo6uie
KOOPAHHAIHSA NBHXEHHI 3THX YAHBHTE/NbHbIX CyWEecTB — yGeauTe/b-
HbI 1IpUMEp «pa3yMHOH» GHONOrHYeckoil OpraHH3auHH ynpaBJeHHs.

K coxanenuio, B Hawel ctpaHe npo6ieMoll ynpasjeHHs 1BHXKe-
HHAMH YWIEHHCTOHOTHX BO BCEM €€ MHOroo6pa3vH 3aHHMAIOTCH JIHLIb
B HECKOJIbKHX HAaYy4HbIX KOJIJIEKTHBAX, B TO BpeMsl Kak 3a py6Gexom
(1 06 3TOM yGenHTeNbHO CBHAETEJNbCTBYET MepeueHb JHTepPaTypHbIX
HCTOYHHKOB KHHIH) HCC/el0BaHHA B 3TOH ob6aacTH, ocobeHHO B
nocJaeAHHe rojabl, npHobpesn BecbMa WHPOKHH pasmax. Hacrosiulas
MoHorpagusa obobiuaeT coBpeMeHHbll ypoBeHb 3HaHWH [0 QaHHOW
npobJeme H, o CYLECTBY, ABNACTCA MEPBLIM OTEUECTBEHHBIM HCCAEAO-
BaHHeM, TMOCBSALIEHHbIM MEX3aHH3MaM KOOPAMHAUWH NBHXKEHHH Yy
npeAcTaBUTENeH YIEHHCTOHOTHX —- HACEKOMbIX H PaKOOGPa3HbIX.

ABTOp HajeeTcs, 4TO B Haulel cTpaHe, UMeOLLeH 6OJbLIHE 3aCaYTH
nepen ¢u3HonOrHeit ABHXKeHHHA 6snaronaps pa6oTaMm Ha NO3BOHOYHBIX
XKHBOTHbIX W uenoBeke (Bepuwredin, 1947, 1966; T'ypdpuukenb c
coaBT., 1965; l'eabpana c coast., 1966; Koctiok, 1973; KoasoBckasn,
1976; ®enbaman, 1979; Pokoroa, 1980; Apwasckuii ¢ coasT., 1984),
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UCCJAe10BaHHsA, CBsi3aHHble ¢ npobieMaMH peryasiuMH ABHXKEHHH Y
«MPOCThIX» OPraHW3MOB, [OJIXKHbl BbI3BaTb ONpele/eHHblii HHTepec
yurarens.

AsTop Bbipaxkaer 6,aroaapHoOCTb W MPH3HATENbHOCTb KOJJjeram,
ocobenio Makaposo# Jlapuce CrenaHoBHe W PenuHoit Mapuue Ba-
cHJbeBHe, a Takxke npodeccopy AneiihukoBoi Tarbsine BennamuHos-
He, B3ABlIEH Ha ce6f TPyA HayUyHOTrO PelaKTHPOBAHUSA KHHUTH, H BCEM,
KTO MPSAMO HJIH KOCBEHHO MPHHSAJ yyacTHe B TOM, 4TOObl HacTOAILLAA
KHHra BbIlLLIA B CBeT.

BeeneHnune

MHoroo6pa3se ¢opM ABHraTesibHbIX KOOPAHHALUHN Yy YJIEHHCTO-
HOTHX J>KHBOTHbIX HE MOIJIO He NpHBJeuyb BHHMaHHe CleuHa HCTOB
B o6nacTtd ¢usHonorud ABHKeHHH. [lepBbie, HanGosee ynauHble pe-
3yJIbTaThl GblH MOJYY€Hbl IPH HCCIEA0BAHHSX B MbILLIEUHOH H HEPBHO-
MbilleyHoH o6aactax ¢usnonorun (Bockpecenckasn, 1959; Mas-
aenbiwitamm, Ceuaepckui, 1974; Manaeabwramm, 1983; Wilson et al.,
1970; Zachar, Zacharova, 1966; Atwood, 1973), a coBcem HegaBHO
Haya/H Mpeoj0/eBaTbCsl H Te€XHHYECKHE TPYINHOCTH, KOTOpble paHee
NPenATCTBOBANH YCMEUIHOMY H3YUeHHI0 (HHU3HOJOrHH ULEHTPaJNbHOM
HEpBHOH CHCTeMbl UJEHHCTOHOrHX. JTO Cpa3y »Ke 3aCTaBHJIO OTKa-
3aThbCA OT PacnpOCTPAHEHHOrO MHEHHSl O «MPOCTbiX» HEPBHBIX CHCTE-
Max 3THX MHBOTHbIX.

Cyl1ecTBYIOT JIH JOCTATOYHO 0611iHe OCHOBbI CTPYKTYPHOH H yHK-
LUHOHAJIbHOH OPraHW3alHH ABHraTeqbHOro YNpap/JeHHSl y CTOJb pa3s-
JIHUHBIX MPeACTaBHTeeH UJEHHCTOHOrHX, KakK, HanpHMep, HacekoMble
H pakooGpasuble? B kakoif cTeneHH MOXHO nosaraTbCsi Ha obuiue
NPHHUHNBI, YCTAHOBJIEHHbIE NMPH H3yYeHHH BHUAOB, CKaXkeM, paka, ca-
paHuH HJAH TapakaHa? B c¢uioreHeTHueckoM acnekre, Mo MHEHHIO
B. H. Bekaemuiesa (1964), Bce uJE€HHCTOHOrHE H aHHENHIbl BKJIO-
yalotcsd B OgHy o6yt ¢uay. Kpome toro, tenepb yxe obuienpu-
HAATO MHEHHe O BTOPHYHOM XapakKTepe OpraHH3auHH HA3eMHbIX Tpynn
XXHBOTHbIX H, B YaCTHOCTH, MPH3HAHA KOHUEMUHSA MPOHCXOXKIAEHHSA
Ha3eMHbIX UJeHHCTOHOruX oT BoaHbIX npeakoB. M. C. 'uasipos (1970)
nokasaJj, yTo npouecc QuJoreHeTHUECKHX H3MEHEHHH npH nepexone
K XH3HH Ha CYylle XapaKTepu3yeTcs ONpejle/eHHbIM HanpaBJeHHEM
H3MEeHeHHil pflla CHCTEM OpPraHoB M MOXET pacCMaTpHBaTbCA Kak
npouecc 3aKkoHomepHblii. M ke chopmysnpoBatibl H 3BOJIIOUHOHHDIE
NpeACTaBJieHHst O MNepexoAe UJEeHHCTOHOTHX K HaszemMHoMmy o6pasy
MXH3HH.

KaioueBbiM ¢pakTOpoM, OGYC/IOBHBILIHM YHHKaJbHbIH pacuBer Ha-
CEeKOMbIX H OJHOBPEMEHHO CBHAETENbCTBYIOLHM 006 OOLIHOCTH ero
npejacTaBuTeseii ¢ pakooOGpa3HbIMH, FBJASIOTCA CErMEHTHPOBAHHOE
TeJ0, YJEHHCTble KOHEYHOCTH H, CaMoOe IJaBHOE, KYTHKYJa 3K30CKe-
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nera. KyTukysia BbINONHAET He TOJbKO (YHKIHIO CKeeTa, K KOTOpoMy
MPHKPENJAIOTCA Mblllbl H C MOMOLLbIO KOTOPOro OCYULeCTBJIAETCH
onopHasi (QYHKUHSA, OHA CJAYXHT H 3aLIUTHBIM MOKPOBOM, BbINOJ-
HAIOWHM BaX<HeHWYyl0 GYHKUHIO — OrpaHHYeHHe MoTepH BOAbI opra-
Hu3MoM (Xensu, 1986), uTo B KOHEUHOM cueTe H 06eCeunIo BO3IMOX-
HOCTb Mepexofa 4JIEeHHCTOHOTHX OT BOAHOro o6pa3a >XH3HH K Ha-
3eMHOMY.

[Mpeanoaaras cyuecrBoBanue obuleil npenkoBoi ¢opMbl, HeoG-
XOAHMO OJHOBPEMEHHO YCTAHOBHTb, KaKHM 06pa3oM HpPOHCXOAMJIO
pa3BHTHe M aJaNTHBHAs pajHalUHs B MHpe UYJeHHCTOHOrux. OCHOB-
HbIM MPEeNKOBbIM MPH3HAKOM SABJIAETCHA, KAK H3BECTHO, MHOTOHOTOCTb,
TeM He MeHee BCe HaHubo/iee Pa3BHTbie B 3BOJIIOLHOHHOM OTHOLLEHHH
¢opMbl UTEHHCTOHOTHX UMEIOT He6O0J1bLIoe YHCJIO HOT: Y HAaCeKOMbIX HX
TOJNbKO TPH Mapbl, Y BHICLIMX PAKOOGPA3HbIX, MAYKOB H CKOPMHOHOB —
yeTbipe mapbl. AMNIHTYAbl ABHXXEHHSI HOT Y NMEPeYHUCJNEHHbIX XKHBOT-
HbIX Go/ibllle, a CAMH HOTH [JIHHHEe, ueM Y MHoroHorux ¢opm. Cyuge-
CTBYET NPeNoJ0XKEHHE, YTO OCHOBHbIE MEXaHH3Mbl HEPBHOIO ynpasJie-
HHS NBHXXEHHWSIMH Pa3BUBAJHCb W3 TAKOBbIX, HCMO/Nb3YyEMbIX Y MHOTO-
HOTHX (OpPM NMyTeM NpPOCTOro HCYUE3HOBEHHUS CBA3EH C 3aAHUMH NapamH
Hor (Hoyle, 1976).

®yHaaMeHTaNbHOH OCHOBOH nepelBHIKEHHA BCeX MpeacTaBHTesel
YJeHHCTOHOrHX SBJSETCA MeTaxpoHajbHasi BOJHA, CMellalouiascs
nocTynaresibHo Brepel OT HaHGoJee Kayla/jbHOH Nnapbl KOHEYHOCTEH
WIH npHaatkoB kK nepeaHeid. O6sanas cOGCTBEHHbIM LIEHTPOM HepB-
HOro KOHTPOJIfl, KaXK[1blii UCMOJHHTE/IbHbIH OPraH TeM He MeHee MOA-
YHHEH HEeCKOJbKHM pPa3/IHYHbIM H [a)Ke NPOTHBOMOJIOXKHO Hanpas-
JIEHHbIM KOOPAHHHPYIOWHNM KaHanam. Ha 6obluoM 3KcnepHMeHTasb-
HOM MaTepHaje MOKAa3aHO, YTO KOOPAHHALMA ABHXKEHHH UJEHHCTO-
HOTHX onpejensieTc B3aHMOJAEHCTBHEM UEHTPadbHbiX (Mporpamm-
HbIX) M nepudeprHyeckux (pedeKTOpHbIX) MeXaHH3IMOB ynpasJje-
HHA — KJacCHUYeCKHH pe3ysabTaT, HMeloulHH 0611e6HOoN0rHYecKyIo
3HAYMMOCTb.

Hecmorpsa Ha cyuiecTBoBaHHe onpejaejeHHbIX BHAOBbIX Pa3JiHuHii
B CHCTEMax ABHraTeJbHOro YNpaBA€HUS UJEHUCTOHOTHX >KHBOTHBIX,
B NPHPOJE [A0JKHbl CYLIECTBOBATb, 110-BHAHMOMY, HEKOTOpble o6liHe
NPHHUHNBE OPraHW3alMH HePBHbIX MeXaHH3MOB KoopaHHauuu. Oauu
M3 TaKHX MPHHUHMIOB, KAK HAM MpPeACTaB/seTCH, CBS3aH C CYLIeCTBO-
BaHHem B LIHC uaeHHCTOHOrHX HEAPOHHBIX KOHTYPOB C UHMKJAHYE-
CKHM TOpPMOXXEHHeM, O6GYCJOBJIHBAIOUIHM TeHepalnto PHTMHUECKHX
Kosie6aHHH MeMOpaHHOro MOTEHUHAJa WEeHTPAJbHOrO HHTepHEeHApOH-
Horo annapara. Jlpyroii — oXBaTbiBaeT OpPraHH3aluio MeXUEHTpaJib-
HbiX B3aHMOJEHCTBHH JIOKAJbHbIX (CerMEeHTapHbX) UEHTPOB ABHMra-
TeNIbHOTO YNPAaBJEHHS, YUACTBYIOULHX HapaBHe C nepH(epHYeCKUMH
CHrHajamHu o6paTHOH CBA3H B GOPMHPOBAHHH «MOTOPHbLIX MPOrpaMm»
JIOKOMOLLHH.



Fnasa |. ONOPHO-ABHUTATEJIbHbIA ANMNMAPAT
YNEHHCTOHOTIHX XHBOTHDIX

1.1. Crpoenne u GHOMeXaHHUYECKHE XAPAKTEPHUCTHKH
JBHraTeJIbHOro annapara HaceKOMblX H pPaKooOpa3HbIX

[TpeacraBuTenn ABYX KJAacCCOB H3 YHCJIA YJAEHHCTOHOTHMX — Hace-
KOMble M pakoobpa3stble — HaubGosiee MONyJsipHbl B HCCJe10BAHHAX
MEXaHH3MOB JABHTaTe/bHOrO YNpaB/eHHS H MOCTOSHHO CPABHHBAIOTCHA
B CHAY HX G6Goabluoro ¢H3uosorudeckoro cxoacrsa (puc. 1). 3Iro
CXOACTBO HAYHHAETCH YXe C HCMOJIHHTEe/bHO-JBHraTe/bHOro anna-
parta W ABASIETCHA HACTOJbKO OUEBMIHbIM, YUTO HMEeT CMbIC/ AaJbHei-
liee NOBECTBOBaHWe MPOBOAHTb B BHI€ CPaBHMTEJbHOr0 aHasH3a.
Hory Bcex uneHHCTOHOrMX cerMeHTHpOBAaHbLI, Y NMpeacTaBuTesnel ¢ He-
60JIbLLINM YHCJIOM HOT Mbillillbl B KaXK[0M CerMeHTe HrpailoT Ba>KHYIO
pPOJIb He TONbKO /51 NMPHHATHA >XHBOTHbIM HOPMAaJbHOHW MpOCTpaH-
CTBEHHOH OpHEHTAlHH Tesa, T. €. ONOPHOH QYHKIIHH, HO H B PA3BHTHH
NOTNOJIHHTE/IbHbIX NOCTYNAaTeNbHbIX YCHAHH npH xonbbe. TeM He meHee
CYLUeCTBEHHYIO pOJb B JIOKOMOUHH UYJEHHCTOHOrHX BCE elle Hrpaior
MbILLI LI T€J1a, KOTOPbie YNPaBJ/SAIOT Bcel HOroi, kak ecsau 6bl 3TO 6blaa
npocras moanopka. YacTb HOTH, npuJjeraioinas K Teay, BCeraa Kpyr-
Hasi U 3akaHuyWBaeTcs Ta3uKoM (KOKCOH). Y pakoobGpasHbix couJe-
HEHHe CO CKeJleTHbIM OCTOBOM Teéna (TOpPakcOM) MepBOro YjeHHKa —
KOKCOMOAMTA — OCYLULEeCTBJAGTCA B [ABYX MECTax Ha NPOTHBOMO-
JIOXKHBIX [10JI0CaX MOUYTH KPYrJoro npou/is BHyTPEHHEro Kpas KOKCbl
(puc. 2).

Y omapoB oCb ABHKEHHSI KOKCbl MOYTH FOPH30HTaJbHa H MPpo-
XO[HT MepneHAHKYIAPHO NPOAOJbHOH N0P30-BEHTPANbHON MIOCKOCTH
tena. OrpaHHueHHble TaKUM 06pa3oM [BHXKEHHA COO6GLLAIOTCA BCe
HOre C NOMOULbIO IPOKCHMAJIbHBIX MblLLL — PEMOTOPOB H MIPOMOTOPOB,
MO3BOJISIIOILMX KOKCE ABHraTbCcsi B JHana3oHe OKoao 55°, packauu-
BasiCb MOJ TeJOM B3aa M Brepea. Y peuyHblX PAKOB H BCEX KPYMHbIX
KpaboB OCb BpalLleHHS KOKCbl CTAHOBHTCH MOYTH BEPTHKA/IbHOH, XOTH
HEMHOro W HakJOHeHa Bliepel MOA Yrjom npHMepHo 25°. Hapsay c
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Puc | TIlpeacTaBHTean Y1eHMCTOHOTHX XXHBOTHBIX: 4 — €BPOMEHCKHA peuHoil pak
Astacus astacus, 6 — nycTbiHas capanua Shistocerca gregaria, 8 — necua-
Hbit ckopnuon Paruroctonus mesaensis

HEKOTOPbIMH APYTrHMH H3MEHEHHAMH 3TO AeNaeT aMIIMTYy ABHXKEHHH
KOKCbl 6oJjiee 3HayHUTe/NbHOH, gocturatoileir moudtd 90°. Toabko ABH-
JKEHHEe KOKCbl OTBEYaeT 3a MOYTH [IOJHYIO NPOTPAKUHIO, T. €. nepeHoc
Horu B MaxoBoH ¢ase wara.

Banaronaps npoctoMy npucnoco6JieHH0 HOra HaceKOMbIX MpHOG-
pesia 60JblUHe NMPEHMYLIECTBA MO CPABHEHHIO C TOPAKO-KOKCaJbHbIM
cousieHeHHeM pakooOpasHbix. CouseHeHHe HOrH C TeJIOM Y HaceKOMbIX
npejacrasjsier co60i LIADHHUD WM napy Kojel, HafeTbiX Ha OAHY
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KapronoanT
MeporoauT

4

nponoaut

4
/ seprayr O€APO
KOKca

Puc 2 CpaBHeHue THIIMUHOM XOAMJILHOH HOrH PakooGpa3HOro (BBepxy)
C COOTBeTCTBYIOILLEH HOroi Hacekomoro (BHM3y) HanpasaeHwus nBu-
XCHHA BCeX COWIEHEHHH MNOKa3aHbl CBETJIO-YEPHBIMH CTPEAKAMH

ocb NoJ NpsAMbIM yraom apyr k apyry. Ilepsoe koibuo — 370 KOKca,
BTOpPOE — HMeEeT pa3/iHuHble Ha3BaHHA B pa3HbiX kaaccax. Jlpyrumu
C/J10BaMH, noteps 6PIOLIHOrO COUJEHEHHA KOKCOMOAMTA W npeBpaLlue-
HHe 10P3a/jbHOr0 COYJEHEHHS B YCTPOHCTBO THMA ro/iOBKH B rHesje
ob6ecrneynBaeT KOKCE OTPOMHYIO MOABHXXHOCTb: 3aJHHE HOrH HeKOTO-
PbIX HaCeKOMbIX MOTYT COBepuiaTh BpalueHHs noytH Ha 360°. OcraJb-
Hble COEJMHEHHS HOr HACeKOMbIX MMEIOT ABA COYJEHEHHS, Kak H y
pakoo6pasHbIX.

Bropoii cycTaB cayXHT An5 10AbEMa H ONYCKAHHA KOHEUHOCTH H
Ha3biBaeTcs 6a3HNOAHTOM Y paKOOOPa3HbIX H BEPTIYrOM Y HaCEKOMbiX.
Mopdosiorua 3Toro uneHWKa y HaceKoMblX H PaKoo6pa3HbIX OueHb
cxoaHa. Pakoo6pa3Hblie MMelOT elle AONOJHHTENbHbIH YJEHHK Bbliule
6a3unoaMTa — HIUHOMOAHT, XOTH OH OObIYHO CPACTAETCA C NOCACAHHM.
Y npbiraooiuux nNpAMOKPBLUIbIX, XOTS MeX1y BepTJayrom H 6e1poM He
HMMEeTCS COUJICHEHHS, HOra JIerko nepejamblBaeTcsi B 3TOM MeCTe NpH
TaKk Ha3biBaEMOH ayTOTOMHH — CaMOMPOH3BOJbHOM OTOPAachiBAHHH
KOHEUHOCTH NpPH NoBpexeHHH nocaenHel. Boabuoe cxoactso 3rtoro
npouecca y pasJjH4HblX UJeHHCTOHOTHX TaKXKe yKasblBaeT Ha o6lu-
HOCTb HX MPOHCXOXKAEHHA. [ln0CKOCTb ayTOTOMHH Yy OQ€CATHHOrHX
pPakoo6pa3HbiXx NPOXOAHT NO 6a3H-HUIHONOAHTY, @ Y HACEKOMbBIX — MO
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BEPTJY)KHO-6€1peHHOMY COUJIEHEHHI0, CBHIETeJbCTBYS, KpoMe TOro,
M O FOMOJIOTHH YKa3aHHbIX CErMEHTOB HOTH.

CoenylollHH UJEHHK Ffocje KOKChl fIBJsfieTcA HauboJiee LIHPOKO
pacnpoCcTpaHeHHbiM, a HMEHHO 6eapo, KoTopoe Yy GOJibLIHHCTBA uJle-
HHCTOHOTHX MPHMOAHATO BBEPX MO ¢ 'OLIEHHIO K TOPH3OHTY NPHMEPHO
Ha 30—35°. ¥ kpabos, 6eralowux 110 3emje, HampuMep y MaHSLLHX
Kpa6oB, OY4EBHHO CXOACTBO B HCMOJb30BAaHHH 6elpa C HACEKOMbBIMH.
Ecau npeanosioXxuTb, 4TO HacekoMble MOTEpPSAJH CErMeHT, COOTBeT-
CTBYIOLWIHA HIIHONOAHTY pakoo6pa3Hbix, TO 6eApo OKaxkercs, Mo
KpaliHeli Mepe, aHa/JoroM MepomnoauTa. B cTPYKTypHOM H QyHKUH-
OHAJbHOM OTHOLIEHHH OHH AeHCTBHTEJNbHO UYPE3BbBIYAHHO CXOAHBI.
OaHako NMo Hampap/eHHI0O K AHCTAJbHOMY KOHUY HOrH HabJsioaa-
eTCsl PAA pa3/iHuHil KaK B YHCJIE CerMEeHTOB, TaK H B X CTPOEHHH, UTO,
No-BHAHMOMY, CBfI3aHO C pa3/jHUHbIMH YCJIOBHAMH cpel OGHTaHHA.
Hacekomble HMEIOT Q/IHHHDBIH TOHKHH UNEHHK — roJeHb, a pakoobpas-
Hble — [Ba)X[bl CErMEHTHPOBAHHYI0 MOAMOPKY Mepea NAKTH/JIOMOAM-
TOM, SIBJASIIOWHMCA HaHboJsiee NHCTAJIbHBIM YYAaCTKOM HOTH H KOTOpbIH
MOJXEeT CUMTATbCH 3KBHBAJEHTOM JankH HacekoMbix. Bosnee npokcu-
MaJibHbiH W3 [BYX UJEHHKOB -- KaprnonoaMT, [AHCTaJbHbIii — npo-
noauT. 3a0CTPEHHbIA Ha KOHLE [AAKTHIIOC pakoo6pa3HbiX HCMOJb-
3yeTcsl KaK MoAanopka npH pa3ri6aHHH H KaK TOPMO3 MPH CrHGaHHH
HOTH (cM. pHc. 2).

1.2. Oco6GEeHHOCTH HHHEPBALHH
CKEJETHOH MYCKYJaTyphl

Y BCeX UYJEeHHCTOHOrHX Mbllilbl CHA6XeHbl HepBHbIMH OKOHuYa-
HHAMH MO NMPHHUKHNY MYJbTHTEPMHHAJbHOH HHHepBauuH. B cooTset-
CTBHH C 3THM NPHHUHMOM KaX[0€ MblllleyHoe BOJOKHO, BXOasilee B
COCTaB JaHHOW Mbllllbl, CHA6XKaeTCcst 60JbLIMM KOJHYECTBOM HEPBHO-
MbIIIEYHbIX COeAHHeHHWil. HepBHbIE OKOHYAHHS Y 4JEHHCTOHOTHX He
06pa3yloT OTAe/NbHbIX KOHUEBbIX MJAaCTHHOK, MEAHATOp Bblaensiercs
TaM, rje aKCOH JIHUIeH IIIBAHHOBCKHX KJETOK B JIlOGOM MecTe ero
KOHTAKTa ¢ MbllIeyHbiIMH BoJIOKHAaMH (TbieHko, 1986; Bockpecen-
ckas, 1959; Manaenbwitamm, 1983).

Mbillnbl YIEHHCTOHOTHX NMONYYAlOT GbICTPYIO, MEAJEHHYIO H TOp-
MO3HYI0 MHHEPBALHIO OT OYeHb HEGOMbILIOrO YHCAAa MOTOHEHPOHOB,
NpHLYeM ANS CKeJeTHOH MYCKYJaTypbl UJEHHCTOHOrHX XapaKTepHa
MONHHEHPOHHAA HHHEPBALHWS, 03HAUAWOWAESA, YTO Ka)K10€ MbllUEuHoe
BOJIOKHO MOXET «06C/1YKHBATbCA» BCEMH THMAMH akCOHOB (MaHaeb-
wramm, Ceuaepckuit, 1974). Hanpumep, y capaHuoBbix K Mblllille-
pasrubaresiio rofieHd NOAXOAHMT TPH akcoHa: Obictpbiit (F), measen-
Hbli (S) u topmosnbiit (I) (Hoyle, 1955 no Twuiwenko, 1986). Bosee
CJI0XKHA WHHepBaUHsA CrHOATeIbHOM MbllLbl TOH XK€ TFOJIeHH, B KOTO-
poil BCTpeualoTCs BCe THMbl aKCOHOB, HO B 3HAYHTEJAbHO GOJblUeM
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NpeacTaBUTENbCTBE: MO KpaiHeHd Mepe 1eBATb BO36GYXAAIOUIHX H
B3 TOPMO3SILLLHX MOTOHCHPOHA YUacCTBYIOT B Peryjsillii COKpauleHu#n
310 Mbliubl (Siegler, Burrows, 1979). B HepBe KOKCa/bHOH MblILiLbI
tapakaHa Periplaneta americana HacuuTbiBaeTcA NATb AKCOHOB:
ToscTblit F-akcoH, 6onee TOHKHH S-aKCOH W TPH OYeHb TOHKHX I-
aKCoHa.

[lepBoHauanbHO TOPMO3HAA HHHepBAaUHA Oblna ob6Hapy»XeHa H
Hau6oJsiee feTasbHO H3ydeHa y pakoo6pasibix. CpPaBHHTEAbHO HeNaB-
HO TOPMO3Hble aKCOHbl HaiiaeHbl M Yy Hacekomblx. CyllecTByeT, npaeaa,
onpejeseHHoe OTJHYHE: MbillleyHble BOJOKHA Pakoo6Gpa3Hbix 06cay-
XKHBAIOTCA, KaK NPaBu/Io, crneuHgHYeCKHMH TOPMO3HBIMH aKCOHAMH,
HHHEPBHPYIOLLHMH €HHCTBEHHYIO MbIILLY HAH rpynny GpyHKUHOHAb-
HO OJLHOPOAHbBIX Mbllil. Bonee 3KOHOMHUHA TOpMO3HAA HHHEpBAUHSA Y
HACEeKOMbIX, MbIILIEYHbIE BOJIOKHA KOTOpPbIX CHabxaloTcsi O6GLHMH
TOPMO3HbIMH aKCOHAaMH, OOGCJAYXHBAIOUIHMH (QYHKUHOHANBHO pas-
auyHble mblinubl (Toiuenko, 1986).

CTpaHHbIM 3BOJIOUHOHHBIM NMpHcocobeHnem y Geperoporo kpaba
Carcinus MoXeT noka3aTbCcsi ynpaB/JeHHe MbllILAMH AHCTajabHbIX
CerMeHTOB HOTH O6LHM BO36YXK1aIOLHM MOTOPHbIM aKCOHOM, B 4acT-
HOCTH, 3TO KacaeTcsi MHHepBauMH pacTsarvpatlowed (m. strether) u
OTKpbiBalollel (m. opener) wbliuil kapno-nponoautHoro (KIT) u
npononaktuaonoautoro (I1/1) counenennit coorercrsento. OnHa-
KO OTCYTCTBHC pasje/ibHOH BO36YXKAalollued HHHepBAaUHH B JaHHOM
CAy4ae KOMIMEHCHPYEeTCA CreluHaJbHbiIMH TOPMO3HbIMH MOTOHEHpO-
HaMH, HHHEPBHPYIOLIHMH KaXAYI0 H3 MbIlLIl B OTACJbHOCTH H HCMOJb-
3YIOUWHMHCA, NO-BHAHMOMY, AJA Pa3BA3KH MbllUull OT O6ILEro BO3-
6yxxaawoulero Bxoaa, T. €. AH(GEpeHUHPOBAHHOrO MPOBELEHHA HM-
MYyJAbCOB K 3THM MbilIllaM B Pea/ibHbIX YCJOBHSAX.

[TpuHUMN NONMHEAPOHHOW HHHEPBAUMH MblLIEUYHbIX BOJIOKOH BbI-
JepXKHBAETCA BO BCEH CKeNETHOH MycKyJarype YJeHHCTOHOrHX, OAHA-
KO B 3aBHCHMOCTH OT KOHKPETHOH (PYHKUHH JaHHOH HEPBHO-MblLLIEYHOMH
CHUCTEMbl JOMHHHpYIOLLlee 3HayeHHe npHoGpeTaeT TOT HJIH HHOH THN
akcoHOB. UTo6bl NPOHJIIIOCTPHPOBATL 3TO NOJOXKEHHE HA KOHKPETHOH
HEepBHO-MblLLIEYHOH cHCTeMe, PacCMOTPHM creluHdHUecKHe CBOHCTBA H
HX CBfi3b C MNOBeJeHYeCKOH (yHKUHeHd Ha NpHMEpE TOHHYECKOH MO-
TOPHOM cHcTeMmbl 6piowKa y pedHbix pakoB. CerMeHTHpoBaHHas
GpioUIHas YacTb TeJa AeCATHHOTHX PAaKoB YNPas/isieTCs ABYMS [1BH-
raTeJibHbIMH CHCTEMaMH: YIOMSAHYTOH Bblllle TOHHUECKOH MOTOPHOH
cHcTeMol U (a3uyeckoil MOTOPHOH CHCTEMOMH, HCIIOJIb3yeMOH XHBOT-
HbIMH NPH GLICTPOM TepeIBHIKEHHH Ha3a ] C NTOMOULbIO PE3KHX LLEIYKOB
B peakuusix 6erctsa ot onachbix ctumysnos (Kennedy, Takeda, 1965 a;
Schrameck, 1970; Wine, 1977 a, b; Wine, Mistick. 1977; Wine,
Krasne, 1972). [lepsas — ToHHYeckas MJH Kak €¢ HHOrAa Ha3sbl-
BAIOT — MOCTYpa/bHasA -— CAYXKHT QAR PeryjasiuHu IPpoCTPaHCTBEHHOH
opHeHTaUuWH M 1no3bl Tena XuBOTHbIX (Llykepman, 1982; Kennedy et
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al., 1967; Kennedy, Takeda, 1965 b; Tatton, Sokolove, 1975 a, b).

M3secTiblii HakT upe3aBbl4aiHO 3KOHOMHUYHOH MHHEPBAUHH MYCKY-
natypbl pakooGpasHbix (Atwood, [973) B naHHOW HEPBHO-MbIlIEUHOH
CHCTEME MMeeT cJelylollee BbipaXKeHHe: rpynna 13 nati Bo36byxaaio-
WHX H OJHOr0 TOPMO3HOTO HEHPOHOB HHHEPBHPYET NMPHMEPHO COPOK
(hJ1EKCOPHBIX MbIIEUHbIX BOJOKOH B KaXX[IOM MoJiycermeHTe Opiollika
(Velez, Wyman, 1978 b; Wine et al., 1974), Takoe e KoJHueCTBO
MOTOHEHPOHOB HHHEPBHPYIOT H 3KCTCH30PHblE MbILIILb NOJYyCErMeHTa
(Parnas, Atwood, 1966).

OtpenbHble MOTOHEAPOHbI 11y/Ja OGCAYXKHBAIOT DPA3JHUHBLIK npo-
LIeHT MbILLIEYHBbIX BOJIOKOH, BXOASILLIMX B COCTaB JaHHOH Mbliubl. Tak,
BO (ieKCOpHOM nyJe HaumeHblide HelpoHbl Fl n F2 (MortoHeiipoHbl
B JlaHHOM CHCcTeMe NMPHHATO 0603HAa¥YaTb B MOPSAKE BO3PACTAHHUSA HX
pa3MepoB) MHHEPBHPYIOT NpHMepHO no 25% MbillleUHbLIX BOJIOKOH
Ka)kablit; HeipoHbl F3 u F4 umelor HanGonee uimpokHe nosist vHHepBa-
uuu — 85% un 609 cooTBeTcTBeHHO, a caMbli GoJabliol — F6 uHHep-
supyer npumepHo 40% Mbleunbix BosokoH (Kennedy, Takeda,
1965 b) . [Tepudepruecknit TOpMO3HbIH HEAPOH 11POEIMPYeTCA NPaAKTH-
YeCKH Ha BCe MblleuHble BOJOKHA ¢iekcopa (Evoy, Baranek, 1972).
CxonHas KapTHHa o6Hapy»eHa H B 9KCTEH30PHOH HepBHO-MbILLIEYHOH
CHCTeMe, 3a HCKJaloueHHeM HeifipoHa E2, umelowero HanGosee uiupo-
Koe 1lo/ie HHHepBauHu: okono 909, MbllIeUHbIX BOJOKOH HHHEpBH-
pyetcs 3tum Helipovom (Fields et al., 1967).

[ToMHMO KOJIHUECTBEHHDBIX OLLEHOK YHC/1a HHHEPBHPYEMbIX KaXAbIM
MOTOHE#pPOHOM MbIlUEUHbIX BOJOKOH YCTAaHOBJIEHO, UYTO OTHEJbHbIe
aKCOHbI NMPOELHMPYIOTCA HA ONpeleSeHHble MblleYHble 30Hbl C OYEBHA-
Ho# perynsipHocTbio. OfHAKO B npejesax 3THX MbILLIEYHbIX 30H He BCe
MblIlI€eYHbIC BOJOKHA HMCIOT CHHANTHYeCKHe KOHTAKTbl C COOTBET-
cTBylOILUM akcoHom. [logo6Has BeposiTHOCTHAR CTPYKTYpa MHHepBa-
UMM Gblna NoaBeprHyTa oueHb ToHKoMmy aHanudy (Velez, Wyman,
1978 a, b), B pe3yabrarte KOTOporo 6bla1 OTKPLIT PSA HOBbIX HHTepec-
HbIX OCOGEHHOCTEH OpraHM3auHH 3TOH HepPBHO-MbILIEYHOH CHCTEMBbI.
Oka3zanocb, YTO BepPOSTHOCTb HHHEPBAUHH H CPeNHAS MJOTHOCTb
MHHEDBAIlHKH MbILILbl KaX>XAblM aKCOHOM SIBJASIETCS MOHOTOHHOM,
NpaKkTHUYeCKH JHHeHHOH (YHKUHEH NMOoNOXKCHHS BAOJb BCeil nosepx-
HOCTH MblILLLbI, MTPHYEM MHHHMAJbHAS H MAaKCHMaJbHAs BEPOSATHOCTH
HHHEpBAllHH AJS KaXAOr0 aKCOHA HMEIOT MeCTO Ha MeAHAJbHOM,
JAH60 snaTepanbHOM Kpasfx MbiIEYHOH MOBEPXHOCTH (puc. 3).

Boo6uie pas Mblull pakoo6pa3HbiXx XapaKTepHbIM siB/sieTcs deHo-
MEH MPEeHMYLLECTBEHHOr0 CrnapHBaHHA ()a3HueCKMX HEepBHbIX TepMH-
Halel ¢ KOPOTKOCApKOMCPHBIMH  «CYNOPOXHbIMH»  MbllLI€YHBIMH
BOJIOKHAMH, @ TOHHYECKHX — C [JMHHOCADKOMEPHbIMH BOJIOKHaMH,
XapaKTepH3YIOUIMMHCA 3aMeLJeHHbIMH, MOUIHbIMH H [JMTENbHbIMH
COKpallleHHAMH. YAUBHTENbHO TOHKAasA AHpdepeHUHaUnUss HAa OTHOCH-
TeJIbHO «ObICTPYIO» H «MEJIEHHYIO» YacTH OGHapY)KeHa B TOHHUECKOH
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:é 138_ aKCoH 2j “8)8 T‘ ] No TPH MbillleYHbIX BOJOKHA
2 6o 60 | | Obo3nauenus 110 OCH OpAK-
¢ 40 40 ] HAT  [POIEHT  MbILEYHbIX
EN i BOJIOKOH, HHHEPBHPYEMbIX aK-
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[lonoxeHne BONOKOH HAa MOBEPXHOCTH
MbIW1LLbI
MOTOpHOIi cucTeMe Gplowika. ToHHueckH paspsixaioulniics akcon F2
MHHEPBHPYeT MpeanouYTHTEJbHO MEIHaNbHYIO YacCTb MblUIlbl ¢ Gosee
Me[JeHHbIMH MbllIEUHbIMH BOJIOKHaMH, a ¢da3nueckuit F6 uHHepBH-
pyer JartepaJjbHyio, 60see GbLICTPYIO HONYJISILHIO MblLI€UHbIX BOJOKOH
(Velez, Wyman, 1978, b).

EctecTBenHo, uto Takue ¢H3MUECKHe MapameTpbl MblLLEYHOro
COKpallleHHs, KaK CHJa, JJIHTeNbHOCTb H CKOPOCTb, 3aBUCAT HE TOJbKO
OT MpecHHanTHYeCKHX (MJOTHOCTb MYJbTHTEPMHHANLHOH HHHepBa-
LMY, XapaKTep 3JeKTPHUYECKOH aKTHBHOCTH aKCOHOB H UYHCJIO AKTHB-
HbIX OKOHYAHMH B Ka»Ablii NaHHbIH MOMEHT), HO W NMOCTCHHANTHYe-
ckMX (akTOpoB (BXOAHOE COMpPOTHBIEeHHe MeMOpPaH BOJIOKOH, MO-
CTOsIHHble BpeMeHH W noteHuuas nokos) (Karu, 1968; Xuaa, 1972).
Aunanu3 3tux (aKTOpOB B TOHHUECKOH MOTODHOH cHcTeme OplollKa
paka nokasaj rpaayajbHO M3MEHSIIOLLHeCs OT OJHOTO Kpas NnoBepx-
HOCTH MbilILbl K 1PYrOoMY BXO[HO€ COMpPOTHBJIEHHE, MOCTOAHHbIE Bpe-
MEHH M MOTEHLHAJ MOKOSA MblLIEUHbIX BOJOKOH (pHC. 4), uTO H mocJay-
WO OCHOBO# TOHKOro pasjesieHHs GPIOLIHbIX MbIILL, YYaCTBYIOLLHX
B peryJasiiMy NpPOCTPAHCTBEHHOW OPHEHTALMH H NO3bl XHBOTHOrO Ha
OTHOCHTEJIbHO «ObICTPYIO» M «MedJsieHHYlo» uyacTH. Takum ob6pasom,
paccMOTpeHHan Bbillle HEPBHO-MbllIEUHAsA CHCTeMa AB/AAET CO60# npH-
Mep BbICOKOCMELHAJH3HPOBAHHOH H crneurpHUYeCKH OpraHH3OBaHHOH
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323 ———————————r Puc. 4. 3nauenns BxoAHoro conpo-
§§?‘ THBJEHHS, NOCTOAHHON BpeMe-
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2. oot paka no Velez, Wyman, 1978
& s0 b ) Kaxxnas Toyka npeacrapasieT
© SN NP co60oii cpeaHHe 3HaueHus 53-
65 MbllIeYHbIX BOJIOKOH H3
~ T T T Ka)< 107t 30Hbl BAOJIb MeAHONA-
x= 60 L 9 TepaNbHOro NoJ0XKEH!S Mbllli-
99— 50 . ubt Bcero Takux 3on — ne-
§ I 40 [ BsiTb. OTpe3kaMu 0603HaYeHH
53 1 cTaHaapTHele OWHGKH cpea-
5% 307 HHX 3HauyeHwit, npsiMas Jau-
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Co P S S S

NOCYHTAHHAsA METOAOM Ha-
HMeHbUIHX KBAaApaToOB

col P”?‘/ 1
60 1
50 1
40}
30t

noTeHuKan
nokoA (MB)

i) JoHpI
12 3456789
[onoxeHne MHWEYHBX BOJNIOKOH

NONY/NSAIULHK HEPBHbIX H MbiLIEYHbIX KJIETOK, XOPOLIO NPUCNOco6ieHHOH
K pelleHHIO NOCTYpaibHOH (QYHKUHH, ABAAIOLIEHCA BblpaXeHHeM [NBH-
raTesqibHOH KOOPAHHAUMWH >KHBOTHBIX.

1.3. CeHcopHble CHCTeMbl ABHraTeqbHOro annapara

Hacekombie H pakoo6Gpa3sHbie 061anal0T pa3HOO6pa3HbIMH H BbLICO-
KOYYBCTBHTE/IbHBIMH MeXaHopelenTopamy, NO3BOJSIOULHMH HM XO-
pOLIO OPHEHTHPOBATLCA W MepeABHraTbCsl B NMpocTpaHcTse. MHorue
peuenTopbl, CBSA3aHHblE ¢ MOBEPXHOCTbIO Tesla YJIeHHCTOHOrHMX, npen-
CTaBJAIOT COGOH 3JIeMeHTapHble CeHCOPHble €IHHHIUbBI — CeHCHJILI.
Kaxpas ceHchHnna cHaGxeHa KYTHKYJASIPHbIMM BCIOMOraTelbHBIMH
CTPYKTYpamH, BHIAOH3IMEHEHHbIMH  3MHAePMaJIbHBIMH  KJeTKaMH,
06C/yKHBAIOLHMH PELENnTOp H OT OAHOrO 40 HECKOJBbKHX CEHCOPHbIX
He#poHOB. O6bIYHO CEHCHIb 06 bEAHHAIOTCA B IPYNNbi H (PYHKLHOHH-
PYIOT Kak eauHoe uejoe, npeiactaBiass coboi 6o.ee HAH MeHee
H3OJIKPOBAHHbIA nponpHouenTtuBHbI# opradH. HawuGonee wHpoKo
pacnpocTpaHeHHbIMH B KOHEYHOCTAX HAaCeKOMbIX H pakooGpasHbIX
ABAAIOTCA XOpAOTOHanbHble opraHbl (XO), «HaTAHyTble» MeXay
NOABHXXHO COWJIEHEHHbIMH CerMeHTaMH KOHEUYHOCTEeH.

1eKTPOGHH3HONOr HUECKHE IKCIIEPHMEHTbI CBHAETENbCTBYIOT O TOM,
4TO B coctaB HOXHbIX XO BXOAAT MesKHe TOHHYECKHE W KpYNHble
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¢ a3uyeckde uid pa3Ho-ToHHYeckHe 3aeMeHThl. ClenoBaTeNbHO, faxe
B Npeaesax OJHOrO OpraHa CYyulecTBYeT CMeLHaJu3aluus CeHCHA —
OlHH U3 HUX NepealoT HHGHOPMALHIO NPEHMYULECTBEHHO O MOJOXKEHHH
COUJIEHEHHbIX CErMEHTOB HOrH, a fpyrue — o6 ux aBHxeHuH. [1paBaa,
y pakoo6pa3HblXx Takas crneuHaJH3alus, noxanyu, B 6onabuiedt cre-
neHH BbipakeHa Ha ypoBHe wuenoro XO. Tak, y 1ecATHHOrHX pakos
xopaotoHanbHble opradbl [1—J1 u K—Db-couneHenuit Bkawoualor
B ce6sl CeHCOpHble eMHHIIbl YeThipex THMOB: ABA ONpeae/siloT pacTs-
KeHHe HaH paccaabaedHHe, a 1Ba JPYrHX — CKOPOCTb [BHXXEHHSl B
aByx HanpasaeHusix. M— K, u K—I1, Heckonbko OT/AHYAIOTCA: OHH
6oJiee YeTKO OTBEYaloT Ha ABHXKEHHS B ONHOM HanpaBjeHWHH, YeM B
apyrom; HanpuMep, M-—K, o6aanaer 6oabule «3KCTEH30PHbIMH» €1H-
HHLLAMH, 4YeM «dJeKcopHbiMH». [lpyras rpynna XOpAOTOHaJbHBIX
opraHos, a umeHHo b--H, U--M, K—I1, 1 M—K_,, cocraBaena u3
CEHCOPHbIX eIHHHIL, PearupyioLLHX TOJIbKO Ha OJHO NOJIOXKEHHE H [1BH-
*eHue B OAHOM HanpaBjaeHHH. OTBeT CEHCOPHBLIX KJIeTOK, CJeloBa-
TeJbHO, NOJHOCTbIO aCHMMETPHYEH H CBA3aH TOJNbKO ¢ paccsaabJleHunem
XO (Bush, 1965 a, b; Clarac, 1977).

B 6eapeHHO-roJeHHOM COUYNeHEHHH CapaHuHl No MeHblueHd Mepe TpH
pPa3sHbIX KJacca NpONpHOLENTOPOB OTCJAEXKHBAIOT €ro /[BHXEHHS H
nonoxenusi. Kak u y pakoo6pasubix — 310 XO, KOTOpBIi COaepPKHT
npumepHo 30— 40 ceHCOpHbIX KJETOK, pPearHpylolllux Ha passiHyHble
napaMeTpbl IBH)XEHHS W TOHHYECKH Pa3psiKalOLLMXCA HA CMEHy no-
noxeHun counedHenus (Zill, 1985). K apyromy kaaccy OTHOCHTCSH
6enpeHHO-TOJIeHHbIH HHTEBHIAHbIA peluenTop, COCTOSAULMA H3 €1HH-
CTBEHHO# CeHCOPHOH KJeTKH C COMOH, pacloJjJOXXeHHOH B Topaka/b-
HOM raHraud. [lepudeprnueckHe NEHAPHTHl HHHEPBUPYIOT HHTb M3
COeIMHHTEJbHOW TKaHH, cBasbiBaouledt teno XO ¢ anoaemoit (BHYT-
PEHHHUM BbIPOCTOM XHTHHOBOTO MOKPOBA Yy UJEHHUCTOHOTrHX) sekcop-
HOM MbllILbl. TOT PelenTop KOAHPYeT B BHIE YACTOTbl CBOMX TOHH-
YecKMX UMNYJabcoB yroa cousneHeHuss (Braunig, 1985). K rtperbemy
KJIACCY OTHOCSITCS MYJIbTHNOJISIPHbIE CEHCOPHblE KJETKH COUJeHEeHHS.
[Tono6HO HUTEBHAHOMY peleNTOPY OHH TaKXKe KOMHPYIOT NOJ0XKEHHUS
CycTaBa TOHMYECKHMH H3MeHenusimu uwactothl (Pfliiger, Burrows,
1987). TTomuMo 3THX creuddHUYHbIX NPONPHOLENTOPOB CYLLECTBYIOT
¥ IKCTEPOUENTOPbl, KOTOPble MOTYT aKTHBHPOBATHCA ABHXXeHHeM 6ej-
PEHHO-TrOJIEHHOro cousieHeHHsl. K HHM OTHOCATCHA TaKTHIbHbBIE BOMOCKH,
pacrnoJioxXeHHble BOKPYTr COY.ICHEHHS, H KaMnaHH(POpPMHAA CeHCHana,
CHTHA/NH3MPYIOULAs O [aBJeh, | Ha KYTHKYJy.

Y pakoo6pa3HbiX OUeHb CHJIbHbIH OTBET TaK Ha3blBAEMbIX KYTHKY-
aspubix crpecc-gerektopos (KCI I u KC/2) Bbi3biBaeT Hajaas.iHBa-
HHe Ha MATKYI0 KyTHKY.1y b — M-counenenns, npuuem ypoBeHb akTHB-
HOCTH CEHCOPHbIX €HHHIL 3dBHCHT OT BEJHYHHbI MPHJIO0XKEHHOH CHJIbI.
CTHMYNHPYS OTAEJNbHbIH Yy4ACTOK MATKOH KYTHKYJ1bl, MOXKHO BbIEJNHTb
«on» u «off» cencopuble enunnubl (Clarac et al., 1971). 3tu u apyrue
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eMHHIbBl MOTYT TaKXe OTBCYATb HA YBEJHUEHHEe HANPSXKEeHHUS MbllIL
K—Db-couneHenns; B nocjeaHem cayyae, npasaa, nopor pearupoBaHHs
OTHOCHTEJIbHO BbICOK. Mcxoast W3 BBLICOKOHW UYYBCTBHTENbHOCTH K je-
dbopMaunu KyTHKYJbl, MOXHO npeanonoxutb, uto KCI uapsay c
APYTHMH peLenTopaMH HCNOJb3YIOTCA AMA OnpeleneHHsl KOHTakTa
Horu ¢ onopoi. Bo BpeMsi xoab6bl OHH MOr/iM 6bl BHOCHTb CBO#l BKJaj
B CHHXPOHH3AlIHIO JIOKOMOTOPHOTrO 1aTepHa H CHJIbl peTpaKiiuu (onop-
Ho#t ¢dasel) (Vedel, Clarac, 1979).

Fnasa 2. JIOKAJIbHbIE HHTEPHEAPOHDI
B CUCTEMAX JBHUIFATEJIbHOIO YNPABJIEHHUA
YJTEHHCTOHOIUX

B npoTHBONOMOXKHOCTb «AJTHHHBIM» HJIH OGbIUHBIM HHTEpHEHpOHaM
YJEHUCTOHOrHX, HanpHMep JaTepajibHbiM M MEAHaJbHbIM THraHTaM,
NPOEKUHOHHbIM HEAPOHAM, PACrOJOXEeHHbIM B OGLIHPHBIX HEHPOMNHIIb-
HbIX 06/1aCTAX rOJOBHOrO MO3ra HjaH B BeHTpasbHoM otaene LIHC u
HMEIOUIHM [JHHHblEe MeXKraHrJdoHapHbole akcoHbl (PykoBoactso...,
1977; Toiuienko, 1986), o6Hapy»keHHble He1aBHO JIOKaJbHble HHTEp-
He#ipoubl (JIM) B cooTBeTCTBHH €O CBOMM Ha3BaHHEM BETBATCH
HCKJIOUMTENbHO B l1pejendx aHaTOMHYECKH OrpaHHuYeHHbIX OTAelb-
HbIM raHrjuem obsacteil HEpBHOH CHCTEMbl, @ HX COeHHeHHs obpa-
3YIOT JIOKaJibHble LenH. DTH orpaHHueHHble 061aCTH AEHAPHTHBIX BeT-
BJEHHIl pacnosoxeHnbl JH60 B cerMeHTapHblx raurausx (Siegler,
1984), au60 B cneuna H3MpoOBaHHbIX 06/aCTAX MO3ra uJeHUCTOHOrHX
(TuroBa, 1983). 1o HekoTOpbiM oueHkaMm 40—65% kaetounsix Ten
CerMeHTapHOro TraHrjWs COCTaBJSAIOT JIOKaJbHble HHTEPHEHPOHDI
(Pearson, 1977; Burrows, 1979; Reichert et al., 1982; Wine, 1984).
ChnenoBartesnibHO, B YNPaB/CHHC JIBHXXEHHAIMH TOJNbKO OJHOH KOHCY-
HOCTbIO MOXKeT ObITb BoBJAeueHo HeckoabKo coT JIK (Burrows, 1979).

2.1. UMnyabcHbie JIOKAJbHBIE HHTEPHEHPOHDI

B meTaTopakanbHOM ranriMu capaHuM, KOTOpPbIH ynpasasieT 3ai-
HHMH HOTaMH W KPbLIbAMH, HMEIOTCA 6OJiblIHe MONYJASILHK HMYJIbC-
HBIX JIOKAJbHbIX HHTEDHENPOHOB B KaXX/IOH MOJIOBHHE TaHIJIHA. ITH
JIM uMeloT WHPOKO NPOCTHPAIOILMECH OTPOCTKH B MOJYraHIIHH
(pHc. 5), pa3anuHy0 MOPGOIOrHIO H OTBEUAIOT HA MEXAHOCEHCOPHbIE
CTUMYJIbl, MPHIOXKEHHbIE K 3a]lHei HOre TOW XK€ CTOPOHbI KHBOTHOIO.
Ha ocHoBe pa3snnunii B apdepenTHbIX BXxOAAX, noJiyyaeMblX HMNYJIbC-
HbIMH MHTEpHEAPOHAMH OT pelLenTOPHOro annapara HOTH, BblaejeHbl
TpH kaacca JIM. Oaun knace HHTepHEHPOHOB MOJyYaeT BXOABI TOJAbKO
OT ad¢epeHTOB BONOCKOB M KaMNaHHOPMHbBIX CEHCHJJ, MOKPhI-
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Puc. 5. Mopdoaorus HMNyabCHOro JIOKaJabHOrO HHTEPHeHpoHa Me-
TaropakaNbHOrO TAHT/NHA CapaHYH, KOTOPHIH reHepupyer
HMNyJbChl NPH KACAHHH BOJOCKOB HAa YyvacTKe npaBoi
3aaxe# Horu no Siegler, Burrows, 1983. Hurepueiipon
MMeeT 1Be pa3/iHyHble 06,1aCTH BeTBJEHHS JEHAPHTOB.
[TyHkTHpHOH .HHHEH noKasaHbl OYEpPTAHHH HeHpONnHAA.
JlaTepanbHbie HepBbl NPOHYMepoBAHB UHpamH oT | 10 6:
a—d¢oTtorpadusi NpaBoro NONYraHrjiHs, nokasbiBapoulas
TeNO KNeTKH W NepBHUHbLIH BEHTPaNbHbIH OTPOCTOK, 6—
¢otorpadpus Gonee A0pCaNbHbBIX HEHPONHUAbHBLIX BETBEH,
KOTOpPbie HCXOASIT H3 OAHOrO JJOPCOBEHTPAJIbHOrO OTPOCTKA

BAWOILKX 3a1HIOI0 HOT'Y CapaHyH, BCJEJCTBHE Yero 3TH HHTEPHEHPOHBI
BHICTYNAIOT B KauyecTBE OCHOBHbIX HHTErpaTOPOB 3KCTEPOLENTHBHBIX
MEXaHOCEHCOPHbIX CHrHAJOB B MeTaTopaka/jbHOM raHraun (Siegler,
Burrows, 1983).

AddepeHTnl peuentopoB, KOTOPbie KOHBEPTHPYIOT HA HHTEPHEH-
pOHe W BXOANIT B €r0 PeLenTHBHOE NoJie, MOTYT NPHHAMLJIEKATb OLHOMY
MM HECKOJNbKHM YyYyacTKaM [MOBEpPXHOCTH Hordu. B uesom, oanako,
06blYHOE /I CEeHCOPHBIX CHUCTEM MepeKpbiTHE DPEUENnTHUBHbIX mnoJei
LEeHTPaJbHbIX HE{DOHOB HMeeT MecTO H AJSi JaHHOro KJi1acca JIoKadb-
HbIX HHTepHelpoHOB. BmecTe ¢ Tem peuenTuBHbIE N0JS HHTEPHEHPOHOB
He BCeraa siBJSIOTCS LeNHKOM BO36YXKAAIOWHMH, OHH MOTYT COCTOATh
M3 BO36YXKAAKIIMX M TOPMO3HbIX o6Gaactedt (puc. 6) (Burrows,
Siegler, 1985). B nocaegHem ciyuae, Kak YCTAHOBJIEHO, TOPMO3HbIH
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Puc. 6. PeuenTusHble nons BOCbMH HHTEPHEHPOHOB METATOPAKaNbHOTO TaHIIHA
CapaHyM, KoTopble 0TBeYaloT NGO TOJIbKO Ha CTHMYAALHKIO NpollpHOUen-
TOPOB, JIHG0 H4 CTHMYJAUHKIO W 1IPOIIPHOUENTOPOB, H MEXaHOpelLeNTop-
HbIX BoJOCKOB no Burrows, 1985. Bes nosepxHocTh 3anHedt Horu npea-
CTaB/IEHA TaK, K3K eCid Obl BCE€ CerMeHTbi OblNH Pa30THYTHI H PacKpbi-
Thi pa3pe3oM BJ0.b BCHTPaAbHOW cpeldHed anrui. Bo3byxaaoume
0621aCTH pelleNnTHBHbLIX 1107eH NOKa3aHbl UITPHXOBLIMH JMHUAIMH, TOP-
MO3Hble — Toukamu. Pasru6anne coueHenHst 110Ka3aHO CTPeKaMH,
H1YILHMH BOBHe

3pdekT onocpeayercs nosucHHanTHuyeckod cesizbio JIHM ¢ 3kcrepo-
UeNnTHBHbBIMM BXOAaMH, 8 HE MOHOCHHANTHYECKOM, KaK B cJlyuyae BO3-
6y»XpalolHux BXoa0B C nepudepuu.

Hpyroit knacc umnyabcHbix JIM meraTopakanbHOro rauraus
CapaHyu TMOJyYaeT «CMellaHHble» BXOAbl OT 3KCTEPOPelenTopoB M
NponpHoLenToOpoOB, Kak NPaBH/IO, OTAENbHOrO COUJSIEHEHHS HOrH. ¥
3THX HEHPOHOB peLENnTHBHbIe NOJSA 6osiee OrpaHHyeHbl, YeM Yy UYHCTO
«3KCTepouenTuBHbIX» JIW, U KOHUEHTPHPYIOTCA OHH BOKpPYr couJe-
HeHUs1 Gefpa C roJIeHbl0 MK TOJIeHH € Jankoi (cM. puc. 6). [paHnubl
PeuenTHBHbIX MoJied /st OOOHX KJAacCOB MHTEPHEHPOHOB YCTPOEHbI
CorjlacHO OAHOMY M TOMY XK€ NpaBH.1y: J0OpP30-BEHTpajibHasl M aHTe-
po-nocrepuanbHas AJUHHAS OCH HOTH MOTYT GbiTb IpPaHHLAMH, a
NPOKCHMANbHO-IMCTA/IbHbBIE TPAHHILBl He CJEAYIOT SICHbIM dHATOMH-
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yeckuM ocobeHHocTsim Hord (Burrows, 1985; Burrows, Siegler, 1985).

Hakoweu, TpeTuit knacc JIM umeer Bxoabl ToNbKO OT nporpHolen-
TOPOB KOHeyHOCTH. Mop¢o/iorusi v ¢H3HOJOrHYecKkHe XapaKTepHCTH-
KH HMIYJbCHbIX OTBETOB ONHOTO H3 TaKHX MHTEPHEHPOHOB NpeacTas-
NeHbl Ha puc. 7. [focneaHnit Knacc MHTEPHEHPOHOB OXBATbiBAeT LUH-
POKHii CneKTp (HU3HOJOrHYeCKHX XapakTepHCTHK. Ha oaHom kpaio
CNeKTpa HaXoASATCH HHTEPHEHPOHbI, KOTOpbie OTBEYAIOT TOHHUECKH,
a 4acToTa HMX HMMNYJbCHBIX OTBETOB ONpejefsieTcs YrjioM COOTBeT-
CTBYIOILIErO COUJIEHEHHUS, HA APYrOM — HHTepHeHpOHbl, KOTOpble AaloT
tdha3nyeckne pa3psiabl Ha Bbi3BaHHbIE IBHXKEHHSA COUNIEHEHUSN B JIOGOM
HanpaBseHHH. Mexay HUMH HAXOAATCH HHTEpHeHPOHBI, KOTOpbie OT-
BeyaloT JH60 ObICTPO, NHO0 MEATEHHO ananTHPYIOLLEeACH 4acTOTOH
HMIYJbCOB HA CMEULIEHHE COUJIEHeHHS TOJbKO B OJHOM HanpaBJeHHH.
[TockoabKy cyuiecTByer npsiMoe [10Ka3aTeNbCTBO pa3psaioB HHTep-
HeHPOHOB BO BPeMS NMPOH3BOJIbHbIX ABHXeHHH HorH (Burrows, [985),
MOXHO 3aKJ/JIOYHTb, YTO B YCJOBHSAX peaJsbHOH >XH3HEAeATeNbHOCTH
JKMBOTHOTO Kax/[10€ [BH/KCHHE TOr0 MJH HHOro COUJEHEHHS HOrH
BO36YyXK/1aeT WX TOPMO3HT HECKOJbKO HHTEPHEAPOHOB C Pa3JIMUHbIMH
OTBETHbIMH XapaKTePHCTHKAMH.

Heo6x0AMMO OTMeTHTb Tak)ke, 4YTO MOP(OJIOr1si Bcex Tpex THIIOB
JIN meratopaka/sbHOro raHriusi capaH4yd XOpOLUO KOppeJHpyeT C
HX (pH3HOoNOrHueckoi kaaccHdukauuei. Tak, HHTepHEHPOHBI, HMeEIO-
lLHe 3KCTepouenTHBHbIE BXOAbl, HMEIOT OOLIHPHbIE BEHTPaJbHble 30Hb
BeTBJIEHHH (CM. PHC. 5), KOTOpPbIE COOTBETCTBYIOT BEHTPAJbHOI NpoeK-
LLMH BHEIIHUX MeXxaHopeuenTopHbix ad¢epeHTOB B HEHPOMUIE FAHTIHA.
HanpoTus, HHTepHeHApOHbl, nosyualouide BXOAbl TONbKO OT NPONpHO-
LIeNTOPOB, HMEIOT OYeHb Masible BEHTPaJbHble 30Hbl BETBJEHHH (CM.
pHC. 7)., KOTOpbl€ COOTBETCTBYIOT MPOEKLUHAM MNPONPHOLENTOPOB B
MelHOBeHTpaabHbliH Heliponuab (Burrows, 1985).

CyuiecTByeT ewule OAMH BaXXHbli acrekT nepBHYUHOH 06pabOTKH
MeXaHOCeHCOpHOH HHpopmauun umMnyabeHbimu JIWM. Xopouio ussectho,
YTO NMPAKTHUECKH KaXKJ0€ COUJeHeHHe KOHeUHOCTeH HaceKoMbix 06.1a-
JAaeT cpa3y HECKOJbKHMH THmamu mexaHopeuentopos. B rnase |
OTMEeuaJsoch, B YaCTHOCTH, YTO OJHO JHLb GepeHHO-roleHHoe coye-
HEeHHEe CapaHuyd MMeeT TPH Pa3/IHUHbIX Kjaacca MPoNnpHOpeuenTopos.
XopaoTOHa/NbHbIE OpraH, MYJbTHMNO/SAPHbIE CYCTaBHble pPeLenTophl
H HUTeBMAHbIH peuentop nocrasasioT B LIHC cxonnyo uudopmauuio
0 cTemeHW pas3rubGaHHsl roJieHH OTHOCHTebHO Geapa. bosee Toro,
y capaHyd oka3biBaeTcs addepeHT HHTEBHAHOro peuentopa 4 apde-
PEeHTbl pelenTOpOB XOPAOTOHAJbHOrO OpraHa, KOTopblie UyBCTBHTEb-
Hbl K pa3rM6aHHI0O HOTH, KOHBEPrupyloT Ha YPOBHE HEKOTOPbIX HM-
nyabchbix JIWM metaropakaabhoro rauraus (Pfliger, Burrows, 1987).
Yto6bl NpeaoTBPATHTL NOTEPIO cneuHpHYecKOi CeHCOPHOH HHpopma-
LLHH, HEU3BEXKHYIO NpH NOAOGHON CyMMallHH CHrHANO0B Ha ypoBixe JI1H,
HEO6X0AHMO AONYCTHUTb CYLLECTBOBAHHE KAKHX-TO MapaJjiefibHbiX ¢
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Puc. 7. Mopgo.aorus #H ¢H3IHOAOrHUECKHE XapaKTCPHCTHKH

uMmnyabchoro JIM vMetatopakaqbHOro raHr.iua capas-
4H, HMelolLero BXOA TOAbKO OT MPONPHOIENTOPOB 3al-
He Horn no Burrows, 1985: a — BeHTpaabhas
06.JacTh BeTBJEHHA, 6 QopcaabHasi 06.1aCTb BeTB.1e-
HHSL TOTO Xe HHTepPHEeHPOHA, 8 — 3aBHUCHMOCTb yacTo-
Thi HMI1y/1bCALIHH TOTO K€ HHTEPHEHPOHA OT NOJNOXKEHHS
coujeHeHHsi Geapo —rogenb. Kaxaas Touka — cpea-
HAIS 4acToTa BO BPeMA 5 ¢ MHTEPBAJOB JAMCKPETHHIX
NOJOXEHHA TONEHH
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umnyJabcubiMH JIW (Hanpumep, MexccerMeHTapHbIX HHTEPHEHPOHOB)
nyTei nepenauu curianos ot HuteBuaHoro penientopa B LIHC. Cnpa-
BE1JIHBO /M 3TO [OMyllleHHe — CKa3aTbh TPYAHO, TaK Kak COOTBeET-
CTBYIOULMX JOKa3aTeJbCTB NOKa He HMeeTcsi. BmecTe ¢ TeM OTHOCHTE/Ib-
HO APYrHX MeXaHOPeuenTOpOB — CEHCOPHLIX BOJOCKOB HJH Kamna-
HH(POPMHOH CEHCHANBbl — LOCTOBEPHO H3BECTHO, UYTO OHH o6pasyioT
CHHAnCchbl Ha MexcerMeHTapHblx HHTepHeiipoHax (Elson, 1987). Uro
e KacaeTcsl AaJibHedllero nyTH CEHCOPHbIX CHrHANOB, NPOHHTErpH-
poBaHHbIX UMNYJbcHbIMH JIW, TO OH ecTecTBEHHO 3aBHCHT OT cBsi3ed,
ycranasausaemblx camumu JIM B rauraun. Byppoys coo6iuua 06
OIHOM H3 TaKHX umnyabchbix JIK, KoTOpbI HMeeT TOpMO3HYIO CBA3b C
6esbiMmnyabcHbiM JIM, B cBOlO ouepenb yCTaHaBAMBAIOUIMM BO36YXK-
AAI0ULYI0 CBSI3b C ME@MJEHHbIM 3KCTEH30PHbIM MOTOHEHPOHOM TrOJieHH
(Pfliiger, Burrows, 1987). lNo-BuaHMOMy, ONHCaHHBLIA Bblille NYTb
npeiactasasieT co60i KOHTYp pedJiekca CONPOTHBJEHHS — MO3HOro
JIOKaJbHOro pedJiekca, BCTPeYaeMoro y BCeX UJIEHHCTOHOTHX B
MPOKCHMAJIbHBIX CErMEHTAaX HOT.

B nocnenHem, ulecToM a6AOMHHANbHOM TaHIVIMH pakKa Takxe
MAEHTUDHUMPOBAHbl HECKONbKO MMMyabcHbix JIW, koTtopble nogo6HO
HHTEpHEHPOHAM CapaHUd HHTErPHPYIOT (I€PBHYHBIE CEHCOPHbIE CHrHa-
Jibl MEXAHOpPEeLeNnTOPOB XBOCTOBOrO NJiaBHHKA (Y| OMOJOB H TeJbCOHA).
Bce 3TH uHTepHelipoHbl HMEIOT HeGO/blIHe W YEeTKO onpejeseHHble
pelenTHBHbIE MOJAA H Jerko BO3GYXAAIOTCA PE3KHMH ABHMKEHHAMH
BO/bl, JIEFKHMH NPHKOCHOBEHHSIMH K MJIABHHKY HJIH BbI3BAHHBIMH 1BH-
XKeHHsIMH ero yactei. Ha npsiMmoit MOHOCHHANTH' ‘CKHit BXxo4 OT adde-
PEHTOB BOJIOCKOB K HHTEpHeHpoOHaM yKa3blBaeT TO, UTO /EKTpHUYecKas
CTHMYNAIUUS nepHdepHUecKHX KOPCILIKOB FaHIIHs, B COCTaBe KOTOPbIX
HaxoasTcst MexaHopeuentopHble addepentsl, Boi3biBaer BIICIT ¢ ko-
potkoii satextHocTbio B 3Tux JIM (Reichert et al., 1982).

Hmelouinecs mopgosorsueckie H GU3HONOrHUECKHE NaHHbIE CBH-
NeTeNbCTBYIOT O BaXXHOW OCOGEHHOCTH MMMYJbCHBIX JOKAJbHbIX HH-
TepHEeHPOHOB CapaHyH, paka H CBepuyka, a HMeHHO: AuddepeHUHaUHUH
BeTBeil HHTEPHEHPOHOB HA BXOAHYIO H BLIXOJHYIO YACTH. ¥ CJAYXOBOro
6unarepanbioro JIM cBepuka BeTBH B ABYX MNOJIOBHHAX MpoTopa-
KaJbHOTO FaHrJMs 3aMETHO OTJHUYAIOTCA APYr OT ApPYra B MPOKpallleH-
HBIX ructosoruueckux cpedax (Popov et al., 1978) bBouaee Toro, Ha
cTopoHe, KoTtopas cuutaercsi BxoaHo#, BIICII, unayuupoBanubie
3BYKOM, BEJHKH, 8 UMNYJbCbl MaJieHbKHe W MacCHMBHO 3aTyxaloliue.
WM Hao6opot, Ha npeanosaraemoii BbixoaHo# crtopone BIICIT mansr,
a umnyabchl Benuku (Wohlers, Huber, 1978). AHanoruunbie panubie
0 ClielHasH3aliH Pa3/HYHLIX BeTBEH OJHOrO H TOro Xe HeHpoHa
umetotcs ¥ aas JIM capanuu. YHuaartepasibHble HHTEPHEHDOHbI Me-
TATOPAKaJbHOrO raHrJusi CapaHuydh HMeloT ABe 006JAacTH BeTBJeHHH
B NOJIYTaHIJIHH: OHA BETBb HAXOLUTCH BeHTpa/bHee APYro, npuuem
CaMH OHH MMEIOT 33aMEeTHO OTJHYAIOUIMHACH BHEUIHWH BHL (cM., Ha-
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npumep, puc. 5). O pa3nuuHOM PYHKUHOHAIbHOM HA3HAYEHHH BET-
Bedl CBHUIETe/NbCTBYeT TOT (PAKT, YTO TO/NbKO BETBH B BEHTPA/bHOM
06/1aCTH NMEePeKPLIBAIOTCA C OKOHUAHHAMHU NPECHHANTHUECKHX CeHCOop-
HbIX agdepeHToB, TOrAa KakK ¢ TepMHHANAMH MOCTCHHANTHYECKHX
MOTOHEHPOHOB MEepeKpbIBAIOTCH BeTBH, HaxoAsllHecA B AOpCa/bHOM
ob6aactu rauraus. CienoBaresbHO, 0AHA 06/1aCTb BeTBJEHHH MOXeT
6bITb CrelHaNH3HpoBaHa /51 CEHCOPHbIX BXOAOB, a Apyras — Aad
moTopHoro Boixona (Siegler, 1984). Cxoaxoe ¢u3nonornueckoe pas-
pejieHue GyHKUMH NOKa3aHo U y uHTepHeipoHoB paka (Reichert et al,
1982).

Takas ¢yHKUMOHAIbHAA CcMEeLHANN3alHA HEPBHbIX OTPOCTKOB
uMnyabcHbix JIM mMoXKer yka3blBaTb Ha yyacTKH 110CI€JHHX B Tpex-
HeHpOHHbIX pedaekropHbix ayrax. M geficteurenbto, y capanuu obua-
PYX€HO HeCKOJbKO HMHTEPHEHPOHOB, MMEIOLIMX MOHOCHHANTHYeCKHe
TOPMO3Hble CBSI3U C MOTOHEHPOHAaMH HOr. B 4acTHOCTH, OAHH HMNYJbC-
Holi JIM umeer TOpMO3HYIO CBSI3b C MOTOHEHPOHOM J1€BATOPHOH
MBI J1anKK. 3Ta CBA3b CMOCOOCTBYET JIOKAAbHOMY MO3HOMY ped-
JIeKCYy, NMPH KOTOPOM pa3ruGaHue roseHH Wi CTHMYJSIUHUA HEKOTOPbIX
BOJIOCKOB Ha HeH BbI3bIBaeT ONMycKaHHe JlankHu, a crubaHue rojesn —
noaustve aanku (Burrows, Siegler, 1982). Bosee Toro, cyuiectByior
[I0Ka3aTe/NbcTBA y4acTHsi umnyabcHbix JIM B AByx THmax nyrteit so-
KaJbHOrO B3aWMOIENCTBUA: 1) CEHCOPHbIA HEHAPOH — HMIMYJbCHbIH
JIKM — moToHeiipon M 2) ceHcopHblil HelpoH — umnyabcHbli JIK —
6e3biMnyabcblit JIM — motouneiipod. OnHako cBA3W umMnyabcHbix JIU
C MOTOHEHPOHaMH HOr ABJAIOTCA 60J1ee OrpaHHUEHHBIMH MO CPaBHEHHIO
¢ 6e3biMnynbcHbimu JIW: Bce 5o cux nop o6Hapy»KeHHble UMNYJIbCHbBIE
JIN BO3AEHACTBYIOT TONILKO HA €IMHCTBEHHbIH MOTOHEHPOH, B TO BpEMA
Kak cBA3W Ge3biMnyabchbix JIM ¢ MortoHeliponamu sBasiorcs 3Ha-
yuteabHO Gonee o6wHpHbIMU (Siegler, Burrows, 1983).

Ha vyuactne umnyabcHbix JIK B perynsiumu akTHBHOCTH MOTO-
HeHPOHOB YKa3blBAlOT HEKOTOpble [aHHble, MOJYyueHHble B 3J1eKTPO-
¢u3ronoryueckux 3skcnepumentax. Paa  umnyabcusix JIM  6-ro
a6AOMHHAJIbLHOTO TAaHI/IMA PaKa, KOTOpble OTBEYalOT HAa CEeHCOpHble
curHanbl adp¢epeHToB yponoaoB M TeJNbCOHA, NPU BHYTPHUKJIETOUHOH
LeroIsipu3aLMy Bbi3bIBAIOT BO3pacTaHHe 4acTOThl UMINYJAbCALHH B MO-
TOHeHpoHax xBocToBoro naasHuka (Reichert et al., 1983).

Eue 6osee cioxHbli 3ddeKT 3aperucTpupoBaH B CHCTeMe YIIpaB-
JIeHUS NJaBaTe/bHbIMM HOXXKaMu paka, rae 6bliu obHapyKeHbl 1Ba
MopdoJiordueckd pas3iHuHbIX THNA GUaaTepasibHbiX (C Be BSIMHU, pac-
NOJIOXKEHHbIMH B O60HMX noayraHriausax) umnyascHbix JIM. Oaunn u3
HHX pa3pskanca (tvn 6[1) cuHdaszHo ¢ MoToHeHpoHamu rpebHO#H
¢a3bl naapatenbHoro puTMa. BuyTpukaerounas penoasipusauus
3TOro HeHpoHa 6u/1aTepajibHO yBeJqHUWBA/Ia MEPHOL H HHTEHCHBHOCTb
HMNy/ibCaUHH MOTOHEHPOHOB rpe6HON 1 Bo3BpaTHOH da3. ['unepnoas-
pu3auus, Hao60pOT, YMEHbILNANA HHTEHCHBHOCTb MaueKk 3THX XK€ MO-
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ToHeHpoHOB ¥ ux nepuoa. Mmelorcs ocHoBaHus cuuratb 3ror JIH,
Hapsly C HEKOTOPbLIMH APYruMu GesbiMnyabcHbiMu JIHM, snemenTtom
6unarepasbHOH KOOPAMHHUPYIOLLEH CHUCTEMbl, B3aHMOAEHCTBYIOLLEH
C TEeMH MEeXraHIIMOHAPHbBIMH HWHTEpHEHpOHAMH, KOTOpble OTBeT-
CTBEHHbl 332 MeTaxpoHaJibHble ()a3oBble CBA3M MNJ1aBaTeNbHOrO PUTMA
(Paul, Mulloney, 1985 a).

Hpyroii 6unarepanbhblii umMnyabchHbil JIM (tun 6E), unentudn-
LUMPOBaHHbIA B 3TOH XKe cHcTeme, Obl HA3BaH CEHCOPHBIM JIHLIb MNO-
TOMY, UTO He MPOM3BOAMJI MOTOPHbIX 3 (PEeKTOB, MO3TOMY HCTHHHOE
GYHKUMOHAbHOE Ha3HAuYeHWe ero OCTAeTCA NMOKA HEeW3BeCTHbIM.

B uesnom 3KcnepuMeHTa/IbHbIX AAHHBIX 06 yyacTHH MMMYJbCHbIX
JIM B npyrux ABHrate/bHbIX CHUCTEMAX UJEHHCTOHOMHX >XHBOTHbIX
MONyyeHO MOKA OueHb Majo, M uaiue, o6cyxkaas QyHKUHOHANbHOE
Ha3HayeHHWe 3TOr0 THNA UHTEPHeHpPOHOB B CErMEHTApPHBbIX TaHIIHAX,
06bIYHO TOBOPAT O HUX, KAK O CEHCOPHbIX UHTEpPHEHPOHAX.

2.2. Bbe3biMNyJbCHbIE JIOKaJbHbie HHTEPHEHPOHDI

Euwe B 1959 r. Byanok (Bullock, 1959) yrBepxaan, uto GoabLias
4yacTb Onepaudii B HEpPBHOH CHCTEME MOXET OCYLIeCTBIATbCA «6e3
pPacnpoCcTpaHeHHUs! UMMYJIbCOB THMA «BCE WJIW HUUYEro», a NOCPeACTBOM
rpanyajbHOro W 3aTyXaioOlero pacrnpocTPaHEHHS AaKTUBHOCTH». ITO
6bl10 CKAa3aHO 3a[0/r0 A0 TOrO, KaK MOSBWU/IMCH COBPEMEHHble MeTO-
AWKH MCCIENOBAaHHH HA KJIETOYHOM YpOBHE, CMNOCOGHble naTh 3TOMH
uiaee 3KCNepUMeHTanbHOe TnoaTBepXieHWe. B Hacrosiiee Bpems
npHUMepbl «HECTAHAAPTHBIX» aHANOrOBLIX HEPOHOB, OCYLLLECTBAAIOULHX
B3aUMOAeHCTBHEe C APYrMMHU HeHpoHamu 6e3 NOTeHIHaJOB NEHCTBUSA,
3a YTO UX NPUHATO HA3bIBaTh B HHU3HOJOrHUECKOH uTepaType «6e3bim-
NYJbCHbIMHY», HAWJAEHbBl Y MHOTHX YJIE€HHCTOHOIHX.

B nepBbix pa6orax, B KOTOpPbIX Oblid OnucaHbl Ge3biMNyJbCHblE
JIH, ux aKkTHBHOCTb CBSAI3bIBA/aCbh TOJNBKO C DHTMHUECKHM Xapakre-
POM ABHXXEHWUH BHYTPEHHHWX OPraHOB (HampHMmep, NbIXaTeJbHbli WK
NMUIOPUUYECKUH PHTMBI) WJIW KOHEYHOCTEH MpH JoKoMouuu. B nocnepn-
Hee BpeMsl, OIHAKO, HX (YHKLHOHA/NbHOE Ha3HAYeHHe B CerMEHTapHbIX
LUEeHTpaxX ylnpas/ieHUsl ABUXKEHHAMH lIpe]cTaBaseTcs 6osee IWHPOKHUM:
NoSIBU/HCH coobueHun 06 yuacTuu 6e3biMnyibcHbix JIM B Heputmu-
YeCKMX THNax NABHXXEHWH, HAanpumep, TAKHX, KaK peryasiuus mnpo-
CTPaHCTBEHHON OpUeHTaUuH XUBOTHOro (peuHoro paka) (Takahata
et al., 1985) uau JoKanbHbIX NO3HbIX pedJeKcax, O KOTOPbIX FOBOPH-
JI0Cb BbllLE.

CospemenHblil noaxon K uccaeposanuam JIM y unenucronorux
3akJtouaercs B MOpP(OJOrHueckoM Uccae0BaHHH C TOMOULLIO BHYTpH-
KJETOUHOrO0 OKPAlIMBAHWA WHTEPDHEHPOHOB TaHIIHS M HU3YUEHHUS HX
GH3HONOTHYECKMX XAPAKTEPUCTHK MO napamMeTpamM €CTEeCTBeHHOH W
BbI3BAHHOH 3/1eKTPUUECKOH akTHBHOCTH. [loNyuHTb 1IpsIMBlIE MHKpO-
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CTPYKTYPHble NaHHble O CHHANTHYECKHX B3aUMOAEHCTBHUAX MEXALY
MHTEPHEHPOHAMH M MEXAY HHTepHelpOHaMH M MOTOHeHpOHaMH yAa-
eTcsl 1a/ieko He Bcerpa. Yaule Ha ocHOBe MOP(OIOrHUECKHX CBedeHHH
M HX KOppeasiuuu ¢ pU3HONOrHYeCKUMH XapaKTepUCTHKAMHU Aenaercs
MONbITKA onpenenTb GyHKLUHOHANbHOE Ha3HayeHWe TOTO HJIH MHOFO
MHTEpPHEHpOHA B CErMEHTAapHOM UEHTpe YNpaBJeHHS NABHIXKEHHAMH.
OGHapy>XeHHOe IKCNePUMEHTANbHO LLIHPOKOEe yuacTHe B IBHraTeNbHbIX
cHcTeMax M pa3HoobpasHas npupoaa BAHAHMHA 6e3biMnyJbcHbix JIH
Ha MOTOHENpOHbl FaHIJIMA [aJH OCHOBAHHE HA3biBaTb MX NMPEMOTOP-
HbIMH MHTepHeHpoHamMHu. Huxe Mbl OCTAaHOBUMCH Ha psle ABUraTe/b-
HbIX CHCTEM YJeHHUCTOHOrux, 6e3bimnysbcHble JIM KoTOphIX H3yuewbl
Haunbosiee MoHO.

JlokanbHas, pHUTMHYECKH AaKTHBHAA CUCTEMa B MOArJIOTOYHOM
FaHMIMK AECATHHOTMX PAKOB WHHEPBHPYyeT JIeBATOPHYIO M Aellpeccop-
HYIO MbILIUbl XKa6epHbIX MJIACTHHOK C MOMOLULbIO JBYX AHTArOHHCTH-
YeCKMX MYyJOB MOTOHeHpoHOB. YepenyiouiMecs nauykd HMIIYJIbCOB
MOTOHEHPOHOB BbI3bIBAIOT NABHXXEHHAI 3THUX MJACTHHOK BBEPX—BHH3,
4TO Crnoco6CTBYeT NPOXOXAEHHIO BOJbl yepe3 xabepHble Kamepbl.
MennenbcoH BnepBbie 06HAPYX W/, UTO PHTM BEHTHJALUH KaGepHbIX
nAacTHH y KpaboB M oMapoB ynpaBasieTcs napoil 6e3biMMyJbCHBIX
JIM B Kax1o#t n0JOBHHE MNOArIOTOYHOrO raHrausa. Takoh puT™
aKTUBHOCTH Mpenapara Mor COXPaHATbCA B COOTBETCTBYIOLUMX YCJI0-
BHUAX CBbllie 48 vacos.

Mem6paHHble NOTeHUHANbl UHTEPHEHPOHOB HenpepbiBHO KoJeGa-
JHCh B pPHTME€ MOTOHEHPOHHOIl aKTHBHOCTH, a TMNpH BHYTPHKJe-
TOYHOH AenoaspuH3auny Wau  runepnoaspusauuu JIK B Mo-
TOHEHPOHHBIX MyJaXx Bbl3blBAJHChb WMNYJAbCHble OTBeTbl (€3 MoTeH-
UHAN0B AeHCTBHA B camux HHTepHelpoHax (Mendelson, 1971). C rex
nop 6e3biIMAYJbCHbIE JIOKAJbHble WHTEPHEHPOHbI OTKPBLITH B LEJ0OM
pAde ABHUraTeJbHbIX CHCTEM WJIEHUCTOHOTMX, HEKOTOpble U3 KOTOPHIX
6yLyT paccMOTpeHbl HUXKC.

2.2.1. Be3biMNybCHbIE JIOKANbHbIE HHTEPHEAPOHBI
B CHCTeMe ynpasjeHHs xoab6o#i Tapakauna

IlBrkeHnne Ta3o0elpeHHOro CycTaBa Yy TapakaHa OCYLUECTBJISA-
€TCA ABYMS FPYNnaMH MbllIL-aHTAFOHUCTOB: MbllLAMH-CrHOaTeNAMH
Genpa (neBaTopamMu) W MbllILAMH-pa3rubartensiMu (jienpeccopamu).
Mbiwubi-pasru6aTend HHHEPBHUPYIOTCA HECKOJNBKUMH 1! {raTe/lbHbIMH
aKCOHAaMH; OJHAKO NMPH MaabIX CKOPOCTAX XxoaAb6bl (1 — 10 ') akTHUBeH
Juulb oaMH MmeaseHHbld akcon Dg. [lpu Gonee BBICOKHX CKOPOCTSX
X0ab6bl BOBJIEKAETCA NO MeHblIel Mepe OAMH NONOJHUTEIbHBIH Gosee
KpYnHbiit akcod D;. Mbluiubi-cru6atenn Takxke HHHEPBUPYIOTCA G0Jib-
UMM YHCJIOM MOTOHEHPOHOB, HO NPH MaJbIX CKOPOCTAX XOAbObl AKTHB-
Hbl TOMIbKO ABa MeNJEHHbIX ABHrateibHbix Hedpona Fs n Fg. Pe-
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TUCTPAUMUA 3E€KTPUUECKOH aKTHUBHOCTH Mbiill (IMI) u moToHelipo-
HOB Oefpa MOKa3blBaeT CU/IbHYIO 06paTHY0O B3aHMOCBA3b MeXIy
aHTaroHUCTaMH y CBOOGOLHO XOASWMX W 06e31BHXKEeHHbIX TapaKaHOB
(puc. 8).

JavtenbHocTh nauku crubartens (maxoBas ¢a3a) B LUHKJe wwara
OCTaeTCA [OBOJIbHO [OCTOSIHHOi, TOrga KakK JJHMTEeJbHOCTb Mauek

a
dnexe
MOTOH.

JU 1 3 uB

$nekc
MOTOH.

M
e *WM«M 3KCTEH3.

—_
200 mc

Puc 8 AKTHBHOCTb 6C3bIMNY.TLCHBIX .I0KA.IbHBIX HHTEPHEHPOHOB H (J1eK-
COPHBIX MOTOHEHPOHOB METATOPAKAILHOTO TAHT.IH TAPAKAHA BO
BPEMAl DUTMHUCCKHX ABHXKEHWH 3aaned Horu no Pearson, Fourt-
ner, 1975, a, 6  HHXXHHe 3aNMCH BHYTPHK.IETOUYHOE OTBeje-
HHE dKTHBHOCTH Ge3biMIy.IbCHbIX uHTepHedponos JIHUT u JTHU2,
BECPXHHE 3alIHCH  BHEK.JICTOUHOC OTBEACHHC AKTHBHOCTH MOTO-
HEUPOHOB, 8 HHXKHHAA 3dlHCL TCKTPOMHOTPAMMA IKCTCH3Op-
HOH MbliLILb
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pasrubarens (onopHasi ¢asa) BO3pacCTaeT C POCTOM IHTENbHOCTH
warosoro uukaa (Pearson, Fourtner, 19795).

B Meratopaka/bHOM raHriuyd TapakaHa, ynpasJsilolWeM ABHXe-
HUAAMU 3afHeH HOrH, HAeHTHOHUHPOBAHO HECKOJbKO O€e3bIMMYy/bCHBIX
JIHU, KoTopble BAMAIOT NH60 HA MOTOHEHPOHbI pa3rubarens, 1HO0 Ha
MOTOHeHpoHbl crubatensi. Haubosiee nMosnHO MCCAELOBaHbI U OMHCAHD
aBa u3 uux: JIUL u JIM2. JIU] ob6aagaer MHOTHMH XapakTepHCTH-
KaMH, CBHAETeJbCTBYIOUIMMH O €ro y4acTHH B LIEHTPaNbHOM ynpasJe-
HUH PHTMUYECKUMH IBHXKEHHSIMH HOru. Bo-nepBbix, MeMOpaHHbIi no-
tenuunan JIM1 konebsercs ¢ TOH xe uacTtoToi, Kotopas HabJloaaercs
npyH PUTMHUYECKHUX OBHXKEHHUAX HOTH. Bo-BTOpBIX, (pa3a nenonapusaunu
Kosie6aHHi 3TOro MHTepHepOHA CHHXPOHHA C 11a4€YHOH AKTHBHOCTBIO
MOTOHe#poHOB crubarensi, a pasa runepnoasipu3auuu COOTBETCTBYeT
nayeyHoil aKTHBHOCTH MOTOHeHpoHOB pa3rubarens (cm. puc. 8 a, 6).
B-TpeTbuX, B HENOABHXXHOM XXHUBOTHOM BHYTPUK/IETOUHAS [E€MOJSAPH-
sauua JIM1 aktuBupyer MotoHeHpoH crubartensi B COOTBETCTBHH C
pa3mepom akcoHa, cHauana Fj;, 3arem Fg, a npu Gosee BBICOKHX
YPOBHAX — 6oJiee KpynHble aKCOHbl, HHHEPBHUPYIOUIHE MblLILbI CrHba-
Teas. ITO COOTBETCTBYeT O6LIEMY MOPSAKY BOBJEYUEHHS MOTOHEHpo-
HOB, MMeloUleMYy MeCTO NPUH BO3PACTAHWH YACTOTHl JBHXKEHHS HOT Y
HOPMaJ/bHO XOASLLMX HaceKombiX. Jlenossipu3auus He TOJIbKO aAKTH-
BHpYET MOTOHEApPOHbI crubaress 6e4pa, HO Bui3biBAET TaKXkKe crubaHHe
M B GenporoseHHoM cycraBe. Takum 06pa3om, 3TOT HHTEpPHEHPOH
cnocobeH Bo36y1UTb MOTOHEHPOHHBIH NMyJ, aKTUBHbIH NIPH HOPMabHOM
xonbobe.

MoxeT BO3HMKHYTb MNPEAINOJNOXXEHHe, YTO HHTEpPHEHpPOH pacno-
JIOXKEH MeX]ly HEHPOHHbIM FeHepaTOpOM U MOTOHEHpPOHAMH, NPH 3TOM
OH MOr 6bl 06J1a1aTh TEMH XK€ XapaKTepPUCTHKAMH ynpaBJeHHsi MOTO-
HeHpOHaMH. DKCMePHMEeHTbl, CBA3aHHble C MPOBEPKOIl NpHHALIeX-
HoctH JIMI K reHepaTtopy, yaajoch OCYIIECTBUTb [yT€M M0OAa4d B
Hero KOPOTKHX [AenoJsipU3yIoUIMX MMMYJbCOB TOKa BO Bpems ¢a3
Aenonsipu3aluyd WAH THNepNnoaspH3aUud KoJebGaHUH MeMGpaHHOro
noreHuxana. B pesysbrare TakoW NpoBepKH YCTaHOBJIEHO, YTO BO3-
AeHCTBHE NenoJsipU3yIOIUUM MMIYJIbCOM BO BpeMs Aeno/spu3alHOH-
HOH ¢da3bl Koneb6auuit mem6paHHoro norexitvana JIM1 ne BbizbiBaer
KaKMX-TH60 KOJHUECTBEHHbIX M3MEHeHHWi B UMWKJIe Konebanuii. 3ato
KapTHHA cpa3y U3MEHSIeTCA, KOT[a UMNYJbC NPUKAALbIBAETCS1 BO Bpe-
Mfl CHNEPNONAPU3aAUHOHHON (a3bl: NpH 3TOM CpPa3y Ke MPOUCXOLMT
c6poc Kone6aHHi U 3aiepKKa ouepeHONH Naukd UMMyJabCOB crubGarte-
A B putmuueckom Bhixoge (Pearson, Fourtner, 1975). Takas nepe-
CTPOHKA aKTHBHOCTH IIPAMO YKasbiBaer Ha To, uto JIHUI saBasierca
3/1IeMEHTOM HEHPOHHOrO reHepaTtopa pHTMa.

Mem6pannblit notenuHan JIM2 kone6aetcs Bo BpeEMsi PHTMHUECKHX
aBuxenuit Horu. [lpu 3TOM ero ¢asa runepnossipuzauuu cosna-
laer ¢ naukamu crubatens, a ¢asa genoJasspu3auud — C Nadykamu
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pa3rubarensn (cm. puc. 8 6). Kpome Toro, B HenoJaBH>KHbIX npenapa-
Tax Aeno/spH3yIOWHUIA HMMYJAbC 3aTOPMa’MBAeT yXe HMeoLLYIOCH
aKTHBHOCTb MOTOHEHPOHOB crubarensi, a rUNepnoiApU3YIOLHH —
3anyckaet ee. Kak MoxHo 3amerutsb, JIM2 o6aanaer xapakrepuctu-
KaMu, ¢u3nonornuecku nporuponosoxubiMu JIML. Oanako penoas-
pu3auua uxrtepreiipona JIM2 He Bo36yxknaet mMoToHeiipoH pa3ruba-
Teas D,. TO yunTbIBANOCh NPH NOCTPOEHHH COOTBETCTBYIOMILEH MOLEH
redepatopa purma (Fourtner, 1976).

2.2.2. Be3biMnyJbCHbiE JOKaJAbHbie HHTEPHEHPOHDI
B CHCTEME YNpPaB/JEHHS MJAaBaTeJbHbIMH HOXKAMH Paxkoo6pa3Hbix

Y HekoTOpbIX pakooOpa3HbiX — PEUHbIX PaKOB, OMapoB, JaHry-
CTOB -— Ha BEHTPaJbHOH NOBEPXHOCTH OPIOLLIKA UMEIOTCA NapHble NpH-
NaTKU. B aKTUBHOM COCTOSIHHM OHM OBLICTPO OTKJOHSAIOTCA Ha3an B
KaynaJjbHOM HanpaBieHHH (rpebuas ¢asza), a 3arem Bnepen (BO3-
BpaTHasa ¢asa). Kaxkpaa naasarenbHas HOXKa HHHepBHpyeTcs cO6-
CTBEHHbIM HAab60pOM MOTOHEHDOHOB, YNpPaB/ASieMblX HEHPOHHbIM re-
HepaTopoM pHUTMA, Pacrno/ioXKeHHbIM B noJyrairiauu. [1pu akTuBauuu
MOTOHEHPOHbI MJIaBATENbHbIX HOXEK pa3psiXKaloTCAA XapaKTepHbIMH
yepeaylUIMMHCA MAaYKaMH UMNYIbCOB B MOMEHT rpeGHOro ¥ BO3BpaT-
HOro JBHXKeHHWil nJjaBaTtenabHblx HOXek (lkeda, Wiersma, 1964).
OG6bluHO J1eBO- ¥ MPABOCTOPOHHHUH reHepaTopbl PUTMA CErMEHTapHOro
FaHI/IHA pa3psiKaloTCs CHHXPOHHO B OTHOH M TOH Xe ¢a3e, a KaXKAblH
aHTepHaNbHbIH WieH Napbl IBHXKETCA C HEKOTOPbIM CBHIroM (3anasjbi-
BaHWeM) Mo ¢a3e OTHOCHTEIbHO COCELHEro noctepuanbHoro, o6pasys
TakuM 06pa3oM MeTaxpoHajsbHbIH PHTM [BHXXEHHH BCel CHUCTEMbI
nnaBatenbhbix HoXxek (Hughes, Wiersma, 1960).

EcrecTBenHoe anatomuueckoe pa3sgesierue 3¢ ¢depeHTHbIX HEPBOB,
MHHEPBHUPYIOILHUX MBIlIUbl TOH HAH HHOH ¢a3bl ABHIKEHHWH (aKCOHBI
aHTepHanbHOM BeTBH |-ro Kopelika MnoJiyraHrJua npHHaaAexar
MOTOHeHpOoHaM BO3BPaTHOIli, a MOCTEpHaIbHOH BETBH TOrO XKe Kopelu-
Ka — MOTOHeHpoHam rpe6HOH (a3bl), HECKObKO obseruaer 3aaauy
aHa/n3a GHU3N0JIOrHUeCKHX XapaKTePUCTHK H ONMUCAHUA QYHKLHOHA b-
HOH posn 6e3biMnyabcHbiX JIW, HaeHTHDHIIMPOBAHHBIX B 3TOH CHCTEME.
K HacrosilieMy BpeMeHH y>xe 00HApYXKEHO JOCTATOYHO MHOIO THIOB
6e3biMnyabcHbix JIW, umeouinx pasanunyto mopdoaoruio v hpu3uoo-
ruueckue xapakrepuctuku (Heitler, Pearson, 1980; Paul, Mulloney,
1985 a). Cpean HHUX MOXHO BbIAEJNHUTb TPYNNy YHWIATepasbHbIX
6e3biMnyabcHbix JIW, npuHagnexaunx, no Bceii BUAUMOCTH, K reHe-
patopy purma (3 THma), W rpynny <«noAAep>KHBAIOUIMX» YHUIATe-
paabhbix JIM (4 Tvna). lepBas rpynna uHTepHeHPOHOB XapaKTepH-
3yercs caefylollMMH CBOHCTBaMU: 1) MeMOpaHHble MOTEHUUAbI ITHX
JIN konebatorcs cuHda3Ho ¢ pHTMOM MOTOHEHPOHHOH AKTHBHOCTH W
2) BHYTPHKJETOUHOE BBeJeHHe cJaboro TOKa B 3TH HHTEPHEHPOHbI
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MOXKeT W3MEHHTb PUTM WM WHULUMHMPOBATb €ro B HEAKTHBHBIX mpena-
parax. besnimnyabcubie JIKM npyroft rpynnbl 0Ka3biBalOT TOHHUECKHH
B036YXXAAIOWHA WM TOPMO3HbIH 3PGdEKT Ha MOTOHeHpPOHBI, HO He
BJHMAIOT Ha nepuoj uan ¢a3y naaparenbHoro putma. K npumepy,
JAernoNfpu3aumnsa OAHOro M3 takux noanepxxkusaiowmnx JIM (tun IE)
BbI3bIBAeT AJHTENbHYI0O aKTHBHOCTb MOTOHEHPOHOB NnepefHel BETBU H
3aTOpMa’kMBaeT MOTOHeHpOHbl 3aaHel (rpe6HOH) BeTBHU |-ro Kopellka
No/NYraHraus, TOrAa Kak runepnosaspusauuns storo xe JIM ne okasmbi-
BaeT HUKaKoro 3¢ dekra Ha aBUraTenbHylo aktuBHocTb (Paul, Mullo-
ney, 1985 a). Cnoco6HOCTb HMHTEPHEHPOHOB 3TOH rpynnbl BbI3bIBATh
aCHMMETPHUYHbIA MOTOPHBLIH BBIXOA, T. €. H3MeHATb 6ajaHc MOTO-
HeHPOHHOH AKTHBHOCTH B MOJIb3y BO3BPaTHOH (a3bl, AesaeT MX BO3-
MOXHBIMH MOCPEAHHKAMH LEHTPAJIbHBIX CEHCOPHBIX WM LPYTHX MeX-
CerMeHTapHbIX NyTeil, aKTHBHPYeMbiX, Hanpumep, NPH HAKJIOHAX XKH-
BOTHbIX OTHOCHTEJIbHO NPOAO/NbLHOM OCH TeNa, YTO BbI3bIBAeT aCHMMeT-
pHUHBIH xapaktep OHeHWH NJaBaTeNbHbIX HOXEK cJeBa M ClipaBa
(Davis, 1968).

Cpenu ynomMsiHyTbIX paHee HHTEPHEHPOHOB, BXOASALIUX B CHCTEMY
reHepauMH nJaaBaTeqbHOro puTMa, oco6oe MeCTO 3aHMMAIOT 06Hapy-
XKEeHHble N0 OJHOMY C Kax10# cTopoubl 3-ro, 4-ro # 5-ro ab1OMHHab-
Hbix raurauves JIK TA. B HekoTOpOM cMbic/ie 3TOT HHTEpHeHpPOH Hano-
MHHAeT pPacCMOTPEHHbI B CHCTEME yNpaB/eHWs 3aLHerpyaHOH HOru
tapakaua JIM 1. B puTMuuecku akTUBHBIX 1pernapatax MemOGpaHHbli
NOTEeHLHAN 3TOTO HHTepHeHpoHa KoJebsaerca B npeanenax 10 mB
OTHOCHTENbHO [0BO/IbHO [AeNoJsPH30BAHHOrO YPOBHA 110TeHUHaNa
nokoss — 50—55 MB. B Teuenue Kaxxporo uukaa koseGauuit JIM 1A
FHNEPNOoNAPH3YETCA MOCJAEA0BATENbHOCTBIO TOPMO3HbIX MOCTCHHANTH-
ueckux norenuunanos (TTICIT), nocrynatowux B dpase ¢ «rpeGHbIMU»
naykamH. YIHBUTEIbHBIM KaXXeTCH TO, YTO NPOAOIKHTENbHASA BHYTPH-
KJETOUHAsA runeprnonspusauns eauucrsedHioro JIM 1A B mosuauem
npenapare cnocob6Ha aKTHBMPOBATb METAXPOHaJbHbIH PUTM BCeH Le-
MOYKH TaHrJHeB, a [enoJspHu3allug — 3aTOPMO3HTb ero (puc. 9)
(Paul, Mulloney, 1985 b). Takoe MmolllHOe BiHSIHHE, OKa3biBaemoe
€IMHCTBEHHbIM JIOKA/bHbIM UHTEPHEHPOHOM Ha BCIO CUCTEMY yrnpasJie-
HUS ABHIXKEHHUSIMH NJ1aBaTe/NbHbIMH HOXXKAaMHU, NpeanoJiaraer Hajuuve B
ceTeBoi HEHPOHHOH CTPYKType BMOJIHE ONpeneJeHHOH OpraHW3aLMH,
CBOHCTBA KOTOPOH OyAyT paccMOTpeHbl B naJjbHeiilieMm. 31ech e
OCTAHOBHMMCSHl HAa OJHOM Ba)XHOM MomeHTe. Bain3zocTbh norexuuana no-
KOSl K MOPOroBOMY YPOBHIO BbICBOGOXKAEHHS XHMHYECKOro nepenar-
YUUKA JeJlaeT €ro BeCbMa KPHTHUHBIM K MaJsibiM H3MeHeHHsIM MemOGpaH-
HOro MoTeHuHana B BbICBOOOXKAEHHH MeHaTopa, KOTOpPOe, KakK Tenepb
YK€ YCTAaHOBJIEHO H AJA UMNYJAbCHBIX U [A/151 6e3bIMIYJbCHBIX JIOKaJb-
HbIX MHTEPHEHPOHOB, HOCHT rpanyasnbHblil xapakrtep (Siegler, 1984).
Kpowme Ttoro, Bce o6HapyxeHtbie 6eabimnynbchble JIM uneHucToHOrHX
XapakTepu3yloTcsi J10BOJIbHO HHU3KMMH [I0TEHUHANAaMU  TOKOSl ——
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Puc. 9. JlokanbHbiit uuTepuelipod 1A 3-ro a610MHHANLHOTO FaHr.IUA
paka no Paul, Mulloney, 1985 b. [loka3au akcox narepa.n-
HOTO THraHTCcKoro HHrtepredpona (JII'), a Takxe |-# u 2-#
Kopeuiku raurans. O6o3nauennsn: [14n- npasblit noctepnaab-
HbIH OTPOCTOK 4-rO TAHMIHSA, COACPXKAUIHH MOTOHEHPOHbI
«rpeGHbix» mbiiu; J15n u [15n —cooTtseTcTBEHHO NeBasi M npa-
Bas MNOCTEpPHa/bHbic BETBH 5-r0 a61OMHHANBHOIO TAHIJIHA.
Llngpbl cnpaBa — KOPEUIKH Faurius

6esbiMnyanchbie JIM B cermentapHbix ranrausx tapakasua (Pearson,
Fourtner, 1975), capanun (Burrows, Siegler, 1978) u paka (Ta-
kahata et al., 1981; Reichert et al., 1982) uMelOT noreHuuasbl
nokosi Ha 10—20 mB Gosee genonsipu3oBaHHble, 4EM OKpYXKaloilive
HMNyJbCHble WHTepHeidpoHbl. Hampumep, aas Geswimnyabcubix JIH
capaHuM cpeiHHH NoTeHUHAn nokos cocrasaser 48 mB, B TO Bpems
Kak aaa umnyabcHbix JIM — 64 mB. CaenoBarenbto, 6yayuu B Hopme
AENoJIAPU30BaHHbIM Bbillle MOPOra BHICBOGOXKAEHHA TOPMO3HOrO Me-
auatopa, JIM 1A nonxeH, no-BMAMMOMY, HENPEPbLIBHO BLIAE/AS €ro
(MeaMaTop), TOHMYECKH TOPMO3WTb [ApyrHe HHTEPHEHPOHbI reHepa-
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topa purma. Koraa xe JIW 1A runepnosnsipusyercs skcnepHMeHTalb-
Ho uau nocpeactsom cepuit TIICII, To ToHHuecKoe BbICBOGOXKAEHHE
MEIHaTOpa YMEeHbLIAaeTCs WKW BOBCE MpPeKpaulaeTcs U TeM caMbiM pac-
TopMaxxuBatorcs cBnzauHble ¢ JIM IA uHTepHelipoHbl reneparopa. B
cJlyuae HaJMuHs y NOCJAeAHHX PEUHNPOKHBIX TOPMO3HbIX CHHAINCOB Ha
JIU 1A umeercsi 06bEKTHBHAS OCHOBA AJSl HEHPOHHOrO reHepaTopa c
nocrropmo3roit ornauveii (Perkel, Mulloney, 1974; Satterlie, 1985).
HHTepecHo, UTO B Tako# CeTH MOTYT BO3HHKATb CNOHTaHHble Kose6a-
HUSl AKTHBHOCTH HEHAPOHOB Ja)ke 6e3 TOHMUECKOro yMnpaBJieHWs WMH
H3BHE.

Cneuuduueckas ocobernoctb yuactus JIM IA B HelipoHHO# opra-
HM3aUHUK reHepaTopa nJaBaTeJbHOr0 PHTMA 3aKJAI0YAETCH HE TOJbKO
B TOM, YTO 3TOT UHTEPHEHPOH ABJSIETCA 0653aTe/NbHbIM 3JIEMEHTOM B
Ka)X1l0# NoJIoBHHE cermMeHTa (3TO AOKa3biBaeTcs Kak HeoGpaTuMOW
yTpaTtoi ABHraTesbHOro putma noayrauraus, JIM [A koroporo skcne-
PHMEHTAJIbHO [I0BPEXNAJCH, TaK H BO3MOXXHOCTbIO BbIK/JIIOUEHUS H
BKJIIOYEHHSI PUTMA C NMOMOLLBIO MAHUNYJAAUMA C MEMOPAHHBIM TOTEH-
uHa/aoM 3Toro uHTepHeipona) (Paul, Mulloney, 1985 b). Boaee
BaXXHO, UTO J/IHTENbHASA SKCMEPUMEHTAJIbHAS THIEPNOJIAPH3aLHSA 3TO-
ro MHTEPHEHPOHA, CHHXKAsl YpOBeHb MeMGPAHHOrO NMOTEHHA/A H, CJe-
[l0BaTeJIbHO, OCTAHABJMBAA BbICBOGOXKAEHHE TOPMO3HOrO MEAHATOpa,
He 3a/lep>XKHBaeT BeCb reHepaTtop B Kakoi-1H60 onHOH ¢a3e uukaa,
a BOCCTAaHaBJIHBAET B MOTOHEHPOHAX NPABUH/IbHO YepeayIOlHecs Nauku
uMnyabcoB. B 3tom cmbicae JIH [A Beper ce6sl coBepliueHHO HHaAue, uem
apyrue GesvimnyabcHble JIM. B caeayoweit rnase 6yset nokasaHo,
uTO 3TO cBA3aHo ¢ poabio JIM IA B cucTeMHOM opraHu3auud nBura-
TeJbHOTro ynpasJeHus. [1outu Bce uncuaatepanbrble 6e3bIMIYJbCHbIE
JIH oka3biBaioT cxoaHble 3¢eKTbl Ha MOTOHEHPOHHYIO aKTHBHOCTD
AEeNno/IAPHU3aLHA 3THX HHTCPHEHPOHOB NHO0 BO3GYXKAAET aKCOHbI aH-
TepHasbHOA «BO3BPATHOH» BETBH, THGO TOPMO3HUT UX AHTArOHHCTOB —-
aKCOHbl mocTepHanbHoOW «rpe6HOM» BeTBH |-ro Kopeuika rasraus,
an6o nenaet W To M Apyroe ogHoBpemento (Paul, Mulloney, 1985 a).
[TocnienHee npeanosnaraer, uto Bce 3TH 6Ge3bimnyJabchble JIM noay-
FaHris ABAAIOTCA (QYHKUHOHAAbHBIMH CHHEPrMCTaMM BO3BPaTHOM
¢a3bl ABMXKEHHI NaBaTe/lbHbIX HOXEK; TOPMO3Si rpeGHbIE ABHXKEHHS
HIHM BbI3bIBAasi B3MaX, OHHU CNOCOGCTBYIOT NPUHATHIO MNPHUAATKAMH
AHTEPHANIbHOTO [I0JIOXKEHHS [IOKOS, 4YTO, KCTATH, W Habsiopaercss y
MHTAKTHbIX XXHBOTHbIX B HEAKTHBHOM COCTOSIHHH.

2.2.3. be3biMnyabCcHbIE JIOKaNAbHbIE HHTEPHEHPOHDI
B CHCTEME Yynpas/ieHHWA yponogaMH paxa

B oTauude oT JOKOMOTOPHBIX [ABHXXEHHWH pery/siliusi MPOCTPaH-
CTBEHHOH OPHEHTALUWH OCHOBAHA HA reHepalHH CKOOPAHHUPOBAHHOrO
ABHUTaTENbHOrO MATTCPHA MOTOHEHPOHHOH AKTHBHOCTH, HWMEIOLLEro
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HePUTMHUeCKylo npupoay. B 3toll cBA3K Go.bllIOA HMHTEpec npeacTaB-
JAOT 3KCNEePUMEHTabHble JaHHble 06 Y4acTHH JIOKAJbHbIX HHTEpHEH-
POHOB B YNpaBJEHHH TAaKOro poja MO3HbIMH ABUraTe/NbHbIMU peak-
uMAMH uneducToHorux. OgHako Ana TOro, yToGbl Jyullle MOHATH MPH-
poay pedJeKTOPHbIX peakuUHWHd paBHOBECHS, B KOTOpble BOBJEKAIOTCH
NPAaKTHYECKHW BCE KOHEYHOCTH M NPHUAATKH Tesa pPakooOpas3HbIX, He-
06X0AHMO Npexae BCero OTMETHTb POJib CrelHaniH3UPOBAHHbIX Opra-
HOB PaBHOBECHA — CTATOLUCTOB B peajiM3alMW MO3HbIX NepecTpoek.
CHMMeTpHUHOE pPacIOJIOXKEeHHe CTATOLHMCTOB MO3BOJISET WM He3aBH-
CHMbIM 06pPa30M KOHTPOJIMPOBATL BPAILEHUS U NOJOMEHUA OCHOBHbIX
1.10CKOCTEe# CHMMETPHH OTHOCHTENbHO FPaBHTALMOHHOINO HanpasJe-
HUAl. PeuenTopHble KAeTKH KaX[A0ro CTaToIlUCTa HeNnpepblBHO reHepu-
PYIOT MMIyJbChl, Bbi3bIBAlOUIWE BPaLLATEIbHOE [ABHUXXCHHE WM TeH-
AEHUHIO K BPALIEHHIO MO HANpPaBAEHUIO K KOHTpasaTepajbHOH cTO-
poHE; 1pPH HOPMaJIbHOW NMEepPBUUHONW OPHUEHTAUUHW MHTAKTHOrO XKHUBOT-
HOTO TEHAEHIWH K BPAILEHHIO, Bbl3biBaeMble OGOMMH CTATOLHCTAMH,
KOMMEHCHPYIOT JApYr Apyra M CTAHOBATCS 3aMEeTHbLIMH JHILUb mociae
OAHOCTOPOHHEr0 pa3pylieHUs pelenTopoB, BCJAENCTBHE UYEro >XHBOT-
HOe TIOCTOSIHHO MoBOpauuBaeTcsi B CTOpoHy mnospexxaeuus (Cohen,
1955, 1960; Cohen, Dijkgraaf, 1961; Schéne, 1971).

Cpean MHOrux pedJieKCOB paBHOBECHSl, HW3BECTHLIX Yy BBICUIUX
pakoB, Haubo./1ee U3yueHHbIMH ABJAAIOTCA peaKuuu OpolIHbBIX NpHAAT-
KOB — TM/1aBaTeJbHblX HOXEK M YpOINOLOB XBOCTOBOrO MNJaBHHKA.
Ecau 6uennsa nnaBatesbHbIX HOXEK NPH HAK/IOHAX XXHBOTHOrO BbI3bl-
BAlOT CYLIeCTBEHHbIH BOCCTaHAB/JIMBAIOUIMH MOMEHT BpalLEHHA, TO
ypoIojbl IBASIOTCA OCHOBHbIM PYJieBbIM YCTPOHCTBOM pPakoo6Gpa3HbIX
(Davis, 1968). PednekropHble peakuWH paBHOBECHS YPONOLOB
ocyulecTBas0Tcsl 6Jarofgaps aKTHBAaUMM JBYX AHTArOHHCTHYECKHX
MyJ0B MOTOHEHPOHOB, HHHEPBHUPYIOUIMX NO TPH OTKpbIBAlOLWHE U 3a-
KpbIBalolKMe MbllLiLbl ¢ KaXX/I0H CTOPOHbI XBOCTOBOro nJiaBHWKa (La-
rimer, Kennedy, 1969 a, b).

[IpumeuatenbHo, uto pednekTopHble da3vueckue peakiluu ra-
BaTeJIbHbIX HOXKEK W TOHWYeCKHe — ypOIlof0B (acHMMeTpHYHOe pac-
KpblTHE MJIAaBHMKA) HMEIOT BXOA HCKJIOUMTENbHO OT peLenTopoB Mno-
JIOXKEHHS M YCKOPEHHUs, paclooXKeHHblX B craTouucrax. OcobeHHo-
CTbIO 3THX pedIeKTOPHbIX OTBETOB siBJsieTcsl GUaTepasibHas acCHMMeT-
pHS Yy XHBOTHBIX C MOBpeXJeHHbiM cTtaTouuctom. Tak, paspyluexue
CTATOUMCTA OJIHOM CTOPOHbI TMPHUBOAHT K CHHXXEHHIO TOHHUYECKOro
pa3psAnaa K OTKPbIBAIOILWM MbIlIILAM HICHIATCPATbHOH CTOPOHBI U K
3aKpbIBAIOWMHM MbIILILAM - - KOHTPanaTepajbHOH CTOPOHLL. Yponox
Ha CTOpPOHE pa3pYIUEHHOrO CTATOLHCTA HMEET TEHAEHUHIO 3aKpbl-
BATbCAl, @ YPOMNOA KOHTpa/jaTepajbHOH — OTKPbIBATbCA. CXOAHbIHA
xapakrep UMeloT pedieKTOpHble peaKl MK NaaBaTe/bHblX HoXek. [1pu
HOPMAJ/IbHOM PacnoJ/IOXKeHHH XXHBOTHbIX C OLHHM Pa3pYIUEHHbIM CTa-
TOLHCTOM MJ1aBaTe/bHbl€ HOXKH HIICHIaTepaibHOH CTOPOHBI paboTaloT

30



CMOHTAHHO, HC 3aMOJIKas NMpH HAKJOHe XHBOTHOrO K CTOpPOHe paspy-
IIeHHOro cTaTouucTa. Pa3pyiueHde cTaTouMCTa KOHTpasaTepaJsbHOH
CTOPOHBI 0c1a6/5eT, HO HE YHHUTOXKAeT OTBET MJIABATEJbHbIX HOXeK.
Takum 06pa3oM, Ka>Kablil CTATOUMCT MOXET yNnpasBasiTbh ABHraTeb-
HbIM annapaToM o6edx cTopoH »kuBoTHoro (Davis, 1971).

B nocsneanue roabl MexaHW3Mbl HEPBHOTO KOHTPOJSA YPONOLOB
OY€Hb HHTEHCHBHO M3yuyaJlMCb SANOHCKUMHM YueHbiMH. Takaxarta c
COTP. MOKa3a/u, YTO OTAeJbHbIA CTATOUHMCT ynpaBaser GuUaatepanb-
HbIM [ABH)XEHHEM YPOII0A0B MOCPeACTBOM BO36YXJAEHHS HIICHAATe-
pajibHbiX MOTOHEHPOHOB OTKPbLIBAIOILHX H KOHTpanaTepa/bHbiX MO-
TOHEHPOHOB 3aKPbIBAIOWHX MbILILL Y€pe3 HHCXOAALIHE B 06eHX noJjo-
BHHAX HEPBHOrO THAXa HNCHJaTepabHbli HHTepHeHpoH [, cTatouncTa
M KOHTpaJaartepanbHble HHTepHeHpoHbl C, U C, ¢ OZHOBPEMEHHbIM
TOPMOXXEHHEM HICHJIATepa.hithiX MOTOHEHPOHOB 3aKpbiBaTeneil W
KOHTpa.1aTepaJsibHbiX MOTOHEeHpOHOB oTKpbisaTenel (puc. 10). Opyru-

Cr

INTI)H i

Puc. 10 ®ynkuuonaabble CBA3M MeX1y OT.1cabHbM ctaTounctom (CT) M MoTOHe#po-
HaMH (MH) YypOIO10B PaKa, ONOCPEIOBAHHLIC H1EHTHHHUMPOBAHHBIMH HH-
Tepuedponamu no Takahata et al,, 1985 MncunarepanbHsiit nyTh OT cTaTOUH-
CTOB K MOTOHEHPOHAM [0Ka3aH C.1eBa, a@ KOHTPaJaTepa.bHbli — Cnpasa
Benbie  yepHble TPeYroAbHHKH 0311a4a0T BO36Y K 1AI0LHE H TOPMO3HBIE CBA3H
COOTBETCTBEHHO, HO He 00A3aTe.1bHO MOHOCHHanTHueckue O6o3naxenus |o,
Ci, C2 HMHTEPHEHPOHBI, OTK MH  MOTOHEHPOHBl OTKPbIBAIOIIMX MbIUIL, 33K
MH - MOTOHEeHPOHbI 3AKPbIBAIOIHX MblIlIL, KOTOPBIC [10Ka3aHbl 33 WTPHXOBAH-
HbiMH OBa.1amMH CXeMa NOACHACT XapakTep aKTHBAUWH W paccnab.aeHds oT-
A€JbHBIX MBIl IPH HAKIOHe XHBOTHOrO BIPABO OTHOCHTEJIbHO IIPORO.ILHOR
OCH Teaa
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MH CJIOBaMH, 1/l ynpaBJsieHHsi GUiaTepasibHbiIMH MOTOHEHAPOHAMH CO
CTOPOHbl OTHEe/NbHOrO CTATOLMKCTAa B TOJOBHOM MO3re HMeeTcsi na-
pajJjiebHAaA HHUCXOAMLLAA CHUCTEMA MEXCerMeHTApHbIX HHTepHeHpo-
HOB, H3HOJIOrHYECKHe XapPAaKTEePHCTHKH KOTOPbIX B HAcToOslliee BpeMs
xopoiuo u3syyenbi (Takahata et al., 1981; 1985; Takahata, Hisada,
1982). Oxnako B 3TOH CHCTEME He COBCeM SiCHA pPOJib TOPMO3HBIX MPO-
BOAAIIMX nyTeid. Bo3MOXHO OHA CBOAHMTCA K AOMNOJHEHHIO BO36YX-
pamoumux cBaleii B 06pa3oBaHUM ACHMMETPHUHOH KOHHrypalHH
yponozos.

Y HMHTaKTHbIX XHBOTHbIX addepeHTHble CHrHAAbI OT 060UX CTATO-
LLHCTOB CYMMHPYIOTCA APYT C APYroM npH GopMHpPOBaHUH GUIaTepalb-
HOro pedIEeKTOPHOrO [ABHXXEHHS MPHAATKOB, NMPHUEM KaXiblii CTaTo-
LLUCT MOXKeT reHepHpPOBaTh HOPMAJbHYIO PEaKLHIO JIeBO- H NMPaBOCTO-
POHHHX YPOIIO10B TONbKO B OrpaHHUEHHOM [Hana3oHe yrjoB NoBopoTa
(Yoshino et al., 1980). Ha neiipoHHom ypoBHe 3TO Haw10 cBoe 06bsic-
HeHHe B TOM (aKTe, UTO Ka>KAblH HHTEpPHEHPOH CTATOLMCTA MMeeT
pasJiMuHble CBSI3H C OTIeJbHbIMH MOTOHeHpoHamu (cM. puc. 10).
DKCNepHMEeHTbl C pacceyeHHeM HEpPBHOro TsXKAa HA [Be MOJIOBHHbI
(Takahata et al., 1985) cBHaeTeNbCTBYIOT O TOM, YTO TaKasd CymMma-
LMl OCYLUEeCTBAAETCA He Ha YpOBHe HHTEPHEHPOHOB CTATOLHCTOB B
roMOBHOM MO3re, a «BHH3Yy», B LIeCTOM a6AOMHHAJbHOM T[aHIJIHH.
HMHubiMu cnoBamu, okoHuaTenbHas ¢opMa ABHraTesqbHOro orBera ¢op-
mupyetcs Ha nepudepuu LIHC HenocpencTBeHHO B cHCTeMe ynpasJe-
HHSl YPOMOAAaMH.

[Tocnennuit BbIBOA HMeeT (QyHIAaMEHTANbHOE 3HAUEHHE ANA MO-
HHMaHHA HEHpPO(DH3HOJIOTHUECKHX MEXAaHH3MOB [IBHIraTe/JbHOrO MoBe-
J€HHA XHBOTHbIX. JleHCTBHTENbHO, XOpOLIO HM3BECTHO, YTO OAHA H
Ta e peaklMs XHBOTHOrO HA BHEIUHHH CTHMYJ HHOTr1a HMeEeT MecCTo,
a vHoraa -— HeT. B uacTHOCTH, na)ke mpocThie peakilHH paBHOBECHS
y pakoo6pa3HblXx MOTyT MOAABAATHCH NO30H 3aUIMThl HJAH. HA060pOT,
obJier4atbCs HEKOTOPbIMH MO3HbIMH ABHXeHHAMH. Tak, pedaekrop-
Hble [BHXXEHHSi YpOIOAOB 06/1eryaioTcs B 3HAUHTE/IbHOH CTeNeHH,
€C/IH XKHBOTHOE B 3TOT MOMEHT COBeplliaeT M03Hoe JBHXXEHHe BCEero
6ptowwka. [Toa no3HbiM ABH)KEHHEM MOHUMAIOTCA MeAJeHHble CruGaHus
HIH pa3rubaHHs Oplouika, OCYIIECTBJSieMble KakK B CTAaTHUECKHX
YCJOBHSAX, TAK H MPH JIOKOMOLHH pakooGpa3Hbix. Bo3unkaer Bonpoc:
a KakoB MeXxaHH3M Takoro o6Jieryaioluero B3aHMOAEHCTBHA TOHH-
yeckOH MOTOpPHOI cHcTeMbl GplOUIKA C CHCTEMOHW yNpasJ/eHHS ypomno-
namMu? BooGuie roBopsi, B3aumoaeiicTBHe [1BYX CHCTeM Y 6ecrno3so-
HOUHbIX MOX>XET OCHOBbIBATbCA HA [ABYX CHHAIITHYECKHX ME€XaHHM3MaX:
pacTopMaKMBaHHA U cymMmalunu. B o6oux cayuanx KoHeuHbld 3 dekT
6yneT OJHH M TOT Xe: a UMeHHO o6jeruenve. HenaBsno Takaxarta u
Xucana (Takahata, Hisada, 1986 a) o6uapyxHu/aH, uto obaeruaioiiee
B3aHMOJeHCTBHE pPacCMaTpPHBAeMblX CHCTEM OCHOBAHO HA CyMMa-
IIHOHHOM M€eXaHH3Me: MOTOHEHPOHbl YpOMOAOB HENPEepbIBHO BO3-
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6y>X1al0TCs BO BpeMA a6AOMHHA/bHbIX TOHHUECKHX ABHXXEHHH, 110Ka-
3biBas YCTOHUHBYIO [A€MOJIAPH3ALHIO, KOTOpas CYMMHpPYeTCH C 1oA-
NOPOroBbIMH BO36YXAAIOUIMMH MOCTCHHANTHYECKHMH MOTeHLUHANaMH
(BITCIT), nocTynaiowumH OT HHCXOASLIHX HHTEPHEHPOHOB CTaToO-
uuctoB. EcTecTBeHHOe B aHHOM cayuyae npenno/ioXKeHHe O TOM, YTO
yCTOHUHBAA NENONAPH3ALHA MOTOHEHPOHOB YPONOLOB MOXET CO3/a-
BATbCA 6€3bIMNYJbCHBIMH HHTEpHEHpOHAaMH nocaegHero 6-ro abaoMH-
HaJIbHOTO TaHIJIKA, yXKe NMOJYYHJIO0 CBOE, N0 KpaHHeH mMepe, 4yacTHYHOe
3KCMepHMEHTaNbHOE TNOJATBepXK/1eHHe BO BpPeMS (HKTHBHbIX abaOMH-
naabHbix nBHxeHui (Takahata, Hisada, 1986 b).

Takum o6pa3om, ponb GedbimnyabcHbix JIW 6-ro a6apoMuHanbHOrO
FaHrMHs, BEpPOATHO, 3adKJIYaeTCA B CEJIEKTHBHOM TMPOBEIEHHH
CHTHANO0B CTATOLMCTOB, KOTOpble BbI3bIBAIOT pY/eBOH pedJekc yporo-
JIOB KaK peakllHi0 paBHOBECHS XHBOTHbIX B €CTECTBEHHbIX YCJIOBHAX
XH3HepeATelbHOCTH. Bmecte ¢ Tem B Tom Ke 6-M a6oOMHHA/bHOM
FaHr/JMH HMEETCS H LeJblii PSL HHbIX YHHIATepaJibHbiX 6e3bIMNYJ/IbCHBIX
JIH, Takxe oKa3blBalOWHX CHIbHOE BbIXOJAHOE BJIHSIHHE HA MOTOHEH-
POHbI YPOIIOLOB, HO HE yYacCTBYIOILHX B HX HENpepbiBHOM BO30YyXxje-
HUH 1pH a6AOMHHANbHbIX [BHXXEHHSIX. 1eKTPOoH3HOMOTHUECKH,
Nno/b3yAiCb METOLHKOH BHYTPHKACTOUHBIX HHDBEKIHH TOKOB OGOHX MO-
aspHocted B 3TH JIH, ycTaHoBieHO Ha/lHuHe ABYX K/1acCOB HHTepHeH-
POHOB — HHBEPTHPYIOUIHX H HEHHBEPTHPYIOUIHX — B COOTBETCTBHH C
TeM, H3MEHSIeTCH WJIH HeT 3HaK 3J1eKTPHUecKoro oreerta Ha nyTd ot JIU
K MoToHelipony (Nagayama et al., 1984). CyuwecTBoBaHHe HHBep-
THpYIOLLEH CBAA3H B CHUCTeMe YNMpaBJeHHS XBOCTOBbIMH MPHIATKaMH,
KakK, BIIpPOYCM, H B paHee pPacCMOTPEHHONH CHCTeMe ynpas/eHHs mJa-
BaTe/NbHbIMH HOXKAaMH, CBHIETEJNbCTBYET O BK/JIOYEHHH B [IPOBOASILLLHH
nyTb oT 6e3biMnyjbcHOro JIM kK MoToHeHpOHY XHMHUECKOro cHHanca.
H3amepenublii noreHuran nokost pasauunbix JIM 6-ro a6gomuuansb-
HOro raHrJjusa paka coctasasieT 45+7 MB, yTo 3HauuTenbHO MeHblue
OObLIYHOTO [OTEHUHANA MNOKOA J1060ro APYyroro kKJjaacca HeHpOHOB
(nanpumep, 64+7 MB ans MOTOHEHPOHOB NpPHBOASLLIEH MbILILbI
B ToM e rauravd) (Nagayama et al., 1984). CaeposartenbHo,
ecau mexay JIM H MOTOHepOHOM BKJ/1IOUEH XHMHUECKHH CHHamC, He-
NpepbiBHO BbICBOOGOX1AI0UIHA TOPMO3HbIH MeIHaTOp NMpH NOTeHlHae
MOKOA, KAk 3TO MpeANonarajocb paHee, TO AENOJSAPH3AUHA HHTep-
HeipoHa 6yneT yBeNHYHBATb BbICBOGOXK A€HHE TOPMO3HOrO MeHaTOpa,
a runepronsipu3alliis — yMeHblaTb. ITO OGbACHAET WHBEPTHPOBAH-
Hoe [BYyHanpas/eHHOE BJHAHHE HHDBEKIMH HMNYJbCOB TOKA B HH-
TepPHeHPOHbl TaHIIMA Ha AaKTHBHOCTb OTA€/NbHOrO MOTOHEHpOoHa
(puc. 11). HeunseptHpoBanHbiii 3pdHeKT MOXKET ObiTb OOBACHEH
aHasioruHblM 06pa3oM B [IPEANOJOXKEHHH, UTO XHMHUECKHH CHHarC
HenpepbiBHO BbICBOOOX/1aeT B036yxKaalouiiid meauatop. BooGiue
FroBOpsi, xHMHYecKasi rpaayanbHas nepegaua Mexnay JIKM W moto-
HEAPOHAMH y HACeKOMBIX yXKe MOJyuyuna CBOE NPsiMoe IKCHepHMEH-
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Puc. 11, Peunnpokuoe (a, 6) v KoakTusupyoouee (8, ¢) ynpas.ie-

HHC AHTArOHHCTHUECKHMH MOTOHEHPOHAMH yPOnoaoB peu-
HOro paka, ocyutectsasemoe 6e3bimiyabcHbiMu JTU 6-ro
a6.:10MHHa bHOro rauraua o Nagayama et al., 1984:
a-—1enoaspusauns JIM tokom 4 HA yBseanuuBaer ua-
CTOTY HMIIYAbCOB 3aKpPbiBAlOLLEr0O MOTOHEHPOHA pel MH
Ne | u yMeHbuwiaeT aKTHBHOCTb HECKOJbKHX MOTOHEH po-
HOB OTKPbIBAlOWER Mbililbl, 6 THIEPNOJAPH3ALUHA HH-
TepHeApOHa TOKOM | HA, 8- 1€NONAPH3ALUS HHTepHEH -
poHa TokoM | HA, ¢ —nanbHeRllee yBEJHUEHHE HHTEH-
CHUBHOCTH TOKd 40 3 HA NMPHBOAHT K BO3PACTAHHIO ua-
CTOTbl 060OMX aHTArOHUCTHUYCCKHX MOTOHeHpoHoB. O6o-
3HAYEHUA: OTK MH — MOTOHCHPOH OTKDPhLIBAIOLlLEeH Mblll-
Ubl YPONOLOB; 3aK MH — 34KPbIBAIOULEH MbILILbL (PeaYK-
TopHbiR MOTOHelpoH Ne 1)

Ta/jbHOe MOATBEPXAECHHE, MO3TOMY MOAOOGHOE MNpPELNOI0KEeHHe AR
pakoo6Gpa3Hbix He JHlIeHo cMblcia (Siegler, 1984).
Hccneposanuble 31eKTPOPH3HOIOTHYECKHMH MeTOAaMH 6e3biM-
nyabcHble JIM 6-ro a610MHHANBHOrO raHrIHA NMOKAa3bIBAIOT LUHPOKHH
CHEeKTp NpeMOTOPHOro ynpasieHHs. HacTb U3 HHX OKa3biBaeT KOAKTH-
BUpYyIOLlee BJHAHHE TOJbKO HA TPYINNy CHHEPrHYeCKHX MOTOHeHpo-
HOB, WHHEPBHPYIOLLUX OTKPbIBAIOUIHE HWAH 3aKpblBAlOLIHE Mbillilibi
yponoaos, Apyrie Bo3JeHCTBYIOT Ha aHTArOHHCTHUECKYIO TPyINy MO-
TOHEHPOHOB JIM6O PeLHNPOKHO, THO60 KOAKTHBHO (cM. puc. 11). Xors
TakHM o6pa3oM H o6HApYKHBaeTCA pa3HOOGPa3HbId XxapaKTep BbIXo[-
HbIX CBSI3€H HHTEPHEHPOHOB C MOTOHEHPOHAMH YPOIMOAOB, 3TO elle
HE O3HAudeT, 4TO B €CTECTBEHHbIX YCJOBHAX HCNOJAL3YIOTCH Te Xe
CBSI3H, YCTAHOBJIEHHbI€ 3KcnepHMeHTanbHO. TeM He MeHee WX pas-
Hoo6pasne ABJAAETCHA  HEOOXOAHMMbIM  YCJOBHEM  [1PEMOTOPHOTO
yNnpaBAeHH XBOCTOBbIM [MJIaBHHKOM, T. €. PCdJbHbIM [ABHraTe/lb-
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HbiM noBeneHHeM. [leficTBUTebHO, cnoco6HocTbio oanux JIHM dop-
MHPOBAThb PEIHNPOKHbIH XapaKTep MMIY/IbCHOH aKTHBHOCTH MOTOHEH-
POHOB, HHHEPBHPYIOUWIHX AHTArOHHCTHYECKHE Mbllllbl YpONoOLOB
O[HOH CTOPOHBI, Aes1aeT HX HEOOXOAHMbIM 3/1€MEHTOM PYJ/1€BOrO yNnpas-
JeHHus naaBHHKoOM. [loBeneHueckas posb APYrHX, KOAKTHBHPYIOULIHX
JIU, cnoco6HbiX K OQHOBpPeMEHHOMY BO30YXXI1€HHI0O MOTOHEHPOHOB-
AHTAroHHUCTOB, NO-BHIHMOMY, cBfidaHa ¢ obJjeryalouium 3¢gHexkTom
npH B3dHMO/LEHCTBHH C TOHMYECKOH (MO3HOH) MOTOPHOH CHCTeMOH
6piolika paka. YBeaHueHHe BO36YIHMOCTH MOTOHEAPOHOB-AHTATOHH-
CTOB B nocJ/ieHeM cayuae nosbiaeTr 3GGEKTHBHOCTb 3aMyCKa KaKHM-
JHO0 HAKJOHSIOUWHM CTHMYJOM pYJeBOH peaklHH ypOroioB.

2.2.4. be3biMNyAbCHBIE N0KAJbHBIE HHTEPHEAPOH
M HX B3aHMOJEACTBHA B CHCTEME YNpPaBJEHHS
3aQHErPYAHBIMH HOTAMH CapaH4H

B HacTosiuiee BpeMsi OnHHMM H3 Hau6o/nee XOPOUIO H3YUEeHHbIX
JIOKaJIbHbIX [I€HTPOB [ABHTAaTEeNbHOrO YNpPaBAeHHA Y UJEHUCTOHOTHX
JKHUBOTHBIX SIBASIeTCS, NOXKaayii, MeTaTopaka/bHbld FAHIIHH CapaHuH.
Baarogaps ycnexam aHriauiickoi wWwKosbl HccaenoBaTteneid u3 Kem6-
pHAXKa, OlYGJIHKOBABLIMX LEAYI0 CEDPHIO BEIHKOJIENHbIX pe3yJbTaTos,
NnoJyyeHHbIX HA capaHue B nocjenHee pecsituiaetve (Burrows, Sieg-
ler, 1978; Burrows, 1979; Burrows, Siegler, 1982; Siegler, Burrows,
1983; Siegler, 1984; Burrows, 1985; Burrows, Siegler, 1985), yna-
JIOCb [OCTHYb CYLLECTBEHHOrO MPOABHXXEHHA BMepel B NOHUMAHHH
LeHTpaJIbHbIX HEPBHbIX MEXAHH3MOB YNpaB/JeHHS ABHXEHHSAMH Yy Ha-
cexkoMbiX. Tenepb Mbl 3HaeM He TOJNbKO XaPAKTEPHCTHKH Ge3biMNyJib-
CHOrO ynpasJ/ieHHi MOTOHEHPOHAMH, HO H MEXAHH3Mbl CHHANTHUYECKOTrO
B3aUMoONeHCTBHA MexAy 6e3biMnyibcHbiMH JIM, ynpasasiomwnmu Ho-
roH capaHuH.

H3yuenunbie B 37Ol cHcTeme 6e3bimny.abchble JIM knaccupuumupo-
BaHbl 10 MX BJIMSAHHIO HA IPyNnbl MOTOHEHPOHOB H crelHdHUECKHe
ABH)KEHUS1 3a7HeH HOTH, KOTOpble OHH Bbi3biBalOT. CKaXKeM, Heko-
Topbie JIM npu aenonsipusauuu Bo36YIKAAIOT 3KCTEH30pHbIE MOTO-
HeHPOHbl TOJIEHH M BbI3bIBAIOT ee pa3rdi6aHHe OTHOCHTeNbHO Gexpa.
B To xe BpeMsi OHH MOTYT TOPMO3HTb AHTArOHHCTHUECKHE (aeKCOop-
Hble MOTOHEHPOHBbI TOJIEHH W OKa3blBaTh BJHAHHE HA MOTOHEHPOHBI,
HHHepBHPYIOLIHe MbILILbl APYrHX COuJieHeHHH HOrH. Pagn kpaTkocTH
M yno6CTBA OMHCAHHA 3KCMEPHMEHTAJbHbIX Pe3y/bTaTOB KaXAblH
Tako# JIM noanyuun npocrtoe onpegenenue. B uacTHOCTH, onMcaHHbIH
Bbinie JIM Ha3BaH «3KCTEH3OpPHbIM HHTEpPHEHPOHOM rojeHu». Takoe
onpejeseHHe HHTEPHEHPOHOB MOXKET OTpa)KaTb HX creuudHuyeckoe
LeiicTBHE NHIIb B YC/JAOBHAX 3IKCNEPHMEHTAa H HE COOTBETCTBOBATb
NOJIHOMY YHKLHOHANIBHOMY Ha3HaueHHIo Toro HaH HHoro JIM. Tem ne
MeHee B psje cay4yaeB 3HAaHHEe B3aUMOAEHCTBHH TAKHX HHTepHEHpO-
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HOB 1103BOJIAA€T FOBOPHTb 06 HX QYHKUUHOHUPOBAHHH B [OBEEHUYECKOM
KOHTEKCTE Y HHTAKTHOrO »HBOTHOTO.

[lepBoi W rnaBHOH OCOGEHHOCTbIO BceX OOGHApPYXKEHHbIX B3aMMO-
aeicTBHi Mexny JIH, ynpasnsiioliMMu MOTOHeHpOHaMH 3aaHeH HOTH,
AIBJNSIETCAA HX TOPMO3HbIH M OAHOCTOPOHHHH XapakTep C rpaayaJ/jbHOH
CHHanTHyeckon nepenaueii. TakHe TOPMO3HbIe CBSA3H YCTAHOBJIEHbBI
mexay JIHM, kotopble BO36y>XAalOT aHTAarOHUCTHUECKHE MOTOHEHPOHBI
(puc. 12), mexay HHTepHeHpOHAMH, KOTOpble BO36GYXAAT OOHH H
TOT XK€ MOTOHEeHpPOH (pHCc. 13), a Takke Mexay HHTepHeHpPOHaAMH,
BO30YXAAIOIUIKMH MOTOHEHPOHbl MblLIL, MPHBOARILHUX Pa3/HUHblE
counedeHus 3aaueh voru (Burrows, 1979). 3aecb Heo6xoaumo o6pa-
THTb BHHMAHHE Ha CJAeYIOILHA BaXHbii MOMEHT: BO BCeX HCCJeJ0BaH-
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Puc. 12, I'paayanabHoe TopMO3toe B3daWMOIECHCTBHE MEXAV J1BYMS J1OKA.1bHbIMH
MHTCPHEHPOHAMH MeTaTOPaKa/bLHOro raHr.Jusi capaiud no Burrows,
1979. a—8 — 6bicTpoe crubaHHe rojeHH (BepxHHE TPeKH). MeATeHHoe
pa3rubanne (HHXHHE TPEKH): @ — J1eN0AAPU3AIHA TOKOM, HHDBEILHPO-
BaHHbIM BO ¢uiekcopHbii JIW, Bb3biBaeT rHNepronsapu3aiinio IKCTEH-
3opHoro JIKU, 6, 8—Bo3pacTaHue Aenoaspu3yloulero ToKa, ¢ 3aBH-
CHMOCTb Pe3Y.IbTHPYIOULHX H3IMEHEeHHH MeMOPaHHOro HoTeHILWA.1a NnoCT-
cHHanTuyeckoro 3Ikctensopuoro JIM or Toka, wHbeuupoBaHHoro B
NIPeCHHANTHUeCKOH (d1eKcopHbiH HHTepHelpoH. CBA3L .1HHeHHa ¢ KO-
¢dbuunentom koppeasitnu 0,96 B o6n1actu Tokos or 2 10 10 nA. Ha stom
110C1e1YI0IUHX PHCYHKAX [HOCTCHHANTHUYECKHE H3IVEHCHHA NoTeHlUHaaa
H3MepsiHehL depes 200 Mc nocae Hauana wirbekitid  Q603Hauenust:
a, 6 -nepsbiit Tpek 40 MB, BTropo#t Tpek- 8 MB: 0 - TOPMO3HbIH
XNHMHUCCKHH CHHANC, A -- BO36YXAAOUIHA CHHANC
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Puc. 13. 'panyanbHoe TOpMO3HOE B3IaHMOICHCTBHE MEXKAY ABYMA .TOKATLHBIMH HHTEP-
HEHPOHAMH, KOTOpbIe [IPH 1eNoAsiPH3aIlHK BO30Y)KAAIOT OHH H TOT XKe MOTO-
HeHpPOH MeLNeHHOro IKCTeH30pa roJenu capauuu 1o Burrows, 1979; a — ne-
NOJISPH3AUNA OAHOTO HHTepHehpoua (nepBbiii TPeK) Bbi3biBA€T THIEPNOASAPH-
341LHI0 1PYTOro (BTOPOH TPEK) M WMMNY/AbChl B MCAJICHHOM IKCTEH3IOPHOM MOTO-
Heitpone (IMI' Ha Tpetbem Tpeke), 6. 6 -- BO3pacTaHHe IACMOSIPU3VIOLLErO
TOKA, ¢ — 3daBHCHMOCTb H3IMECHEHHA MEeMOPAHHOrO NOTCHIIHAIA HHOCTCHHANTHYE-
CKOIO IKCTEH3OPHOrO MHTEPHEAPOHA OT TOKA, HHLEeLUMPOBAHHOrO B MpecH-
HANTHYCCKHA HHTCPHEpOH, d - cXemaTHuecKoe MpeacTaBJeHHe o6Hapyxeh-
HoW cBsian mMexay JIWM. Ceasn auneitna ¢ kospduunentom perpeccun 0,97 B
o6aactu TokoB ot 3 10 12 HA. O6o3Hauenust Te Xe, 4TO W HA NpeablayILeM
PHCYHKE

HbIX CJyuyadax TOPMO3HOrO B3aHMOACHCTBHA Mexny napamu JIWU 3a-
BHCHMOCTb MOCTCHHANTHUECKHX H3MEHEHUH MeMOpaHHOro noTexuuana
OT BEJHYMHbl NMPECHHANTHYECKOrO TOKA HMeeT JIMHeHHBbIH yuacTok ¢
ObICTpPbIM, HeIHHeHHbIM 3 deKToM HacbiieHHsi (cM. puc. 121, 13 r).
K Tomy e HauMeHbllHe 1pECHHANTHYECKHE TOKH, KOTOPbIE Bbi3biBAIOT
O6Hapy)XXHBaeMble H3MEHEHHA B aMIIMUTyde MOCTCHHANTHYECKOro Mo-
TeHUuHana, He 6onee uem |1—2 mMB (Burrows, Siegler, 1978). 3to0
N03BO/IACT M3MEHEHHAM MeMOpAaHHOro noTeHuHana, o6y T10BJAEHHbIM
BCEro HECKOJbKHMH CHHANTHUYECKHMH MOTEHLHANaMH, GbiTh nepeaaH-
HbIMH K [IOCTCHHANTHYECKOMY HEHPOHY, T. €. OCYLLEeCTBJAATb BbICOKO-
TOUHbIH rpasyaJbHblii KOHTPOJb.

Ecaun TopMo3Hble B3auMOaeHCTBHSA, OGHADYKEHHbBIE MEXy 6€3bIM-
nyjabcubiMu JIM ¢ ACHO aHTAaroHHCTHUYECKHMH NEHCTBHAMM, JErKO
O6BACHHUMBI, MOCKOJIbKY BO BPeMs XOAbObl, HANpHMep, O6bIYHO HMeeT
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MECTO PELHNPOKHOCTb B AKTHBHOCTH ()IEKCOPOB H IKCTEH30POB roJe-
HH, JIeBaTopa W Jenpeccopa JNankH, oTBoAsileil H NpHBOASALLEH MblLIL
KOKCbl (Ta3Hka), To 6O/bLIYIO CJIOXKHOCTb NpeacTaB/aseT o6bsicHeHHe
TOPMO3HOIO B3aHMOAEHCTBHA MeX/1y ABYMS HHTEpHEHPOHAMH C ABHO
CHHEPrHYHbIMH JEHCTBHAMH, CMbICJ KOTOPOro, MO-BHAHMOMY, 3aKJIO-
4aeTcs B TOM, UTO Ka>K/1blil H3 HHTEPHEHPOHOB HCMOJ/Ib3YeTCS B PA3JHy-
HbIX noBefeHuYeckKux KoHTekctax. [1pu stom, korna oaun JIU penoas-
pH30BaH, HEOOXONHMO HCKIIOUHTbL AedcTBHe apyroro. Hanpumep, kak
6yneT nokasaHo gaJjee, BO BpeMsi ped/1eKCOB CONPOTHBJIEHHS BO3MOX-
Ha CHTyauHs, KOria OAMH H TOT X€ MOTOHEHPOH HAXOAHTCS MOA
ynpasaenueM pasanunbix JIM, oavH H3 KoTOpbIX MOXeT GbITb 3aTOp-
MOXK€H, a aApyrod akTtuBeH. B uemom, ana onpenenenus GyHkuui
3THX HHTEPHEHPOHOB HX [JEHCTBHSA LOJXKHbl ObiTb OTHECEHbl MO BO3-
MOXHOCTH K 6oJee WHPOKOH 06/1aCTH MOBENEHUECKHX peaklHH.
OnHaKo TPYAHOCTb OnpefieieHHs B 3KCNIEPUMEHTAJbHBIX YCAOBHAX BCEX
CBA3€H [JaHHOro WHTEPHEHPOHA MOXET CHJAbHO OrpaHHYHBATHL (PYHK-
LHIO 3THX HeHpoHOB. Bo BcAKOM ciyuae sicHO, YTO MpeacTaBjeHHas!
Ha puc. |4 cxema B3aumonmedcTBHit Mexay JIHM, ynpasasouwmmu
MOTOHEeHPOHAMH 3ajHeil HOrW, HenoJsHa. B yacTHocTH, NOKa Heu3BecT-
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Puc. 14. Cxema B3anmoaeHcTBHi Mex.1y HekoTopuimu JIH mertaropa-
KaabHOro rauraus capavud no Burrows, 1979. Ha cxeme
NPpeACTaBaeHbl TOJIbKO TPH COUTEHEHHA: TOPAKO-KOKCcaabHOe,
6€1peHHO-roJeHHOe H ro.1eHHOo-Tap3anbHoe. Bee o6uapyxen-
Hble  B3aHMO1EACTBHA — OJHOCTOPOHHHE W  TOPMO3HbIE.
KBaipatamu 0603HaueHbl Ny.abl HHTEPHCHPOHOB, KOTOphie
BO30YK1al0T IPYNNbl CHHCPTHUHBIX MOTOHEHPOHOB. KpyXKH
BHYTPH KBaapatoB — o6HApyXetiHble HUTepHeHpoHbl. Ko-
JTHYECTBO WHTCPHCHPOHOB BHYTPH KBA1PATOB HE COOTBET-
CTBYET O61IEMY UYHC.1Y HHTCPHEHPOHOB TaHT.IHs
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Hbl CBfI3H MpeAcTaBjeHHbIX HHTepHedponos ¢ JIW, ynpasasiowmnmu
BEPTAY>KHbIMH MbILIIAMH KOHEUHOCTH.

3HayuTenbHyl0 4acTb Ge3biMnyabcHbiX JIM MeTaTopakajbHOro
raHrJaUsl COCTaB/SIIOT HHTEpPHEHPOHbl, CHHANTHYECKH HE CBA3aHHbIE
APYr C ApYroM. Ympas/jeHHe 3THMH HHTepHelpOHAMH OCYULIeCTBJIS-
eTCsl COOTBETCTBYIOUIMMH KOMOHHAUMAMH CHHANTHUECKHX BXOIOB,
noJiyyaemblx, No-BHAHMOMY, OT UMNyJbcHbIX JIWM W mexcermentap-
HbIX HHTEpHEHPOHOB, OCYLUECTBJSAIOUHX KOOPAHHHPYIOWLYIO (YHKLHIO
(Laurent, 1986). Han6onee oueBuaHo cyuiectBoBanue obiiero cHHanmn-
THYECKOr0 YNpaBJieHHs] CHHEPrHYHbIMH 6e3biMnyJbcHbiMH JIH, ko-
TOpble 0KA3bIBAIOT BJAHSAHHE HA OIHH H T€ XK€ MOTOHEHPOHbBI HJIH IPynnbl
MOTOHEHPOHOB OHOH Mbluillbl. Tak, Bbl3BaHHble CrHOAHHSA TOJEeHH
NPHBOAAT K CHMNEPNOJAPH3AUHH B KaXAOM H3 Napbl OJHOBPEMEHHO
Hab6100aBWIKHXCA (PAEKCOPHBIX HIH 3KcTeH3opHbix JIW roseuu, npu-
yeM C 3aMETHbIM G6OJIbLIHHCTBOM CXOJHbIX CHHANTHYECKHX TMOTEH-
1LHaJ/I0B, CBU/lETENbCTBYIOLLHX 06 O6illeM NMPecHHANTHUECKOM ynpaBJe-
Huu umu (Burrows, 1979).

Patee, B cMcTeMe ynpaBJjeHHsi yporonamH paka yxe oTMeyaJcs
o6seruaow i 3¢ ekt B3aHMOLEHCTBHA ABYX MOTOPHBIX CHCTeM —
peryasiuud nosbl U pedJiekcoB paBHoBecHs Ha GesbimnyabcHbix JIKU
6-ro a6AOMHHANBbHOrO FaHTJUA, B YACTHOCTH, HA «KOAKTHBHPYIOLLHX»
JIU, okasbiBawolux Bo36yxaaoluui 3¢ ¢ekT Ha MOTOHeHpPOHbI-aHTa-
roHucthl. [1o cylecTBy, Takol ke MexaHH3M obJieryeHusi BCTpeuaercs
H B METAaTOpPaKa/bHOM [AHTJHW CapaHuH, ¢ TOH JIMlIb Pa3HHLEH, uTO
3¢ ¢eKT obsNeryeHHUss JOCTHraeTCs He HA HHTEePHEHpPOHAX NpH HHTe-
rpauMH BXOJO0B OT pa3/iMuHbIX [ABHraTe/bHbiX CHcTeM, a Ha GoJee
HH3KOM YpoBHe, T. €. MOTOHeHpoHax. B nauHom cayuae gocturaercs
HeNHHEeHHbIH 3¢ deKT BpeMeHHOW CyMMallHH Ha MOTOHeHpOHAx MnpH
OLHOBPEMEHHOM BO36Y>KIE€HHH [BYX He CBA3aHHbLIX APYr ¢ APYrom
6e3biMnyabcHbIX JIU.

2.3. OpraHH3auusi JOKaAbHbIX HHTEPHEHPOHOB
B ABHIraTeJbHOM UEHTpE

OG630p coBpeMeHHbIX LaHHbIX O JIOKaJbHbIX HEHPOHAX LEHTPaJib-
HOH HEePBHOH CHCTeMbl HACEKOMbIX H PaKoOGpa3HbiX CBHUAETE/NbCTBYET
O TOM, 4TO B FAHIJIHOHAPDHOW OPraHM3alUHH HEPBHOH CHCTEMbl 3THX
)KMBOTHBIX Ka>KAblH TOpPAKaJbHbIA HAH a6AOMHHAMbH I FAaH[AWHA
AIBNISIETCHA JIOKAJNbHbIM LEHTPOM YNPaBJeHHA ABHXXEHHSAMH COOTBeET-
CTBYIOWEH napbl KOHEYHOCTEH WAW npHAaTKoB Tesaa. CTPYKTYpHYIO
OCHOBY BHYTPHIaHIJIHOHADHOM OPraHU3alliy ABHraTeNbHOro ynpaaJe-
HHUSl COCTaBAAIOT HMMIMYJbCHbie H 6e3biMnyabcHble JIM, kaxnablit U3
KOTOPbIX XapakTepH3yeTCst PHAAOM CrnelH(pHUYECKHX XapaKTepHCTHK.
[To cBoeMy no/MOXEeHHIO, 3aHHMaeMOMy B CErMEHTAPHOM OTese
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ynpas/eHust ABHXKEeHHsAMH, HMIyabcHble JIW pacrnionoxeub Ha caMom
ee BXoje, sIBAAACh LLlEeHTPAMH NePBHUHOH UHTErpalHH 3KCTEPOLENTHB-
HbIX H TMPONPHOUENTHBHbIX CEHCOPHbIX CHrHAJNOB. bBe3biMny/bcHble
JIU, nanpotuB, pacrnosoxeHbl Ha NPeMOTOPHOM YypOBHE H, CJe[0-
BaTeJbHO, HrPAlOT IJ1ABHYIO KOOPAHHHPYIOILYIO POJib B yNnpaBjJeHHH
MOTOHEHPOHHOH aKTHBHOCTbIO. Kazasnoch Gbl, UTO B CHIY TAKOro pacno-
JIOXKEHHAI BHYTPH raHriust umnyabcHble JIM goskHbl oTBeuaTb 3a
YHCTO CEHCOPHYIO, a 6e3bimnybcHble JIM — 3a mMoTOpHYIO YyHKIHH
B JlOKanbHOM 1eHTpe. ONHAKO Takoro nosHoro (yHKUHOHAJNbHOrO
pa3neneHus nposecTH He ynaetcA. besbiMmnyabcuble JIM oTBeualor Ha
MHOrHe M3 TeX CEHCOPHbIX CHrHAJOB, KOTOpble BO3AEHCTBYIOT Ha HM-
nyabcHble JIM B TOM e ranrauu, Hanpumep, NpH KacaHUAX BOJIOCKO-
BbiX MEXaHOPeLEeNTOPOB YPOMOAOB H TeabCcOHA O6pIOLIKA paka HWJH
IABH)XEHHUAX OMbIBAIOILEH BOAbl, HO [1€1aI0T 3TO MeHee H3GHpaTeNbHO
(Reichert et al., 1982). Beabimnyabchble JIM y capanud noayuaior
CHJbHOE CEeHCOpHOe BO3/1efCTBHE OT MEXaHOPelLEeNnTOPOB T[NaBHbIM
06pa3omM TOH HOTH, MOTOHEHPOHAMH KOTOpPOi OHH ynpasasioT. Touu-
yecKHe HJIH (H3HYeCcKHe H3IMEHEeHHS MeMOPAaHHOro IOTEeHLHaJa 3THX
HHTepPHEHPOHOB MOXXHO BbI3BaTh, HANpHMep, HaBA3aHHbIMH [BHXKe-
HHAMH COUYJICHEHHH HOTH HJIH CTHMYJISILLHEH KYTHKYJISPHBIX MexaHope-
LeNTOPHbIX BOJOCKOB, MOKPLIBAIOLUX €€ MOBEPXHOCTb.

Bwmecte ¢ tem Ge3dbimnyJbcHble JIM oTBeualoT Ha ropa3no 6oJib-
LKA HA6Op CEHCOPHbIX CHIHANOB H MeHee CnelH(pHUHO, UeM HMIYJbC-
Hble HHTCpPHeHpOHbl, YTO VKa3biBaeT Ha GoJjee BbICOKHH YpPOBeHb,
3aHumaembll 6e3biMnyabcHbiMH JIM B ueHnTpe ynpaBneHus aBHxke-
HuamMu. C apyroil ctopoHbl, umnyabcHole JIM yuacTByioT B no3ubix
JNOKaAbHbIX pediekcax B KauecTBe 3jIeMEHTA TPeXHeHPOHHOH ayru
«CEHCOPHbIH HeHpoH — umnyabcHblii JIM — MoTOHelipoH» u npaxe
YeThIPEXHEHPOHHOH AYrH «CEHCOPHbIH HelpOH — WMNyJbcHbid JIU —
6e3biMnybcHbiit JIM — MOTOHe#HpoH», Kak 3TO yCTAHOBJEHO Yy Ha-
cekombix (Siegler, Burrows, 1983; Pfluger, Burrows. 1987). Aua-
JIOTHYHO H Y PaKa HEKOTOPble THIbl JOKAJbHBIX HMIMYJbCHBIX HHTEp-
HeHPOHOB, OTBEYAIOILIIHE HA CEHCOPHble CHIHaJbl MEXaHOPeUeNTOpoB,
MOTYT BbI3blBaThb [BHraTtedbhbie 3ddektbl. [lpu BHYTpHKIETOUHO!
AENOJAPH3ALUMH 3TH HHTEPHCHPOHbBI BbI3bIBAIOT 3aMETHOE YBEJHUEHHe
4AaCTOTbl HMNY/AbCAlHH B 3(depeHTax, HAYLIHX K XBOCTOBOMY MJiaB-
Huky (Reichert et al., 1983). BaxHoe oriMude, OfHAKO, MMUYJb-
CHbIX H Ge3biMnyabcHbX JIW 3aknouaercs B Xxapakrepe ynpasJe-
HHSi HMH MOTOHEHDOHAMH: BCE€ 10 CHX 110p OGHAPYXKEHHbIC HMIMY.Jlb-
cHbie JIM BO31€HCTBYIOT TOBKO Ha €1HHCTBEHHbIi MOTOHEHpOH,
TOraa Kak 6e3biMMyJ/ibCHblE — yallle OKa3blBAlOT BJAHAHHE CPa3y Ha
HECKOJIbKO MOTOHCHPOHOB, NMPOH3BOAA MOILUHBIE, XOPOLIO CKOOPAHHH-
poBaHHble ABHXKEHUs (Burrows, 1979; Siegler, 1984; Paul, Mulloney,
1985 a).

Takoit xapakrep npemMOTOPHOrO ynpaBjeHHs Y UJICHHCTOHOrMX
CBA3AH B IIEPBYIO OHCPCL € VUACTHEM VHHIATCPAILHL.N 103bIMIIY.IbC-
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ubix JIHM B renepaunn JOKOMOTOPHBIX PHTMOB, TPEOYIOIIHX CI0XHOKO-
OPAHHHPOBAHHOH AKTHBHOCTH MOTOHEHDPOHOB BCEH KOHEYHOCTH HJIH
npuaatka. Kpome Toro, BHyTpHcermentapHasi GusaarepajbHasi KOOp-
NMHALUMA — NpOTHBOGA3HARA /A lIAraloUMX Nap KOHEYHOCTeH HJH
cHH(pa3Has B cayyae M1aBaTeNbHbIX HOXEK pakooOpa3HblXx H Kpblo-
BOMO annapara HaceKOMblX — OCHOBbIBaeTCi Ha MOpP(}OJIOrHYECKH H
(PH3HOJIOTHYECKH YCTAHOBJIEHHOM KJacce 6usatepanbubix JIM ¢
MMNYJbCHBIM H 6€3bIMNYJNbCHbIM CIIOCOGOM NepefayH CHrHAN0B BHYTPH
ranrausi. Ha npumepe 6unatepanbhbix JIM cHcrembl niaBaTtenbHbIX
HOXKEeK paka MoKa3aHo, 4TO HX BJIMAHHE Ha MEepHOA MJIaBATENbLHOrO
puTMa HaMHoro csnabee, uem yHunatepaabHbix JIW, yuacrByowux B
reHepalMH PHTMa, H, N0 KpaiiHel Mepe, HEKOTOPbHIE H3 HHUX MOJYYalOT
BXOAbl OAHOBPEMEHHO OT Ka)XAoro JokajabHoro reHepatopa (Paul,
Mulloney, 1985). 3to naet ocHoBaHHe aymaTb, 4TO QYHKUUA GHaaTe-
paabhbix JIW - - BHyTpHCerMeHTapHasi KOOpAHHALHA JieBO- H NpaBo-
CTOPOHHHX JIOKaJbHbIX reHepaTtopoB pHTMA. [leficTBHUTesNbHO, AR
KOOpPAHHALHH JIEBO- H NPaBOCTOPOHHHX TFeHepaTopoB cjaabble CBS3H
BMOJIHE [OCTAaTOYHbI H MOTYT 3(h(EeKTHBHO c006UIaTh APYr APYTY O
pPa3JIHUHSX N€PHOL0B TOrO WJAH APYrOro B OllpefeJeHHbIX CHTyaLHsX.
B uyacTHocTH, H3BecTeH noBeaeHYeCKHH (EHOMEH, KOrja NpH HakJoHe
XXHBOTHOTO OTHOCHTEJNbHO NMPOAOJbHOH OCH Tena GHeHHA NJaBaTeNb-
HbIX HOXXEK OJLHOTO CermMeHTa CTAHOBATCS ACHHXPOHHbBIMH H acHMMeT-
puunbiMu (Hugher, Wiersma, 1960; Davis, 1968). [Togo6nbie Guenus
ABJSIOTCA 3J€MEHTOM Ooflled peakuHH paBHOBECHS y pakooOpasHbIX
(Llykepman, 1982),a uto6bl BblIpaBHTb NMOJIOXKEHHE Tesia B NPOCTPaAH-
CcTBe, HEOOXOAHWMO pACCHHXPOHH3HpOBaTb o6a reHepatopa pHTMa.
Cna6as BHYTPHraHIJIMOHApHasn CBA3b, OCyLeCTBAsieMas Guiartepasnb-
Hbivu JIH, Bnonne nocratoyna ans 3TOH uesu.

Lpyro#, ewe 60nee BbICOKHH ypOBe€Hb KOOpPAHHAUHH, NOCTHra-
eMbli ¢ nomMoulblo GHaatepanbHbix JIM B To# ke cHcTeme naasaTeb-
HbIX HOXE€K, 8 MMEHHO MEeXCErMEeHTAapHbIH, MOATBEPX.1aeTCHA CHJIb-
HbIMH JBHraTebHbIMH 3P(HEKTaMH HEKOTOPbIX H3 3THX HHTEPHEeHPOHOB
Ha ApYyrue raHrjuH. OTO XOPOLIO KOPPEJHPYET C H3BECTHLIMH CTPYK-
TYPHbIMH CBel€HHAAMH O NEPEKPLITHH o6saacTell BeTBJEHHA psaa Guaa-
TepaibHbix JIM ¢ 30HO# MenHanbHOro TpakTa, rae MPOXOANAT AKCOHbI
MeXCerMeHTapHbiX KOOPAHHHPYIOWHX HeHpoHoB (Stein, 1974). Ta-
KHM 06pa3oM, NpPOCMAaTPHBAETCHA oOnpeaeseHHas ¢YHKUHOHaNbHAA
crnennanusanua JIM: ongHa ux yactb MoXeT yuacTBOBaTh BO BHYTpH-
CerMeHTapHbIX KOOPAHHHPYIOUIHX NYTAX, APYras — B MeXCermMeHTap-
Hbix. [ToaTBepx1eHHe TAKOMY 3aKJIOYEHHIO MOXKHO HAWTH H B CHCTEME
ynpaBJeHHsi XBOCTOBbIM MJIABHHKOM paka, rie HAeHTHPHLHPOBaHbI
6esbimnyabcubie JIM nByx THinoB — AL- n PL-untepueiiponbl. Murep-
HeiipoHbl PL-TMna yuacTBYIOT npeuMyllleCTBEHHO B CErMEHTapHOM
pedsiekce, NpH KOTOPOM MEXAHHUECKHH CTHMYJ, MPHIOXKEHHbIH K
OHOMY YPONOAY, NPHBOAHT K GHJIATCPaNbHO aCHMMETPHUHOH KOHH-
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rypauuH BCero naaBHHKA, KaK YaCTH NOBeleHYeCKOH peakuHH Hibera-
HHUSI OMACHOCTH, @ HHTepHeHpoHLl Al-THna B OCHOBHOM OTHOCATCA K
HUCXxOAAWHM MexcermenTaphbiM nytsam (Takahata, Hisada, 1986 b).

Bonpoc o Tom, kakum 06pa3om JoKajbHble HHTEPHEHPOHb! BbINOJ-
HSIIOT NepeuncieHHbie PyHKUHH, HenocpeacTBeHHO CBSI3aH C HX opra-
HH3aUuWeH B JIOKAJbHOM LEHTPe yNpaBJieHUs ABHXEHHAMH, KOTopas
6yner paccmorpeHa B caeaylollledi rna.e.

Hrak, nokanbHble HHTEPHEAPOHDI ABUraTe/IbHbIX CHCTEM UJIEHUCTO-
Horux BbinoausiloT B LIHC 3THX XKHBOTHbIX ueabl pAA (YHKUHA:
1) HHTErpHpyioT MeXaHOCEHCOPHble 3KCTepO- H MPOINPHOLENTHBHbIE
CHTHaJIbl, NOCTYNAlolLHe OT KOHEYHOCTEH H NMPHUAATKOB COOTBETCTBYIO-
I0LLer0 CErMeHTa TeJa; 2) ABJSAIOTCA 3J€MEeHTAMH HEHPOHHOTO rexdepa-
TOpa pPHTMA B NOJYraHraHH; 3) MOAYJHPYIOT AKTHBHOCTb MOTOHEH-
POHHBIX MYJOB, Bbi3biBasl ACHMMETPHUYHbIH JBHraTesbHbii BbIXOM;
4) ocylecTBAfOT 6GUIaTepasbHYI0 KOOPAHHAUHWIO DHTMOB JIeBO- H
NpaBOCTOPOHHHX TEeHEpaTOpPOB CerMeHTa; 5) yuacTBYIOT B MeXcer-
MEHTapHbIX KOODAHHHPYIOIWLHX cHcTeMax. Hecmotps Ha Tako# IUH-
pokHil cnekTp AeHCTBHH (PYHKUHOHANBHOrO HA3HAUYEHHA JIOKAJNbHbIX
HHTEpHeHPOHOB, UX POJIb B ABHTraTeJbHOM NOBEAEHHH UJIEHHCTOHOTHX
MoxeT ObiTb ellle IUMpe, OXBAaTbiBAas, Hanpumep, B3aWMOJeHCTBHE
Pa3JIHUHBIX ABHTATEJbHbIX CHCTEM, KAK B PACCMOTPEHHBIX Bbillle CHCTe-
Max peyHoro paka.

F'nasa 3. MEXAHHU3Mbl TEHEPALIUH
PHTMHYECKON AKTHBHOCTH

3.1. Bo3amoXHa JiH reHepauus PUTMHYECKOH AKTHBHOCTH
B M30JHPOBAHHOM FAHIJAHH?

Bonpoc, nocraBnenublit B Ha3BauuH naparpada, ABaseTcs OTHIOAb
He MPO3aHyecKHM H BO MHOTOM KJIOYEBbIM B MOHHMAHHH HEPBHBIX Me-
XaHH3MOB KOOpAHHALMH NBHXEHHHN Yy uleHHCTOHOrHX. B camom nene,
C O[HOH CTOPOHbI, y)Xe [13aBHO TMOJAMeYeHa BaXKHAas OCOGEHHOCTb
CerMeHTapHbIX ABHTaTeJNbHbIX LEHTPOB HACEKOMbIX — HX CMOCOGHOCTD
NPOSIBAATbL YCTOHUHBYIO H MAJIO 3aBHCALLYIO OT lepUdEpPHUYECKHX CHr-
HaJ0B O6GPaTHOH CBA3H PHTMHUYECKYIO aKTHBHOCTb. Oco6eHHO Harasa-
Ha cnoco6HOCTb K aBTOMATH3MY Yy LHKal, Y KOTOPbIX AaXe€ MoJHas
H30JIAILLHA TAHTJIHA, HHHEPBHPYIOLLEro THMOAbHbIe MbIllILbI, HE Hapy-
laeT HH 4acTOThbl, HH NOCJEL0BATENbHOCTH HEPBHbIX HMIMYJbCOB, M0-
col1aemblx K Mbiitnam (Csuaepckuit, Kapaos, 1967). Bionne koopau-
HHPOBAaHHbIE XOJHJbHbIE ABHXKEHHS CNIOCOOEH TakXe coBepliaTh B Te-
YeHHe HEeCKOJIbKHX CYTOK [a)Xe H30JHPOBAHHbIA CErMCHT TFPYAHOro
oT/eN1a CapaHuH, BKJIOUAIOLWIHH Me30TOPaKa/lbHbIH FaHrJIHA H OlHY
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napy Hor (Csuaepckuit, 1973). ABTomMaTuaMm pa6oThl ABHraTe/bHbIX
CHCTEM, YNpaBJAOUIHX PUTMHUYECKH GYHKLUHOHHDPYIOIUIHM MblILEUHbIM
annapaTtoM UYJIEeHHUCTOHOrHX, OKa3biBAaeTcs BO3MOXHbiM OJsaroaaps
HaJHUHIO B CErMEeHTapHbIX TAHIJIHAX reHepaTopoB pHTMAa — TAKOBA
WHPOKO PacnpoCTpaHeHHAss B HacTosillee BpeMs Touka 3peHus. [le-
TalH KOHCTPYKUHH HEHPOHHOH OpraHH3auMH TaKHX T[EeHepaTopoB
pHUTMa, Kak cuuTaet, Hanpumep, CBHAEPCKHH, MO-BHIHMMOMY, pa3JH-
YaloTCA Y Pa3HbIX BHAOB YJIEHHCTOHOTHX, HO BCE€ OHH 06,1a1a10T APKO
BbIpAaX<€HHbIMH CBOWCTBaMH Neicmekepa.

BmecTte ¢ TeM OQHH H3 OCHOBHbIX H LUIHPOKO A€6aTHPYIOILHXCHA B
NocJe/lHHe rofibl BONPOCOB 3aKJA04YAETCHA B TOM, HACKOJbKO DYHKILHO-
HaJbHAaA neaddepeHTauHss MPOHU3BOAHT CYLLECTBEHHbIE H3MEHEHHs
B IBUraTesibHOM natrepHe. B 3Toi ke CBA3H CTABHTCA BONPOC H O CMO-
COGHOCTH H30JIHPOBAHHOrO FAHIJIHA PeanH30BaTh HOPMaJbHbIH DHTMH-
YeCKHH BbIXOJ B OTCYTCTBHH ()a3HUYeCKHX CHrHaJoB OGpaTHOH CBA3H.
HekoTopblif MTOr 3THM [HCKYCCHSIM MOTYT [OJBECTH IMpPHBEJEHHbIE
HHXKe 1aHHble. B neratesnbHOM cHcTeme capaHuM passuyHble ¢dasbl
JABHraTeJbHOr0 UHMKJAA MO-pa3HOMY 3aBHCAT OT CHrHajoB 06paTHOMH
cBA3K: feadhepeHTaUHs He NPUBOAHT K 60JIbLIHM H3IMEHEHHAM (OpMbI
NeNnoNSAPH3alHi H YHCJIAa HMITYIbCOB 38 LHKJI OHEHHH y 1eNpPeccopHbIX
MOTOHeHpoHOB Kpblna. Hanpotus, dopma neBaTopHbix AenoaApU3aiiui
CYLLECTBEHHO H3MeHsieTc B pe3yabrate neaddepentaunn (Woll,
Pearson, 1987).

Camblii y6eauTeNbHbi NOBOA B MOJb3y II€HTPAJbHOTO ynpasJe-
HHAL MOTOHEHDOHHbIM BbIXOJOM BbiTeKaet H3 paboT, B KOTOPbIX BCH
LIHC uan ee uacTb NOJHOCTbIO H30JHPYETCA OT OCTABIIErOCH XHBOT-
Horo. [lokasaTtenbcTBa TOro, 4TO /[ABHraTefbHblH NaTTepH MoOXKeT
reHepHPOBATLCA B I[I0JHOH H30J5ILHH OT 11ePH(PEPHUECKHX CHTHAJIOB
06paTHOH CBA3H, NOJIyYeHbl HEABHO B TOH )Ke JieTaTeJbHOH cHCTeMe
capaHud. bosee TOro, HCNoOJb3ys AN HHHUHALHH JIeTATENbHOH AaKTHB-
HOCTH [0JFOBPEMEHHYI0O HHKY6ALHIO B OKTOMAMHHE H30JHPOBAHHbIX
raHrjues, y1aJjocb 10Ka3aTb CylLleCTBOBAHHE B TOPAKaJbHbIX CErMEeH-
Tax NepeHero W 3aaHero Kpblia OTAeJbHbIX OCUHJAAATOPOB (Steven-
son, Kutsch, 1987).

PHUTMHUEeCKHH MOTOpHBLIH BbIXOJL TOPaKaJlbHOTO TFaHMJHA PEYHOro
paka in vitro uMeeT XapakTepHCTHKH, OO6lUIHE C MOTOPHbIMH MpPO-
rpammamMH, HCNoJib3yeMbIMH BO BpeMsi XoabObl H KauaHu# Hor (y ne-
CATHHOTHX PAaKOB CYlleCTBYeT Takaa GopMa ABHraTe/bHOro noseje-
HHsa). Kaxabli moayraHrinii MoXeT NpoayuHpPOBaTbh PHTMHYECKYIO
4KTHBHOCTb C pPELHNPOKHOCTbIO MeX1y MOTOHEeHPOHHBbIMH MyJaMH
Pa3/MuHbIX MbILIL, HCNOAb3yeMbix npH xoab6e Bnepen (Sillar, Sko-
rupski, 1986). Tak, B H30IHDOBAaHHOM npenapare NPOMOTOPHbIE H Jie-
BaToOpHble MOTOHEHPOHbI Pa3psAKalOTCA BMeCcTe, CTPOro Yepenysicb ¢
PEMOTOPHBIMH MOTOHEHPOHAMH TOH Ke HOoru. O1HaKO BO BpeMs X0AbObI
ZenpeccopHble MOTOHCHPOHBl aKTHBHPYIOTCH B (pa3e ¢ peMOTOPHbIMH
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MOTOHEHPOHAMH, a B H30JHDOBAHHbIX [penapartax aelpeccopHble
NnaykH MMIYJbCOB Ha6JIOAAIOTCA OueHb peako. Kpome Toro, H3oaupo-
BaHHbIA DHTM aKTHBHOCTH BbICOKO BapHabeJieH Mo 4acTtore, a AJHTENb-
HOCTb MOTOpPHbIX Mauyek, NO-BHAHMOMY, He KOHTDOJIHpYeTCsi CTPOro
(Sillar et al., 1987).

Htak, aHann3npys MMelolLlHecs HA CEroAHSIIHHI JeHb 3KCNEpH-
MEHTa/NbHble JaHHble, nojyueHHble Ha npenaparax LIHC unenucro-
HOTHX C PyHKIIHOHANbHON neaddepeHTauHerd, MOXHO CAe/1aTb BNOJHE
onpefeseHHbIH BbIBOA O TOM, YTO UEHTPa/abHble OCLH/INATOPHbIE KOH-
TYPbl CErMEHTAPHOTO TAHIJIHA CMOCOGHLI CAMOCTOATENbHO F€HEPHPO-
BAaTb OCHOBHOH PEUHNPOKHbIA ABHUraTe/lbHbI BbIXO/ K aHTarOHHCTHUe-
CKMM Mbiuiniam. Kakoit ke MexaHH3M JIeXKHT B OCHOBe reHepauHH
peuHnpokHoro natrepHa? Mmeer nu 3TOT MexaHM3M yHHBepCaJbHbIH
XapakTep B raHrIHOHApPHOH OpraHM3aUHH HEPBHONH CHCTEMbI UJIEHHCTO-
HOTHX M KaKoBa poJib B Hem JIH?

Bce coBpeMeHHble rurioTe3bl W 1peacTaBjeHHs 06 OpPraHH3allMH
CHUCTeM [BHraTeNbHOrO YNpaBJeHHA Yy UJEHHCTOHOTHX TOBOPAT O
TOM, UYTO peanH3auHs [ABHraTe/lbHbIX CHHEPrHH, DEUHTPOKHOCTH H
1IepHOJIHYECKO# aKTHBHOCTH ocyllecTBasiercs npH yyactuu JIKU. Kera-
TH OTMETHM, uTO rpaayaJbhble (6e3biMIy/bCHble) B3aHMOAEHCTBHS,
CTO/b IIHPOKO PacnpoCTPaHeHHble Y HAaCeKOMbIX H Pakoo6GpasHbiX,
MO-BHAHMOMY, HIpPaioT BAXXHYIO pOJib B O06pPA30BAHWH OCUHJAAUHWH
MEMOPAHHOro MNOTEHUHANA y HX HHTEPHEHPOHOB H MOTOHEHPOHOB.
®opmupoBanre putrmuyeckod aktupHoctH B IIHC Bo3moxio au6o
6aaronaps HaJHUHIO B HEH SHAOM€HHO aKTHBHbIX HEHPOHOB (OCUHAASA-
TOpOB), JHOO OpraHU3allHH cneuuPHYECKHX CHHANTHYECKHX CBfA3eH
MEXYy HEeHpPOHAMH, KOTOPble He SIBJASAIOTCA CIHIOHTAHHO AKTHBHbLIMH. B
NOCJE/IHEM CJyyae NaTTepPH 3.JeKTPHUECKOM aKTHBHOCTH obpasyercs
HE TOJNIbKO CeTeBbIMH, HO H BHYTPEHHHMH CBOHCTBAMH HHTCpPHEHpO-
HOB, BXOJASILIHX B FreHepaTop pHTMa; KpOMe TOro, TOHHYECKHEe H (HJIH)
(asuyeckHe BXOAbl B TreHepartop HEOOXOAHWMbl 1Sl YCTaHOBJIEHHS
HOPMAaJIbHbIX BPEMEHHbIX XaPAKTePHCTHK IIHKAHYECKOH aKTHBHOCTH
(Satterlie, 1985).

[lo mueunio Wlreiina (Stein, 1974), cM0XHOCTb IEHTPaNbHOM
OpraHH3allii HHTCPHEHPOHOB JIOKAJ1bHOTO ABHIATEJbHOTO LIEHTPA Ha-
XOJMTCA B NPAMOH 3aBUCHMOCTH OT YHCJA [ABHraTeJbHbIX CHHEpruil
HCTNOJIHHTENbHO-ABHraTesibHOTO annapara. [115 TOKOMOTOPHbBIX CHCTEM
BCErjga CyulecTBYyiOT, 0 KpaHHed Mepe, [ABe CHHEPrHuYHble TIpyIIIbl
MOTOHEHPOHOB H [Be€ NONYJALHH HHTCPHEADOHOB, YNPaBAAIOLUIHX HMH.
B 3To# cuTyauuu, B uacTHocTH, onHa nonyasuna JIM moxer Bo3byx-
J1aTb OJHY CHHEPTHUYHYIO TpPYyNMy H, BO3MOXHO, TaKXe€ TOPMO3HTb
ApYryio rpynny MoToHeHpoHoB. HMHTepHelipoHbl Apyro# nonyasiuuu
TOUHO TaK )K€ BO36YX1al0T BTOPYIO IPyNny MOTOHEHPOHOB H TOPMO3SAT
nepsyio. Kpome toro, HHTepHeHPOHbI ONHOH 11011Y.IILHH MOTYT TOPMO-
3UTb MHTEPHEeHPOHbl Apyroi mnonyasiuMu. Tako#h THI CHHANTHYECKHX
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cBfi3ell B NMpPHHIKIIE 10CTATOYEH A OOBACHEHHS PEIMIIPOKHOH MO-
TOHEHPOHHOH AaKTHBHOCTH, Ha6/i0naeMoil BO BpeMs JIOKOMOUHH B
MCMOJHHUTEJNbHOM OPraHe ¢ ABYMsSl CHHCPTHUHbIMH TPyNNaMH MOTOHEH-
POHOB.

nsa NOKOMOTOPHBIX CHCTeM C GoJiee uyeM ABYMSl CHHEPrHUHbIMH
rpynnamMi MOTOHEHDOHOB, BEPOSITHO, AOJKHbI CylleCTBOBaTb Gosee
JABYX MONYJsILHA JIOKAIbHbIX HHTEPHEHPOHOB. B 3ToM cayuae xaxno#
rpyline CHHEPrHUYHbIX MOTOHEHPOHOB [0JI)KHA COOTBETCTBOBATb MO-
nyJasiiHA HHTEPHEHPOHOB B LEHTpe, BO36GyXaalowWwasa 3Ty rpynmy.
Kak u npexne, HHTepHeHpOHb! OHOH MOINYJSALHH MOTYT TaKXKe TOPMO-
3WTb MOTOHEHPOHbl NPYrHX CHHEPru4HbIX rpynn, Bo36yxKaatb ApYr
JApyra ¥ TOPMO3HTb HHTEpHeHPOHbl ApYrux nonyasuui. Takum o6pa-
30M, peasiH3alHs ABHIraTeNbHbIX CHHEPrHH KOHEYHOCTH TpeGyeT opra-
HH3aUHH ceTed M3 pa3aHuHbix nonyasuui JIW, xapakrepusyouinxcs
B036Yy)K€HHeM BHYTPH MOIYJSILHH H TOPMOXEHHEM MEXAY pas/Hu-
HbIMH TONYJSUHAMH HHTEPHEHPOHOB.

Henocratok HauiMx 3HaHuit 06 opraHu3aunMH HeHPOHOB B [ABHra-
TeJIbHOM LICHTPE He MO3BO.JseT NOKa NPeaCTaBHTb MOJHYIO KaPTHHY
ylpaBieHHsl IBHXKEHUAMH KOHEUHOCTH B PealibHblX YCJIOBHAX JIOKOMO-
LLHH KHBOTHOro. Tem He MeHece OCHOBBIBASICb HA BbIIIEH3JIOKEHHBIX
CO06paXKEeHHAX H HAUIMX MOJEJbHbIX HCCIEL0BAHHAX, MOXKHO BbICKa-
3aTb PAL NPHHIHIIHAABHBIX COOOPAXX€HHH OTHOCHTENbHO HEHPOHHOMH
OpraHu3allid CermMeHTapHoro OTAeJa [IBHraTesbHOrO YNpaBJleHHs.
PaccmoTrpum BHauane TpH OCHOBHbIE MOJEJH, KOTOpble NPHBJIEKAIHCD
B pa3JjiMyHOe BpeMs AJNfl OOBLACHCHHUS MPOHCXOXKACHHA PHTMHUECKOrO
XapakTepa MOTOHEHPOHHOH AKTHBHOCTH Y XHBOTHbIX.

3.2. Hekoropbie MoaenH HEHPOHHLIX FeHepaTopoB

IlepBas, noctaTtouHo o611ast MOLeJib OCHOBAHA HA FHNOTE3€e «I10J1Y-
uentpoB» (Grillner, 1975). CornacHo 3To# rHIOTE3€ LWEHTPaJbHbIN
reHepaTop PHTMHUYECKHX [ABWXXEHWH KOHEYHOCTH COCTOHMT H3 ABYX
TPyni HHTEPHEHPOHOB -— I[OJYUEHTPOB, MEXAY KOTOpPbIMH cylle-
CTBYIOT PEIHIIPOKHbLIC TOPMO3HblE OTHOUICHHSA, T. €. HHTepPHEeHPOHbI
O/IHOrO MOJIYUEHTPA OKa3biBAIOT TOPMO3Hble BO3AEHCTBHS HA HHTEp-
HeApPOHbl BTOPOTO MOJYUCHTPA H HA060pOT. Kpome TOro, HHTEpHENHPO-
Hbl BHYTPH KaXX/lOr0 NOJYIICHTPa MOTYT BO36YXKAAaTb ApYyr aApyra. YcTo#-
UMBOMY COCTOAHHIO TAKOH CHCTeMbl COOTBETCTBYET MaKCHMaJibHOe
BO30Y)XKI€HHE OJIHOrO [0JYUEHTPA H MAaKCHMajlbHOE TOPMOXKeHHe
apyroro. Bo3HHKHOBeHHE PHTMHUCCKOrO npouecca B T4KOH CHCTeMe
BO3MOX>XHO 11pH BbIIIOJTHEHHH IBYX YCJOBHH: |) 3HIOreHHOro TOHHUe-
CKOTO BO36YXKAEHHA 00OUX IHONYUCHTPOB W 2) HANHYHA Yy HHTEpHeil-
POHOB €BOHCTBA NPHBbLIKAHHA HJH, KAK HHOr1a rOBOPAT, alanTauHH
K npecuHanTHyeckuv cTumyaam [lpoctetiunit npumep Takoro resepa-

45



TOpa — ABYXHEHPOHHAA C€Tb C B3aUMHbIMH TOPMO3HbIMH CBSA3AIMH.
[TIpuBbIKAHHE HJIH CHH)KEHHEe BbIXOJHOH aKTHBHOCTH OLHOrO M3 Heiipo-
HOB NMPHBOAHMT K YMEHbLIEHHIO €ro TOPMO3HOrO BJHSAHHA HA BTOPOH
HHTEpHepOH, B pe3y/bTarte 4yero 1nocJjeiHuiH BO36YIHTCA H MOJTHOCTbIO
3aTOPMO3HT MepBblii HHTEepHeHpPOH. 3aTeM HauyHeT CHHXKATb CBOIO
aKTHBHOCTb BTOPOH HHTEPHEHPOH, H NepBOHauYaJbHbil Npolecc NoBTo-
putcs. Tak BO3HHKAeT PHTMHYECKHH npouecc, NepHOAHYHOCTb KOTO-
poro onpejaeyssieTc NOCTOAHHOH BpeMEeHH afanTaudH HEeHPOHOB.

Mogaenb uMeeT 40OCTATOYHO MPOCTOH CMbICJA H pPSL KOCBEHHBIX
NOATBEPKAEHHH (B YACTHOCTH, B CTOMATOracTpaJjbHOM T'aHTJIMH J1aH-
rycta HAeHTHGHIIHPOBAHbI 1apbl HHTEPHEHPOHOB C PELHIIPOKHBIMH
TopMo3HbiMu cBsi3AiMH (Warschaw, Hartline, 1976; Selverston, 1976),
TaKHe XXe B3aMMOLeHCTBYIOLLHE 11apbl HaH1eHbl B CHCTeMe reHepalHu
;1aBaTeJbHOTO pHTMa y Mo.1iocKoB (Getting, 1983, Satterlie, 1985) ).
OnHAKO B JIOKOMOTOPHBIX CHCTEMAxX YJEHHCTOHOTHX TAKHX 11ap 10 CHX
nop He o6GHapyxeHo. Bosee Toro, B paccMoTpeHHOH Bblllle CHCTEME
ylpapJeHHs 3aAHerpy/HOH HOTOM CapaHyuM Bce TOPMO3Hble B3aUMO1€eH-
CTBHSl HHTEPHEHPOHOB JIOKAJIbHOrO 1€HTPA HOCHAH cyry60o OAHOCTO-
POHHHH XxapakTtep

Bropas, wHpoko u3BecTHas Mojelb aCHMMETPHYHOrO reHeparopa
npeanoJiaraet LEHTPaIbHOE IPOHCXOKACHHE PUTMHUECKOH aKTHBHOCTH
JHLIb (JICKCOPHbIX MOTOHEHPOHOB, OCYIILECTBJ/IAIOUINX MAaxoBYl0 ¢asy
u1aroBoro uukaa Moaeab aCHMMETPHUHOrO FreHepaTopa NpeasoXkKeHa,
B YACTHOCTH, A9 OOBACHCHHUS MPOUCXOMIEHHS PHUTMA LIAraTe/bHbIX
nBHcHHi Tapakana (Fourtner, 1976) Oco6eHHoCTbiO 3TOH Moaenu
ABJSETCA TO, YUTO UEHTpa/bHbif reHepaTtop putma (LLI'P), kortopwii,
NepUHOAHYECKH BO36YXKAaA TOJbKO MOTOHEHPOHHBIH nya crubarenei
6eapa, OXHOBPEMEHHO AO/1XKEH TOPMO3HTb TOHHYECKYI0 AKTHBHOCTb
MOTOHEHPOHOB pa3rubareeil, T. . MblillL ONOPHOH ¢da3bl LHKJIA wWwara.
Psil KOCBEHHBbIX J1aHHbIX CBHAETEILCTBYET O TOM, 4TO reHepaTtop ma-
X0BO# (a3bl COCTOHT H3 Heb6Oo/bUIOH ceTH GesbimiyabcHbix JIK, cBa-
3aHHbIX PEILHNPOKHbIMH TOPMO3HbIMH CBA3AMH. Takas moaenab uMmeer
CJ1e0yIolllHe IKCNePHUMCeHTA.TbHbIE [I0OATBEPXKAEHHUSI: |) pHUTMHUeCKHe
ABHXEHHS HOTH TapakaHa COMNPOBOXAAIOTCA CHJAbHBIMH NPOTHBO-
$a3HbIMH KoseGaHHAMH MeMOpaHHbIX NOTEHIIHAJN0B 6e3bIMIYJbCHbIX
JIU1 u JIU2 (puc. 15); 2) JIUI cneunduueckn Bo36yxaaeT TONbKO
MOTOHEHPOHHBIH Nys crubartencit Tazo6eapeHHOro ¥ 6epOroJeHHOro
CYCTABOB HOTH; 3) BO BpeMs rHNEPNoJsipU3ailHOHHON ¢ asbl Ko.1e6Ganui
mem6paHHoro notenuHasa JIM1 moToHelpoHbl (a€KCOPOB CHIbHO
3aTOPMAaXKHBAIOTCH, a MJIHTENIbHASE BHYTPHKJETOUYHAA ACNOJAPH3ALHNA
3TOr0 HHTepHeHpOHA He Bbi3blBAeT B HEM HH KoJaebGaHHH meM6GpaHHOro
MOTeHIlHala, HH PHTMHUYECKH YePeayIoLLeiCcs aKTHBHOCTH B MOTOHEH-
poHax crubarencit u pasrubarteaecih. B moxeanb (cm puc. 15) Bkaouen
TaKXe B KAueCTBE HHTerpuUpYIoUlero 3jeMmeHTa 6e3biMnyabcHblit JIW
(MOpDONOTrHIECKOH HACHTHPHKAIMH 3TOr0 HHTCPHEHPOHA MpOBECTH
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[enepaTop

KOO PANHUPYD UMt ,@'\\\ qunekc
BxOA I ! MH
— \ /I /

KOMaHIHBIA 3KCT
BXOn — MH

Puc 15 Moaeab acHMMETPHUHOTO TCHEPATOPA PHTMHUECKHX IBHAKCHHH HOTH
rapakata no Fourtner, 1976 11psMbix 10Ka3aTe.IbCTB PEUHITPORHBIA
Topmo3nbix cBazeit vexay U1 u JTU2 noka ner Bo3byxnawuwue
cunancul 0603nauchsl T 06pa sHLIMH IHHUAMH

He YAaJ0Cb), KOTOPLIHA 1eMOHCTPHPOBAJ caabble Kone6aHHsa meMOpaH-
HOro noveHiiHana (Mmenee 2 MB) B ¢ase ¢ MAGHTHHHUHPOBAHHBIMH
JIU1, HO B OT/IHYHE OT 110CA€AHETO (IPH AJHTENbHOH BHYTPHKICTOUHOH
0enoJiipH3allHH Bbi3blBal DELHNPOKHbIE MAaYKH HMIYJbCHOI IKTHB-
HOCTH B MOTOHelipoHax cru6areneil u pasrubareneit. boaee toro, Bo
BCeX CJyuyasix AeNnoasipH3aluus Bbi3blBajla HA4aJbHYIO aKTHBAIIHIO
MOTOHEHPOHOB pa3rubartenss H NOCJEAOBATCIbHOCTb DPHTMHUYECKHX
INBHXXEHHH HOTH

Pa6ora onucanHoro LII'P ocyuiectBasiercs cieaytoiium o6pa3om.
Hurerpupytoutnit 31eMeHT npH aKTHBALHH KOMAHAHOTO W MeXcer-
MEHTapHbIX KOOPAHHHPYIOUIHX BXOAOB OT APYFHX CErMeHTapHbIX
LLEHTPOB YIIPABJIEHHSA IBHXXEHHSAMH H, BO3MOXKHO, HCMIOJIb3ySl CHTHAJbI
o6patHoil cBfA3H OT cobcrBeHHoro LII'P (nmelorcs Hekoropble yka-
3aHHA HA TAKYIO BO3MOXHOCTb), TOHHYECKH BO36YX13aeT MOTOHeHPOHbI
pasru6aTtes M OJHOBPEMEHHO BO30YXKAaeT reHepatop (JeKCOPHbIX
MoTOHelHpoHoB. HauanbHoe BO36yXxJAeHHe MOTOHEHPOHOB pa3sruba-
TEJISt MOXKET OCYILECTBAATLCA [IPAMbIM MOHOCHHAITHUECKHM [yTeM, a
BO30y)X/1€HHe MOTOHEHPOHOB crubarens 6yaer OTCTaBaTb N0 BpeMeHH
BCJIEACTBHE HAauyaabHOH 3ajepXXKM B reHepatope MaxoBoil ¢asbl
(Fourtner, 1976). Haao cka3aTtb, uto nocjenHee o6bAcHeHHe HAHGO-
Jlee y1auHO B CBA3H C TEM, UTO /I MHOTHX JOKOMOTOPHbIX CHCTEM Ha-
4aJio 11aroBoro UHK/Aa CBA3bIBACTCH WMEHHO C HAuyajJoM aKTHBHOCTH
SKCTEH30pOB, T. €. Mbllliil ONOPHOH Ha3bl, U 3a1epKKOH (IIEKCOPHBIX
Nayex.

HanGonee o6uieit W3 H3BECTHLIX MOJesell rewepauMu lwararenb-
HbIX NBHXXEHHH KOHCUHOCTH SIBASIETCA «KOablleBOH reHepatop» (Iyp-
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¢duHKenb ¢ coaBT., 1973), COCTOALHNA U3 3aMKHYTOH LIENOYKH HHTEp-
HEHPOHOB C MOCJe10BaTe/qbHbIM BO30Y)KAEHHEM, NPHYEM NepHOd ero
1IOJIHOTO O6pallleHHs1 B KOHTYp€e COOTBETCTBYET [OJHON JJHTEJbHOCTH
waroBoro uMkia. Takas Mojaesb, Kak YacTHbI cayyai, BKJlouaer B
ce6s1 U THNOTE3Y M0JYUEHTPOB, COCTOALUIHX M3 ABYX HeiliponoB. Mpes
«KOJIbIleBOTO TreHepaTopa» oKasaJjacb HauboJiee MJIOAOTBOPHOH H B
AanbHeHlleM [10Jy4YHIa CBOe pa3BHTHe B BH/le MOJeJieH reHepatopos
C YETHbIM M HEYETHbIM YHCJIOM TOPMO3HbIX CBA3€H, MPUMeEpbl KOTOPbIX
6yayT paccMOTpeHbl aa.ee.

3.3. 06 0c06eHHOCTAX HEHPOHHBIX KOJbUEBLIX FEHEPATOPOB
C UMKJIHYECKHM TOPMOXKEHHEM

OnucaHHbie Bbllle MOJEJIH XOTb H MO3BOJAIOT B TOH HJIH HHOH
cTeneHd OGbACHHUTb MOJYUYCHHbIE B YACTHbIX 3KCNEPHMEHTAX pe3yJib-
TaThl, 0671a1a0T O6LLHM HEAOCTATKOM: OHH HEe YyUHTbIBAIOT TOro ¢ak-
Ta, YTO B reHepallHio BbiXOJHOH aKTHBHOCTH BOBJEKAIOTCH He 1Ba-TPH
HJH Lenouka U3 Heckoabkux JIW, a necartku u, Boamoxto, cotuu JIK.
Hasa Toro, 4yTo6bl 06BACHHTL YCTPOHCTBO ULEHTPAJIbLHOrO reHepartopa,
BKJ1I0YaloLLero Takoe GOJbLIOE KOJHYECTBO HHTEePHEeHPOHOB, Heo6Xo-
NHUMbl KaKHe-TO o6l1IHe PYKOBO/SILIHE NPHHUHNbI OPraHH3alluu ceTei
HHTepHEeHRPOHOB. TakMMH OGLUUMH IIPUHIIHNIAMH MOCTPOEHHA DPHTMH-
YeCKH aKTHBHbIX HEAPOHHBIX CeTCH MOryT GbiTb H3BECTHbIE MPHHLHMbI
OpraHH3aUHH CHCTEM C OTPHLATENbHOH W MOJOXHTENbHOH 06paTHOM
cBa3blo. [Ipuuem, ¢ TOUKH 3peHHs CTPYKTYp, obeclieydBatoulMx o6pat-
HYIO CBfi3b B TAKHX ceTdAXx, N0JXKHbl 6biTh camu JIW, a ve nepudepu-
yeckHe CEHCOpHble HeWpoHbl. JpyruMu csoBavH, HCHPOHHBbIE CeTH C
OTPHILATCIbHON HJIH NOJOXKHTENbHO! 06paTHO#H CBA3bLIO NPEACTABAAIOT
c060i 3aMKHYTbIC KOHTYpbl JIOKaJbHblX HHTCPHEHPOHOB, CBA3AHHbIX
JApPYr € ApYyroM BO36YXAAUIUMH HJIH TOPMO3HBIMH CHHAICAMH.
MoxHo aH KaaccH@UUUpoBaTb TakHe KOHTYpbl Ha LII'P ¢ orpuua-
teabHoi H III'P ¢ nonoxureabhoit o6pathHoit cBa3bio? Oka3biBaercs,
moxkHo! LII'P ¢ orpuuarenbHoit 06paTHOH CBA3bIO — 3TO 3aMKHYTbIH
TOPMO3HbIH HJW BO36YXKAAIOIIE-TOPMO3HbIK KOHTYP C HEUETHBIM
YHCJOM TOPMO3HbIX CHHANCOB. [IpHMepbl TAKHX CHCTEM YXKe H3BECTHbI
B auteparype (Friesen, Stent, 1977; Tsutsumi, Matsumoto, 1984).
B takom LII'P BOo3HHKHeET pexxHM Kose6aTesbHOH AKTHBHOCTH, €CJH
K03¢PHUHEHT 1Ccpeaayd Pa3oOMKHYTOro KOHTYypa paBeH HJAH Gogbiie
€lHHHLbI.

Yro xe kacaetcs LITP ¢ nosoxurenbHoil o6paTHOH CBA3bIO, TO
3TO 10/KHbI ObITh 3aMKHYTble KOHTYPbl C YE€THbIM YHCJIOM TOPMO3HbIX
CHHANTHYECKHX CBS3ed, TAKHX, KaK PelHIIPOKHbIC TOPMO3Hbie MoOje-
JIM, YacTHble CJyuyaH KOTOPbIX PACCMOTpEeHbl Bhllle, HAH BO36YyKnalo-
une HedpoHuble cetu. B LII'P ¢ nosoxurenbno#t o6paTHOH cBSA3bIO
BO3UHKHET KO.1¢6aTeNbHbIH pPeXXHUM aKTHBHOCTH, €CIH B KOHTYype
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MMEEeTCHA KAKOH-TO MEXAHH3M, YMEHbUIAIOUHHA CYMMY TOPMOXKEHHSA HJIH
B0O30YXX/I€HHA KaK (PYHKUHIO BPEMEHH, B TEOPETHUYECKHX HCCJeAOoBa-
HHAX MoOjJesel HelpOHHbIX ceTel TAKHM MEXaHH3MOM SIBJSETCH CIO-
co6HocTb HeHpoHoB K apantauun (Matsuoka, 1985; Korau ¢ coasrt.,
1976).

[To-BuauMomy, sokomoTophble LII'P unenucToHOrHx yctpoesbl Ha
KOMOHWHHDOBAHHOH OCHOBE, YTO NpeanoJaraer CylUleCTBOBAHHE Y HHX
KaK 3aMKHYTbIX KOHTYPOB C MOJIOXHTENbHOH, TaK U C OTPHLLATENbHOM
obpatHoii cBsidblo. [lo3ToMy paccmoTpuMm panee ¢du3HONOrHYECKHE
CBOMCTBA TOTO H APYrOro B KOHTEKCTEe HX B3AUMO/EHCTBHA C CEHCOPHbI-
mu curdanamu. asa LUIP c otpuuarenboi o6paTHoil cBA3bIO yacToTa
Kone6aHHi MOXeT GbiTb H3MEHEHAa TOJbKO COOTBETCTBYIOLLHM H3Me-
HEHHEeM AaMIJIMTYIHO-4aCTOTHOH H/HW1M ($a30BO-4acTOTHOH Xxapakre-
PHCTHK PA30OMKHYTOrO KOHTYpa, Kak 3TO CJelyeT H3 MaTeMaTHYecKo#H
TeopHu KoJsebartenbhbix cHcrem (Mwuacym, 1968). [lostomy, ecau
BHELIHHHA, DHTMHUYECKH H3MEHSIIOLLHACA CEHCOPHbIA BXO/ BBOJHMTCH B
Kone6aTesbHyl0O 3aMKHYTYIO CHCTeMy, pe3yabTatoM 6yaeT cymnepro-
3HUHA ABYX pHTMOB. CeHCOPHBIH BXOJ MOJXKET, CJIe10BaTe/bHO, YNpPaB-
AaTb vactotod kose6aHuit LI'P Tonbko B orpaHWueHHoH o6saacTH
4acToT, 61M3KHX K COGCTBEHHOM uactore Kone6anui koutypa. [1pasaa,
HaJlHuHe NOPOroBbix CBOHCTB y HEHPOHOB, BXOASILIMX B COCTaB KOH-
TYpPa, HECKOJIbKO YCJOXHAET ero noseaeHHe. Tak, B MOfeJIH TpexkJe-
TOYHOH CETH C UHMKJIHYECKHM TOPMOXXEHHeM OTHOileHHe MHHHMaJb-
HOW K MAaKCHMaJbHOH AJIMTEIbHOCTH nepHoaa uuksaa pasuo 1:5 (Frie-
sen, Stent, 1977) KU 3aBHCHT OT CYMMapHOr0 TOHHYECKOrO BO36YX-
AauIero BX0Aa K Ka10H W3 kaeTok. B cayuae dasnueckux addoe-
PEHTHBIX CcHrHasoB uactota koaeb6anu LII'P ¢ orpuuarenbHoin
06paTHO#M CBsi3bio 6yeT OnpeaeaaThCs 4acToToi Ha3nueckoro BXoaa,
T. €. B 1aHHOM CJly4de HEHPOHHbIH KOHTYp CTAHOBHTCSl CBOEro poja
«y3KONOJIOCHbIM (DHIBTPOM», KOTOPLIi onpejensieT 061acTb BO3MOX-
HblX BapHauMWi 4acToTbl, HO HE OKA3bIBAeT BJHAHHA HA AJIHTEJbHOCTD
HHAHMBH/YaNbHOrO LHKJA B Npejesnax 3tod obaactu (Bassler, 1986 a).

LI'P ¢ nosoxurebHOH 06paTHOH CBA3bIO, BKJIOYAIOLLIHA HEHPOHbI
C aanTHBHbIMH CBOHCTBAMH, 4TO, 10 CYLIECTBY, AABJASIETCH MEXaHH3MOM
BbICOKOYACTOTHOH (HAbTPALLHH, NpeacTaBasieT co6OH pesakcaluHoH-
Hbli renepatop. Kak H3BecTHO, pesiakcaluHOoHHbIf reHepaTop sBJsieTCs
6ucTabHIbHONA CHCTEMOH, KOTOpPAsi MepeKJiouaeTcsi M3 COCTOAHHS A
B coctosinHe b, koraa nocturaercs onpenesieHHblii BHyTPEHHHH nopor,
H BO3BpallaeTCcs K COCTOAHHIO A, KOrla A0CTHraercsi Apyrod nopor.
Kaxk yxe rosopunoch panee, npocreiiiunii npumep Takoro penaxca-
UHOHHOrO rexHepaTtopa  MOA€Ib ABYX HEHDOHOB C pELHMNPOKHbIMH
TOPMO3HbIMH CBA3SIMH.

Bo Bcex penakcauHOHHbIX resepaTtopax [AOMOJHHTEJAbHbIH M0JO-
XHUTEJNbHbIH BXOJ YKOPAuUHBACT BPEMEHHOH WHTEpBAJ MEeXIy ABYMS
UHKIaMH, T. €. yCKOPSET ePeKJIoUeHHe B NPOTHBOIIOI0XKHOE COCTOS-
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HHe, a JONOJIHHTENbHbIH OTPHLATENbHbIH BXOA YAJHHAET 3TOT HHTEp-
BaJ. B HeiiponHoM LII'P c 4eTHbIM YHCJIOM TOPMO3HbIX CBA3€eil BO36YX-
Ja1011lHe CEHCOPHble CHTHAJIbl, CKJIAAbIBAAACh C 3HJOTEHHbIM BO3OYXKe-
HHeM, GYLYT yBEIHUHBATb UacTOTY KosieGaHHH resepartopa, a TOpMO3-
Hble CeHCOpHble CHrHaJbl — Hao60poT, ymeHbluatb. CieqoBaTenbHO,
yactora LI'P ¢ 4eTHbIM YHCIOM TOPMO3HbIX CBA3EH MOXKET yNpaBJisTh-
cAl B WIHPOKHX Npefesax BHEIIHHMH CEHCOPHbIMH CHTHAJaMH.

Kakumu ¢akropamu onpenesnsieTcsi 4actoTa reHepauHH B TakKoM
KOHType? Bo-nepBbix, BHYYPEHHHMH XapaKTEPHCTHKAMH KOHTYpa
(ycHaeHHe, NOCTOAAHHAA BPEMEHH ajaanTauMH HelipoHoB). Bo-BTophix,
CyMMO#H 3HAOreHHbix BxonoB. M, HakoHelu, cymMmo# TOHHYECKHX H
($a3uyeckUx CEHCOPHbIX BXOAHbIX BO3J1€HCTBHH, MOCTYNAIOUWHX B AaH-
ublit LITP. YacToTHas Moay/1iUHA B TAKOM KOHTYpPe MOXET JOCTHI aThb-
csl M3MeHeHHeM Jso6oro M3 3THX ¢daxtopos. Orcloga caeayer, uto B
LITP ¢ 4eTHbIM YHCJOM TOPMO3HbIX CBfA3eil CEHCOPHbIH BXOL MOXeT
H3MEHHTb 4acTOTy KoJeOaHHH ABYMS NyTAMH: MOAH(]HKALHeH# BHYT-
PEHHHX N1apaMeTpOB H NPOCThIM cyMMHpoBanHeM. B nocaennem cayuae
3aMKHYTbIA KOHTYD OCTdeTCsi HeH3MEHHbIM, a Mepexo/ H3 OAHOro co-
CTOSIHHA B IPYroe OCYLUIECTBJSETCA HAa NPeXHHUX MpHHUHnax. [pyroe
JeJ10, KOrja 4actoTta KosnebGaHHi onpeaensiercs (Ga3zHUECKHM CEHCOp-
Hbim BxoaoMm B LI'P. B 3tom ciyuyae BpeMeHHas nocjie10BaTeibHOCTb
BO36YXK/AEHHA HEHDOHOB MNPOH3BOAMTCA CaMHMH addepeHTHbIMH
curianamu, a ve UI'P. LUII'P B 310 cHTyauuu orBeuaer TOJIbKO 3a
6bICTPYIO CMEHY OMHOTO COCTOSIHHSI Ha ApYyroe.

Yem 3ameuaresbHbl cBoicTBa paccmotpeHHoro LIIP ¢ uerTHbim
YHCJIOM TOPMO3HbIX cBA3ei? Kak MOXHO 6blJ0 3aMeTHTb, He cyile-
CTBYET 0COObIX PA3JHYHH MEX]Y HIOT€HHbIM H CEHCOPHbIM BO30YX-
AeHHeM HelipoHOB KoHTypa. [Ipu manom 3HAOreHHOM BO36YXIeHHH
aBTOPHTMHUHbIH npouecc B HeApPOHAX KOHTypa 3aTyxaeT, HO Kak
TOJIbKO MOABJAAIOTCA BO30YXK/AalOLIHE CEHCOPHble CHrHaJbl, npolecc
MOXXeT 3anyCTHTbCS BHOBb. [IpyrHMH CJI0BAMH, HMEETCS CHCTEMA, KO-
TOpasi NpH OnpejejeHHbIX YCJOBHAX MOXET 3anyckaTbCA M3BHe,
T. e. ABAseTca pedyekropHoi. [paayanbHoe H3MEHEHHe CYMMapHOro
3H/IOMEHHOTrO0 BXOAa Crnoco6HO pe3Ko TpaHcHOPMHPOBATL pesakca-
LLHOHHbIA HEHADOHHbIH reHepaTop B TakK Ha3biBaeMblid «lLeENHOMH
pedJekc», T. €. 0/lHa H Ta »Ke CHCTemMa crnocobHa BecTH cebsi coBeplLeH-
HO M0-PAa3HOMY B 3aBHCHMOCTH TOJIBKO OT CYMMapHOro 3HJAOr€HHOro
BXO/a B Hee.

Otciona BbITEKAIOT BaXKHble CJAEACTBHA 1A 3KCNEPHMEHTabHBIX
MCCIeloBaHHI HA caMHX XHBOTHbIX. Ecan nokomortophbiit LITP xu-
BOTHOTO SIBJISIETCH PeJaKCALHOHHbIM FeHepaTopoM, MOAOGHbIM TOMY,
KOTOpbIi ONHCAH Bbillle, MOXHO HENoCpeiCTBEHHO HCCJIEN0BaTb He
TOJIbKO POJib NepHdepHUECKHX CHTHAJI0B O6paTHO! CBA3H B ynpasJe-
HHH JIOKOMOLIHEH, HO M H3yuyaTb (QYHKUHOHAJNbHbIE CBOWCTBA camoro
LIFP B HMHTaKTHbIX HJH TMOJYHHTAKTHbIX MpENaparax >»XHBOTHOTO.
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B 3TOH CBSI3H OYeHb HHTepecHble pe3yJbTaTbl MNOJyueHbl HelaBHO
baccnepoM, KoTopblt paspaboras geuepe6pHpOBaHHBIK mnpenapar
KPYTHOr0 HAaceKoMoro — naJjio4yHHkKa Cuniculina ¢ opHoit 6uJaarte-
panbHOH Napoi nepeHHX KOHEYHOCTEH, JE€MOHCTPHPYIOLIHX NO Py
nokasareseil JBH)XXeHHA, GJH3KHe K HOpMaJbHOH X0Ab6e HWHTAKTHOrO
xusortHoro (Bassler, 1986 b). B atom npenapare ¢ nomouiblo agekBar-
HOH CEHCOpPHOH CTHMYJSLHK YyAaBaJoOCb 3aNyCTHTb MaxoByl ¢a3sy
I1AraTeJbHOro ABHXEHHSI OTAEJbHOH HOTH, HECMOTPSA Ha TO, UTO [0
3TOr0 MOTOPHbIH BbIXOJA X0Ab6bl CMNOHTAHHO He TreHepHpoOBaJICs
(Bassler, 1986 b). B 3tom cocTosiHHH X01b6Y MOXXHO paccMaTpHBATb
KaK «LenHo# pecduaekc». Yacto Habaionansocb H Apyroe cCOCTOsiHHe
CNOHTAHHOH aKTHBHOCTH mpenapaTa, Ho 6e3 cneuHdHYeCcKo#H ceHcop-
HOH CTHMYJSILMH MOTOpPHbIH BbiXOoA 06bluHO Heperyasipen (Bassler,
Wegner, 1983; Bassler, 1986 b) . AKTHBHOCTH pa3/IHUHbIX FPYNN MblLILL
He CTaHOBATCS KOOPAHHHPOBAHHbIMH 10 Tex nop, noka LII'P wue no-
JIYUHT onpejle/leHHbIX CEHCOPHbIX CHTHAJIOB OT XOPAOTOHAJIbHBIX Opra-
HOB H KaMNaHW(HOPMHOH ceHCHJIbl. TakuM 06pa3om, B 3TOM COCTOSI-
HHH, XOTS reHepaTop XoAb6bl CNOHTAHHO H MPOW3BOAHT MOTOPHbIH
BbIXOl, HO OH TpebyeT ceHCOpHOH 0O6paTHOH CBSA3H AAS ynopsipoue-
HHA H KOOP/MHHPOBAHHOH peryJsilHd MOTOHeHPOHHOH AKTHBHOCTH.

3.4. YeTHO-HeyeTHbIE B3AHMOAEHCTBHA B CETHAX
C LHKJHYECKHM TOPMOXKEHHEM

HoBbiM pasBHTHeM HAeH O KO/JbUEBOM HEHPOHHOM reHeparope
AIBJISIeTCA NpeACTaBJeHHe O HeM, KaK CJI0XKHOM CeTeBOM OCLHJIATOpE,
COCTOSILLIEM H3 3aMKHYTbIX HEHPOHHBIX KOHTYPOB — KOJiell C LHKJIHYe-
CKHMH TOPMO3HBIMH CBSI3SIMH. JTa rMMOTe3a, JOMNOJHeKHas nokKa
TOJIBKO T€OPeTHYECKHMH CO06paXKeHHSAMH 06 «yCT4BAHHH» (aaanTHe-
HOCTH) UEHTPaJbHbiX HeHPOHOB, G6bl1a [pPOBEPCHA MOCPEACTBOM
KOMMbIOTepHOro MoaeadpoBaHus. OCHOBHast W€l TAKOro MOJEJH-
poBalns 3aK/1104anach B NPAKTHYECKOH peasu3allii NnaTTepHOB KOOp-
AMHHPOBAHHOH PHTMHYECKOH AKTHBHOCTH, BO3MOXXHOCTH YNpaBJieHHs
HMH CO CTOPOHbI BHELIHHX 10 OTHOUIEHHIO K ceTH BXoaoB. Popmasb-
HbIM OMHCaHHEM aJropHTMa (QYHKUHOHMUPOBAHHS CETH CJAYXKHJa
CJIelYIOIlasA CHCTeMa YypaBHeHHH (NOJIHbIH MaTeMaTHUeCKHH aHasiu3
YC.10BHH BO3HHKHOBEHHS H YCTOHUHBOCTH KOle6aHHI B TAKOro Kjaacca
ceTx 1aH Matsuoka (1985)):

XAX=—3" aY +S—bX
TX/4X/=Y,
Y=g(X, 0).

3acch a, 03HAYaeT CHJY TOPMO3HBIX CBSA3EH MEX1y HeHpOHaMH;
a,=0nansi=ju a, #0117 i) (npeanonaraercst OTCyTCTBHE CaMo-
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TOPMOXKEHHSI M BO30YXKIAIOWHX CBA3EH MeXAy HeHpoHamH). S, —
BHEIWHHH BXOA B ceTb; T H T —- nocTosiHHble BpeMeHH; © — nopor
i-ro HeilpoHa; X, -— MeM6paHHblfi noTteHuHan; Y, — BbIXOAHAH dKTHB-
HOCTbL HelipoHa. X/ — nepemeHHas, npeacrapasiowas coboi crenelb
anantauuu, T >0 n b, >0 — napamerpbl, onpejensiolL1e 1OCTOAHHYIO
BpeMeHH W rayOMHy ajanTtailiu Heipona. YcsaoeueMm Bbibopa napa-
METPOB HCHPOHA CJYXHJIO0 TpcOOBAHHE OTCYTCTBHSI He3aTyXaloOULHX
Kosie6aHHH ero BbIXOAHOH AKTHBHOCTH Ha CTyNeH4YaTtoe BXOLHOe
BO3/eHCTBHe (CM. alepHOAMUYecKHH INepexodHblH [pouecc Ha pHC.
16 a), npeacraB/eHHOE BblpakeHHeM:

(T—1)?>4Ttb.

Ha puc. 16 nocienosaresbHO 1okazaHa AHHAMHKa ABYX-, Tpex-,
YeThIpeX- H NATHHEHPOHHbIX KOJel B OTBET Ha TOHHYECKOe BO3OYXKae-
HHe Bcex HeiipoHoB. HerpyaHo 3aMeTHTb, UTO pasJiHyHble KOJblA,
colepiKalilie YeTHOe YHCJIO TOPMO3HbIX CBfi3eH, reHepHPYIOT OAHH H
TOT )K€ PUTM, T. €. HMeIOT OJMHAKOBbIil MepHOA H AJIHTEJNbHOCTb (a3
BO36OYXK.lCHHS H TOPMOXKCHHA HE3ABHCHMO OT YHCJ1a TAKHX CBsA3eH (CM.
puc. 16 6, r) CoBepuweHHO HHOH XxapakTep HMeeT aKTHBHOCTb HeHPOH-
HbIX KOJell C HEYEeTHbIM YHC/IOM UHKJIHYECKHX TOPMO3HbIX CBSI3€H.
B s5ToM cayuyae nepuoabl U AJHTENbHOCTH a3 BO36YXKACHHA H TOPMO-
)KEHHS HEHPOHOB MPSAMO 3aBHCAT OT «AJIHHbI», T. €. YHCJa TOPMO3HBIX
cBsi3el B JlaHHOM KOHType (cM. pHc. 16 B, n).

[Topsinok Bo36yXX1€HHSI HEHPOHOB B «HEUYETHBIX» KOJIbLLAX B OTCYT-
CTBHE BHEULIHHX BO3MYLIEHHH YCTOHYHBO COXPAHSIETCA W HANOMHHaeT
MeTaxpoHaJ/bHblii PHTM «OCTyLIHX OrHeH», C TOH JHWb pa3HHIleH,
YTO HayaJjo 3aXXHraHus (Bo30yXAEHHs) oyepeaHOro HeHpoHa npo-
HCXO/HMT CKaykoobpa3Ho uyepe3 GJHXKaiiuero coceaa B HanpaBJ/eHHH
UHMKJIHYECKOro TopmoxenHus. [1poctoe 06 bsAcHeHHE 3TOMY 3aKJi0uaeTcs
B H3BECTHOM (H3HOJIOTHYECKOM ()EHOMEHe «TOPMOXXEeHHH TOpMoXKe-
HHA», T. €. IBOHHOM TOPMOX>XE€HHH, Pe3y/JbTaTOM KOTOPOro SIBJASIeTCSl
pacTopmakHBaloUHil 3¢pdekT B HeApoHHOM KoJsblie. CKazaHHOe XO-
pOLIO HJJIOCTPHPYETCA, B YACTHOCTH, NATHHCHPOHHBIM KOJIbLOM
(cMm. puc. 16 a) co caeaylOLIMM MOPSAAKOM BO36Y>KAEHHS HEHPOHOB:
1 >3—>5+2>4—>1—...

Ecau ucxoauTb H3 npeanosoXeHHs, uTo reHepaunsi KOOPAHHHPO-
BaHHbix putmoB B LIHC 3to npouecc, ocHoBaHHbIi Ha B3aWMonei-
CTBHH YETHbIX H HEUETHbIX HEHPOHHbIX KOHTYPOB, TO HHTEpPecHO OblI10
6bl pacCMOTPETb HEKOTOPbIe MPHMepPbl IHHAMHKH MHOTOCBSI3HbIX KoJlel.
ITpocTeiiinM H3 TaKHX NPHMEPOB SIBISETCS CXeMa THIA LeNOYKH YeT-
Hbix KoJel (pHc. |7 6, cnpaBa). Kak caenyeTr W3 pe3ynbTaToB Moje-
JIHPOBAHHSA, PHTMHYECKHH NaTTepH [ABY3BEHHOH LEMOUYKH COCTOHT H3
napbl CHHepruyHbix KpaiHux HedpoHoB | u 3, paboTAIOWHX B NPOTH-
Bo(pasze ¢ ueHTpaJsbHbiM HeilpoHOM 2. Jlono/siHEHHE UEeNnOYKH HOBbIMH
YETHbIMH 3BEeHbSIMH He H3MeHseT 6a30BOro NaTTepHa: no-npexHemy
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COXPAHSIIOTCS ABe rpynnbl HEAPOHOB, NOOUYEPENHO AKTHBHbIX B TeUEHHe
BCEro BpeMeHH BO36yXIeHHS ee 37eMeHTOB. Llenouky uyeTHbix Kosel
MOXHO paccMaTpHBaTb KAaK PHTMOBOASILIIMA CJNOH HeilpoHOB, 3a-
NaoUHiA NOCTOAHHbIA NOPALOK Hauajla pUTMa (C HEYETHbIX HOMEpOB
HelipoHa) W 06pa3ylolHA BpeMeHHble «OKHa», 3anoJHAeMble aKTHB-
HOCTbIO HEHPOHOB-aHTArOHHCTOB.

Hpyroit npumep. Ecau 3aMKHYTb IPOCTYIO ABY3BEHHYIO LEMOUKY
ONIMHHOYHOH TOPMO3HOH CBA3bIO, TO MOJYYHTCA AOBOJIbHO JIOGOMBIT-
Hbli HeHpOHHBIH MOAY/1b, KOTOpbIH 06.1anaeT psAAOM 3ameyarelb-
HbiX CBOHCTB. BBeaeHHe AOMOJHHTENBbHOH TOPMO3HOH CBA3H npeobpa-
3yeT HCXOIHYIO LCMOYKY YETHbIX KOJiell B HOBOC HEYeTHOEe KOJblO CO
CBOHCTBEHHbIM €MY METaxpOHaJbHbIM BOJIHOBbIM NaTTePHOM, Bblpa-
XEHHbIM TCM CHJIbHee, yeM 6oJibllie BeJHYHHA OJHHOUYHOH TOPMO3HOM
cBsI3H (cM. pHc. 17 B, r). KoHCTpykuHs MoLy/1si MO3BOJSieT NpeBpa-
warb AByXda3Hblii naTTepH, CBOMCTBEHHbIA UYeTHBIM KOJ/blaMm,
B Tpex(da3Hblit H, HA060POT, C NOMOLLBIO OJHHX JIHILb BHELLIHHX BXOLOB.

AcumMeTpHs TOPMO3HbIX CBsi3eil B KOJblle MpearnoJiaraer HepaB-
HO3HAuHYI0 (crneuHdHUYECKyi0) poJb Ka>KAoro HeHpoHa B ¢opmHpo-
BAHWH MaTTepHa PUTMHUYECKOH akTHBHOCTH. B camom nese, HeiipoH |
11oJyuaer ABa TOPMO3HbIX CHHanca, B CBOIO oyepeab, o6pa3ys JHLIb
O/IMH;, HeHpoH 2 — HaobopoT, mosyyaer OAHH, a o6pasyer aABa Top-
MO3HbLIX CHHAMNCa Ha cOCeIHHX HelpOHax; HakoHel, HeHpOH 3 nosydaer
M obpasyeT no /Ba CHHanca B KoJjbue (CM. cxeMmbl Ha pHc. 17 B, r).
Tounble ¢a3oBble OTHOLIEHHS B CeTH CK/Ia/[blBAlOTCA MOA JAeHCTBHEM
ABYX OCHOBHbIX ()AaKTOpPOB: CXeMbl CHHaNTHYeCKHX CBs3eidl W OTHOCH-
TEJIbHOH CHJIbI TOPMO3HbIX B3aHMMOAEHCTBHH. DTO O3HAuaer, yto AJs
YCTaHOBJIEHHS KOHKPETHOrO PHTMHUECKOro naTtrepHa noMHMO o6ulero
BO36Y>X/1€HHSI BCEH CETH CYLIeCTBYeT H HHOH cnoco6: u3bupaTtesbHoe
BO36YX/1€HHe OTle/bHbiXx HeipoHoB. [losb3ysicb 3THM cnocoGowm,
MOXXHO B TOYHOCTH OMpPEAeJSHTb «Chepy BIHSHHH» Ka>KNOro HeHpoHa
Ha NaTTepH PHTMHUYECKOH AKTHBHOCTH MOAYJA.

Caenyouias cxema (puc. 18) npeacrasasier co60i KOMOHHALHIO
paccMOTPEHHbIX paHee UENOYKH YeTHbIX KoJelu H [ABYX HEeYeTHbIX
monyJeit U Bbi6bpaHa B KauyecTBe yaoGHOro npHmepa AJsl MOSICHEHHSA
Bblllecka3anHoro. Ha puc. 18 npencraBneHbl ¢parMeHTbl AHHAMH-
KH HEHPOHHOW AKTHBHOCTH B OTBeT Ha ob6uiee Bo36yxKaeHHe Bcei
ceTH (/1eBast NoJIOBHHA 3aiHceil) M W36HpaTesbHOe BO36YyXKAeHHe Ha

Puc 16 Peaxkuns oaunounoro (@) HeHpoHa M NPOCTLIX HEHPOHHLIX KoJel
C UHK/IHYECKHM TOPMOXKEHHeM (6—0) Ha TOHHUYecKoe BO36yxieHHe
NOCTOSAHHON aMIHTY b [To ocn abeumcc BpeMs 1, 110 OCH OpaH-
HaT —- BhIXOAbI HEHPOHOB Y (1) llapamerpbl welipoos T\ =T,=

=Ts=10. $=8S= =8:=20, by=b, =bs=2 Iluo-
paMH PAAOM C TOPMO3HbIMH CHHANCAMK HA CXCMAX 110KA3aHbI Be-
coBble KOYPPHIIHEHTH CBA3EH...
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Puc 17 Peakuun OLHHOUHBIX (@) 6bICTPOro (BBEPXY) H MELIEHHOTO (BHH-
3y). @ TaKXe CBA3aHHBIX HeHpOHHbIX Kosnel (6—e) Ha TOHHYeckoe
BO36YyKAEHHE NIOCTOAHHOR aMnAKTyab Beex HeitpoHos [lapamerpbl
HelipoHoB
T|=0.8. T2=0'8. T3=3,0. Sl=sz=53=|.0, b|=b2=b3=4,0
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Puc 18 IlaTtTepHbl pHTMHUECKOH AKTHBHOCTH CJIOXHbIX MHOFOKOHTYplibX ceTe#
Bce 1napametpbl HEHPOHOB TakKue e, Kak M Ha npeibllylleM PHCYyHKe
CrpeakaMH MOKa3aHO JI0II0.THHTE.IbHOC TOHHUCCKOE BO3OYXK1CHHE OT1eNb-
HBIX HeHpOoHOB

3ToM ¢oHe OT1ebHOro HeHpoHa (noka3aHo cTpesnkoi). KiioueBoit
Bonpoc npob6Jjembl YNpaBieHHs NBHXEHHAMH 3aK/JI04aeTci B TOM,
KakK BXOJbl K reHepaTopy naTTepHa Bbi3bIBAlOT H3MEHEHHA €ro 4acTo-
Thl H (a30BbIX MEXHEHUPOHHbIX OTHOLUCHHH, T. €. OTHOCHTeJ/IbHOH Bpe-
MEHHOH KOOPAHHAUHH AKTHBHOCTH (YHKIIHOHA/bHbBIX AHTArOHHCTOB.
MoryTt JiM 4acToTa ABHIaTC/1bHOrO BbiXOA3a H (pa3oBble OTHOLLEHHS
HEHPOHOB H3MEHATbCA He3aBHCHMbIM 06pa3oM HJIH HX H3MEHeHHs
BCeraa B3aHMOCBS3aHbI?

TeoperHueckH BO3MOXXHblE OTBETbl HAa 3TH BOMPOCbI MOryT ObITb
[aHbl NpH aHaju3e nocjaenHeil HeHpoHHOH cxembl. [leHcTBHTENbHO,
pe3y/bTaThl MOJAETHPOBAHHS CBHAETEJbCTBYIOT O TOM, YTO BXOAbl K
HeHPOHAM TOpH30HTAJbHOrO CJ0A — LeNOYKe UeTHbIX KOJlel — B
OJHOM CJlyyae BbI3blBAlOT CYylIeCTBEHHble H3MCHEHHSI YacTOTbl PHTMA,
COXPaHsisl NOCTOSIHHBIMU (ha30Bble OTHOLIEHHA (cM. pHC. 18 a), B apy-
rOM — MOAH(PHUHPYIOT H 4acToTy, H (pa3oBble OTHOWEHHA (CM. Helt-
poHbl | u 3, puc. 18 6) B nepBom ciyuyae BO36YXAaOWHA BXoa K
HEHPOHY 2 3aMeNIsieT PUTMHUECKYIO AKTHBHOCTb B CETH, BO BTOPOM —

56



Tako# ke BXOL K HeHpOHY 3 He TOJIbKO yCKOpSieT pPHTM, HO H nepe-
CTpPaHBaeT €ro KOOPAHHAUHOHHBIK PHCYHOK: OblBLUIHE CHHEPTHCTaMH
HeHpOoHbl | H 3 CTAHOBAITCA AHTArOHWCTaMH, NPH 3TOM H3MEHSIETCS H
NOPAAOK CJEeJ0BAHHA UMMYJNbCOB 3THX HEHPOHOB B MaTTepHe.

Takum o6pa3oMm, pacCMOTPEeHHbIH MeXaHH3M 4YeTHO-He4yeTHOro
B3aHMO/EHCTBHS B LEHTPAJbHOM reHepaTope € LHKJIHYECKHM TOpPMO-
)KEHHeM MPH COOTBETCTBYIOLLEM BO3JA€HCTBHH HA ero HeHpoH 3¢dodek-
THBHO MOJHGHUHPYET BpEeMEeHHble NapaMeTpbl KOOPAHHAUHH JIOKO-
motopHoro puTMa. [loguepkHeM, YTO HECMOTPSl HA «XKECTKYIO» CXeM-
HYIO OPraHH3audio noBeleHHE HEHPOHHOH CeTH MOXeT OTJHYaTbCs
60J1b1IOH THOKOCTbIO H pa3HooOpa3suem.

3.5. Konuenuus n0kanbHOro ynpaBjieHHS ABHKEHHSIMH

MOXHO JIH Ha OCHOBe NMPOBEACHHOr0 aHaJH3a (H3HOJOTHYEeCKHX
JaHHbIX H TEOPeTHYeCKHX HCCJe10BaHHi NMOCTPOHTb MOJe/b CerMeH-
TapHOro OTAeJla ABHraTesbHOro yNnpaBJieHHSl y UYJEeHHCTOHOTHX XH-
BOTHbIX? C ONHOH CTOPOHBI, ONbIT H3yYeHHS GHOJOTHUECKHX CHCTEM
ynpasJieHHs1 1BHXXEHHSAMH TOBOPHT O TOM, YTO COBPEMEHHbIH ypOBeHb
3HaHHH naneko He WcuyepnaH. M ecan naxke yaasnocb 6bl MOCTPOHTH
KHO6EpHEeTHYECKYI0 MOJeJb JIOKaJbHOrO YMNpPaBJAEHHA JABHXEHHUSMH
Y YJIEHHCTOHOTHX >XHBOTHbIX, COOTBETCTBYIOLLYIO 3HAHHAM CErofHsiLI-
Hero JlHs, TO MOJb3a OT Tako#i Moaend Gblna 66l MHHMMaNbHA. Hccne-
JLIOBAHHA, KOTOpble MPOBOASITCA B HAacTosillee BpeMs B pa3jiHYHbIX
nabopaTopHaAx MHpa, NPUHOCAT M OYAyT NPHHOCHTb BCe HOBble H
HOBble flaHHble 06 OTHe/bHbIX 3JeMeHTax H WX cBa3sax B LIHC, 6yayr
OCYLLECTBJATbCA MOMbITKH HHTEpMpeTalHH MoJjydaeMblx CBeleHHH B
NOBeJCHYCCKOM KOHTEKCTe (3TO, KCTaTH, COCTaBJIsieT OAHY H3 OCHOB-
HbIX, €CJIH HEe OCHOBHYIO 3aaauyy (pH3HOJIOTHUYECKOr0 HCCJel0BaHHsA),
H, 6€3yCc/10BHO, BCAKAA KOHKpeTHas Mojesb 6yner ObICTPO «CTapeTb».
Kpome Toro, cyiuectBylor H onpeaeneHHble BHAOBble pa3jHyHsi B
OpPraHH3alHH NBHTraTeJbHOro YNpaBJeHHsi, CBsi3aHHble, B MEpBYIO
ouepesb, ¢ Pa3/HYHbIMH cpelaMH OGHTaHHs, @ 3HAYHT, H CreuHPHKOH
pelsaembix NBHraTeJbHbIX 3alay pa3HbiMH MPEACTABHTEJNSIMH MHpa
pakoo6pa3HblX H HACEKOMbIX.

3HauuT JIH BCe 3TO, YTO HAJO OTKA3aTbCsl OT MOMBITKH MOCTPOHTH
mMozesab, pa3obpaTbcs B TOM, YTO >Ke BCe-TAKH JesaeT JOKaJbHbIH
UeHTP B CHCTEMe ABHraTe/lbHOro ynpaJjeHHs uneHHcTOHOorux? [lo-
nbiTaemcs pasobparbca B 5TOM. [Ipexxae Bcero noguepkHem, YTo, BH-
IHMO, MOXHO cor/jacHTbcsi ¢ mHeHweMm Apuasckoro, [enbdanna u
Opsiosckoro (1984), kKoTopble B NPEAHCNOBHH K CBOEH KHHIe MHUUIYT,
UTO «CTO0/160Basg jaopora (PH3HONOTHH — NOCTPOEHHE JOCTATOUHO
O6LHMX NpOBEpAEMbIX KOHUENUHA», a8 He KOHKpPeTHbix KHGepHeTHye-
CKHX MojeJeH, KOTopble 06bIYHO CTPOATCSH HAa OrpaHHYEHHOM 3JKcCre-
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pHMeHTasbHOM MaTepHaJe. [losToMy B naJjibHeuieM peub 6yneT WATH
HMEHHO 06 KOHUENTYaJbHbIX MOCTPOCHHSX.

BeposiTHo, Hau6oJiee BAHATCIbHOU HAeell B 06/1aCTH ABHraTesb-
HOTO YNpaBJ/IeHHA ABJASETCA KOHUCIILUHA [EHTPAJbHOr0 NporpamMmu-
POBaHHS PHTMHYECKHX [BHXeHHH Yy useHHCTOHOrHx. Ocob6eHHOCTb
3TOH KOHUENUHH COCTOMT B TOM, UTO OCHOBHO#H maTTepH MOTOHEHPOH-
HOH aKTHBHOCTH (OpMHpYeTcs BHYTPH CaMoil HEpBHOH CHCTEMBI, T. €.
uMeeT 3HAOreHHoe npoucxoxaenne. OCHOBHOH uepTOi GOJbBUIHHCTBA
MOTOPHbIX 1IpOrpamm siBjsfieTcs WX AByXda3Hbli xapakrep. DyHKLH-
OHAJIbHO 3TO 03HAYaeT UHKJIHYECKYIO CMEHY, T. €. YyepelOBaHHe AKTHB-
HOCTH HelpoOHOB CHJIOBOH H BO3BpaTHOM ¢a3, Hanpumep, nepeHoca M
H Onopbl B UHKJE Xx04b6bl, rpe6HOM H BO3BpAaTHOM ¢a3 B NiaBaHHH,
NMOAHATHA W ONYCKAHHSA KPblIbeB B JieTaTeJbHOM UHMKJIe H T A. He-
CMOTPSl Ha PAa3JIHYHYIO CJO0XKHOCTb MNEPeYyHCJCHHbIX [BHraTeabHbIX
CHHEprui, T. e. KOOPAHHHPOBAHHbIX ABHXXEHHH TOH HJAH HHOH (asbl,
BCe OHH, MO-BHAHMOMY, HMEIOT CermMeHTapHoe MPOHCXOXIeHHe. DTo
NOATBEP >K1aeTCHA NAHHBIMH O CYLIECTBOBAHHH MOJYraHIJIHOHAPHbIX
OCUHJJIATOPOB, YNPAaBJSAIOWHX TOMOJIOTHYHBIMH MPHAATKAMH HJIH
KOHEUHOCTAMH YJIEHHCTOHOTHX XXHBOTHbIX.

Takum 06pa3om, ¢ 0/IHOH CTOPOHbBI, HMEIOTCS NpsIMble 10Ka3aTelb-
CTBA CYLIECTBOBAHHS UEHTPaJbHOro reHeparopa pHTMa, ABHrareb-
HbIX [IPOrPaMM, «3aUIHTbiX» B BHA€ HEHPOHHbIX CX€M H Bbi3bIBaIOULHX
CTEPEOTHIIHBIH MOTOHEHPOHHbIH BbIXOJ, B 3HAUHTEJIbHOH CTENMEeHH He
3aBHCSLHI OT CHrHa0B nponpHouenurH. HecMoTps Ha onpeneseHHbie
Pa3JH4YHUA PHTMHUYECKHX CHCTEM €CTb OCHOBAHHA FOBOPHTb, YTO HMEHHO
Jokanbhbli LITP oTBercTBeH 3a peasiu3alHio Ba)kHeHWHX GYHKUHH
yNpaBJ€HHSA NBHXKEHHAMH — MPOAYyUHPOBAHHE OCHOBHOIO PELHINPOK-
HOrO BbIXOJ@ K AHTArOHHCTHUECKHMM MbllllLAM, nepekJiouyeHHe ¢as3
(cHHeprui) JOKOMOTOPHOrO LIMK/AA, @ BO3MOXHO, H CAMHX MOTOPHBIX
nporpamm.

BwmecTe ¢ Tem H3BeCTHA y1HBHTE/bHAs! MJACTHYHOCTb, KaK, HaNpH-
Mep, NpH MTHOBEHHOH CMEHe 1I0XOAKH Y Kpaba HJlH nepexone oT XxoabG6bl
K MPbDKKY Yy capaHydH. PeuMnpoKHOCTb aHTaroHHCTOB MoXeT o6pa-
THTbCS B HX CHHepru3Mm. Peduiekcbl conpoTHBIeHHs1 6a3aJjibHbIX coYJie-
HEHHH BAPYr CTAHOBATCS pedsekcaMH, COAeHCTBYIOUIHMH MOTOPHOH
nporpamme, H T. 1. Paspewenne 3toro napanokca 3akJiodaercsi, no
HauleMy MHEHHIO, B OpPraHM3alUHH HEHPOHOB JOKaJbHOrO LEHTpa.
Y U4JeHHCTOHOrHX, KaK H3BeCTHO, YHCJIO MOTOHEHPOHOB, HWHHEPBH-
PYIOULUX MbllLILbl KOHEYHOCTEH, OUeHb MaJo, TeM He MeHee 3KOHOMHY-
HOCTb HHHEpBAIlHH XOpOLIO COrJacyeTrcsi €O CIOCO6OM ynpaBieHHs
MOTOHEHPOHAMH CO CTOPOHbI JIOKAJbHbIX HHTEPHEHPOHOB: KaXKAbli
MOTOHEHPOH ynpaBjsieTcsl HeCKOJNIbKHMH B3aumoaeicTByownmu JIH.
ITo upeanonaraer, yTo Kax<iblii HHTCPHEHPOH BHOCHT creundHUeCcKHi
BKJal B [BHraTeJbHbid BbIXOA C Y4eTOM AaKTHBHOCTH apyrux JIH.
[locTuraercs 310: @) HeK/IlOYeHHeM BausiHus aApyrix J1H nocpencrsom
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TOPMOXKEHHA H 6) CymMMauHed NBHraTeJbHOro BbIXOAA C JPYrHMH HH-
TepHepOHAMH MyTeM o6LIero CHHanTHYeCKOro ynpasJieHHs WJH Bpe-
MEHHOH CyMMalHel HenocpeacTBEHHO Ha MOTOHEHpOHe.

Jlpyras cTOpoHa OpraHH3auHH HEeHPOHOB C TOPMO3HbIMH B3aHMO-
JeACTBHAMH 3aKJII04aeTcst B TOM, YTO KaX1bli HHTepHEeHPOH JIOKaJlb-
HOFO UEeHTpa AO0/KEeH HeH36eXXHO OTBe4YaTb Ha BXOIHble CHrHaJbl
TOJNIbKO B KOHTCKCTE AKTHBHOCTH B [NaHHbIH MOMEHT BpeMeHH 60Jib-
woro yucaa apyrux JIK. Cywecrsyiowne Bxoabl B LII'P ot unterpu-
pytouLHx ceHcopHbix JIM MoryT He TO/1IbKO MOYJIHPOBATb €r0 PHTMHUE-
CKYI0 aKTHBHOCTb, HO H Mepek/louaTb, T. €. H3MEHATb Nporpammy,
CJI€[ICTBHEM Yero MOXKeT CTaTb CHHEepPru3m GbIBLIHX A0 3TOrO MOTOHEH-
POHOB-aHTAaroHHCTOB. LlenTpanbHan Moayasiuns pedJeKTOPHOH aKTHB-
HOCTH, B CBOIO ouepellb, MOXeT MPHBOAHTb K CHHEPTrH3My C FeHepH-
pyeMbiM MOTOPHbIM Bbix040M. TakoBbl 06ulHe COOGpaXK€HHS, CBA-
3aHHble C MNOCTPOEHHeM KOHUENTyaJ bHOH MOJeJH JIOKAJbHOrO IleHTpa
IBHraTe/JbHOro ynpasJeHHsl. BoickazaHHasi paHee runore3a 0 MHOro-
CBSI3HOM KOJIbLIEBOM TeHeparope ¢ LHKJIHYECKHM TOPMOXXEHHeM H
npoBepKa OCHOBAHHOrO Ha HEM ME€XaHH3Ma YeTHO-HeYeTHOro B3aWMO-
NEeACTBHSA XOpOII0 YKNaJAblBAlOTC B PaMKH Tex MNpeACTaBJeHHH, O
KOTOpbIX FOBOPHJIOCH Bblille. B neACTBUTENbHOCTH CYyUleCTBOBaHHE B
IHHC «AanWHHBIX» HEeHpPOHHBIX LENoYeK MOXKeT MoKa3aTbCs BecbMa
npo6aemartHyHbiM. CJsepyer, OAHAKO, BCMOMHHTb O 60JIbILIOM KOJIH-
yecTBe CEHCOPHBIX BXOJOB, yUacCTBYIOILHX B peryJ/siuiiH KOOPAHHHPO-
BaHHbIX ABHXeHHH. UMEHHO ¢ IIHPOKHMH MOAYJIATOPHBIMH BO3MOX-
HOCTAMH H crneuHdHYHOCTbIO BJHAHHH adepeHTHbIX CHrHAJOB Ha
KOOPAHHALHIO ABHXXEHHH MOXHO CBSI3aTb HaJH4YHe MJIHHHBIX Il€NoYeK
H COOTBETCTBEHHO 6oJblioro yucaa touek Bxoaa B III'P.

dyHaaMeHTaNbHble MOHATHS, JeXKallie B OCHOBE MHOTHX SIBJICHHH
NpHpPOAbl (MOJOXXHTEJbHOE H OTpHULATeJbHOE, YEeTHbIH H HeYeTHbIH
M T. A.), H B 1aHHOH KOHLUENTya/JbHOH MOJe/H CylUleCTBEHHO pacCILH-
psoT chepy ee nosesHoro npumeHenus. B camom nese, He cocTaBisieT
Tpyaa NPOrHO3HPOBATb MOBeACHHE JIIOObIX HEYeTHbIX KoJel, colaep-
XKawux, ckaxem, 3, 57 uau 141 HeiipoH. To e MOXKHO CKasaTb H O
JI06bIX Y4eTHbIX Kosibuax. COOTBETCTBEHHO He TepsieT CBOeH aKTyaJb-
HOCTH NMpH aHaJli3e CKOJIb YrOAHO CJHOXHBIX CeTed C UHKJIHYECKHM
TOpMOXKE€HHEeM H MeXdHH3M YeTHO-HeYeTHOro B3aHMOAeHCTBHS.



F'nasa 4. WEHTPAJIbHbBIE (MPOrPAMMHbBIE) MEXAHH3MbI
KOOPAHWHALIHKH NBH)KEHHUHA

4.1. Ewme pa3 o npupone
LEHTPAJbHOTO reHepaTopa pHTMa

HakonseHo y)e 10CTaTOYHO NPHMEPOB, KOraa B OMNpe/eseHHbIX
IKCNEePHMEHTANbHbBIX YCIOBHAX Y Acad¢epeHTHPOBAHHBIX NpenapaTos
HEpBHOWH CHCTEeMbl UYJEHHCTOHOTHX H 006e31BHXEHHbIX >HBOTHBIX
Hab6.,1l01a/1aCb PHTMHUECKAsi aKTHBHOCTb MOTOHEHPOHOB, HJIH «(DHKTHB-
naa Jgokomouusi» (Heitler, 1985; Sillar, Heitler, 1985; Robertson,
Pearson, 1985; Paul, Mulloney, 1986; Sillar, Skorupski, 1986;
Sillar et al., 1987; Wolf, Pearson, 1987; Stevenson, Kutsch, 1987)
B psne cnyyaeB Tako# naTtrepH BeCbMa CXO/J€H C XapaKTepoM MOTO-
HEeHPOHHOH AaKTHBHOCTH WHTAKTHBIX »XHBOTHbIX B YCJOBHSX HX ecTe-
CTBEHHOro ABHratejbHoro nopeneHusi. HepsHasi cetb, oTBeTCTBEHHAs
3a reHepauHio PHTMHUECKOro [BHraTe/lbHOr0 BhiX04a B H30JIHPOBAH-
Hom npenapare LIHC, nosnyuynna HazBaHWe ueHTpasbHOro reeparopa
purma (LII'P), a cam cTepeoTHNHbIH KOOPAHMHHPOBAHHBIH NarTepH
MOTOHEHPOHHOH AKTHBHOCTH — «MOTOPHOH MPOrpaMMbl».

O6biuHo oTnJbiBaHHe Ha3al y omapoB Galathea strigosa Hauu-
HaeTcsi ¢ pa3rub6aHus GplOLIKa, 3a KOTOpPbIM Cpa3y e cjaeayer cruba-
HHe, a 3aTeM C BbICOKOH 4AaCTOTOH NOBTOPSIIOTCA UHKJbl pa3ru6aHusi-
cru6anust (Wine, Krasne, 1984). YcraHoBseHO, uTO pPHTMHUECKH ue-
peayilouiHecsi BCMBIILKH AKTHBHOCTH (a3HuyecKHX (JIEKCOPHbIX H
KCTEH30PHbIX MOTOHEHPOHOB 6pIOLIKA FEHEPHPYIOTCS LUEHTPaJbHbIM
reHepaTopoM, JOKaJH30BaHHbIM B TOPakaJbHOH HepBHOH CHCTeMe
WJIH B MOATJIOTOYHOM raHrjuH. [IpH noJHOM OTCYTCTBHH CEHCOPHOM
o6paTHOi CBSI3H OT 6pIOIIKA MOXHO BbI3BaTb AKTHBHOCTb, CXOJAHYIO
BO MHOTHX OTHOIUEHHSIX C PErHCTPHPYeMOH Y HHTAaKTHbIX CBOGOAHO
NJ1aBaOWIHKX XKHBOTHbIX. B 1eaddepeHTHpoBaHHbIXx npenapaTtax pa3rH-
GaHHe TaKXe NOYTH BCerja npealiecTsyer crubaHuio, npHyem cruba-
HHe cJeflyeT C KOPOTKHM NepeMeHHbIM JiaTeHTHbIM nepuoaoM. Kaxnas
¢aza aBHrateJbHOH Nporpammbl 3aHHMaeT MOCTOSIHHYIO YacTb Me-
pHOAA UHMKJA B Ipelejax LIHPOKOro AHana3oHa 4yacTOT, a JAaTeHT-
Hblil nepHoa Mexay pa3aMH JHHEHHO H3MEHSIeTCS C NepHOLOM LIHKJa
(Sillar, Heitler, 1985).

IleagppepeHTHpoBaHHAsA capaHuya cnoco6Ha reHepHpoBaTh ABHra-
TeJIbHbIH MaTTepH, KOTOPbIA B 11€JOM He3HAaYHTeJbHO OTJHYAeTCH OT
naTTepHa roJera WHTAKTHOH capaHuu. XapaKTepHOH OCOGEHHOCTbIO
ero SBJSIOTCS JATEHTHOCTH MEX/1y AaKTHBHOCTbIO JeBaTtopa H Je-
nipeccopa, a TaK)e Jeripeccopa M JieBaTopa, KOTOpbie BO3pacraior
MPONOPIIHOHAIBHO POCTY AJIHTCJBHOCTH MOJHOTO JCTATENbHOrO LUHKJIA.
B pesyabrate ¢pasa sieBaTOPHOro pa3psiia OCTAETCH OTHOCHTEJbHO
MOCTOSIHHOH He3aBHCHMMO OT MEepHOAa JeTaTebHOro IlHkJaa. 10 Ga-
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30BO€ COOTHOLIIEHHE NOPa3HTeNbHO YCTOHUHWBO Y BCCX HHTAKTHBIX XKH-
BOTHBIX H He MCHSIeTCH CYULeCTBEHHO B OOJIbLIKHCTBE 3KCNEPHMEHTOB
¢ neapdepeHTaluell, XOTH AJTHTENbHOCTH I1EPHOLOB LIUKJIOB MPH 3TOM
MOTYT CyLILeCTBEHHO YyBeaHuuBatbes (Stevenson, Kutsch, 1987).

[TockoabKy npeacTas/eHHbIC NPHMEpPLl CO31al0T BreuaTaeHHe, 4To,
BO-NEpPBbIX, OCHOBHbIE [€TaJH «MOTOPHbIX NPOTrpaMM» 3aBHCAT JIHIb
OT 3HAOreHHbIX MeXaHW3MOB H Malo CBA3aHbl C CHrHa/lamu [po-
NPHOLICTILIHH, &, BO-BTOPbIX, GyHAaMEHTANbHbIE YEPTbl ABHTaTeNbHOrO
ynpaB/leHHsi MMCIOT 10CTAaTOUHO OOLUHIA XapaKTep y pas/HuHbIX npea-
cTaBHTesell UJeHHCTOHOTMX, BO3HHKAeT 11paBOMEPHbIH BOMpOC O
npupose LIFP B HepsHo#t cucteme. fBasietcs an LIIP cuetemoit cBsi-
33aHHbIX CErMEHTAPHbIX OCLUHJIATOPOB HJAH 3TO €lHHAA OCLUHJISATOP-
Haf ceTb, (parMeHTbl KOTOPOH pacnpenedeHbl N0  OTAe/bHbIM
raHrauaM? C OAHOH CTOPOHBI, MMeECTCS YyXKe J0CTAaTO4YHO J[l0Ka3a-
TeqbcTB cerMeHTapHod npupoanl LIIP, ero /nokanbHoro xapaktepa
(cm. npenbiayuiyio raasy). Bmecte ¢ Tem B psje caydaeB Nnokasao,
YTO FCHEPaLHs «MOTOPHbIX [IPOrpaMM» Yy UJIEHHCTOHOTHX BO3MOXHA
JIMUIb B FAHTMJUOHAPHBIX KOMIJIEKCaX, BKJIOUAIOLHX HE MeHee IABYX
COCelHUX TAHTJIMEB, [pHUEM He Bcerjga MPOH3BO/NbHO BbIOpPAHHBIX.
Takue cBeeHHs NOJNyyeHbl B TOHHUECKOH MOTODHOM CHCTeMe, ynpas-
Af0Uel ABHXKEHHSAMH GpIlollKa paka MpH ero nonATHOH JOKOMOLHH
(Kovac, 1974 a, b), cucteme nnaBaTe/nbHbix HOXEK PEUHOro paka
(Paul, Mulloney, 1986), a Takxe JseTaTelbHOH CHCTeME CapaHuH
(Wolf, Pearson, 1987). Ha nocneasem npumepe octaHoBumcs 6oJee
noapoGHoO.

[Tocae peaddepenTauny Me30- ¥ METAaTOpPaKaabHbIH TaHIJIHK ca-
PaHuH NpH MX COBMECTHOH H30/J5IUMH CNOCOOHbI BCe-TaK¥ reHepu-
pPOBaTb PHTMHUCCKYIO [BHraTe.1bHYl0 aKTHBHOCTb, HanoMHHaloulylo
HHTAKTHbIA ABUraTe. bHbIH natrepH. HanpoTus, puTMHUuecKasi akTHB-
HOCTb, HabJloj1acMas B Me30TOPaKaJbHOM TaHIJIHKH MOC/Je ero orje-
JeHHUs] OT OCTa/bHOH BEHTPANbHOH HEpBHOW LIENIOYKH BMecTe C Mnpo-
TOpaKaJ/bHbIM TaHTJIHEM, HMeeT MaJlo CXO/JCTBA C HWHTAKTHbIM [BHra-
TelbHLIM narrepHoM. [louTH Bce cneuudHueckHe xapaKTEePHUCTHKH
3THX JIBYX NaTTePHOB pa3/H4aloTcsl, 3@ HCKJIIOUeHHEM YepejOoBaHHs
aKTHUBHOCTH B I€MIPECCOPHbIX H JIeBATOPHbIX MOTOHeHpoHax. bonblune
H3MeHEeHHs] B NaTTepHC aKTHBHOCTH Me30- U MeTaTOpaKaJjbHbiX MOTO-
HEHPOHOB, COMNPOBOXJ1alollHe Mnepepe3Ky Me30-MeTaTOpaKaabHbIX
KOHHEKTHB, MpPOTHBOPEYAT TrHrnoTe3e He3aBUCHMbIX CerMeHTapHbIX
OCLHJJIATOPOB, KaXXAblA M3 KOTOpbIX crnocobeH reHepupoBaTb 6Gosee
HJIH MeHee NMPaBHABHYIO «MOTOPHYIO NPOrpaMMy>» /L1 COOTBETCTBYIO-
lwero cermenta. [lo MHeHnio Boabda u [Tupcona, HeilipoHHble ceTH B
H30.1HPOBAHHbBIX TOPAKaJ/NbHbIX CCrMEHTaX He IBAAIOTCS TOMOJIOTHUHbI-
MH B OTHOUIEHHH HMX CIIOCOGHOCTH reHepupOBaTb JeTaTeslbHble OC-
unansuuu. MM ke cuaenad BbIBOA O pacnpefeneHHOM Xxapakrepe
UEHTPa/NbHOro TeHCpaTopa pHTMa 1oJeTra capaHuHd, YTo SIBASETCH
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NHaMeTpajbHO TMPOTHBOMOJOXHBIM paHee CAeJaHHbIM BbIBOAAM.
OTMmeueHHOe pacxoxkaeHHe B oueHke npupoabl LITP cBs3aHo, Ha Haw
B3I/, C TeM, 4TO CermMeHTapHble ¢parMeHTbl pacnpejaeneHHo#
OCUMIJIATOPHOH CeTH, B COOTBETCTBHH C H3J0XEHHOH KOHLernuHe,
npeacTaBaAsioT cO60H 3aMKHYTble HEHPOHHbIE KOHTYPbI C LLHKJIHYECKHM
TOPMOXKEHHEeM, NPH OnpefeseHHbIX YCJIOBHAX B HHX MOTYT BO3HHKaThb
pHTMHUecKHe KoJsebaTenbHble npouecchl. Ho, Bo-nepBbix, TakHe Ko-
Ne6aHHsl He MOr'yT MOAAEPXKHBATbCA J0Jroe Bpems, a BO-BTOPbIX,
BPSA JIH OHH MPeACTaBJAAT COO0H TOYHYIO KOMHIO «MOTOPHOW MNpo-
rpamMMbl», HCMOJAb3YeMOH BCeH LEMNOYKOH TaHrjueB MpH JOKOMOLHH.
[ToaTBepxaeHHe 35TOMY MOXHO HaHTH B 4pe3BblYaHHO TOHKHX H
y6eaHTeNbHbIX OMbiTax, MPOBEAEHHbIX HA TapakKaHax.

[ekanuTHpoOBaHHbIE TapaKaHbl HIH HAaCeKOMble C fepepe3aHHbiMH
Ny4kamMu HEpPBHbIX BOJIOKOH, CBSI3bIBAIOWIMX TOpaKa/bHble TAHTJIHH,
COBEpIIAIOT NOJHOCTbIO AHCKOOPAHHHPOBAHHbIE MeJIEHHble 1BHXKEHHUS
NPH NOMbITKaX K NepefBHXKEHHIO H 4acTo BOOGLLE HE MOTYT XOJHTh,
a NpH nepeBOpPauYMBAHHH HX HA CMNHUHY NEMOHCTPHPYIOT aKTHBHblE
PHTMHUECKHe [BHXEHHS HOr H pery/sipHoe o6pa3oBaHHe Mavyek HM-
NyJbCOB B MOTOHEHpPOHAX, OYeHb MOXOXXHX HA JBHrare/ibHbie OTBEThI
NpH MOMBITKAaX BCTaTb HA HOTH (BOCCTAHOBJIEHHE HCXOAHOrO MOJIO-
)KEHHS) HHTAKTHBbIX XKHBOTHbIX. 3aMeTHM, YTO UJEHHCTOHOrHe MOTYT
PHUTMHYHO [BHraTb CBOHMH KOHEYHOCTAMH BO BpEMSl UHCTKH, MpH
NONbITKAaX BCTaTb Ha HOTH W MOHMCKAX ONOpbl, a3 He TOJbKO BO Bpemsl
nepeaBHXeHusl. SICHO, UYTO pPHTMHYECKHH PHCYHOK JBHraTe/JbHOM
AKTHBHOCTH B MbIUILLAX HOT MOXET OTPa)aTb JIO6YIO H3 3THX AKTHB-
HocTeH. MIMeHHO 0 cneuH@HUYHOCTH PUTMHUECKOro maTTepHa, CBA3aH-
HOTO B MOCJIE/IHCM CJyyde C 110BeJleHYecKUM (eHOMeHOM BCTaBaHHA Ha
Horu, roBopsT onbithl 3uana (Zill, 1986).

ToHkHe OT/IMUMA B ABHraTe/bHbIX [1aTTepHAX, KOTOpble ¢ NMepBOro
B3r/15/1a KaXXyTCH CXOAHBIMH, MOTYT UMETb CylLIeCTBEHHOe 3HaueHHe
B JKCNepHMeHTax, HanpaB/JeHHbIX Ha HCC/el0BalHHe HEpBHOH CeTH,
reHepHpyiollleH KOHKpeTHbIH ABUraTe/ibHbii naTTepH. SIBHOe pa3sinuue,
HaHaeHHOe MeXAYy JBHraTe/lbHbIMH NaTTepHAMU NPH NMOHCKOBBLIX ABH-
XEHHUsIX Hor W npH xonbbe tapakaHa (Delcomyn, 1987), roBopur o
TOM, UTO B OCHOBE 3THX /IBYX THMNOB PHTMHUYECKOrO NOBeeHHs J1exXaT U
pasJHuHble LleHTpa/jbHble MEXaHH3Mbl KOOpAHHaUHH. KOHeuHo, pa3Hble
CeHCOpHble YCJOBHS, CONPOBOX/aloUlHe 3TH NBa THIA [OBCIACHHA,
BHOCSIT OMpejeseHHbll BK/1al B Pa3jH4yHsl MeXNYy [ABHraTeJbHbIMH
naTTepHaMH, HO 3TH OTJIHUHA B CEHCOPHOH O6GpaTHOH CBA3M (npu
MOHCKOBbIX ABHXXEHHAX HET KOHTAKTa ¢ ONOpOH) SABJSAIOTCA He eqHH-
CTBEHHbIM (akTopoM. KaKoBO ke OCHOBHOe pas/jHuHe B narTepHax
MOTOHEe#ApPOHHOH aKTHBHOCTH? JlBHrarejbHble nNaTTepPHbl, 3aperu-
CTPHpOBaHHble B HOrax TapakaHa BO BpeMs X04bObl, HMEIOT 4eTKHe
yepeayloUIHEC MAUKH HMNYJbCOB MOTOHEHPOHOB MblILILL-3AHTATOHH-
CTOB, @ Yy HOT, HIYLlMX ONopy, Haubosjee XapaKTEPHLIM siBasieTCH
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HelpepbiBHO MOAYJHPOBAHHLIA BbIXOJA, COBEpLUEHHO lie MOXOXXHH Ha
nayeyHblii TUN AaKTHBHOCTH, CBA3aHHbIK ¢ Xx0Ab6o# Hacekomoro (Del-
comyn, 1987).

Mrak, Bo3Bpauwasch K BOIPOCY O IpPHPOJE reHepatopa pHTMa,
HEO6X0UMO Npexae BCero yrOYHWTb, K KAKOMY HMEHHO BHAYy ABHra-
tesbHOro noseaexusi ator LIIP umeer otHowenue. Ecan peub uner o
aokomotopHoM LIT'P, Tt0 3TO, 6€3ycnioBHO, nO/KHA ObiTh pacnpe-
JeJeHHas OCUMAJSATOPHARA CceTb, CerMeHTapHble (parMeHThl KOTOPOii
N0Ka3bIBAlOT CXOAHbIA peUuHNnpPOKHbIH PHTMHUECKHH maTTepH. B 3TOM
cjlyyae KOOpPAHHAUWA 06l1ero ABHraTe/lbHOr0 narTepHa AJIS PHTMH-
4eCKHX ABHXEHHH 110C/e10BaTC/AbHbIX FOMOJIOTHUHbBIX NMPHAATKOB HJH
CerMeHTOB Tejla, TAaKUX, Kak B cayuyae xoab0bl, NJaBaHHA WUIH GHEHHH
NJ1aBaTeJbHbIX HOXEK, MOXeT OCYLLeCTBAATbCH LUEeHTPaJlbHbIMH MeX-
CEerMEHTapHbIMH CBA3AMH, T. €. MeXXCerMeHTapHbIMH HHTepHEeHPOHaMH,
BxoasiuwiumMu B LIFP. CywecTByloT, 01HaKO, ABHUraTe/ibHble OBE1EH U,
LeJIbI0 KOTOPbIX SIBASIETCA He lepeMelleHHe XHBOTHOrO B NMpPOCTPaH-
cTBe, uTO TpebyeT KOOPAHHHPOBAHHOH pabOTbl BceX HOT, a, Hanpumep,
MOUCK Onopbl, 06HapyXeHHe KOTOPOH AOCTHXKHMO B NPHHLHUNE H OT-
JIeJIbHOH HOroW, BHe CBfAI3M C OCTajJbHbiMH. Takod THN noBexeHHs
npeabsBIsieT MeHee XeCcTKHe TPe6OBAHHA K MEeXKOHEYHOCTHOH Koop-
NHHALKHH, NO3TOMY BCS CETb MOXKET pacrnacTbCsl Ha PsJl OTHOCHTEJbHO
He3aBHCHMbIX cerMeHTapHbix LII'P, uto noatBepxnaaerca u nosejeH-
YECKHMH HAO/I01eHHAMH.

4.2. MexcermeHTapHasi KOOpPAHHHpYIOLLAR
CHCTEMA MHTEPHEHPOHOB

B coortBerctBHH ¢ npeacrtasieHusamu lltedina (Stein, 1974),
BMepBble NPHMEHHBILETO NOHATHE «KOOPAHHUDPYIOULHH HHTEPHEHPOH»,
B KOHHEKTHBAX, CBA3LIBAIOIIHX MEXXAY COOGOH OTAeJbHble TaHIJIHH,
MMEeTCA Trpynna MeXCerMeHTapHbiX HHTEPHEHPOHOB, nepeaalOULIHX
«KOMHH» PHTMA OJHOrO CerMeHTapHoro ocuuaasitopa apyromy. [Ise
OCHOBHbI€ 3alayd [OJKHbl pelIaTbCA MeXXCerMeHTapHOH cHcTeMOWH
HepBHbIX BOJIOKOH. Bo-nepBbix, oHa 10/1)KHA «BbIpaBHHBATb» YacTOTh
redepaiinu cermeHTapHoix LLI'P npu 1okomMouuu, Tak Kak 3Td yactothl
MOTYT OT/aHYaTbcAA. B mnoBemeHueckux 3KcnepuMeHTax ¢ BbI3BAHHOM
JIOKOMOLIHEH peuHbiX PakoB Ha TpeabaHe Mbl HHOraa 3ameuasnH, uTo
nepeaHHe mapbl HOr MOTYT lAraTh yalle, 4eM KayaaJgbHble, T. €. BO3-
MOXXHO CylleCTBOBAaHHE BPOXKAEHHOTO rpajHeHTa yacTOT CerMeHTap-
Hoix LKIP B pocrpanbioM Hanpasienun. Bo-BTOpbIX, 11pH JTOKOMOLLHH
He06X0AHMO POPMHPOBAHHE BOJIH AKTHBHOCTH, T. €. METAXPOHAJbHOTO
PHTMa JABHXXEHHH HUNCHUNATepasbHbIX KOHEUHOCTEH HJAW MPHAATKOB.
[Tockonbky B neaddepentupoBanubix npenaparax LIHC wuau npu
GUKTUBHONH JIOKOMOILHH PaBHAbHBIN METaXpPOHAJbHbI PUTM aKTHB-
HOCTH MOTOHEHPOHOB COXPAHSAETCS NPAKTHUECKH TaKHM >Ke, Kak H
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Yy HMHTAKTHbIX >KHUBOTHbIX, TO MeXXCerMeHTapHas KOOpAHHHpYIOLLas
CHCTEMA HHTEPHEHPOHOB [0/XKHA 0653aTe/bHO BXOAHTb B KayecTBe
CTPYKTYPHOH OCHOBbI B pacnpee/eHHYI0O OCLHJIJIATOPHYIO CeTb.

KakoBa opraHu3auns 3TOi KOOpAHHHPYIOLLEH CHCTEMbl HJH, ApY-
rHMH CJOBaMH, Kak pacrpeiensiiorcs BAOJb LEMNOYKH FaHTJIHEB BO-
JIOKHA MHTepPHEeHPOHOB, UTOOLI MOTJK pellaTbCs YNOMSHYThle Bbille
3anaun? Ecau KoopauHupyiolHe BO31eHCTBHSA, KaK MOXHO Gblio GObl
Npeanos0XKHTb, NMPHXOAAT B CErMEHTapHbI reHepatop pHTMa cpasy
M3 HEeCKOJbKHX CErMeHTOB, TO MOXHO 0XXHAaTbh, YTO MOCJeL0BaTe/b-
HOe YyMeHblleHHe 4YHcJa CBA3AHHBIX MeXAy c060H cerMeHTapHbIX
LUI'P (nanpumep, npH nepepe3kax KOHHEKTHB) BbI30BET NpPOrpeccHs-
HOe H3MEeHeHHe B KOJIHUECTBEHHbIX aCNeKTax MeXcerMeHTapHoH Koop-
JNHHAUHH MOTOHEHpPOHHOH AKTHBHOCTH, B YacTHOCTH, B CABHrax ro
(aze Mex1y rOMOJOTHYHbIMH [BHraTesibHbIMH akcoHaMH. [lpamas
JKCNepHMeHTasbHas NpoBepKa 3TOH rHMOTE3bl Oblla NpeAnpHHATA B
CTaBilUeH YXKe MOoINy/fPHOH CHCTeMe MJaBaTeJbHbIX HOXEK pPeuHOro
paka. HeoxunaaHHo oKa3zasocb, 4To nepHoa u ¢a3a naasBaTeqbHOTO
PHTMA, NPOAYUHPYEMOTO LIEMOYKOH, YKOPOUEHHOH 10 ABYX GPIOUIHBIX
raHraueB, OCTAIOTCH TOUHO TAKHMH e, KaK W BCSl HepBHAs LlelloyKa
u3 wectH rauraues (Paul, Mulloney, 1986). 3To roBopHT 0 TOM, YTO
IS YCTAHOBJIEHHS] MPaBH/IbHOrO METaxpPOHAJIbHOrO pHTMA GHEHHH
I1aBaTeNbHbIX HOXEK [10CTAaTOYHO BCEro OAHOW napbl CBA3aHHBIX
mexay co6oit cermentapubix LIIP. BepositHo, MOXHO yTBepxaath,
YTO MeXXCerMeHTapHasi KOOPAHHHUPYLLAA CHCTEMA COCTOMT H3 BOJIOKOH,
NPOCTHPAIOIMXCA HE jaaJgee coceaHero cermeHta. bBosee cnoxeu
BOIIPOC O XapakTepe W HanpasJeHHH TaKHX cBs3eld. Bo3moxHo, oH
HOCHT TOPMO3HbIH XapakTep B BOCXOASILEM H HHCXOASLLEM HanpasJe-
HHSIX, OlHAKO TaKoe NpeanojoxkeHHe TpebyeT ellle 3KCNepUMeHTaJlb-
HOTO NOATBePKAEHHS.

Ilpyro#t acnekTt npo6seMbl H3YUEHHWA MeXCEerMeHTapHOH KOOpIH-
HAIMH JOKOMOTOPHBIX PHTMOB CBfI3aH C KOJHUYECTBEHHbIMH acnekra-
MK B3aumogaehicteylownx LITP. I1pu n3yyenun usosnupoBaHHoro npe-
napara HepBHOH CHCTeMbl MeIMLIHHCKOH NMHUABKH, KCTATH, ABJSAIOLICHCS
npeKkpacHoi GHOJIOrHYecKOH Mojenbio GOPMHPOBAHHA METaxpoHaJb-
HOrO NJ1aBaTeJNbHOro pUTMA, ObIJIO YCTAHOBJIEHO HAJIHYHe ABYX (HaKTo-
poOB, 06YCJIOB/IHBAIOILHX MEXCErMeHTApHYI0 KOOpPAHHALHMIO: «CO6CT-
BEeHHbIe» 4acTOTbl F€HEepallMH H CHJbl HelpOoHAJbHbIX CBA3EH Mexay
cermentamu (Pearse, Friesen, 1985).

HccneposaHus maremaTHyecKHX MOAeNeH Tak»Xe MOKa3biBaioT,
UYTO BHE 3aBHCHMOCTH OT KOHKPETHbIX aeTasei Moae/ned CABHr no
(baze Mexay CONpsXKCHHLIMH reHepaTopaMH siBasieTcs PyHKUHedl pa3-
HOCTH YacTOT W cuJbl cBsizelt mexay otaenbHbiMi LITP (Cohen et al.,
1982; Llykepman ¢ coasrt., 1989). Takum o6pa3oM. BCC H3MEHEHUS B
(pa30BOM CABHre MOryT OblTb OTHECCHbl HA CYET YTPaThl, T. €. H3Me-
HCHUH CBSI34HHOCTH FeHEPaTOPOB PHTMA MW MIMCHCHHH «COGCTBEH-
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HBIX» YacTOT WX reHepaund. KcTatu OTMETHM, 4YTO ecaH OJHOCTOPOH-
HHEe CBfI3H MOTYT MPHBOAHTL K TOMY, UTO BCe reHepaTtopsl OyayT
(YHKIHOHHPOBATb C YaCTOTOH «Be1YLLEro», TO CHCTeMa JBYCTOPOHHHX
cBsi3eil NpHBeleT K «BbipABHHBAHHIO® 4acTOT reHepauuu Bcex LITP.

Cywecrtsyer npeanojoxedse (Cohen, 1987), uro B pasBuTHH
OT TAKHX MPHMHTHBHbIX MO3BOHOYHBLIX, KAK MHHOTH, K CYXONYTHbIM
4yeTBEPOHOTHM (HJIOr€HETHYECKHE H3MEHEHHSI MNpPOH3O0LJIH MNperUMy-
ILECTBEHHO B CHCTEMAaX, KOODAHHHPYIOILLHX HEeHPOHHble reHepaTopbl
purma B LIHC. Bnosnne BO3MOXHO, UTO CHCTeMa MeXCerMeHTapHbIX
KOOPAHHHPYIOLWHX BOJIOKOH B TaHIHOHAPDHOH HEPBHOH cHcTeme
YJEHHCTOHOTHX TaKXe MpeTepneja 3HAUHTE/NbHble 3BOJIOLHOHHbIE
M3MEHEHHS, NMOCKOJIbKY H3BECTHO, UTO CBSI3H MeX1Yy OTAEJbHbIMH KO-
HEYHOCTSIMH NPH JIOKOMOLHH Yy HAaCEKOMbIX 3HAUHTEJbHO CH/bHee, uem
y pakoo6pasHblX.

4.2.1. MOXHO AH WAraTh OAHOBPEMEHHO
B Pa3Hbie CTOPOHLI?

[ekanutHupoBaHHble HAaceKOMble He MOrYT XOAHTb MO OO6bIYHOMH
TBEpPAOH TMOBEPXHOCTH — 3TO XOpPOWO H3BecTHHIH ¢akr. OnHako
HCCJIelysl NIOBeleHHe 1eKanUTHPOBaHHbIX najsouHnkos Carausius mo-
rosus, (HUKCHPOBAHHbIX Hald CKOJb3KOH MOBEPXHOCTbIO, MOKPLITOH
HH3KOBA3KHM CHJIHKOHOBbIM MacsoM, baccaep ¢ cotp. (Bassler et al.,
1985) HeoXHAaHHO 3aMETHJIH, YTO NMPH MEXAHHYECKOM pa3apakKeHHu
6pioliKa HaceKkoMble HaYHHAIOT ABHraTb KOHEUHOCTAMH TakHM o6pa-
30M, GyATO nepeiHHe HOTH HAYT Brepen, a 3ajlHHe — Ha3ag. ITO
Hab6./110/1eHHe NPHBEO HX K NPEANOJOXKEeHHIO H 1aJjbHelilel 3kcnepu-
MEHTaJIbHOH NpPOBepKe TOro, UTO BPOXKAEHHbIM HanpasieHHeM JABHXKe-
HHA nepeiHHX KOHEUHOCTeH sIBASIeTCA ABHXKEHHe Bnepej, a 3ajHUX —
Hazan. Iloa BpOXKAEHHbIM Hampap/jeHWeM CJelyeT NMOHHMAaTb TO Ha-
npaBJ/ieHHe, B KOTOPOM KOHEYHOCTb nmepemelaer Teso, koraa ee LII'P
JHUIEH KOOPAHHHPYIOUWHX BO3AEHCTBHA CO CTOPOHBI COCEAHHX HOT.
Ilekanutauus ycTpaHsieT KOOPAHHALHIO MeXAy Mpo- H MeTrartopa-
Ka/JlbHbIMH KOHEUHOCTAMH, MOTOMY H MpPOSIBJASIOTCH BPOX/IA€HHbIE
HanpaBJ/IEHWs1 1BHXXEHHA HOr XHBOTHbIX. [lpH cTHMyasuMu aexkanu-
THPOBAHHbIX XHBOTHbIX K XO0Ab6€ MO TBEpPAOH MOBEPXHOCTH, KOTraa
MMEIOTC MeXaHHUYeckHe CBA3H MeX1y KOHEUHOCTSMH, ABHXKYLLHE
Brepe/ yCHIHUA NepeaHHX HOT HeHTPa/IH3YIOTCA TAHYLUMH Ha3al yCH-
JIHAIMH 38[IHHX HOT, MO3TOMY NMPOCTPAHCTBEHHOrO NnepeMeleHHsl BCero
HacekoMoro He npoucxoauT. [TockonbKy 06bIUHOE HanpaB/eHHe XOlb-
Obl 3a/lHMUX HOT y HHTAKTHbIX MNaJOYHHUKOB — BMepel, TO OMHCAHHBIN
(heHoMeH NPsAMO YKa3biBaeT Ha CyLeCTBOBAHHE KAKOT0-TO MEXKCerMeH-
TapHOTO KOOPAHHHMPYIOLLIEro KaHaja, CcorJjacyiowero pasJjHuHble
BPOXK/IEHHblE HANPABACHUA LWAraHUA NnepefHUx H 3aaHux Hor. Passu-
uHe BPOXKIEHHbIX HANPaBJCHWHA ILAraHUsl METOMHYECKH Jierko o6Ha-
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pyXHBaeTc JHO0 Yy N€KanUTHUPOBAHHbIX HACEKOMbIX, MOMELIEHHbIX,
KaK y»e rOBOpHJI0CH, Hall CKOJIb3KOH NOBEPXHOCTHIO, JIHGO0 Y XKHBOTHbBIX
C OJHOW JHWb nepeaHed WM 3aaHedk napoi Hor (Bassler, 1986 b).
OcTaetcsi OTKpPLITbIM BOMNPOC O TOM, YTO JIEXKHT B OCHOBE YKa3aHHOro
KOODAHHUPYIOLIETO MeXaHH3Ma: LeHTpa/jbHble MeXCerMeHTapHble
CBfI3H MeX/y Npo- H MeTaTOpakaJjbHbIM reHepatopaMH pHTMa HJH
AKTHBHOCTb MEXXKOHEUHOCTHbIX CEHCOPHbIX MyTel, CHIHAJU3HPYIOLIHX
0 COOTBETCTBYIOULleH (ase 111aroBOro LUHK/JAA BnepeiH HAYUEH HOrH?

nasa 5. POJIb CEHCOPHbIX CUTHAJIOB
B KOOPOWHAUHWH NBH)XEHHH

Kak oTmeuanocb paHee, pHTMHUeCKHe BH/Ibl ABHraTeNbHOro MO-
BE/JCHHS UJ€HUCTOHOrHX, GOPMHPOBAHHE Yy HHUX [1EPHOAHUYECKOH aKTHUB-
HOCTH MOTOHCHPOHOB, YNPABASIOWMX [ABHraTeJbHbIM annaparom,
MMEIOT UEeHTPA/bHYIO, SHAOTeHHYI0 npupoay. Kakas xe toraa poab
OTBOJIMTCSI B NaTTCPHAX PHTMHYECKOH aKTHBHOCTH CEHCOPHbIM CHrHa-
Jiam o6paTHOH cBA3H? Heo6Xx0AMMOCTb ajanTauuH ABHXKEHHH K cne-
IIH(HYECKHM YCJIOBHAM OKPYXKAIOLLEH CPefbl H HX H3MEeHEeHHsIM TpeGyeT
OT CEHCOpPHOW 00paTHOH CBAA3W MNPHAAHHA XKECTKOMY BbIXOAY OT
LIT'P nnactuuecknx cBoictB. KoHeuHo, cTeneHb CEHCOPHOro y4acTHs
B (DOPMHPOBAHHH THOKOrO IBHraTe/IbHOrO BbIXOAA CYLIECTBEHHO 3aBH-
CHT OT OKpYXaloiluei cpeibl, B KOTOPOil OCYLECTB/SIETCA TO HIH HHOE
JBUraTesbHOe NoBeAeHHe XXHUBOTHOro. B uyacTHocTH, Ha3zeMHas J0KO-
MOLHS YIEHHCTOHOrWX TpeOyeT HA Ka><[OM IlLary MocTOsIHHOH ajan-
TAalUHH K MOBEPXHOCTH, TOr1a Kak nepemelleHHs B NoJieTe WM MJaBa-
HHe MOryT ObiTb GoJiee CTEpeOTHMHbIMH, NOCKOJIbKY H BOAA M BO31yX
SIBJASIIOTCS  OTHOCHTEJIbHO OAHOPOAHbIMH cpeaamu. HeyaupurenbnHo
MO3TOMY, UTO NEPBOE A0KA3aTebCTBO CYILECTBOBAHHSA LLEHTPAJbHOrO
reHepaTtopa PHTMHUECKHX ABHXEHHH OblJO MOJY4YEHO [PH H3YUEHHH
noseta capanud (Wilson, 1961), KoTopblii fiBASleTCS KJAaCCHUYECKHM
NpHMEpPOM LEHTPANbHO KOOpPAMHHpyeMoro mnoseneHusi. M1 Bce xe
NoCJIelHHE TObl NPHHOCAT BCE HOBbIE 10Ka3aTe/bCTBA TOr0, YTO CeH-
COpHbI€ CHrHaJbl OKa3blBAlOT HE TOJNbKO TOHHYECKOe, HO W MOULIHOE
({asuyeckoe BAHAHHE HA KaxXAblH uHKA pa6oTsl LIIP naxe B cucreme
ynpas/enus noserom capanud (Mohl, 1985). Huxe 6yayt paccmor-
peHbl pa3iiHyHble acneKThl CEHCOPHOro yyacTHsl B KOOPAHHHPOBAHHOM
peryasiuHd ABHXXEHHH y UYJEeHHCTOHOTHX.

5.1. B3anmoneHcTBHE CEHCOPHBIX CHIHAJNOB
C UEHTPANbHO-TEHEPHPYEMBIMH PHTMAMH

Hau6onee cuabHasi 3aBUCUMOCTb reHepauHu pUTMHKH OT CeHcop-
HbIX CHrHaJIOB NPOMNpHOLIENIIHH YyCTaHOBJIeHa B CHCTEMe ynpasJe-
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HHA XOAbGOH HacekoMbix. MMeloTca ybenuTesbHble f0Ka3aTesNbCcTBa
TOrO, UTO reHepauus WaraTeJbHOH PHTMHUECKOH AKTHBHOCTH MOTO-
HeHPOHOB y KPYNHbIX HACEKOMbIX — NaJOYHHKOB — BO3MOXHa JHWb B
PUCYTCTBHH CEHCOPHOro BxoAa. Tak, B yC/JIOBHAX MOC/€/10BaTe/]bHOH
JleHepBalHH Bcex MOJYraHrjiHeB TOPaka/JibHOH HEPBHOH CHCTeMbl na-
aouynnka Carausius morosus xapakrep MOTOHeHpOHHOH aKTHBHOCTH
He MeHsleTcsl 10 TeX Mop, 10Ka XOTb OJHA HOra XXHBOTHOTO OCTaercs
MHTAKTHOH H XOAHT Mo Bpawaiouemycs kosecy. Ilpuuem akTHBHOCTb
NPOMOTOPHBIX H PEMOTOPHbIX MOTOHEHPOHOB YETKO MOAYJHpyeTcs
PHTMOM LUAraHWii HHTAKTHOH HOrW. B uacTtHOCTH, KOrpa 3amepsexnue
IBH)XEHHA KoJsieca MPHBOAHT K YMEHbLUEHHIO YACTOTbl LIArOB OCTaB-
1eHcs HOrM, MOAYJISLMA MOTOHEHPOHHOH aKTHBHOCTH XOpOLIO Koppe-
JIMpYeT C lararesbHbIMH ABHXeHUsIMH. A npH OCTaHOBKe KoJsleca yepe-
NYIOLHHACA DHTM PEMOTOPHOH H MPOMOTOPHOH AKTHBHOCTH H BOBCe
Hcue3aer (Bassler, Wegner, 1983).

Ilna BbisiCHeHHS xapaKTepa B3aWMOAEHCTBHI NPONPHOLENTHBHbIX
CHTHaJIOB C LEHTPaJbHO-TeHEPHPYEeMbIM PHTMOM XOAbObl Y pakoobpas-
HbIX 0ObIYHO BHOCATCH pa3/HUHble 3KCIIEPHMEHTa/bHble BO3MYILEHHS.
HMccnenoBarenn uHorpa nosb3yloTcsi CnocoGHOCTHIO PakooGpasHbIX
oT6pacbiBaTh COGCTBEHHble MOBPEXAEHHble KOHEUHOCTH, T. €. Tak
Ha3biBaemol ayrtoromued. OcTaBuiasics 10cjae ayTOTOMHH KyJbTs
)KHBOTHOTO COCTOHT BCerjla H3 [ABYX COWJIEHEHHH: TOpaKOo-KOKCaJb-
HOro H KOKCO-6a3anbHoro. COXpaHWBILHECH NPONPHOLENTOPbI 3THX
IBYX COUJIEHEHHH MOryT MnepeaaBaTbh CEHCOPHble CHTHaJbl B HEPBHYIO
CHCTEMY TOJIbKO O 110/102KEHHH H CKOPOCTH ABHXXCHHUS KYJbTH, NPOLO-
XKalollleH ABHraTbCsl B3aj H Bnepea nNpH xoabbe XKHBOTHOrO, H He AaloT
HHKAKOW HHPOpPMALHKK O HArpy3Ke, KOTOpas OGLIUHO CYllleCTBYeT MpH
NOCTAaHOBKe WHTAKTHOH HOTH Ha Onopy.

B psane pa6oT nokasaHo, 4TO NPOIPHOLLENTHBHbIE CHIHAbl ONIOPHOH
($a3bl y XKHBOTHbIX, HCTILITHIBAIOILLHX NMPH JOKOMOIIMH HAarpy3Ky Ha Ko-
HEUYHOCTH, BJIHSAIOT HA JJIMTEJNbHOCTb TOJBKO «OMOPHBIX» MayeK HMMYJlb-
coB moroueiponoB (Evoy, Fourtner, 1973; Clarac, 1977). Bmecre
C TeM B IOJIHOCTbIO AeaddepeHTHPOBAHHBIX Mperapatax TaK Xe, Kak
M B HHTAKTHbIX XOAH/bHbIX HOXKAaxX, AJHTENbHOCTb paspsla MOTO-
He#pOHOB MaxoBOH ()a3bl OCTAaeTCsi OTHOCHTENbHO MOCTOSHHOH MNpH
M3MEHEHHAX AJHTEeJbHOCTH nepuoaa wara. HeoxuaaHHbiMH B onpe-
J€JICHHOM CMbIC/1€ MO CPaBHEHHIO C MOJHOCTbIO JeaddepeHTHPOBaH-
HbIMH MpenapataM¥ KaXyTcsl pe3yJbrarthl, rnoayueHHoie Kaapak
(Clarac, 1978) Ha ayTOTOMH3HDPOBAHHbBIX XXMBOTHBIX, KOTOPble MOTYT
paccmaTpuBaTbCcsl KaK 4yacTHUHO AeaddepeHTHpOBaHHbie Npenaparol.

ayTOTOMH3WPOBAHHLIX KHBOTHbIX MPOAOJKHTEJNbHOCTb Mayek
MaxoBblX MbilUl, B YAaCTHOCTH JIeBaTOPHOH, JIHHEHHO Bo3pacraer ¢
pocToM nepdona wara. B naHHOM cayyae NOHATHS «NepHoa Liara»
WIH «JIHTeIbHOCTb ONOPHOH (a3sbi» ANA KYJbTH, KOHEUHO, HMEIOT
YCJOBHbBIH CMbIC/, OHAKO 3THMH TePMHHAMH YAOGHO M0Jb30BaTbCA
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NpH CpPaBHEHHH [BHXKEHUH KYJbTH C HHTAKTHOH HOoXKOH. Urto e
03HauaeT pe3y bTaT, CBA3aHHbIH C THHEHHbIM BO3PaCTaHHEM MJIHTE/b-
HOCTH MaxoBOH (pa3bl KYJbTH NMPH COOTBETCTBYIOLLEM pOCTE MepHoAa
wara? Bo3moxHoe o6bscHeHHe 3TOMY 3akJlouaercs B TOM, UTO
NedHUHT CEHCOPHOTO BX0[a, CBA3AaHHOTO C Harpy3koH Ha KOHEYHOCTb,
ocnabasier ynpasJjeHHe MaxoBoil (asoii waroBoro wuukaa. Mexa-
HH3M TaKOro ynpaB/€HHs MOXXeT AaTb, HANPHMeEpP, H3BECTHAs MOAEJb
[Tupcona u [yiicenca (Pearson, Duysens, 1976). CpaBHuBas snoko-
MOLHIO KOLIKH H TapakaHa, 3TH aBTODbl NPeACTaBHJH [10Ka3aTeJb-
CTBa CYLUIECTBOBAHHSA Y HHX JIBYX CEHCOPHbIX NyTe€H, KOHTPOJHPYIOLLHX
«reHepaTop Maxa»: BO36Y)KAAOUHA — OT NMO3HIHOHHLIX peLenTopos,
TOPMO3HbIH — OT peLenTopoB, ONpeAeNsIOUIHX HArpy3ky Ha KOHeuy-
HocTb. Ecain aHasornunble cencopuble Bxoabl B LII'P cyuwecTsytor
H y pakoo6pa3Hbix (a TakHe NaHHble HMeIoTCA), TO MOAHDHKAUHA
UIHT@NbHOCTH MaxoBo# (asbl nocjse ayTOTOMHH HOrH MorJja Obl
00yC/1I0BJIHBATbCA, C OAHOH CTOPOHBI, YHHUTOXXEHHEM TOPMO3HOr0
MyTH, HAYLLEro OT peLenToOpoB ONOpHOH ¢asbl (peuenTopoB Harpys-
KH), a ¢ ApyroH — coxpaHeHHem BO30y)XK1alOUIero Bx0aa B CHCTEMY
ynpasJ/jieHHsl, TaK KaK peuenTopbl MOJOXXEHHA KOHEUHOCTH pacnoJia-
raloTC B COXPAHHMBLIMXCA MPOKCHMANbHbIX COYJNeHEeHHAX. Takum
06pa3om, y pakoo6pa3HbiXx CEHCOPHble CHIHaJbl, KOHTPOJHpYIOLLHE
Harpy3ky H nojio)eHHe KOHeYHOCTH, NMPH JOKOMOLHH MOTJIH Obl KOHT-
PO/IHPOBaTh OTHOLLEHHE JIHTEeJNbHOCTH onopHas ¢aza/maxoBas ¢asa,
T. €. pe/IeKTOPHO peryJiMpoBaTh BpPeMeHHble NapaMeTpbl LWAaroBOro
LMK/,

[lBuratenbHble CHCTEMbl YJIEGHHCTOHOTHX MPEACTaBJASIOT COOOH
06lIHpHOE noJie HCCaefOoBaHHH posaH 06paTHOR CBA3H B MOAYJSALHH
LeHTPaJabHO reHepupyeMbix pHTMOB. JTa npobsema HauboJiee MOJHO
M3yueHa B CHCTeMe YNpaB/leHHs MaaBaTeJbHbIMH HOXKaMH pako-
o6pasHbix. [IpuMeuaTtenbHo, UTO pedeKTOpHAA MOAYJSALUHA B 3TOH
cucTeMe HabJaloaanach TOJAbKO B npenaparax, NposiBASIOLIHX OTHOCH-
Te/1bHO BbICOKHIl YpOBeHb CMOHTAHHOH W, KaK MPaBHJIO, PHTMHYECKOH
AKTHBHOCTH, UTO CBHJETEJNbCTBYET O NPOSBJEHHH pedJeKTOPHbIX Ael-
CTBHH CEHCOPHBIX CHFHAJOB B 3aBHCHMOCTH OT OJIHOBPEMEHHO peasu-
3yeMOH ABHrarte/bHOH nporpaMmsel. B 310 cHcTeMe 3aperucTpHpoBaHbl
IBa pa3jiHYHbIX THNA pedJIeKTOPHbiX NEeHCTBHH, MOsyyaeMmblx Ha OT-
AeNbHOH nJiaBaTeNIbHOH HOXKe: CTaTH4Yeckas KOMMNOHeHTa, MposiB-
JsieMasn, KOrja HOXKa yjepxHBaercs B PHKCHPOBAHHOM [OJIOXKEHHH,
M IHHaMHuecKas KOMIOHEHTa, COMPOBOXK/AloOLlasfA ABHXKEHHE HOXKH
(puc. 19).

CraTHueckasi KOMMOHEeHTa nojo6Ha pedJieKcy CONpPOTHBJEHHS:
NPOTPAKUHUA yBeJIHUHBAET AMIVIHTYAY AeNnO/JsAPHU3alHOHHOH (a3bl Ko-
Ne6aHHH B MOTOHei#ipoHax rpeGHOH ¢a3bl, CTPEMACh TakHM 06pa3om
YBEJHUHTb HX HMMYJbCHYIO aKTHBHOCTb H NEPEBECTH HOXKY B ¢asy
peTpakuHH ITOT pedJieKC COXpPAHACTCH BCe TO BPEMs, NOKa HOXKa
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Puc 19. Pedaektopnan Moayasiuusi peTpakuHH (rpe6Hoi ¢a3nl aBHXKe-
HHH) NaaBaTesqbHLIX HOXeK peuHoro paka no Heitler, 1986 [lep-
BblH TPEK HA @ H 6  BHYTPHK/IETOYHOE OTBEACHHE aKTHBHOCTH
HIEHTHOHIIHPOBAHHOTO  MOTOHeHApPOHa  GbICTPOro  peTpakro-
pa B 3-M a610MHHA/NbHOM TaHIJIHH, BTOPOH W TPETHH TPeKH COOT-
BETCTBCHHO BHEKJIETOYHLIC PErHCTPAllHH aKTHBHOCTH 11€PBOTO KO-
pelwka 3-ro u 4-ro raHraneB [lnaBaTenbHas HOXKA oCTaBanach
CBA3aHHOH C 11epBbLIM KOPELWKOM 3-TO TaHTI/HA, a 4-# raHrui H3o-
.IHPOBAJICA OT nepudepun a — naaBaTeqbHasn HOXKKa cMellaeT-
ca (6oablias CTpeaKka BBEPX) H3 MOJIOXKEHHS PeTPaKIlHH B 110.10-
XEeHHe NPOTPAKUHH H OCTAeTC B 3TOM MOJIOXKEHHH, 6 - - naa-
BaTe/lbHAasl HOXKAa CMellaeTCs U3 I10/10XKeHHA [POTPaKuHH (604b-
wasi CTpeJKa BHH3) B [M0J0XeHHe peTpakunH Motone ol
o6oux ranraues (3 u I'4) npaTkoBpeMeHHO BO36YXK1aKTrCH
JBHXKCHHEM B JIOGOM Hanpas.1eHHH, HO TOIbKO MOTOHefipoHsl ['3,
T € OLHOMMEHHOrO raHrIHA C IBHXYLIEACH HOXKKOH, HenpephiBHO
B036YKAaI0TCA YAePXHBACMbIM NONOXKEHHEM NPOTPAKLHH

yAepXKHBAETCS B aHTEPHAJIbLHOM MOJOXEHHH npoTpakuxH. Hanporus,
€C/IH HOXKKa Y/lepXKHBAeTCAA B COCTOSIHHH PETPAKLHH, perucTpupyercs
OyeHb cnabasi BHEKJETOUHAs aKTHBHOCTb, @ MeMOpaHHbIH MOTeHHal
B Te€X )Xe MOTOHeHpoHax NoKasbiBaeT JiHWb cjabble KoseGaHHs, KO-
TOpble, BNpoYeM, HeAb3s MNOAABHTb [a)ke B KpaiHeM TMOJOXEHHH
perpakunu. [locnenHee ykasbiBaer Ha TO, UTO, MO BCEH BHAHMOCTH,
pedJiexTopHOMY BJAHSAHHIO MoaBepraercss He cam LIIP, a Toabko ero
BbiX0J1. He meHee Ba)keH NpH 3TOM W TOT (PaKT, UTO CMNOHTAHHbIN
PHTM MOTOHEHPOHHOH aKTHBHOCTH He MOACTPAMBAETCH K MNPHIOXKEH-
HOMY [BHXEHHIO.

['naBHbIM HCTOYHHKOM OMHCAHHOro peduiekca siBasieTCs 6e3biM-
MyJbCHbI# PELENTOpP pacTAXeHHs, He NPOSABJSAIOIIMN afaNTaluHt K co-
XPpaHsieMOMY NOJIOXKeHHIO naaBaTtejbHol HoXKH (Heitle: 1982). 3to
MOATBEPKAAETCS, C OAHON CTOPOHbI, BHYTPHKJIETOYHOH aenoasipH3a-
LHeH peuenTopa pacTsXKeHHs, YTO HMHTHPYET PETPAKLHIO H, COOTBET-
CTBEHHO, TOPMOXEHHE HEeCKOJbKHX MOTOHEHPOHOB rpe6HoH ¢asbl, a
C /PYro# CTOPOHbI — runepno/sipusaiHeil, HMHTHpYIOLLEH NpPOTpaK-
LHIO H BO30YyXKAEHHe Tex e MOTOHelpoHoB. M BHYTpH- U BHekseTOu-
Hble OTBe/lleHHS] aKTHBHOCTH MOTOHEHPOHOB CBHAETENbLCTBYIOT O TOM,
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Yr  MOAYJHpPYETCH TOJNbKO aMMJHTyla ABHraTeJbHOro Bbix0ja, ua-
CTOTA XKe CNIOHTAHHOH PUTMHUECKOH aKTHBHOCTH He MeHsieTcst (Heitler,
1986).

B oTnnune oT crauvoHapHbix 3¢(PeKTOoB B AHHAMHYecKoH ¢ase
CTUMYJIAILLHY HA6/I01d10TCS1 H YacTOTHAsA H aMIVIMTYAHAaA MOAYJAAUHH
(cM. puc. 19). B HekoTopbix npenaparax Kak NpoTpaklHs, Tak H peT-
PaKILMA KPaTKOBPEMEHHO YBEeJHUHBAIOT YaCTOTY PHTMa, yKa3blBasi Ha
TO, UYTO KaKHe-TO ceHcOpHble Bxoabl HMeiloT poctyn k LII'P. Takue
3¢ dexTbl Hanbosee 3aMeTHBI, KOrla NJaaBaTeNbHast HOXKa nepej 3TUM
HEKOTOpOoe BpeMsl HaxO0JHJacb B HENOABHXHOM cOocTOAHHH. UcTouHH-
KOM OMHCAHHOH MOAYJALLHH MOTYT ObiTb JHHAMHYECKHE OTBETbl ABYX
THMOB pPELeNnTOpPOB PacTAXKEeHHA — HMMYJbCHBIX H 6€3bIMMYJIbCHbIX,
HaWleHHbIX B OCHOBAHHH n/aBaTesbHbix HOXek. CKopee Bcero, nel-
CTBYSl CHHEPTrHYHO MpPH [ABHXEHHSIX HOXKH, 3TH pelenTopbl H Bbi3bi-
BAIOT JHHAMHUECKYIO KOMMOHEHTY pedeKTOPHOH MOAYJSAUHH Y HH-
TAKTHbIX MXHBOTHbIX.

Kak o6Hapy)XeHHass B cHCTeMe MJaBaTe/lbHbIX HOXEK MOAyJs-
LIMSl ABHraTeIbHOH daKTHBHOCTH COTJ1acyeTCsl ¢ pe3y/bTaTaMH, NoJyyeH-
HbIMH MPH HCCJAEA0BAHHH LEHTPAJbHOIO HHTEPHEHPOHHOro annapara?
[To Bce#t BHAMMOCTH, aKTHBALHA PeLENTOPOB PACTSAXKEHHA B CHJIOBOH
¢da3e puTma 6HeHHI coobluaeT BO3OyXKAeHHe OMHCAHHOHW paHee no-
nyasuuu JIU, kotopbie, B CBOIO ouepesib, TOPMO3AT MOTOHeHPOHbBI rpe6-
HOH ¢a3bl. ITOT BbIBOA elle 6ojiee YCHAHBAETCS TeM, YTO GOJIbLUHMH-
cTBO 6e3biMny/bcHbIX JIK B cHcTeme niaBaTesnbHbiX HOXEK SBJSAIOTCA
CHHEPTHCTAaMH BO3BPATHOrO WJIM dHTAroOHHCTAMH rpeGHOH ¢asbl ABH-
*KeHus. Hanomuum, uto 31echb peub uaer o 6e3niMnyabcHbix JIKU, He
BXOASILULKX B reHepatop putma. Mtak, BolpHcoBbiBaeTcs ciaeayiouias
kaptuHa. LII'P, unnuunpysa rpe6bok, co3naer ycaoBusl A5 NOJYUYeHHS
npemoTtopHbiMH JIM curHanoB ¢ nepucdepun Kak O ero BbINOJHEHHH,
Tak H A1f ero e 3aBepuieHds. B cBoio ouepenab, 3TOT ke rpe6Gok
obGaeryaercsl pedeKTOpPHbIM [1eHCTBHEM pelLenTOpOB pPacTAXKEeHHS.
[TpekpacHbiii npumep B3aumopeiicTBHA ueHtpa H nepudepuu! Tloa-
YEPKHEM TaKXXe OYeHb MPOCTOH, HO 3PHEKTHBHBLIA NMYTb HCI10Nb30BAHHUSA
OTpHlATe/bHOH OOpaTHOW CBA3H AR CTaGUAH3AUHH, HHHUHAUHHK H
3aBepllleHHsl OT/[e/bHbix (a3 UMK/JIa GHeHHH NaBaTeNbHbIX HOXeK.

5.2. 3aBHCHMOCTb pedIEeKTOPHBIX AEHCTBHI
CEHCOPHBbIX CHrHAaJ0B OT ()a3bl JOKOMOTOPHOTO LUHKJA

B 31eKTpoH3HONOrHUECKHX 3KCNEpPHUMEHTAaX Y UJEHHCTOHOrHMX
o6Hapy»HBaeTCfl, Ha nepBbli B3rJfl, NapajoKca/jbHbi# pe3ysabTar:
naccUBHble ABHXXEHHUA cOusieHeHHH (uaiue Bcero 6a3ajnbHbiXx) 06GBIYHO
Bbi3bIBAIOT pedJeKCbl CONPOTHBJCHHA, a AKTHBHbIC, [IPOM3BOJIbHbIE
NBHXKCHHSI C TOH XKe aMNJHTYA0H M CKOPOCThIO 3THX peduekcoB He
Bbi3biBaloT (Barnes et al., 1972; Barnes, 1977). B cnoHTanHo aktus-
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ubix npenaparax LIHC uHorma ormeuaercs jnaxce cMmeHa peduJekca
CONMPOTHBJIEHHA HA pedJyeKC «COAeHCTBHA», UTO C (PYHKIIMHOHANBHOM
TOYKH 3DEHHS] TPAKTYeTCH KaK H3MeHeHHe KOHTypa OTpHLUATeNbHOi
o6paTHOIi cBA3H HAa KOHTYp nosoxHuteabHo# (Di Caprio, Clarac, 1981,
1983; Bassler et al., 1985; Bassler, 1986 b, c¢). [1puusito cuurats, uto
yKa3aHHOe MHBEPTHPOBAHHE 3HaKa pedJekca CBA3AHO C YpPOBHEM
eHTpaJbHOH BO36YNHMOCTH npenapata H MOXeT AABJIATbCA MOAENbIO
peaJlbHOi CMeHbl pedieKCOB B OGbIUHOH KH3HENESATENbHOCTH XKHBOT-
Horo. Bmecte ¢ TeM, Kak Tenepb yxe CTa/0 ICHbIM, ONHCAHHbIH ¢eHo-
MeH 06ycJIOB/IeH TeM, 4TO nepeaaua ceHcopHod mudopmanuu B LLHC
BO BpeMsl aKTHBHOrO MOBEEHHS] XXHBOTHOIO OTJHYAETCH OT TAaKOBOH
Yy HemoaBHXKHOrO, T. €. NMOKOSLLerocs.

Xopoueit HaMOCTpauUHed K H3N0XKEHHOMY SIBASIeTCA paccMoTpe-
Hi{e CHCTeMbl YyNpaBJieHHsl TOPAKaJbHbIMH HOXKAMH Y HEKOTOpbIX ne-
CATHHOTHX PaKOB, B YAaCTHOCTH pPeYHbIX PaKoB H KpaboB, B KOTOPOH
OLHHM M3 HCTOYHHKOB CEHCOPHBIX CHTHAJIOB SIBASIIOTCA 6€3bIMNYyJIbCHbIe
MbllleuHble peuenTopHble opraibl (MPO), pacnosoxeHHble B TOPAKoO-
KOKCaJIbHbIX COUJIEHEHHSIX HOT. JTH COUJIEHEHHUS, KaK H3BeCTHO, OTBET-
CTBEHHbI 33 NMPOTPAKLUHIO (MepeHoc HOrH B MaxoBoH (pase) M peTpak-
uuio (omnopHoe nsuxeHue). MPO uHHepBHpylOoTCA ABYMS 60/bLIOTO
nnamerpa addepeHtamu — S- u T-BOJOKHAMH H pacnosioKeHbl na-
panjenbHo ¢ NMPOMOTOPHOW Mbiwued couneHenuss (Cannon, Bush,
1981). INonATHo, uto akTHBalMas MPO-addepeHTOB NPOHCXOLHT NpH
PACTAXKEHHH peleNTOPHOH MbllIlbl, OCYULeCTBJISIEMOM B rpouecce
pPCTPAKUHH KOHEUHOCTH.

HenaBHo o6Hapy»eHO, 4TO HeHPOMHJbHbIE OTPOCTKH S- u T-Bo-
JIOKOH MOJIYYaloT UEHTpaJbHble CHHANTHYECKHe BXO/bl B TOPAKAJbHOM
FaHrJHH, KOTOPbie CHJIbHO KOPPEJNHPYIOTCH C PHTMHUECKMM ynpasJe-
HHeM MoTOHelpoHamHu. [Ipuuem ueHTpasbHOe BO36yxaenuHe S- u T-
BOJIOKOH MPOHCXOAHMT CTPOro B MPOTHBOMOJOXHBIX ¢pa3ax LWaroBoro
IlHKJA: S-BOJIOKHO aenossipudyetcss B ¢pase ¢ npoMoTopHbiMH, a T-
BOJIOKHO — B (ha3e ¢ pemoTopHbiMH MoToHelponamu (Sillar, Skorup-
ski, 1986). Bo BpemMsi x0ab6bl, KOraa MPOH3BOJILHO AKTHBHPYIOTCH
peémoTtopHble MoTOHei#poHbl, pactsxkenne TK MPO pedaektopho Bo3-
6yxxnaeT peMOTOpHble H, BO3MOXHO, ApYrHe cHHepruusnbie B ¢hase
peTpakuHH MOTOHEHPOHbI HHbIX couseHeHHH. B 3to ke Bpems npo-
MOTOPHbIC MOTOHEHPOHbI BMECTE CO CBOWMH CHHEPrHCTaMH 3aTOpPMO-
XeHbl. B npoTHBononoxHoit ¢ase nepeHoca KOHEUHOCTH 3HaK pe-
¢daekca H3IMeHsieTCA: Tenepb NPOMOTOPHbIE MOTOHeHpOH | BO36Gyxaa-
I0TCS MbILIEUHBIM PELENTOPOM, B TO BPeMS Kak BO36YyXKAEHHE peMo-
TOPHBIX MOTOHEHPOHOB noaasJsercsi. PYHKUHOHANBHO 3TO COOTBET-
CTBYET MepeKJIOYEHHIO pedJieKkca NoJOoKHTEeNbHOH 06paTHOH CBA3H HA
pedsiekc OTpHUATENbHOH O6pATHOH CBSI3W NPH CMEHe OMOPHOro Ha
maxoBoe aBHxeHHe. OCHOBHOM pe3ysbTaTt Takoi $a303aBHCHMON MO-
LyJSIUMH 3aKNI0YAETCSl B TOM, UTO pedeKTOpHbIH 3¢ deKT Bcerna oka-
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3bIBA€TCS CHHEPTHUHbIM C UEHTPaJbHO r€HEePHPOBAHHbIM ABHraTe/b-
HbiM Bbixogom (Skorupski, Sillar, 1986).

[losicHuM Tenepb, KakHM 06pa3oM BbILIEOMHCAHHAS MOAYJSLHSA
MOXKeT 6biTb cBsi3aHa ¢ nepenasaemoit B LIHC cneundunueckoi nugop-
mauueit, nocrasasiemod MPO-a¢ddepertamu. CurHanbl, cBsi3aHHble C
nosoxehnem TK-couneHeHusi, nepenalotcsi B HEpBHYIO CHCTEMY S-Bo-
JIOKHOM, KOTOpPO€ MaKCHMalbHO aKTHBHO B KOHLle OMOPHOH ¢a3bl,
T. €. N0 3aBeplUeHHH peTpakUuHH KOHeyHOCTH. COOTBETCTBYIOLLHE
pedekTopHble 1eHCTBHA S-BOJOKHA B 3TOT MEPHOA OKa3blBalOTCH
BO36Y>XAAIOUHMH HA IIPOMOTOPHbIE H TOPMO3fIILLHMH HA PEMOTOpPHbIE
MOTOHeHpOHbl. MHbIMH clOBaMH, ycHIeHHe OTpHUATeNbHOH O6paTHOM
CBSI3H OT S-BOJIOKHA BGJIM3H KpaHHero rnoJloXKeHHs KOHEYHOCTH cho-
cO6GCTBYET NepeKJIIOUEHHIO KOHEUHOCTH K MaxoBoH ¢da3e H, Kak npen-
noJaranocb paHee, B CHCTEME YNPaBJIEHHS NJaBaTeNbHbIMH HOXKaMH
OTrpaHHYMBAET AMIINTYLY CHJIOBOTO [BHXKEHHS.

Hudopmaunsn, kacawowascs CKOPOCTH peTpakuHH, nepenaercs B
LIHC T-BonokHoM, KoTOpoe, pedieKTOpHO BO36yxaasi peMOTOpHbIe
MOTOHEHpPOHbI, CNOCOOGCTBYET MOAAEPMKAHHIO MOCTOAHHOH CKOPOCTH
peTpakuMH Bo BpeMsi OnopHo# ¢a3bl NpH H3MEHEHHSAX HAarpy3kH Ha Ko-
HEeYHOCTb B 3TOT nepuod. MHTepecHo, uTOo PYHKIIHOHANBHO CXOAHbIE
pedieKTOpHbIe KOHTYPbl NMOJIOXKHTebHOH 06PAaTHOH CBA3H, NOALEPKH-
BalolLHe ONMOPHYIO a3y JOKOMOLUHH, HaiileHbl TaKXe y KOIIKH H Ta-
pakaHa (Pearson, Duysens, 1976). Takum o6pa3om, uncTbiil pediek-
TopHbl 3¢ ekt MPO Bo BpeMsl NpOH3BO/NIbHOH PHTMHYECKOH AKTHB-
HOCTH 3aBHCHT B JIIOGOH MOMEHT BpeMeHH OT 6ajiaHca MeXAy NpOTH-
BOMNOJIOXKHBIMU nelicTBUSIMH S- u T-BoslokHA, a 3TO, B CBOIO ouepeib,
onpenensieTcs UeHTPaJbHbIMH BXOAaMH, KOTOpbIE 1EeNOJNSIPH3YIOT S-BO-
JIOKHO B (pa3e ¢ NnpOMOTOPHbIMH, @ T-BOJIOKHO — B (pa3e ¢ peMOTOPHbI-
MH MoToHelponamH (puc. 20). CnenoBaresnbHO, HaNHYHE ABYX THNOB

Puc 20 Moaeas, nosicusiiowas $a3o3zaBHCHMYIO CMeHY
pedaeKcoB, Bu3bIBaeMbiX TOPAKO-KOKCAbHbBIM
MblLLIEYHBIM PEeLIeNITOPOM PaKa BO BPeMs PHTMH-
YeCKoro ABHrareaLHoro Bhixoaa 1o Skorupski,
Sillar, 1986 /[1as npocToTul reHepaTtop puTMa
10Ka3aH B BMAC ABYX B33aHVHO TOPMO3RLIHX
1IPOMOTOPHOTO H peMoTOpHOro 1ueHTpos Koraa
aKTHBECH DEMOTOPHBIM M0JYIEHTP, NMPOMOTOP-
Hble MOTOHEHpPOHB 3aTOPMOXEHb, a peMoTop-
Hble BO36YyXAcHN TOpMOKeHHe IIPOMOTOPHbBIX
MOTOHEHPOHOB H BO30YX1€HHC PEMOTOPHbIX
MoToHeipoHos T-BosokHom MPO obaeruaerca
B CBSI3H C CHHEPrHUHOCTbIO C AKTHBHBIM pe-
MoTOpHbIM noayuextpom O603Hauenus pem
MH — peMOTOpHbIE MOTOHEHpOHB, NP0 MH -
poMOTOpHbie MoToHeRpotbl, T W S-Bo.10KHA
MbILIEYHOrO  pelientopa 0603HaueHbl Kpy &
KaMH

e — e —_———d
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MPOBOASILIHX MYyTeH, BKJAIOYEHHbIX B KOHTYP MOJIOXKHTEJIbHOH H OTpH-
naTeNbHOH OOPATHOM CBSAI3H, @ TAKXKe LEeHTpaNbHasA MOAYASAUHA adde-
PEHTHOH AaKTHBHOCTH MO3BOJIAIOT OCYLLECTBAATb MJACTHYECKYIO ne-
pecTpoiKy ped/IeKTOPHbIX KOHTYPOB MPH Nepexone OT MacCHBHBIX K
aKTHBHbIM (IIDOM3BO/IbHbIM) JBHXXEHHSIM KOHEUHOCTH JKHBOTHOTO.

Fnasa 6. KOOPOLHHALHA NBU)XEHHA —
B3AUMOJLEACTBHE NMPOrPAMMHLIX H PE®JIEKTOPHDIX
MEXAHH3MOB YNPABJIEHUS I BH)KEHHAMH

[Toxoaka 41€HHCTOHOrOro »KMBOTHOTO MPH JIOKOMOLUMH onpenpens-
eTCcsl TOH NOC/ae10BaTeNbHOCTbIO, C KOTOPOH aKTHBHPYIOTCS €ro KoHeu-
HOCTH. MeTaxpoHa/NbHOCTb ABHXXEHHSI HOr SBJAETCH XapaKTepHOMH
0COGEHHOCTbIO JIOKOMOLIMH HAaceKOMbIX MpH MeaJeHHOH xoab6e. Ha
OHOH CTOpOHe Tesa BOJHA MPOTPAKLUHH HJIH MAaxoB MPOXOLHMT BAOJb
Tena orT GplowKa K roJjoe. [IpH BbICOKHX CKOPOCTSIX XO4bObl 3TH
MeTaxpOoHaJbHble MOC/1e10BaTeJbHOCTH MOTYT NMepeKpbiBaTbCA M TOrAa
BOJIHA NPOTPAKUHH nepeMeLaeTcs OT roNoBbl K 6PIOLIKY, a caMa MeX-
KOHEUHOCTHAs KOOPAHHAUHA Yy OeryuiHx HacekoMblx npuobperaer
yepThl UepeayloleHcs, MPH KOTOPOH COCefHHe HICHaaTepaJlbHble HOrH
IBHXYTcA B nporuBogase (Spirito et al., 1979; Foth, Graham,
1983 a).

Y pakoo6pa3HblXx Tak»e ONHCaHbl 1Ba THNA KOOPAHHAUHH [BH-
XeHHH Hor mpH JokoMouHH (cM. 063op Evoy, Ayers, 1982). Oaun tun,
OMHCbIBAEMbIH MOJE/bI0 «UYepelyIoILeACsH» YeTbipeXHOroi MOXOAKH,
npeanojaraer, 4TO HMCHIaTepajbHble COCelHHE HOrH BCerga [BH-
XyTcsa B npotuBodase (dasa 0,5) H, 4TO Kak NPOOMKHTENbHOCTb
Maxa, TaKk W NPOAONKHTEIbHOCTb ONOPbl NPONOPUHOHAJbHBI NEPHOLY
wara. 3Ty runoTedy MOXHO OGDBACHHTb B3aHMHBIM TOPMOXKEHHEM
CHCTEM, YNpaBJSIOWMKX NBHXKeHHeM cocegHHx Hor (Pearson, lles,
1973). Bropas runoresa npeanosaraet, 4yTo nocJjea0BaTe/bHble I1ATH
COCElHHX HOr KOHTPOJIHPYIOTCA MeTaxpOoHaNbHOH BOJIHOH, Geryiief
no HanpaeJ/ieHHI0 OT 6piowka k rosose. Ilpu 3TOM nosnaraercs, yto
NPOAONKHTENbHOCTb MAxa MOCTOSIHHA H TOJbKO AJIHTENbHOCTb (ha3bl
OMopbl 3aBHCHT OT nepHoaa wara. B cooTsercTBHH ¢ 3TO# runorteso
pa3HocTb a3 Mexay ABYMS COCeJHHMH HNCHAATePalbHBIMH HOraMH
MOXeT oTJjHuatbed oT 0,5  3aBHceTb OT nepuoaa liara.

Kpyse (Cruse, 1983) npencraBua Mopaenb, COrJacHo KOTOPOW
Harpyska fIBASIeTCA CYULeCTBEHHbIM MapameTpoM A/s1 Bbi6opa TOro
WJIH HHOro THMa MeXKOHEYHOCTHOH KOOpAHHAUHH, OLHO JIHIIb H3Me-
HeHHe BEJMUHHbI HAarpy3KH MOXeT npeo6pa3oBaTb KOOPAHHALHIO 1BH-
XKEHHH HOr M3 «METaXpPOHAJbHOH» B «uepelyloUlYIOCsi» H MO3TOMY
BoBce He 06si3aTesibHO, 4TOObl 3TH ABa THMA MOXOAOK Tpe6GoBaH
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pa3nnuHbIX POPM MEXaHH3MOB KOOPAHHALHH MeXALY HOraMH, Kak ro-
narawt apyrue astopbl (Evoy, Ayers, 1982). Tem He MeHee HMelo-
IIHeCs] HA CErOAHSILIHHIA JeHb CBeleHH roBopsaT o ToM, uto B [IHC
y HAaceKOMbIX H pakooGpa3HbIX HMEIOTCH MeXaHW3Mbl CHH(A3HOro H
npotuBoda3zHOro NeHCTBHA, pPa3/HualolHecss Mo CBOeH MPOCTPAHCT-
BEHHO-BPEeMEHHOH opraHu3auun. PaccMoTpum 3TH MexaHH3mbl Gosee
noapo6Ho.

6.1. INpuMeHeHHe MAaTEeMATHYECKHX METONO0B CBSI3aHHbIX
OCUHJJATOPOB K H3YyYEHHI0 MEXKOHEYHOCTHOH KOOPAHHAUHH

JloKa/ibHble UeHTPbl IBHraTelbHOr0 YnpaBJieHHSI NPH JIOKOMOLHH
reHepHpYIOT PHTMHYECKYI0 MOTOHEHPOHHYI0 aKTHBHOCTb, KOTOpasi, B
CBOIO Ouepe/lb, Bbi3blBaeT CTEPEOTHITHYIO NOCJ€A0BaTeNbHOCTb Mbilley-
HbIX cokpauleHHi. [TockonbKy MpH JIOKOMOUMH Kaxkaas KOHEYHOCTb
IBHXETCH C TOH e 4acTOTOH, YTO M BCe OCTaJbHble, MOXHO 3aKJI0-
YHTb, YTO JIOKA/IbHbIe LEHTPbl YNPAaBJEHHA CBA3aHbl OPYr C APYroMm.
IpyrumMH cnoBaMu, cCHcTeMa ynpaBJieHHs UIaraTelbHOH PHUTMHKO#H
XHBOTHOrO IBJISIETCS] CBSAI3aHHOH OCUMJJISITOPHOM cucTeMolH. A 3TO
Nno3Bo/ifieT B NEpPBOM NPHOJHIKEHHH HCNOJb30BaTb MaTeMaTHUECKYIO
TEOPHIO CBA3AHHBIX OCUMJJISTOPHBIX CHCTEM AJSl ONIHCAHHUA PUTMHUe-
CKOM aKTHBHOCTH ILAraloillero »HBOTHOTO.

[1Ipu nOKOMOUHH MepUOA ABHTaTeNbHOrO LUHKAA KaXMOH KOHey-
HOCTH paBeH NepHoay UHKJA OcTabHbIX. Bosiee Toro, nBuxxeHue oqHoH
KOHEYHOCTH BO3HHKaeCT B OMNpeaejeHHOH ¢a3e ABHraTesbHOro LHMKJA
Ka)kaoi apyroi. Takoi# THN KOOPAHHAUHWH ABHXKEHHH IAraiouero XH-
BOTHOro HasniBaercs |:1, uau a6conoTHOH KoopAHHauHel. Bo3amMoXHBI
H ApYrue THNbl KOOpAHHAUHMH, T. €. 2:1, 3:2 H T. A., UMEHyeMble OTHO-
cuTenbHOH KoopauHauue# (Stein, 1977 b).

HccnenoBanne MeXXKOHEUHOCTHOH KOOPAHHAUHH HIICHIATEPaJIbHbIX
3alHUX HOT JIAHTYCTa NPH BbI3BAHHOW JOKOMOUHH B YCJOBHSIX Tpen-
6aHa nokasaJjo cyulecTBOBAHHE H abCOJIIOTHOH, M OTHOCHTEbHON
KOOPAMHAUHHK Y 3THX XHBOTHbIX. AGCOIOTHAA KOOPAMHAUMS ornpeje-
JI1eTCsl YCTONUMBBIM 11aroBbiM NMEePHOIO0M, KOTOPbIl YMEHbLIAETCH HIH
YBEJHUUBAETCS B 3aBHCHMOCTH OT CKOPOCTH ABHXXEHHS JIEHTbl Tpea-
6aHa. 3HaueHHe (Ha30BOro OTHOLIEHHA HOr B 3TOM cjyuyae cTabuib-
HO M 3aBHUCHT OT CKOPOCTH XxoabObl. B uHk/e 1ara npoaoJkHTeb-
HOCTb MaxoBOH ¢pa3bl MOYTH MNOCTOSIHHA, B TO BPEMS KaK AJHTeJb-
HOCTb OMOPbl — HW3MEHseTcs co CKopocTbio. B oTHocHTe1bHOMK KOOpPAH-
HalMH 4acTOTA LIAroB TOJbLKO €Ja60 CBA3aHa CO CKOPOCTbIO TpenbaHa,
¢a3oBoe OTHOLIEHHe MOCTOSIHHO MeHsieTcsl, a MJIMTEeJNbHOCTb Maxa
Takxe BapHabesnbHa, kak W nepuon wara (Chasserat, Clarac, 1980).
Boo6uwe OTHOCHTENbHYIO KOOPAHHAUMIO B 3KCIIEPHMEHTAJbHbIX YCJO-
BHSIX MOXHO BbI3BaTb [OBOJIBHO JIerKO, NPHYEM Yy CaMblX pa3HbiX
npejacTaBHTeseil XXHBOTHOrO MHpa, Ha 4TO B JaJjbHeiiiem Gyner
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obpalleHo BHHMaHHe. 3/eCb XKe OTMETHM JIHlb, YTO OTHOCHTEIbHAR
KOOPIHHALMSA HMEeT MeCTO, KOrJla HOMH 1aratoiero XHUBOTHOTO
MAYT C Pa3HOH YaCTOTOH, HO HCHE33eT, KaK TOJIbKO IIAroBblii NepHOA
pa3HbIX HOT CTAHOBHTCS HAEHTHUYHBIM.

Peryasiunsi ¢a3bl ABYX KOHEYHOCTEH MOXeT pacCMaTpHBaTbCA
Kak npo6jema B3aHMHOH CHHXPOHH3aUHH [BYX JIOKaJbHbIX LEHTPOB
ynpasienusi. M3yuas cucTemy nuaBatesnbHbix HOXek paka, LlteiH
(Stein, 1974) Bnepsble o6Hapyxua B LIHC Tak HasbiBaembie «koop-
JMHUPYIOULHE» HHTEPHeHPOHbI, aKTHBHOCTb KOTOPbIX Gblj1a conpsiKeHa
C AKTHBHOCTbIO MOTOHEHPOHOB CHJIOBOH (ra3bl GUEHHH HOXEK faxe B
OTCYTCTBHE CEHCOPHBIX BXOAO0B. DTO 1103BO/NSIET CYHTATb, YTO AKTHB-
HOCTb KOOPAMHUPYIOLLEro HeHpOHa SIBAAETCH UEHTPaJbHOH «KOMHeH»
MOTOHEHpPOHHOro paspsina. Ecian TpakT, comepXalHh KOOPAHHH-
pylouLHe HeHpOHbl, nepepe3aTb, TO peryasiunsi ¢a3 npuaaTkos mnpe-
Kpauiaercs.

Kaxaplit OTAe/NbHbIH OCUMISITOP MOXXET HMeTb CBOH COGCTBEH-
Hblil PHTM —«BHYTPEHHHH» nepHol, T. €. NMepHod KosjebGaHHH B OT-
CYTCTBHE aKTHBHOCTH APYrHX OCLHAAsiTOPOB. [1ycTb ocunaasitop «A»
MMeeT BHyTpeHHHH nepuod A c, a ocunanstop «B»—B c. [1peanoso-
XKHM, YTO OCUHJIATOP «A» MOXKET npoayuUHpPOBATb HMNYJbC (CHHXPO-
MMIYJbC) WJIH, HanpuMep, NauyeyHbll pa3psii KOOPAMHHUPYIOILLErO
HelipoHa Kaxable A c. IpdekT 3Toro umnyabca (puc. 21) coctout B
MU3MEHEHHH pHTMa ocumansitopa «B». ITo H3MeHeHHe Ha3biBaeTcs
($a30BbIM CABHIOM HJIH CABHIoM no ¢ase. Boo6ue BennunHa ¢pasooro
CABHra He MOCTOSIHHA, 8 3aBUCHT OT MOMEHTOB MPHOBLITHA HMIYJIbCOB
«A» B uMka «B». BpeMmsi npn6biTHS HMNY/Ibca «A» Ha3biBATCS JIATEHT-
HocTblo L umnyabca «A» B uukiae «B». Casur no ¢ase uukna «B»
ssasiercsi pyHkumei L, 1. e. F(L). Ouarpamma F(L) kak ¢pyHkuus
ot L HasbiBaeTcsi KpuBoH ¢a3zoBoro orsera. B 3tom cayuae nepuon
ocunaasntopa «B» 6yner u3aMeHATbCH HMNYAbCOM «A» TakK, UTO OH CTa-
HoBuTcsi pasibiM B4F (L) c. Bosee toro, ecnin umeerca L takoe, uto
A=B+F(L), To BO3MO>KHO PaBeHCTBO NEPHOLOB ABYX OCLHIIATOPOB.
3710 ¥ ecTb abcosioTHas KoopauHauus 1:1 (Stein, 1977 b).

Ipyroit pe3yabTar, CJeLyIOILHA H3 MaTeMaTHYECKHX METO/LOB
CBSI3aHHbIX OCUHJIITOPHBIX CHCTEM, HMEeTCSsl TOr1a, KOria HeBO3MOXK-
HO PaBEHCTBO NEPHOAOB OCLHAIATOPOB «A» H «B», T. e. He cyllecTByeT
takoro L, uto A=B+4F(L). Bo3moxHo, onHako, uTo6bl nepHon «A»
NPUMEpHO paBHsJCH ABOHHOMY nepuoay «B», T. e. cywecTByer Takoe
L, uto A=2B+F(L). 310 1 ecTb npuMep OTHOCHTENbHOH KOOpIH-
Hauuu 2:1, npeackasbiBalouiMi, 4TO He TOJbLKO nepuos «A» Gyner
pPaBHBIM ABYM LIMKJAAM ocuHaaATopa «B», HO Takxke 6yner H cneungH-
yeckas ¢aza uukna «B», B koTopoit nosiBuTcs umnyabc «A». Kak
6bls10 U B cayuae KOOpAHHAUMH |:]1, HAKNOH KPHBOH (pa30BbIX OTBETOB
Ba)KeH B ONpelesieHHH YCTOHYHBOCTH CBSA3H. TeopHs mpeackasbiBaeT
TakK»e, YTO CYULIeCTBYIOT H APYrHe COCTOSIHHA OTHOCHTE@/JbHOM KOOP-
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L Puc 21 [lnarpamma ¢a3sosbix orse-
r_ TOB Ppa3pal MOTOHEHAPOHOB
a— rpe6Hoil  $asbl  ABHXKEHHN

* ‘ ‘ " ‘ l;1aBaTenbHbiX HOXXEK paka B
. . h 3-M a610OMHHAJbHOM TraHr-
>io—> JIMH B OTBET Ha pa3psia Koop-

o T, JIHHHPYIOlIlero HeHpoHa B 4-M

raurauu no Stein, 1974 [lay-

1,5 KH Bbi3BaHbl B 3-M TaHIJIHH

CTHMYyJAIIHEH  KOMAHAHOro

a HHTEepHeHpOHa B aHTepHaJb-

L aAAM HOM cermeHTe 3aanbl Koop-

I LHHHpYIOLWEro le‘ﬁpOHa Bbl-

3BaHbl KOPOTKOW YMNpaBasio-

weH CTUMYAsiHeR Kayaadb-

Horo cermeHta TpeyroabHH-

N D KaMH 0003HaueHbl MOMEHThI

. BPEMEHH, B KOTOPBIX HauH-

! HAOTCA M 3aKaHUMBaOTCA

3aaMnbl  KOOPAHHHpYIOLLEro

HelipOHa BO BpeMs I11dUKH

3auepHeHHBe KPYXKKH MoKa-

3blBAIOT MOMEHThI, B KOTOPbIX
et - 3aan KOOp,1HHHpYIOILLero

HeHpOHa HAuYHHAeTCA B Npo-

dasza cTvmyna (L/To) MEXYTKe MeXI1y 3a1naMH
rpe6HOR ¢ a3bl, a 3aKaHUH-

BaeTci Bo BpeMs naukd HesakpauieHHbie KpyXKM MOKa3bBAIOT, KOrda KOOPAHHH-

PYIOILHA HeHPOH HAUKMHAET 3aJil BO BpeMA rpeGHON 11aukH, 3 3aKaH1UHBaeT B NPOMEXYTKe

mosuanusi CaBHr a3 H3MEpAICH KaK OTHOILEeHHe BO3MYLIEHHOrO MHTepBana Mexay

3aanamu (T)) K cpeHeMy H3 Tpex npeabliAylIHX HeBo3MyweHHbX (To) Pa3a crumyna—
otHoueHHe natenTHocTH L k Ty, rae L. — uHTepBan mexay 11aukoit KOOpAHHHpYiOLULErO

HeMpoHa H npejllecTByOUled eMy rpe6HOH Naukon

—
=)
| 4
3
.o

OrHowenue nepuomoB T,/T,

o

(3]
I

°
o
[3)]
—
o

auHauuu 3:2, 3:1, 4:3 u T. .

HM3noxeHHble npencTaBJeHHsl O CHCTeMe CBA3aHHBIX OCLHJIATOP-
HbIX CHCTEM OKa3a/JHCb MOJE3HbIMH [J15 3KCMEPUMEHTAJbHOrO Hcce-
NOBAHHA KOOPAHHHPYIOWHX KAHAJOB MEXAY OTAENbHbIMH HOraMu y
pPa3/IHUHBLIX MNpeACTaBUTeNeH uieHHCTOHorux. [lans HenocpeiacTBeH-
HOro NMpPHMEHEHHS MeToaa (a30BbIX OTBETOB B 3KCMEPHMEHTANbHbIX
HCClle10BAHHAX Heo6XOAMMO MpeXXae BCcero Bbi3BATb pasjiHuHble ¢da-
30Bble OTHOLLEHHS WAarawiux Hor. J1eACTBHTENbHO, ec/IH JBe CBSI3aH-
Hbleé CHCTeMbl OCUHJIHPYIOT C MOCTOAHHBIM (a30BbIM CBHIOM, HEBO3-
MOXHO OMpefeqHTb MEeXaHH3M, CBA3bIBAIOWHIA cHcTeMbl BMecTe. Hu
NpHpoO/la TakOH CBA3H, HH ee HanpaBjJeHHe He MOryT GbiTb BbisIBJI€Hb
KcnepUMeHTanbHo. Tak, 04HA CHCTEMA MOXeT BJHATb Ha APYryio,
HJIK HAa060pOT, HIH BAHAHHE MOXKeT ObiTb B3aHMHbIM. Takas nudopma-
LIMS, OAHAKO, MOXET ObITb MOJYyY€Ha, €C/IH ABa OCUHJIJISATOPA BBE1EHb
B passiHuHble ¢pa3oBble OTHOWIEHHA. CyTb 3TOrO METO/A H 3aKJ/I04aeTcs
B TOM, YTO OKa3blBaeTCs BO3MOXXHbIM OGHapy»XeHHe 3¢ ¢dekToB, cHaa
KOTOPBIX 3aBHCHT OT ()a3bl MEXAY ABYMS PHTMHUECKH ABHXKYLLIUMHCA
HOramH.

76



Nunarpammbl ¢$a3oBblXx OTBETOB HCIOJNb30BANHCh IS H3yueHHSH
KOOPAMHAUMH ABHXKEHHH HOTr y JIAHTYCTOB, KOTOPble BO BPeMsl MeJJ1eH-
1#10# X0a1b6bl MOTJIH COBEPLIATb OYEeHb [AJIHHHbIE IIATH CBOMMH 3aHHMH
woramu (Chasserat, Clarac, 1983). HepaBuo ®ot u Baccaep (Foth,
Bassler, 1985 a, b) anantupoBaan 3TOT MCTOA AAS H?\ 'ICHHSA KOOPAH-
HAUKH HOT Yy 11aJJIOYUHHKOB — KPYIIHbIX Hacekombix. Hakoneu, ¢ no-
MOULbI ONMHUCAHHOrO MeTOAA OOHApyXXeHbl ABA MPOTHBOMOJOXHO Ha-
fIpaBJeHHbIX KOOPAHMHHMPYIOUIMX KaHana B CHCTEME YNpaBaeHHs
noramu paka (Cruse, Muller, 1986).

6.2. MexcermeHTapHbie KOOPAHHHPYIOULHE CBA3H
y XOAfILLHX HACEKOMbIX

Ha6aonaemas y xoasiuiHx HaceKOMbIX MEXXKOHEYHOCTHAsi KOOPIH-
HaUHs ABHUXKEHHH HOT MPH JIOKOMOUHH SIBJSIETCH Pe3Y/JbTaTOM KaKHX-
TO B3aWMOLEHCTBHH reHepaToOpoOB pPHTMA OTAENbHbIX KOHEYHOCTEH.
DTH B3aHMO/IeHCTBHSA ONpPENeNsIOT He TOJbKO NPaBHIbHYIO MOCTAHOB-
KY HOT Ha omopy, HO MU aBTOMAaTHYeCKHH BbIGOP CaMOH MOXOAKH MpH
M3MEeHEeHWH BHEIIHHWX YCJOBHH, B KOTOPbIX OCYLUECTBJSIETCH JIOKOMO-
uus. CyuiecTByeT JIH BO3MOXHOCTb 3KCNEPHMEHTAJbHOrO 0GHapyxe-
HHSl TaKMX CBfi3eil Y HHTAKTHbIX >XHBOTHbIX, T. €. B MOBENEHUECKHX
s3KkcnepumenTtax? Kak 6yner nokaszaHo nasnee, npuMeHeHHe MeToaa Mo-
CTPOEHHS AHarpamm G a3oBbix OTBETOB, PACCMOTPEHHOTrO BhilLE, MO3BO-
JsieT [aTb yTBEpPAHMTENbHbIH OTBeT Ha 3ToT Bonpoc. B mnocaegHee
BpeMsl 3TOT METOJ CTaJs HaHbosiee pacnpoCcTPAHEHHbIM METOLOM H3Yyue-
HHUS IBUXKEHHS U Y HACEKOMbIX, H y pAKOOOPa3HbIX B YCJIOBHSIX BbI3BaH-
HOM JIOKOMOUHH Ha TpenbaHe HJH JIerkoM, BpalllalolleMcsi KoJiece.

Kak yxe oTmeuanocb Bbillle, 1J51 BbHISIBACHHS CBfI3eH Mexnay
JIOKaJIbHbIMH LE€HTPAMH YNpaBleHHUS PUTMHUECKHMH JBHXEHHAMH HOT
HeOO6XONHMbl 3KCMEepPHMEHTA/bHble HAPYLIEHHS] HOPMaJbHOH nocJeno-
BaTeJbHOCTH NMOCTAHOBKH HOTI' XHBOTHOrO Ha OMopy. 3TO MOXHO cie-
J1aTb, HaBfI3aB KaKOH-JHOO HOre pPUTM, OTJHUYHBIA OT PHTMA APYrHX
Hor. Ecnin KaHanbl B3aUMOLEHCTBHSI CErMEHTAPHBIX LIEHTPOB AEHCTBH-
TeJIbHO CYLUEeCTBYIOT, B YKa3aHHOH CHTyalUHH MOXHO 6yneT Ha6aI0AaTb
H3MEHEeHHs B IBHXKEHHH HOT B HABSA3aHHOM PHTMe, HCTOUYHHK BO3HHKHO-
BEHHS1 KOTOPBbIX HAaXOQMTCH B [pYroi «Bo3mywaemoii» Hore. Tako#
noaxon 6bll HCNOJb30BAH NMPH H3YYEHHH KOOPAHHHPYIOLIHX KAaHAJOB
CBSI3H Y MajouHHKOB. [1ATb HOr 3akpenJieHHOro 3a TOpakc naJo4yHHKa
warajd no ABYM MapajJesbHbiM H BePTHKAaJbHO PacloJiOXKeHHbIM
JIErKHM KoJjlecaM, a JieBas 3aAHfA HOra ui1a no JieHte, NPHBOAHMOM
B NBH)Xe€HHe 3jnekTpomoTopom. Koraa JeHta ABHranacb MenJjeHHee
Koseca, TpeTbsi neBast Hora (JI13) nenana MeHblue WAaros, ueM Apyrue
HOrH, a KOorja JieHTa ABHrajacb Gbictpee kosec, JI3 nenana Goabue
waroB. Koraa »xe Bce HOrH HMeJIH OIHHAKOBYIO YaCTOTY LIAroB (KOop-
auHauusa 1:1), aautenbHocTb npoTpakuuu JI3 noutTH He 3aBucesna OT
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NepHoAa 111ara, TaK e KaK U 3allepxKKa MeXAy HauyaloM NpoTpaKUHH
Horu JI3 u J12. OTMeTHM cpa3y OLHH NMOJYYeHHbIH C NOMOLLbIO TAKOTrO
METOIHYeCKOro npHema pe3y/bTaT: HOra, pacrnosioXeHHasi Ha [BH-
XKYLLeHCH JIeHTe, MOXKeT L1araTb Aa<e B OAHHOUKY, KOrAa BCE€ OCTallb-
Hble Horu mokositcsi (Foth, Bassler, 1985 a). 3ro cBuagetenbcTByer
o ToM, yto Bce LII'P HaxomsiTcs B COCTOSIHUHM, MPH KOTOPOM OTCYT-
CTBYET CIIOHTAHHAA reHepauHs MOTOPHOH MPOrpaMMbl JTOKOMOLUHH, HO
B OTBeT Ha ¢aznuecKylo adpdepeHTauHI0O BO3ZMOXKEH JOKAJNbHbIH «len-
HOH pedieKc» OTAeNbHOH KOHEUHOCTH.

OnucaHHbIi NpHEM, Hjles KOTOPOro 3aK/i04aeTcsl B CO3AaHHHU YC0-
BHH 115 X04b6bl C OTHOCHTEJIbHOH KOOpAHHAUHEH HMCHIATepasbHbIX
KOHEUHOCTeH, MO3BOJIHA cpa3y e OGHAPYXHTb CYILECTBOBAHHE IBYX
NPOTHBOMOJIOXXHO HAaNnpaB/€HHbIX KOOPAHHHPYIOILHX CBf3ed y na-
JIOYHHKA. AHANM3HPYA NJHTENBHOCTH (mepHodbl) waroB Horu JI2,
KOria OHa cTymaja B fABa pa3a uyaille, YeM COCelHssi KayjaanbHas
Hora J13, ®ot u Baccaep 3ameruau, uto te waru JI2, kotopbie ocy-
LECTBJSVIHCh BO BpeMsl MaxoBoH ¢a3bl Horu JI3, OblIH CywecTBeHHO
AJHHHee APYrHxX 1waroB. AHAJOrHYHO M BO BCeX JPYrHX cjyyasix oT-
HOCHTeJIbHOH KoopauHauuu Hor JI3 u J12, a umenHo 1:3 u naxe 1:4
1 1:5, yAIHHSAJNCA TONbKO TOT liar yauwe liaraioiued Horu JI2, koto-
pblif coBnaaana c¢ nporpakuuei Horu JI3. dto nNpsiMO yKasbiBaao Ha
TO, YTO MpH nepexoie K cBoeid MaxoBoH ¢ase Hora JI3 kKakuM-To
o6pa3oM 3ajep)KHBaeT aHAJOrMUHbIA Nepexol OT OMopbl K Maxy
cocenHeil nepenHed HorW JI12. OTHOCHTEJNbHO MOCTOSIHHBIH HHTEpBaJ
BpeMEeHH H [0CTAaTOYHO LIHPOKOe pacrpejeeHHe ¢(a3oBbiX OTBETOB
(pxc. 22) no3BOMIMAM aBTOpPaM MPeANOJOXKHTb, UTO AHTEpPHaJNbHO
HallpaBJleHHble KOOPAHHHPYIOILLHEe BIHAHHSA B 60/blleH CTeNneHH 3aBH-
CAT OT a6CoJIIOTHOrO BpeMeHH, ueM OT (asbl, H 3aAepXKHBAIOT Ha
HeKoTopoe BpeMsl nepexoj OT onopbl K maxy nepeaHedt Horu (Foth,
Bassler, 1985 b).

Koopauuupyiouine BO31eHCTBHA, HAYLIHE B MPOTHBOMOJOXHOM
HanpasJ/JieHHH Yy 11aJIOYHHKA, T. €. oT Horu J12 k JI3, 3ameTHO oT/Hua-
I0TCSl 10 CBOMM BpPEMEHHbIM XapaKTePUCTHKAM OT OMHCAHHBbIX BBIlIE.
DTO X0OPOLLO HANIOCTPHPYETCH OTHOCHTENbHO KoopauHauHuei J13:J12 2:1
(cm. puc. 22 6), koraa kaynanbHasi HOora waraJja B 1Ba pasa uatule,
uyem Hora JI2. Xopoule# uaJlOCTpaUHed TakxKe SIBJSIeTCH BPEMEHHOH
HHTEpBaJ MeX/y KOHUOM MaxoBoH ¢a3bl 6osee MeNJeHHO luaraioulei
HOrM M HauajloM MaxoBoi# ¢a3bl GbicTpee Haylleid Horu (puc. 23).
BpemenHo# uHTepBan mexay Horamu J13 u JI2 kopoue u Gosee no-
CTOsIHeH, ueM HHTepBan Mexay JI2 u JI3. OTHOCHTENBHO WWHPOKOe
pacnpeaeneHne HHTepBana mexay JI12 u J13 u BbICOKHI KO3DdHUHEHT
KOppeJsilHK aHarpaMMbl a3oBbiX OTBETOB NpeanoyaraloT, 4To BJIHSA-
HHe oT JI12 k JI3 B MeHbleH cTeneHH 3aBHCHT OT abCOJIIOTHOTO BPeMeHH
M B OO/blIeH CTEeNeHH 3aBHCHUT OT ¢a3bl, ueM pPaACCMOTPEHHblE Bblllle
BJAHSIHUSL B [IPOTHBONOJIOXHOM HanpasjeHuH. KaynanbHblie Bo3nei-
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Puc 22 dunarpavmbl $230BbiXx OTBCTOB MpPH Pa3jiHUYHOH

4acToTe WaroB BTOPOH W TpeTbei HOr NajJoOuHHKa
no Foth, Bassler, 1985, b B kauectse meph H3me-
HEHHS LTHTEIbHOCTH 11ePHOAA NPHHATO OTHOLLCHHE
AaHTeabHocted Broporo T, u nepsoro T, wara
Horu J12, BcJeACTBHE ero He3aBHCHMOCTH OT ab6-
CO.TIOTHOrO 3HAauyeHUsi ilepHoaa ITO OTHOIlleHHe
NoCTpoeHo B BH1e G YHKIHHK OT pa3n P Hauaaa ma-
xa HorH J13 oTHoCHTeabHO BTOpoOro wara J12
Hauano maxa Hcno.1b30BaHoO NOTOMY, YTO €ro H3-
MEeHEeHHEe SIBJISIETCH OCHOBHONH TOYKOH NMPHJI0XKEHHR
KOOD.IHHHpYIOILIMX  BAHsHUH CnpaBa NOACHeH
CMbIC.1 HCII0/1b30BAHHBIX BbIPAXEHHH TIPH 11OMOILH
NOC.IC1I0BATEAbHOCTH 111ar0B ABYX HOT (uYepHble 110-
aoch  MaxoBas $a3a) a  OTHOCHTebHas
Koop.HHausa Hor JI13 J12 | 2, 6—oTHOoCHTenbHaR
koopaunauus J13.J12 21 B nocaenHem cayuae
otHoerne (T2J13/TJ/13) nonyyeHo B 3aBHCHMO-
cTH ot ¢dasbl JI2 orHocHteabHo JI3 [lokasanm
aABe JTHHHH perpeccHd KosppHuHueHT Koppeasiituu
0.7 Takas ¢a3oBan xapaKTepHCTHKa MoOXer
6bITb 06YC/10BAEHA TOJbKO KOOPAHHHPYIOILHMH
BO31eHCcTBHAMH 0T J12 Kk J13 Ob6o3navenus 3n—
3aaepxka, T—nepuoa wara, ®—ga3sa

CTBHAl CKa3blBaloTcs B 6Gosiee 1103AHeH 4acTH ¢a3bl HCTOUHHKA 3THX
Bo3aeHcTBHH HOru JI12. Takum 06pa3om, aHTepPHA/IbHO H NOCTEPHANbHO
HanpaeJieHHble KOOPAHHHPYIOLLHEe BO3AEHCTBHSA Yy NaJOYHHKA HMeEIOT
pa3JIHUHYI0 BPEMEHHYIO OPraHH3allHIo, HO H Te, H ApyrHe 3aTOpMaKH-
BAlOT HA HEKOTOPOC BPEMA 11€PEXO] HOTH OT ONOPHO#H ¢a3bl K MAXOBOH
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Puc 23 TunHyHble 110C/1€A0BaTENbHOCTH XOAbOL MajJOYHHKA C OTHOCHTE.IbHOH
koopauHauHei J13:J12 1:2 (a) nJ13.J12 2 1 (6) no Foth, Bassler, 1985
b. Huxe npeacrtaBieHbl FHCTOrpaMMbl 3HauYeHHH HHTEpPBaJOB Bpe-
MeHH MeX 1y KOHLLOM MaxoBo# ¢a3bl HorK J13 H Hauanom maxosoi a3
nepsoro wara JI2 npu koopaunauuu 1.2 (a, 3aIUTPUXOBAHO) H MEXIY
KOHI1lOM Maxa J12 u HayaloM Maxa nepBoro wara Horu J13 npH OTHOCH-
TeNLHOH KoopiAHHauWu 2 1 (6, He 3aiTpuxoBaHo) B ueasx Jayuuwed
COMOCTAaBUMOCTH A1 06€eHX FHCTOrpaMM HCHONb30BAHA OTHOCHTENb-
Has 4acrotra (n=100%) O6o3nauenus X—meanana, s - cTaHaapT-
Han OWHOKA yCpelHeHHs

Kak corsnacylorcsi THNbI KOOPAHHHPYIOLHX KaHaloB, OGHAPYXKeH-
Hble Y NaJIOYHHKOB C APYrHMH HAcEKOMBIMH? Y TapakaHoB paHee yxe
npeanoJsiarajochb TOPMOXKEHHE NPOTPAKUHA MEXAY COCEAHHMH HOraMH
(Pearson, lles, 1973). B nanbHeliueM aHTepHaJbHO HamnpasJl€HHble
TOPMO3Hble CBSI3H ObLIH 3KCNEPHMEHTANbHO MOATBEPXKAEHbI Y X0a5-
ILHX KY3HEUHKOB. Y 3THX HAaCeKOMbIX 3a/lHHE HOT'H YacCTO OCYLIeCTBJSA-
10T MPOTPAKUHIO C YACTOTOH NMPHUMEPHO BMOJOBHHY MEHbLIEH, ueM
nepeaHue. B 37Ol cHUTyauHH nepHOAHUHOCTb ABHXKEHHH CpPEIHHX HOTr
KonebseTcs OT wara K wary M nokasbiBaeT CYLULEeCTBOBAHHE TOPMO-
3MLUIMX BJHMSIHHM OT 3aHHX HOT, KOTOpble 3a1€pXKHBAIOT OKOHYaHHe
peTpakuui (onopHoi ¢a3bl) CPeNHHX HOT KaXKAbli pa3, Koraa 3anHss

80



Hora cosepluiaetr maxosylo ¢a3sy (Graham, 1978). Takum o6Gpasom,
Ha/MuYHe aHTepHa/NbHO HaMpaBJIeHHbIX KOOPAHHHPYIOLIHX CBf3eH,
TOPMO3SILIMX Nepek/aloueHHe Bnepeau HAylleid HOrH OT ONOpHOH ¢a3bi
K Maxy, Koraa cocelHsisi 3aHfii HOra HaxOAMTCA B TOH )Ke MaxoBO#H
¢ase, No-BUHAHMOMY, fIBASIETCSA OOLIHM (EHOMEHOM IJISl Pa3/HUHbBIX
npeacTaBuTeN e XOAALLHX HACEKOMbIX.

K coxaJ/ieHH10, 1aHHbIe O NPOTHBOMOJIOXHO HanpaBJeHHbIX BpeMeH-
HbIX KOOP/IHHHPYIOLLHX CBA3SIX Y APYTHX HACEKOMbIX NOKA HEH3BECTHbI.
Bmecre ¢ Tem y Tex ke nanoyHukoB Kpyse u Cakcaep o6HapyxHJH
3aMeTHble CHH(pa3Hble B3aUMOJEHCTBHSA, KOTOPbie YCHIHBAIOTCA MpH
Bo3pactauun Harpy3ku (Cruse, Saxler, 1980). [Ipeanonaraercs, uto
TakHe B3aHMOJEHCTBHS OCYUIECTBJSAIIOTCA B OOOMX HAanpaBJIeHHAX H
NPHUBOASAT K BO3PACTAaHHIO ABHraTeNbHbIX YCHJHH B «ynpaBasieMOi»
HOre, KOrfa YBeJHUMBAeTCS HAarpy3ka Ha <«yrnpaB/sioulylo» HOry
(Cruse, 1980, 1985 b).

6.3. MexcermeHTapHbie KOOPAHHHPYIOLWHE CBA3H
Yy pakoo6pasHbix

Ilpyro#t cnoco6 Bbi30Ba pasjHuHbIX ¢(a30BblX OTHOLUEHWUH NpHMe-
Huau Kpyse u Mioanep (Cruse, Muller, 1986), kotopble nocpeacTBom
KOPOTKHX 3KCIIEPHMEHTa/IbHbIX NPENATCTBUH, NPHKJAAblBAEMbIX K HOTE
peuHoro paka Bo BpeMsi ONOPHOH ¢ a3bl, 106HBANHCh 3TOTO pe3dyJibTara.
Bo BpeMsi Takoro npenfirCTBUA HOra yaep>uBanacb B QUKCHPOBAHHOM
NOJIO)KEHHH OTHOCHTENIbHO Tela H CKOJIb3HJ1a N0 ONOPHOH NMOBEPXHO-
cTu. [Tocsie Takoro Bo3mylueHHs caMa «BO3MYILUEHHasI» HOra U cocell-
HHe HOT'H HCTIOJIb30BAJ/IH PA3JIHUHbIe TAKTHKH /1Sl TOTO, YUTOOLI BEDHYTb-
CAl K HOpMaabHbIM (a30BbIM 3HaueHHAM. [TIposiBreHHe 3THX 3P (eKTOB
3atemM OblIO H3MEpPEHO.

Heo6xoaumMO cKa3aTbh HECKOJIbKO CJIOB O CAMOM METOJe HCCJeno-
BaHuss. Koraa onucbiBaeTcsi CBfAi3b MeXAYy [ABYMS DPHTMHYECKHMH
COGLITHAMH, OJITHO H3 HUX JOJI’XKHO ObITh NMPHHATO 32 «OTCueTHoe». UM
MOJKET CUHTATbCS LIAroBbid LHKA JH60 «BO3MYLIEHHOH», JH60 Apyroi
Horu. Takoe onpesneneHue ONHOH HOIM KaK «OTCUETHOH» aenaercs
TOJIbKO C LeJbI0 OMHCAHHA H HE TpeanoJsaraer, YTO OAHH OCLHJJIATOP
ABJSAETCA ynpas/silOUIHM, a APYyrod — KOHTpoaupyembim. Cobsa3Hu-
TeJbHO, KOHEYHO, HO HENpPaBHJIbHO CUHTATh, YTO OTCYETHAs HOra
ABJAETCA «HCTOUHHKOM» H 06yciaoBaHBaer 3Q@eKThl, OnucbiBaeMbie
B Apyrod Hore. B camom gene, oTcueTHast HOra MOXeT GbiTb NpHeM-
HHKOM HJIH MOTYT CYLIECTBOBATb B3aHMHble BAUAHHUA. [I1A HAEHTHDH-
KalHH CBOMCTB HCTOYHHKA H TPHEMHHKA BJIMSIHHS HEOOGXOAWM DSl
aHa/U30B, Pe3yJibTaThl AOJXKHbl OGbITb ONHUCAHB ABAX[Ibl, HCMOJb3YS
Ka)X/lyl0 U3 BYX HOI KaK «OTCYETHYIO» U «TecTHpyemyio». [1pu 3TOM
He MMEeT 3HauyeHHs, Kakasl H3 HOr MoABepraeTcsl BO3MYLIEHHIO: 3HaA-
YEHHEe HUMEeT JIHLb nepeBoJ] HOr B HeoObluHOe ()a30BOE OTHOLLEHHeE.
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Takue Ke, Kak U onucaHHble 31ech 3pPeKTbl, MOXKHO MOJYUHTb, KOraa
cocejHHe HOTH BLIBOASITCA H3 HOPMAJIBHOTO ()a30BOro OTHOLIEHHS APY-
FHMH Clloco6aMH, HanpHmep, NOCPeACTBOM HeperyJsipHOi Xoab6bl Ha
TpenbaHe.

B naHHOM cayuyae nyTeM OMHCAHHbIX Bbillle BO3MYIUEHHH, NpUKaa-
AblBa€MbIX K OTJ€1bHOH HOre paka BO BPeMs BbI3BAHHOH Ha TpenbaHe
JIOKOMOLIMH C IIOCTOSIHHOH CKOpocTblo (9 cMm/c), yaanochb BbISIBUTb
TaK e, KaK M y HaceKkOMbiX, ABa IIPOTHBOMOJIOXKHO HaNpaBJE€HHbIX
KOOPAHHUPYIOULHX KaHaja. Hanpas/ieHHbIH Bnepen KOOPAHHHUPYIOLIHH
KaHa, aKTUBEeH TOJIbKO BO BpeMsi ONOPHOH ¢asbl nocrepHaibHOM
(ynpaBasiouieit) Horu xuBoTHoro. Ecau npu 3Tom nepenussi cocen-
HSAsi HOra HaXO4HTCH B (pase onopsl, BJAHSAHHE 3TOr0 KaHaJa npepoiBaer
ee H BbIHYXK/aeT NMepeaHIo HOry nepedTH kK MmaxoBoi ¢ase. Ecaun xe
nepefHsis HOra HaxOQMTCS B MaxoBOH ¢ase, BJAMAHHE KOOPAHHH-
pyloOlLero KaHa/ja BbiHYXAaeT NPOAJHTb €€ Max, AJHTEJbHOCTb KO-
TOpPOro TeM camblM yBejHuHBaercs. [IpH 3TOM CKOpPOCTL mepeHoca
HOrH B MaxoBo# ¢ase Takxe ymeHbluaercsi (puc. 24).

HanpaBneHHblt Ha3aa KOOPAHHHPYIOULIHI KaHas aKTHBEH TOJIbKO
BO BpeMsi fnocjeaHed 4acTH ONOPbl H NEepBOH YAaCTH Maxa nepenHen
Horu. Ecaiv npu 3TOM 3aaHfis HOra HaxoaMTCsi B MaxoBoH ¢pa3se, OHa
npepbiBaeTcs H HauWHaercs ¢a3sa onopbl. Ecau ke 3aaHAs Hora Ha-
XOJHMTCA B KOHIle CBOeil OMOpHOH ¢pa3bl, 3Ta (a3a npoaJeBaercs.
[Mpeanonaraercs, yTo AJf TPeTheH W YETBEPTOH napbl HOr, Kaxaas
M3 KOTOpPbIX UMeeT W nepeaHIOl0, H 3aJHIOI0 COCeHHE HOTH, BJHSAHUSA,
OKa3blBaeMble 3THMH ABYMS KOOPAHHHPYIOLUHMH KaHaNaMH, alIHTUB-
Ho ckaanbiBatorces (Cruse, Muller, 1986).

Pe31oMUpyst 3TH pe3yabTaThbl, MOXXHO CAeNaTh CJAeLYIOLLHH BbIBO:
B MexxraHrivoHapHoi koHHekTHBe LIHC paka cyuiecTByloT npoTHBo-
M0JIOXKHO HAanpaBjieHHble HepBHble CBSA3H MEXAY JIOKaJbHbIMH
LEHTPAMH YNpaB/eHHs [BHXEHWAMH OTAeJbHbIX KOHeYHOCTel. ITu
CBfI3H CMElIH(PHUYECKH AKTHBHbl TOJNIbLKO B ONpeleseHHOe BpeMs liaro-
BOrO LHKJI3, @ HMEHHO B MOMEHT HAaXOXXAE€HHS HOTrH — HCTOYHHKA
ynpas/silOLHX CHTHAJOB — Ha ONOpe HJIH B NOCJEeHeH 4acTH Onophl H
Hayaje MaxoBoH ¢a3bl, T. €. B OKPECTHOCTH NMOCTEPHANbHOrO KpanHero
nosoxeHusi ([TKIT). ®yHKuUHOHANBHO XKe CKaaabiBaeTcs caenyloulas
KapTuHA. AHTepHaNbHO HanpaBJ/ieHHble BO3AEHCTBHS ABJAIOTCA CHHep-
FHCTAMH Maxa, T. e. OHH JH60 NpPoAJIeBAIOT MaX NMepeiHeH HOTH, JH60
Nnepekal04aloT Ha Hero NepPeaHIol HOry, ecqi OHa HaxoAWnach Ha
onope. B To e Bpemsi nocTrepHasbHO HanpaBJeHHble BO31EHCTBHS,
Ha060pOT, ABASIOTCS CHHEPTHCTAMH OMOPHOrO ABHXKEHHSA: OHH YIJH-
HAIIOT OMOpHYylo a3y 3agHed HOrMH W 3acTaB/fAIOT NepeKayaThes
Ha Hee, €CJIH 3Ta HOra HaxOAH/Jach B MaxoBo# ¢ase.

OnucaHHasi TNpOCTPAHCTBEHHO-BpeMeHHAast OpraHH3auHs Mex-
KOHEUHOCTHbIX KaHaJoB CBSI3H [OIyCKaeT, KaK C/eACTBHE CyMMalHH
KOOPAHHHPYIOILHX BJAHAHHH, «1POTHBOGOPCTBO» HX B OMNpEAE/eHHbIC
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Puc 24 Hexoropble opHruHa/ibHbie perucTpallHH, MOKa3biBalo-
uLHe, YTO KOHCYHOCTH paKa IPH Xoab6e COXPaHRAIOT HOp-
MaJibHYIO KOOpP;IHHAUHIO NOC.1€ NPHJI0KEHHA BO3MYILAI0-
wero ctumyaa no Cruse, Muller, 1986 /lasn kaxiao#
napbl HOr 460 3aaHAA Hora (a—e). AH6O nepeaHss
HOra (2—e) HCMOJb30BANHCh B KauecTBE  OTCYETHOW
[MepBuift Tpek - HOpMa.abHas koopiaHHauus Koneu ma-
XOBOM (pasbl (a—8) H.IH OIIOPHOH (2—e) OTCUeTHON HOTH
MapKHPOBAH INYHKTHPOM /R TOrO, 4TOOBI NOKa3aTb pa3-
JMuHble Ga3oBbie 3HaUeHHS BTOPOH HorH Tak Kak cyiue-
CTBYET B33aHMHOE B/HAHHE MEX1y COCCAHHMH HOraMmH,
TO ABHXXEHHEe OTCUCTHOH HOTH He AB.1AeTCA HE3aBHUCHMoIM
oT ¢a3bl BTOpod HOTH IT0 HaH6o.1ee 3aMeTHO 119 BTOPO#H
(¢) 4 Tperbeit (0) Hor paka B 3tux caywasx ortkio-
HAIOLLLHECH BHXKEHHSI OTCUETHOH HOTH NOKa3aHbl Tpems
Pa3/HUHBIMH TPCKAMH, KOTOPbie TAKXe OTMeUeHbl CBOHMH
HOMCpaMH

MOMEHTbl BpeMeHH, B Y4aCTHOCTH, TaKas CHTYaUHsi XOPOLIO MPOHJIIOCT-
pupoBaHa Ha pHc. 25. AHTepHanbHOe BO3aelcTBHe, NMpHXOAsfllee CO
CTOPOHbI 3aHe# HOrH (Hora 4 Ha puc. 25 B), NPOAO/KAETCA B TEUEHHE
6onbwed yacTu ee ONOpHOH ¢asbl, TOrNa Kak nocrepuasbHoe BO3Jei-
CTBHe, HCXOAsiLLee H3 nepeaHei HOrv (Hora 2 Ha puc. 25 B), AeHCTBYeT
TOJIbKO B OKPECTHOCTH MOCTEPHANbHOrO KpaiHero noJioXKeHUsi BTOPOH
HorH. Koraa o6a 3Tux BO31e€HCTBHSI CYMMHPYIOTCA B OLHO H TO e
BpeMsi, 3QdeKT OT nepeaHelt HOrH MOXKeT OGbITb CHJbHEe H, TAKHM o6pa-
30M, 1PEBOCXOAS BJHSIHWE 3aJHeH HOTH, BbI3bIBAeT ONOPHYIO ¢a3y B
KOHTPO/NHpYeMO# Hore (Hora 3 Ha puc. 23 B). OgHako BCckope nocJe
Hayana Maxa nepeaHed Horu 3pQeKT ee BO3/1eiHCTBHS HCUe3aeT, NO3BO-
JASiA TEeM CaMbiM ONATb JOMHHHPOBATb BJHMSIHHAIM 3aAHCH HOTH, KO-

83



2 aQ Puc 25 CxemaThueckoe npeicTas.ieHHe
KOOPAHHHPYIOUIHX CBSI3CH MeX-

\/\/\ Ay TpeMS HNCH/aTepa/ibHbiMH
Horamu paka no Cruse, Muller,

3 —— —— 1986 IlautenbuocTb ob6Hapy-
\/\/\/ MXEHHbIX BJHSHHUA HW300paeHa
AJHHOH FOPH3OHTAbHbLIX 3auep-

HEHHbIX N0J0C, a4 HX AaKTHB-

6 HOCTb - TOJULMHON 3THX MOJOC

a—-NOKa3aHo TOJIbKO BOCXOAA-

3 /\/\/\ uiee BJHSIHME, KOTOPOE 3aCTaB-
- —_— JfieT aHTEePHaJbHYI0 HOry npo-

4 AoJKaTb MaxoBywo ¢asy (npo-
\/\/v TPaKUHIO) A0 TeX Mop, MOKa no-
CTepHanbHas Hora cosepluaer

ONOpHOE ABHXXEHHE, 6—nokasa-
HO TOJIbKO HHCXOAAIlEE BIHAHHE,

B BbIHYXKAAK0llee NOCTepPHaIbHYIO

2 /v,\/ HOTY HauaTb OMOpY, KOTAa aH-
) TepHalbHas HOra HaXOAWTCS

—m— — B6JIH3H OKOHYAHHA CBOEH O110p-

3 HOM (a3bi, 8—MNoKa3aHu 3pdex-
Tl OGOHX BAHAHHAR HA TPeETbIO

— HOTY - ONHO OT aHTepHa.bHOM,

~——— — a pyroe ot 110CTepPHa/bHOK HO-

4 W\/ rd B HeKoTOpbIX HEHOPMaA.IbHbIX
$a3oBbix OTHOLIEHHAX TpexX Hor
oba BAHAHHUA KOMOHHHPYIOTCH,
NPOAYIHPYS KOPOTKOE OMNOpHOe

ABHXECHHE TpeTbed HorH Bo BpeMA HOpManbHOH KOOpAHHAUHH (MOCJAEdHHE U1arH Ha

6), 06a BAHAHHUA Bbi3biBAIOT KaUeCTBEHHO OAHH H TOT e 3PPEKT, yKa3biBash Ha H36bi-
TOUYHOCTb CBA3CH

TOpble MPOANEBAIOT MaxoBYylo ¢a3y nepenHeid Horu. Mubim Gyner
nopeaeHHe MATOH HOTH, TAaK Kak y Hee HeT 6oJsiee KayaajbHOH HOTH,
oHa 6ynet 3aaepxHuBarbces B [1KIT 1o Tex nop, noka KOOpAHHHPYIOLLKH
WM APYrOH CHTHal He pa3pewHT el HauaTh MaxoByio ¢a3dy. HMure-
PecHO, 4TO Yy PakoB OUYeHb 4aCTO MOXXHO Ha6J/1104aTh, KaK HX HaHuboaee
KayaanbHas nstasi Hora 3aaepkHBaercs B cBoeMm [1KII, cBuaerenn-
CTBYSi O ee cabblXx CBA3AX C OCTaJbHbIMH HOraMH.

Takum 06pa3oMm, KaxkablH JIOKaJbHbIH LLEHTP YNpaBAeHHS MOXKHO
paccMaTpuBaTh Kak GMCTaGHJbHYIO CHCTEMY, COCTOsiHHe KOTOpO#H 3a-
BHCHT OT 6ajlaHca CHJbl ABYX KOOPAHHHPYIOILHX KaHalOB CBf3H C
COCeHHMH UEHTPaMH ylpaBJeHHsI H CEHCOPHbIX OPraHOB COGCTBEHHOH
KOHEeUHOCTH. Kak MOXHO 6blI0 3aMeTHTb, OTNIHCAHHbIE NOBEJAEHYECKHE
3KCNepUMEHTbl HHYEero He rOBOPAT HH O MPHPOAE KOOPIAHHHPYIOLIHX
CHrHANOB, HH O TOM, KaKHMH HEpBHBIMH NMYTAMH OHH MnepeaaloTcs.
OcTtaercst HEAICHBIM, KaKHe CHIHAJIbl 3aCTaBJAIOT HOTY NEPeKNoYaThCs
c oaHO#M ¢a3bl Ha APYrylo: TOPMO3Hble WK BO36yxXxnawouue? Heus-
BECTHO, UTO SIBJISIETCA HCTOYHHKOM 3THX CHTHAJO0B: NPONPHOPEUEeNnTOPb
COCeAHHX HOT, CHTHA/NH3HPYIOLLIHe O TOM, YTO 3aj]Hsisi HOra HauaJja
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onopHyilo ¢a3sy, a nepeaHss Haxoautcs BO6au3u csoero [1KII, uam,
6bITb MOXKET, 3TO 3¢ pepeHTHbIE «KOMHH» LLeHTPAJbHBIX YNPaBASIOLHX
CHTHA/OB, MAYLWHX K JIOKaJbHbIM LEHTPAM COCEIHHX TOPAKa/NbHbIX
cermeHToB? KcTaTH, ¢ nocseaHeil BO3MOXHOCTbIO Mbl yXe BCTpe-
Ya/JHCb B CHCTEMe YNpaBJieHHs nJaBaTejbHbIMH HOXKaMH B a61OMH-
HanbHoM otaene LIHC paka. B 3Toit cicreMe «konHsi» rpe6koBoi (pa3bl
nepefaeTcs HeMOCpPeACTBEHHO H3 JIOKaJbHOrO LEHTPa B BOCXOAMLIEM
HanpasJeHHH K aHTePHAJIbHOMY LIEHTPY yNpaB/eHHs, CBHAETEJNbCTBYSA
O LIEHTPaJbHOH NPHPOLE MEXKCEerMeHTapHbIX KOOPAHHHPYIOUHX CHIHA-
JIOB, NepejaBaeMblX rpynnoi BOCXOASLIHX aKCOHOB B M@XTaHIJIHOHAP-
Hoil konHekTuse (Hughes, Wiersma, 1960; Wiersma, Hughes, 1961;
Stein, 1974). CTpykTypHO# OCO6EHHOCTbIO 3THX HHTEPHEHPOHOB siB-
asietcsi MX GusaTtepasibHasi cerMeHTapHasi MOBTOPAEMOCTb H OrpaHH-
YEHHOCTb IBYMS M10C/1€/10BATEJbHbIMH FAaHTIHAMH, UTO J€J1aeT BO3MOXK-
HbIM MOCTPOEHHE LeNOYKH HHTEPHEHPOHOB, KOTOpPast MOXKeT ObiTb OCHO-
BOH MeTaxpoHa/LHOrO pHUTMa GHeHHWil nuiaBaTenbHbXx HOxek (Paul,
Mulloney, 1986). OnHako Hapsiny ¢ nepeaaueii KOOPIHHHPYIOLIHX
CHTrHA/NIOB aKCOHAMH MeXCerMeHTapHbiX HHTEPHEHPOHOB B 3TOH CHCTe-
Me MOAYJSLUHA aMIUVIHTYAbl H YacToThl GHEHHH NJaBaTeNbHbIX HOXEK
ocylecTBisieTcsi pegIeKTOPHbBIM MyTeM C TMOMOLUbIO CEHCOPHbIX CH-
creM, uMelownx Bxoabl B LI'P coceanero rauwraus (Heitler, 1986).
CaesnoBarenbHO, 1aXxe A5 KOOpPAHHALHH METaXPOHaJNbHOTO PHTMA
IOBHXKEHHH ueTbipex nap OTHOCHTENIbHO MPOCTO YCTPOEHHbIX MPHAATKOB
HCMOJIb3YIOTCSE M LeHTpaJbHble, H nepudepHueckHe cBA3H. Bpsaa au
3TO fAIBJAETCA NMPOCTbIM AY6JHPOBAHHEM KOODAHHHPYIOUIHX KaHaJoB
MEX1Y OTAeJbHbIMH CerMeHTapHbiMH npHaatkamu. bonee npasapono-
AO6GHBLIM BBIFISIAHT cleayiollee NpPeanosoXKeHHe: B TAKOH CHJIbHOCBA-
3aHHOH JABHraTeNbHOH CHCTeMe LeHTpa/JbHble MeXXraHIIHOHAPHbIE
CBSI3H CJYXaT ANA YCTAHOBJIEHHS >KECTKHX ()a30BbIX OTHOLUIEHHH
MeX 1y noc/jeaoBaTe/lbHbIMH NMapaMH MPHAATKOB (BCMOMHHM UE€TKHE
MeTaxpolianbHble BOJHbl AKTHBHOCTH, CJedylOUlHe B aHTEPHAJbHOM
HanpaBJeHHH), a nepudepuuyeckHe pedeKTOPHbIe KaHanbl oOcylle-
CTBJSAIOT MOAYASILMIO aMMJIMTYAbl ABHXXEHHH W 4acTOThl NJaBarelb-
HOrO PHTMa OLHOBPEMEHHO BCEX UeThipex nap MpHAAaTKOB.
CnpaBeaJiMBO JIH 3TO /IS CHCTEMbl YNpaBJleHHsl TOpaKaJbHbIMH
KOHEUHOCTSAMH pakoo6pa3Hbix? OTMeTHM npexae BCero, uTO ONHCaH-
Hble Bbille MeX<CermMeHTapHble B3aHMOJEHCTBHSI MPOSIBASIOTCA JHLWb
BO BIOJIHE OMpe/eseHHble BpeMeHHble HHTEPBaJibl LAaroBoro UHKAa (BO
Bpemsi onopHo# ¢assl uau B okpectHoctAx [TKIT). dro, crecrsenHo,
HaBOAHT Ha MbiCAb O nepHdepHyecKoM, T. €. CEHCOPHOH npHpoae
CHTHaNO0B, OCYLIECTBJASIOWHX TaKoe B3aHMoaeHcTBHe. JleHCTBHTENb-
HO, B OTJIHYHE OT [OBOJbHO CTALlHOHAPHbIX YCJIOBHH, B KOTOPbIX
OCYUIECTBASIETCSE PUTM GHEHHH nuiaBaTesIbHbIX HOXEK, KaXK1as KOHey-
HOCTb NPH JIOKOMOLIHH XHBOTHOIrO B €CTECTBEHHOH Cpeje BCTpeuaeTcs
C pa3sHOOGpPa3HbIMH MPENATCTBHAMH, T. €. PA3JHYHBIMH YCJIOBHAMH
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BbINOJIHEHHA Wwarooro uukna. [lo noHATHO! NpHYHHe 3TO 3aTpynHseT
WJIK 1a)Ke Jej1aeT HeBO3MOXKHOH KOOPAHHALHIO IBHXXEHHH BCeX KOHeu-
HOCTEM Ha OCHOBE MeXLEHTPaJbHbIX CBsi3eill JIOKaJbHbIX reHepaTopoB
pHTMa.

CpenH H3BeCTHbIX NMPONPHOLENTOPOB HOr PaKoOOGPaA3HbIX, CNOCO6-
HbIX YyyacTBOBAaTh B Nepejfaye CHFHAJOB O COCTOSSHHH OMOPHO-ABHra-
TeJbHOr0 annapara npH JOKOMOLIHH, MOXHO Ha3BaTb TaK Ha3b-
BaeMble KYTHKYJasipHble aetektopbl Hanpsibkenus KIAHI u KIH2.
OrHocutenbHo KJIH2 — xopaoTroHanbHOro opraHa, pacnoyioXKeHHOro
B 6a3a/bHOM COYJIEHEHHH H CONPSIXKEHHOro C MATKOH KYTHKYJOH B
HIUIHONOLHTE,—H3BECTHO, YTO, KOTla HOra CTaBHTCA Ha ONopy BO Bpe-
MSl peTpaklUHH, NOSABAKIONIAACA [IPH 3TOM dedopMallusi MATKOH KyTH-
KyJibl BO36YyXaaeT ero peuentopHole kneTku. Fimenno B sto#t ¢ase wa-
rOBOro LIHK/AA HOra CO3aeT YCHJ/IHSA, MPOTHBOAEHCTBYIOLLHE CHJE TH-
XKEeCTH W nepemelllalouiie XHBOTHOE OTHOCHTENbHO 3eMJH. FIMeHHO B
s10# paze K/IH2 akTuBHb y HHTAKTHBLIX K HBOTHbIX (Klarner, Barth,
1986).

OG6biyHO HOra He coBepulaeT NPOTPAKLHIO, NOKA HAYLLAS C3aaH
HOra He ycTaHoBHTCS Ha onopy. CyuiecTByeT psii 10Ka3aTesnbCTB TOTO,
yuto KIIH2 Bx0oauT B BOCXOASLLIHH NMPOBOASIUIMH NYTb, BAHSAIOWHH
Ha KOOpAHHAUHIO coceqHHx Hor mpH JokomouuHn (Klarner, Barnes,
1986) . ApdepeHTHbIe CHrHAMBI, MOCTYNAlOLLHE H3 3a/lHEH HOTH, MOTYT
coo6uiaTb O TOM, YTO HarpyxeHHasi Hora HaxodHTCH B OMNOPHOH
¢ase uukaa, a MaxoBas ¢aza nepesgHeH HOTH MOXET HAYMHATLCH.

I pyrum, napaaneabo aeictsyiomwnm ¢ KAH2 nponpuopeuento-
pPOM, COCOGHBIM yuacTBOBATb B nepeaauye HHPOPMaAUHH O COCTOSIHHH
coce/lHell KOHEYHOCTH, fIBAsieTCA 6e3biMNYJbCHbIH MbllIEUHbIH peren-
TOpHbIH opraH (MPQO) TOpako-KOKCa/JbHOrO COUYJICHEHHS, KOTOpbIH
aKTHBUPYETCH B NEPHOA PEMOLIHH 3TOr0 COUJEHEHHS.

6.4. Peryasiuus npoCTPaHCTBEHHbIX
napamMeTpoB JOKOMOLHH

B npenenax waroBoro uHK/JAa CYLLEeCTBYIOT [1B€ OCOGble TOUKH —
TOYKA OTPbIBA KOHEYHOCTH B KOHLE ONMOPHOMN (a3bl, KOrga HauuHaeTcs
MaxoBOe JBH)XeHHe HOTH, H TOUKA YCTAHOBKH KOHEYHOCTH Ha omnopy
B KOHLE 3TOro ABHXXeHHA. JICHO, UTO aMnAWTyaa luara onpeaensieTcs
pPaccTOSIHHEM MEeXAY 3THMH ABYMs ToukaMHu. MccnenoBanus npoctpas-
CTBEHHbIX MapaMeTpPoOB LIAroBOH PHTMHKH, NPOBeeHHble HA XOAAUIHX
HaceKombiXx — nanounukax (Graham, Cruse, 1981; Dean, 1984),
aanrycrax (Chasserat, Clarac, 1983; Cruse et al., 1983) u peunbix
pakax (Cruse, Muller, 1984), cBHAETENbCTBYIOT O CYLIECTBEHHO
60.blUeM [OCTOSHCTBE 3HAYEHHH aHTepHa/NIbHOrO KpailHero nosoxe-
Huss  (AKI1) koHeyHOCTH nNpPH JIOKOMOUHH, YeM TMOCTEpPHAJbHO-
ro ([TKIT).
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[TonbiTka 06 BACHHTL IPHUHHY 3TOr0 PEHOMEHa NMPUBOAHT K MHO-
FOUHCJIEHHbIM 13HHBIM O TOPMO3HbIX pedJieKcax, KOTOpble OrpaHHuH-
BAlOT aMIVIHTYAY ABHXXEHHS TaK, 4TO NOJOXKEeHHe KOHEUHOCTH B KOHLe
MaxoBO# (asbl CTAHOBHTCSI BbICOKOCTAGHJIbHBIM, 1aXK€ HECMOTPS Ha
BapHabesbHOCTb HauyaabHOro nosoXkeHus Hord, T. e. [IKII. Tak,
rpynna BOJIOCKOBbIX peLenToOpoB HOrH TapakaHa BO36yXaaeTcsi BO
BpeMs NpoTpakuHH 6eapa, a HX yaajeHHe NMPHBOAHT K HEHOPMAJNbHO
601blIHM MaxoBbiM [BHXKEHHSIM. AddepeHTbl 3THX peuLenTtopoB
pedJeKTOPHO TOPMO3AIT MOTOHEHPOHbI (JIEKCOPHOH MbILILbLI H OLHO-
BPEMEHHO MOHOCHHANTHYEeCKH BO30YXK1alOT MOTOHeHpOHbl pa3ruba-
TesibHOI MbilLbl (Pearson et al., 1976). [Tostomy ynaneHue 3Tux me-
XaHOpeLenToOpoOB YHHUTOXKAeT TOPMO3HbIH BXOA K MOTOHEHpOHaM
¢nekcopa BO BpeMsi NPOTPAKLHH H B pe3y/ibTaTe MaxoBoe [IBHXeHHe
yBeJIHUHBAETCS 110 aMNIHTyae. AHANOrHUHBIH TOPMO3HbIH pedJieKTop-
HbIA MyTb OMKCAH B CHCTEME YNpaBJeHHs nojeToM capaHud (Burrows,
1975). 3aech BXxOAbl OT peLeNnTOPOB PacTsXKEHHSi Kpblia, BO36yXKaa-
€MbIX IIPH €ro NOAHATHH, TOPMO3SAIT MOTOHEHPOHbI JIEBATOPHOI MbILLILbI
H BO36YyX/1al0T MOTOHEHPOHbI AenpeccopHoit (omyckaloulei), Bcaen-
CTBHE 4Yero OrpaHH4YHBaeTCsi AMIJIHTY/1a NOAHATHSA KPblJla HACEKOMOTO.
Y nanoyHHWKOB BHYTpPHCErMeHTapHbI TOPMO3HbIH NYyTb OT apdepeHToB
BOJIOCKOBbIX MJIACTHH KOKCbl Q€HCTBYeT Tak, 4To6bl caeMndHpoBaTb
NPOTPAKUHIO HOTH H BOCHPENATCTBOBATb PA3JHUYHbIM BO3MYIUEHHAM,
cTpeMsilliMcst caBHHYTbL Hory Brnepea (Dean, Wendler, 1983).

B paccmoTpeHHbix npuMepax 6blJIO MOKA3aHO BAHSAIHHE CerMeHTap-
HbIX TOPMO3HbIX Pe(IEKTOPHbIX KOHTYPOB Ha YCTAHOBKY HOTH B KOHLE
MaxoBo# ¢asbl, T. e. Ha AKIT. ®yHKUHOHANBHO aHANOTHYHbIE TOPMO3-
Hble pedJieKcbl O6blIH 06HAPYXKEHbl B CHCTEME YIIPABAEHHS HOT KOLUKH
H TapakaHa; 3TH pedJieKChl 3a1epXKHUBAIOT Nepexo OT ONOpPHOi $asbl K
MaxoBOH, €C/IH KOHEYHOCTb HarpyxeHa. Jlpyrumu caosamH, Heo6xo-
AHMbIM ycJ0BHeM 3alnycka maxoBo# ¢asbl B [1KI1 aBaserca pasrpys-
ka KoHeunoctH (Pearson, Duysens, 1976). Panee 6bi1 paccMoTpeH
ne(AEKTOPHBIH KOHTYD OTPHILATENbHONH 06paTHOH CBA3H, BKJIOYAIO LK
S-BOJIOKHO MBbIILIEYHOrO pelEenTopa paka, KOTOPbI MOCPEACTBOM BO3-
6y>XA€HHS 1IPOMOTOPHOH MblILIbl B KOHLlEe PeTPaKkUHH OrpaHHYHBaer
aMIIMTYLY ABHXXEHHSI HOTH B OIIOPHOH (a3e U CNOCOGCTBYET MepeKJio-
YeHHI0 K MaxoBod ¢ase. [IpuHuMNHANbHO TOT Xe pedJIeKTOPHbIN
NyTb OT 6€3bIMIYJbCHBIX PELENTOPOB PACTS)KEHHsI B OCHOBAHHHU NJia-
BaTe/IbHbIX HOXKEK OrPAaHHUKHBACT aMIMIHTYAY rpebKoBo# ¢ a3bl y pakos.

Hakonel, B 3KCII€PHMEHTAX C BbI3BAHHOI JIOKOMOLH( A JIAHTYCTOB
B €CTECTBEHHOM JHala30He CKOPOCTeH BBIACHHIOCh, UTO MOJIOXKEHHe
KOHEYHOCTH SIBJISIeTCA BaXXHbIM NapaMeTpoM, BJHSIOUIMM Ha luara-
TeJbHYIO DUTMHKY: X04b6a XXHBOTHOrO MOXeET GbiTb NpepBaHa, eciu
He BBIMOJHAIOTCHA NPOCTPAHCTBEHHbIE YCIOBHS 3aBeplleHHs] KaK Maxo-
BOW, Tak H ONOPHOH (a3 uHMKAA, NpHUEM HH cpeaHHe 3HauyeHus AKII,
HH cpeaHHe 3HaueHus [TKIT ne 3aBucar ot ckopoctu sokomounn (Cru-
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O3HayaloT JIM BCe pacCMOTPEHHbIe NPHMepbl, UTO PeryJsiHs npo-
CTPAHCTBEHHbIX MapaMeTPOB JOKOMOLHH Y YJEHHCTOHOTHX OrpaHu-
YHBAETCH BHYTPHCErMEHTAPHbIMH pedJIeKTOPHBIMH KOHTYpaMH, Orpa-
HHUYMBAIOILKMH, KaK GblJIO MOKA3aHO, AMNJUTYLY ABHXEHHH B 06enx
¢azax wara? Her, KOHEUHO; OAHAKO CYLUECTBYeT 3HAUHTE/bHas
pa3uuua B peryasiuud AKIT u ITKIT y HacekoMbix H pakoo6pasHbix,
CBA3aHHAf C Pa3JIMUHOH CHU/IOH MEXCerMeHTapHbIX BJAHSHHA H CreuH-
¢HyecKHM BpeMeHeM HX (YHKLHOHHDOBAHHSA y TeX W APYrHX >KHBOT-
HbIX. Me@XKOHEeUHOCTHble KOOPAHHHPYIOLLHE BJHSHHSA BbINOJHSAIOT 1Be
cBsi3aHHble (YHKUHH, OHA H3 HHX — (pa3uyeckas — cBsi3aHa C OT-
CNeXXHBAHHEM TeKYILlero MOJNOMEHHSI HAYUIUX HOT 1Sl ynpaBJeHHs
NOCTAHOBKOH KOHEYHOCTeH Ha Onopy HJIH, HAa060pOT, yaAepKaHHSA BHe
ee. JIpyras — TOHHYeCKasi — BblpaKaeTCsi B CMELLEHHH CPeAHHX 3Ha-
yeHuit AKIT n [TKI1 B Tex WM HHbIX YCJOBHSIX BbINOJHEHHS XOAbOHI,
HanpuMep, H3MEHeHHs Harpy3kH, KoTopbie 6yayT pacCMOTpPeHbl aaJee.

OnpesneneHHble pa3iHuHa B pery/isiudd MPOCTPAHCTBEHHbIX na-
pamMeTpoB X0ab6Gbl y HAaceKOMbIX H PaKoOGpa3HbiX BbIpa)kaloTcs, B
YacTHOCTH, B TOM, UTO B OTJHYME OT HACEKOMbIX Y PaKoo6GpasHbIX
AKIT He cneayet crporo 3a [1KI1 cocenHeit antepuanbHoit Horu (Cruse
et al,, 1983). B0o3MOXHO, uTO TOYHOe pa3MelleHHe COCEAHHX HOr
NpH JIOKOMOUHH siBAisleTcsi GoJiee BaXXHbIM A/l HAaceKOMbiX, Kapa6-
KalOUIMXCH MO TOHKHM BeTKaM, cTe6JfiM H T. 4., UeM 1J5 pakoobpas-
HbIX, TepeaBHralouiuxcs no 6osee ycTOHUYHBBIM NMOBEPXHOCTAM H NOA
BONOH, H Ha cyuwe. Mmelounecss pa3nuuyusi B peryjasilii NpoOCTpaH-
CTBEHHbIX MapaMeTpoB y TeX W APYTrHX XKHBOTHbIX, 6€3yCJOBHO, CBSi-
3aHbl CO cneuHHKOH OpraHH3auHH BPEMEHHbIX KOOPAHHHPYIOULHX
BJAHMSIHHII MEX1Y CerMeHTapHbIMH UEHTPaMH YNpaBJIeHHS.

CpaBHHM, HanpuMep, HalpasJjeHHble aHTEPHANbHO BJAHAHHA CO-
CelHHX HOTr 1PH x0abGe HACeKOMbIX H pPaKooOpa3HbiX. ¥ HaceKOMbIX
3TH BJMSAHHA TOPMO3fIT HayaJO Maxa nepeiHed HOTH, CABHras ee
[1KIT Ha3aa no Tex nop, Moka caM HCTOUYHHK BJHSIHHH — NMOCTEpH-
ajbHas Hora — HaxoAauTcs B MaxoBo# ¢ase (Foth, Graham, 1983 a;
Foth, Bassler, 1985 a, b). ¥ paka Takxe CyllecTBYIOT HarpasJjeH-
Hble Brepej BJAHSIHHSA, HO OHH aKTHBHbI JIHUIb BO BpeMsi ONOpPHOH (a3bl
nocTepHalbHONH HOTH, NpepbiBas ONOpHOe ABHXEHHe mepenHel (ecau
OHa HAaXOAHMTCSl Ha OMOpe) WIH NpoaJeBasi ee Max, OHH OKa3blBaloT
Bo3aeficTere onocpenosaHHo Ha [TKIT u AKIT Bnepean uayuleit Horu.

HanpaBneHHble B KayaalbHOM HanpaBJeHHH KOOPAHHHpYIOLLHE
BJHSIHUA TakXke o6Hapy»eHbl Y HacekoMbix (Bassler, Wegner, 1983),
HO H 3/1eCb OHH HECKOJIbKO OTJIMYAIOTCH OT TAKOBLIX Y PakoO6pa3HbIX.
Takum o6pa3om, pa3/juuHe BpeMEHHbIX MapaMeTpPOB KOOPAHHALHH
MOXXET TNPHBOAMTb H K Pa3jHUMAM B NMPOCTPAHCTBEHHbIX Mapamerpax
X0Ab6bl Yy Pa3JHUHbIX TNpPEACTaBHTENeH UJEHHCTOHOrHX MHBOTHBIX.

B nauane 3toro naparpacga rosopuaocb o ToM, uto AKIT koHeu-
HOCTeH YJEeHWCTOHOrMX NpH xoab6e HMeloT 3HAYHTEJbHO MEHbLUHH
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pa36poc 3HaueHuii, yuem [1KI1. Bricokoe nocTOSHCTBO YCTAHOBKH HOT
B KOHlLE MaxoBOH ¢a3bl CBHAETENbCTBYET O AOCTATOUYHO IUHPOKOM
3HauyeHHH 3TOro PeHoMeHa B MHpe ujeHHCTOHOrHx. Benanep (Wend-
ler, 1966) npeanoyioXHJ CyLLEeCTBOBAHHE CHHXPOHH3HPYIOLLErO CHIHa-
Jla B npejesax BPEMEHHOrO LHKJA Lara Ajas NpaBHIbHON KOOpAHHA-
UMK ABHXEHHI HOrH. BO3MOXHO, TaKOH CHHXPOHH3HPYIOUIHH CHrHAA
M N0SIBJISIETCA B MOMEHT KOHTAKTa KOHEYHOCTH C OMOpOil.

6.5. Kak B3aWMOREeHCTBYIOT NpoOrpamMmHbie
U pedeKTOpHbIE MEXAHH3MbI?

[Tpn ananu3e MeXaHH3MOB ABHXKEHHH HOT MOXXHO HCXOIHTb H3 TOrO
¢aKTa, 4TO mporpamMa ynpapJeHHsi XOAbOOH y BCeX YJIEHHCTOHOTHX
o6JiajaeT HEKOTOpPbiM OOUIHM MPEeNKOBbIM MPH3HAKOM — CYLLECTBO-
BaHHe MeTaxpOHa/IbHbIX BOJH AKTHBHOCTH, MOCJEN0BATEJNbHO CMe-
ILAIOUIHXCSI B aHTEPHaJbHOM HanpasJieHHH OT OAHOro JIOKaabHOrO
1eHTpa K apyromy. [lepBoHauanbHoe aBHXKEHHE MOYTH BCeraa fiBjser-
Csi peTpakiHell couneHeHHHi Bcex KoHeuHocted (Dean, Wendler,
1984). 3TOoT eaHHOBpPEMEHHbI CTApPTOBbLIH TOJYOK MpeacTaBAsieT
co60#, no-BHaAHMOMY, Hanbo.1ee 3pPeKTHBHBIA cnNOCO6 CO3JaHHA MOLL-
HOrO MpPONPHOLENTHBHOrO NpuUToKa addepeHTHbIXx curHanos B LIHC
M aKTHBAllMK MEXCEerMeHTAapHbIX pedJieKTOPHbIX NyTeH, BHOCAUIHX
CBOM BKJald B TMJIaBHYI0O KOOPAHHHPOBAHHYIO NPOTPAKUHIO Mocje-
aywoueid ¢asbl wara. [Ipy 3TOoM nepBoHauasnbHasi NPOTPAKUHSA, Kak
NpaBH/O, OCYLLECTBJASIETCA 3aAHel HOroi.

LleHTpanbHas nporpamMma JIOKOMOUHH «HHTepdepupyeT» C aed-
CTBHAIMH M@XCErMeHTapHbiX pedeKCoB B 3HAYHTEAbHO 60MbLIEH CTe-
NeHH NpH MeLNeHHOH xoab6e, ueM npH GbicTpoit. O6 3TOM CBHAETEb-
CTBYIOT H pe3y/bTaThl 3KCMNEPHMEHTOB, TPOBEAEHHbIX Ha pPEeYHbIX
pakax B yCJOBHSIX BLI3BAHHOH JIOKOMOLHH Ha TpeabaHe B fHana3oHe
ecTecTBeHHbIX ckopocteit or 3 cm/c no 10 cm/c. BapuabenbHocTb
NPOCTPAHCTBEHHLIX NapameTpoB X0ab6bl Gblla ropasfo Bbille NpH
MaJsblX CKOPOCTSIX, 4eM NpH 60/bLIHX. DTO corjacyercsi ¢ o6LUIHM pas3-
JIHUHEM MeXX]y B Orpe[esieHHON CTerneHH «aBTOMaTHUYeCKHM» PHTMOM
X0Ab6bl, HA6JM0AaEMbIM NMPH BBICOKHX CKOPOCTAX CHJABHO BO36YXK/€H-
HbIX MHBOTHbIX, H HAMHOIO MeHee peryJsipHbiMH H MOJYJHPyeMbiMH
PHTMAMH, KOTOpPble XapaKTepH3YIOT MelJIeHHYI0 XOAbOY H «Hccaeno-
BaTeJIbCKOE» TOBeNeHHE XHBOTHBIX.

Bo3HHkaeT BONpOC: a COOTBETCTBYIOT JIH AHHAMHUYECKHe Xapakre-
PHCTHKH peJIeKTOPHOH CHCTeMbl LEHTPAJNbHbIM NPOrpaMMam JIOKOMO-
uuu? OTBET Ha 3TOT BOMPOC HE CTO/b YXK OUEBHAEH, KaK MOXET Mo-
Ka3aThcsl Ha nepsbiil B3rasia. Hanpumep, 6bin10 nokasano (Llykepmas,
1982), uTo B cHCTeMe peryJisillii NPOCTPAHCTBEHHuH OPHEHTALHH peu-
HOTO paKa [Be CEHCOMOTOPHble CHCTEMbl — ONOPHAast H rPABHTALHOH-
Hasi — HMEIOT PasJiiuHble aMMJIHTYJHO-4aCTOTHbIE XapaKTepPHCTHKH,
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T. €. HAacTPOeHbl HAa pa3Hble AHHAMHYCCKHE [Hana3oHbl pearkposa-
HHS, NpHYeM OnopHas sBAsieTcsi 60/€e HH3KOYACTOTHOH. YUHTbIBasi
60a1bWIHA BKAaa pedaeKTOPHbIX MEXaHHU3MOB NPH HH3KHX CKOPOCTSX
JIOKOMOUHH H, NMO-BHANMOMY, BOOOLLE HHEPIIHOHHbIE CBOMCTBA HOX-
HbIX pedIeKCOB, MOXKHO 6biJI0 6bl MPEANON0XKHTD «MEPEKPbITHE» AHHA-
MHYECKHX JHana30oHOB LEHTPa/bHbIX H pedIeKTOPHbIX MEXaHH3MOB B
HH3KOYaCTOTHOH 06/1acTH.

Ha camom ke nene OKa3blBAaeTcs, UTO H B 3TOH 30He [epeKpbiTHSA,
Hanpumep y omapoB (Ayers, Davis, 1977 b), cyuecrsyer cneum-
¢dHuyeckan HacTPOHKA HOXHbIX pPe¢JIeKCOB Ha Te CKOPOCTH ABHXEHHS
OTJeJIbHbIX COUEHEHHH, KOTOphl€ BCTPEUAIOTCSA NPH HOPMAaJbHOH X0O/1b-
6e. MHbIMH cioBaMH, HHTEHCHBHOCTb BbI3BAHHOTO pedaeKTOPHOro
pa3psna npsMo CBA3aHa € yrJoBOH CKOPOCTbIO IBHKEHHA COUEHEHHS.
[TosichuM, uTOo 3TO O3Hauaer. M3BecTHO, uTO pakoobGpa3Hbie XOPOLUO
XOAAT BO BCeX YeThipex HampaB/eHusix. Ha npumepe nBHKeHHH OT-
[eJbHOH KOHEYHOCTH BHIHO, YTO [BHraTeJbHble CHHEPrHH MpH Xoab6e
B Pa3HbIX Hanpas/JeHHsiX OTJHYaloTcsi apyr ot apyra. Horu pako-
06pa3HbiX MPHBOASATCS B [BHXXEHHE TpeMsi OCHOBHBIMH KJaccaMmu
MbILIIL: MbllILAMH ONOPHOH ¢a3bl, BO3BPAaTHOH (MaxoBoil) ¢a3bl H
6HbYHKUHOHANbHBIMY MblinnaMu (Ayers, Davis, 1977 a). Takyto xe
KJAaCCHOHKALHIO MOXXHO NMPHBECTH H /IS MOTOHEHPOHOB:

1) HekoTOpble MOTOHEHpPOHbI Pa3psAKATCHA TONBKO BO BpeMs
MaxoBo# ¢a3bl U1aroBoro uMkJ/a. [HTenbHOCTh NaYeKk 3THX MOTOHEH-
POHOB OCTaeTcsi NOCTOSIHHOH BO BpeMfA H3MCHEHHH B NepHoje Iuara,
HEe3aBHCHMO OT HanpanJcHHSA x0ab6bl. [IpumMepom siBAsIIOTCA MOTOHEH-
POHbl @aHTEpHAJbHOH NOAHKHMAKOWEH (J1€BATOPHOH) MbllLbl KOKCO-6a-
3a/71bHOTO COYJIEHEHHS

2) npyrue MOTOHEHPOHBI, TaKHe, KAk MOTOHCHPOHbI aHTepHalb-
HOM 1€NnpeccOpHOM MbILLLbI TOTO X€ COUJIeHeHHS, Pa3pAXKaloTCH TONbKO
BO BpeMsl ONOPHOH ¢a3bl, IpHUYeM AJHTENbHOCTb HX l1aueKk NMPAMO 3a-
BHCHT OT nepHoAaa iara, a, c/eJoBaTeNbHO, BCeé H3MEHEeHHS Y4acTOoThl
11aroB MOXXHO OTHECTH 3a CueT BapHalHH ANHTEAbHOCTH fayeK MOTO-
HeHPOHOB ONOpHO#H (pa3bl, 32 HCKJIOUEHHEM XOAbObl C CaMbIMH BbICO-
KHMH CKOPOCTSIMH;

3) HaKkoHell, «6HGYHKILHOHANbHbIE» MOTOPHbBIE €1HHHIIbLI pa3psxKa-
I0TCE H BO BpeMf CHJIOBOH, H BO BpeMsi BO3BPAaTHOH ¢a3bl LHKJA.
3TH MOTOHEHPOHbI MOTYT pa3psKaThCH MauKaMH HMIYJbCOB CHHeEp-
FHYHO C MOTOHeHpPOHAMH ONOPHOH HJAH MaxoBoi ¢a3. Korga «6u-
(GYHKUHOHANbHbIE» MOTOPHbIE 3;1€MEHTHl Pa3pAXKAIOTCA MauKaMH, AJIH-
TEJbHOCTb 3THX NauyeK H3MEeHSeTCHA C MJIMTENbHOCTbIO [1a4eK MOTOHei-
POHOB, C KOTOpbIMH OHH cuHepruuHbl (Ayers, Clarac, 1978).

Y cBOGOAHO nNepefBHralOWMKXCS MKHBOTHbIX HCIO/Nb3YIOTCS ABa
MeXaHH3Ma pa3/IHieHH MOTOPHOrO BbIXOAA NPH XOAbOE B pPa3NHUYHbIX
HanpasJ/jeHusix. [lepBblil, korna OGH@YHKIHOHA/JbHbIE MOTOHEHPOHHI
Pa3psAKaloTcA ¢ pa3HUHBIMH YACTOTAMH BO BPEMS PA3HbIX THMOB JO-
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KOMOIIHH, HanpuMep, pa3psi TOHHYECKOro 3KCTEH30PHOro MOTOHEHpO-
pa HauBbICUIMH, KOraa OH «06CaYXKHBAET» ONOPHYIO ¢a3y, H HaHMeHb-
1K#A, KOraa BuinosiHAet maxoByio ¢asy (Ayers, Clarac, 1978). Bropo#
MEeXaHH3M 3aKJI04aeTcd B TOM, YTO AJAS Pa3jHUYHBIX THMOB KOOPAH-
HallHH, COOTBETCTBYIOLIUX pa3HbIM HAnpaBJIeHHAM XoabObl, H3GHpa-
TeJbHO peKpyTHpYyloTCcs a3HueckHe MOTOHeHpoHbl. B npeaenax kax-
J0ro THIla KOODAMHAIlHKH 4acToTa pa3psina (a3sHuecKkoro MOTOHEH-
poHa OCTaeTCsi HeH3MEHHOW B Mpouecce H3MEHEHHH YacToThl liara-
HHS1; TPAfalHs MbllIEYHbIX YCHIHH LOCTHTAaeTCAd H3IMEHEeHHEM [JIHTeJb-
HOCTH fayek MOTOPHbIX MMNYyJabcoB (Spirito et al., 1972).

Bosspauasicb kK Bonpocy 06 u36upatenbHOH HACTpPOHKe HOMXHbBIX
pedJieKcoB, OTMETHM, 4TO OGOJIbIIMHCTBO TaKHX pedJIeKCOB HACTPOEHO
Ha HH3KHe CKOPOCTH ABHXXEHHA HMEHHO B OGHPYHKLHOHAJbLHBIX MO-
TOPHbIX €1HHHIAX, YUACTBYIOUIHX B ONOPHOM JABHXXEHHH, a 3TO NPAMO
CBHIETeJNbCTBYET O QYHKIHH KOMIIEHCALHH HAarpy3KH 3THMH pedJekca-
mu (Ayers, Davis, 1978). Oanako, ¢ PyHKUHOHANbHONH TOUKH 3peHus,
pediekTopHas cHcTeMa o6ecrieudBaeT He TOJIbKO KOMIMEHCAUHIO fe-
peMeHHOH BHelIHeH HArpy3kKH Ha HCMOJHHTENbHO-1BHIaTeNbHbIH
annapar BO BpeMs JIOKOMOLHH. ¥ UYJEHHCTOHOrHX O6HapyXeH TaKxke
pAL «pacnpejneseHHbX» pegJekcoB, 06ecneyHBalOLLHX BHYTPHUKOHEU-
HOCTHYIO CBSI3b «Be/lYIlero» CerMeHTa HOrH [PH TOM HJM HHOM Ha-
npaBjJeHHH Xxoab6bl C OCTaJbHbIMH «BelOMbIMH» cermeHTamu. Ha-
npumep, 6HPYHKUHOHAJIbHAA KOKCaJbHas MpPOTPAaKTOpHast MbllIaA,
COKpAlLasAiCh COBMECTHO C JIeBaTOPHOH Mbliile# 6a3WNOAHTA Y paKoB,
NPOH3BOAMT l1epeHOC HOTH Bnepea npu xoabbe Brepea, a coOKpallasach
C lenpeccopHoi Mbiullled npu xoabbe Hazaa, o6ycaoB/JHBaeT OlOP-
Hylo ¢a3y npu xonbbe Hazan. MMeHHO Takoro THna neHCTBHA BO3HH-
KaloT NPH MacCCHBHbIX ONYyCKAalolLe-NOAHWMAIOULHX ABHIKEHHAX KOKCO-
6a3a/1bHOTO COUJIEHEHHA, KOTOPble COOTBETCTBEHHO aKTHBHPYIOT MpO-
TPAKTOPHYIO MbILIILY KaK B rpouecce MaxoBoi ¢a3sbl rnpu xoab6e Bre-
pei, Tak W B mpouecce onopHoi ¢a3wl npu xoabbe nasan (Ayers,
Davis, 1977 b).

6.5.1. Yto Takoe «oaHOaA3HAN» NOKOMOUHA?

CoBpeMcHHbIC npeiacTaBJeHHA 06 OpraHW3allid JIOKOMOTOPHOTO
ABHTaTeJbHOrO MOBEJEeHHSI UYJEHHCTOHOTHX OCHOBAHbl Ha CYLLECTBO-
Banuu B LUIHC aByx cHcreM: ueHtpanabHoi (nporpamMmHoi) u nepude-
puueckot (pedJektopHoit). OnHaKo, KaK yxe MOXHO 6bl10 Y6eaHTb-
Csl, BEC MpPOIPHOLENTHBHBIX CHIHAJOB 06paTHOH CBSI3H MOXET cylle-
CTBEHHO BapbHPOBATL [I[PH CMEHE XapaKTepa COBeplIaeMblX IBHXKEHHH.
Oco6yi0 3HaUHMOCTb 3TOT (aKT HMeeT AJsi PakooGpa3HbiX, JIOKO-
MOTOPHbI#A «penepTyap» KOTOPbIX BKJIOYaeT YHHKa/JbHYIO B »KHBOT-
HOM MHpe xonb6y 60KOM H Ha3zan.

Ecau npu xoab6e Brnepea M Hazajn onpeaeasiiouiMMH JIOKOMOLUHIO
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ABJAIIOTCA YCHJHA, pa3BHBaemble B 6a3a/JbHOM TOPAaKO-KOKCaJbHOM
cou/ieHeHHH, a 6oJiee QHCTaJNbHOC, MepO-KapronoaHTHOE COYJEHEHHe,
o6ecrneuuBaiolliee IBHXXeHHe B NMEPrNeHAHKYIAPHON NJIOCKOCTH, BbINOJ-
HfiIeT pOJb YIPYrOH pacnopkH, NpH xoab6e 60KOM 3TH COUJIEHEHHS
BbINOJIHAIOT 06paTHble PYHKIHH. MOXHO NPeANoJOKHTD, UTO B PA3BH-
THH ycHaHi «BeaylHx» TK-couneHenu#t npu xoanbe Brnepen H MK-
cousleHeHHH npH Xoab6e GOKOM OCHOBHOH BKJall BHOCAT LEHTpaJb-
Hble MPOrpaMMHble MeXaHH3Mbl, a3 BCMOMOTaTeJbHYIO ONOPHYIO YHK-
uuio obecneuusator pediekropuble. EcaH 310 neficTBHTENbHO TaKk,
MOXXHO 6bJ10 6bl NONBITATLCA HCKYCCTBEHHO PA3AEJNHTb JeHCTBHA OOEHX
cHcTeM, criellidHyUeckH 3arpyxas oaHy H Bblkatouas apyryio. C sto#
uesblo 6bl1 OCYLIeCTBJEH CJaeAYOLHiA 3kcnepumeHT. M3secTHo, uto
AHana3oH ecTecTBEHHbIX CKOPOCTeH JIOKOMOLUHH Y pe4YHbIX pakoB
OrpaHHuYeH CleyIOlIHMH peesaMu: npumMepHo ot 4 cM/c 1o 12 cm/c.
Mbi 11onbiTanKeh BbI3BATh JIOKOMOLHIO PAKOB Ha TpeabaHe B [Hanaso-
He cBepXHHU3KHX cKopocteit oT 0,25 cm/c no 1,5 cm/c, npecienys npu
3TOM OAHY LleJib: creundHYeckH 3arpy3utb peduieKTOpHYIO CHCTEMY
HHTAKTHOTO XXWBOTHOTO, a fIOCPeJCTBOM HeaneKBAaTHOH CKOPOCTH ABH-
XKeHHs JeHTbl TpeaGaHa «BbikJOuHTb» LIP (Makaposa, Llykep-
maH, 1986).

B pesyabrarte skcnepUMeHTaNbHO Obl1H MOJy4YeHbl 1Ba XapaKkrep-
HbIX THNA xoab6bl Briepen. KoHeuHocTH paka JM60 NaccHBHO nepeme-
I1a1HCh BMecTe C JOPOXKO# Tpeab6aHa BO BpeMs «OMOpHOH» (a3bl,
HeecTecTBEHHO CH/IbHO crubasch npu stoMm B MK- u TK-counenenusx,
a TakKXe HeperyJspHO coBepluast OTPbiB KOHEYHOCTH OT OMOpbl H
nepeHoC ee Mo J1OCTHXEHHH KpaiHero 3afHero MnoJjoXeHus, JH6o yse-
JIHYHBAJIH YACTOTY IIArOB, Pe3KO COKpallas HX aMILIMTYAYy 3a cyer
yMeHblIeHHs yraoBbix ABHxKeHHH B TK- 1 MK-counenenusx, 1. e. Ha-
YHHAJH «4aCTHTb», NbITafAch Bbi6eKaTb H3 TpeabaHa, O ueM CBHfe-
TeJIbCTBOBAJIH 3HAYHTENIbHblE YCHIHA, NPHKJIAAbIBAeMble HMH K BepTH-
KaJlbHOMY OTrPaHHUYHTENI0 NPOCTPAHCTBEHHOrO nepeMelleHHs.

[TepBbiii THn X0oab6bl, Ha3BaHHbIH «0OAHO(GA3HOH JIOKOMOUHEMH»,
TaK KaK MHBOTHOE AaKTHBHO COBepIIaJO TOJbKO 4acTb LIAroBOro
UHKJ1a — MaxoBblii mepeHOC HOT Brepej, XapakTepH30BaJCcsl MOJHOM
yTpaTtoi MeTaxpoHH3Ma H FPaBHJIbHOW MeXKOHEUHOCTHOH KOOpaH-
HauuH. Bropoii THR npeacrasasieT co60#, MO-BHAUMOMY, CEPHH MpaK-
THYECKH HOPMaJbHbIX OTPE3KOB JIOKOMOIIHH C OMHUCAHHON paHee OTHO-
CHTeIbHOH KoopiaHHanHeHd. C TOUKH 3peHHs MOCTABJEHHOH Bbllle 3a-
Na4yH HaWGOJbIIHA HHTepec, KOHEUHO, MpeACTaBAsieT aHaJNH3 OLHO-
da3Hoi JokoMounH. Kak MOXHO HHTEpIPEeTHPOBATb TOT pe3yJbrar?
Bo3MoxHbl TpH runoresb: |) Ha6awogaeMbld noBefeHYeCKHH deHo-
MEH — 3TO NpOMB/JE€HHe AKTHBHOCTH ACHMMETPHUYHOIO LEHTPaJIbHOro
reHepaTtopa MaxoBblX ABHXEHHH, MOJe/b KOTOPOro paccMaTpHBaach
paHee; 2) nepeHOC KOHeUHOCTeH HMeeT YHCTO pedeKTOpPHOe MpoHc-
X0x/eHue; 3) onHOpa3Has JOKOMOUKA HMEET CMELIAaHHYI0 TPHPOAY H
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BKJIIOYAeT LEHTPaJbHYI0O H nepHdepHYecKyio KOMIMOHEHTbl MOTOHeil-
POHHOH aKTHBHOCTH.

Kasanocb 6bl, nepBasi runore3a — Mojae/lb aCHMMETPHUHOro re-
HepaTtopa — XOpowoO OOGDBACHAET MOJYy4YeHHbIH 3KCNepHMeHTaabHbIH
pe3yabrar. B camom nene, nepHoanueckas aKTHBHOCTb reHepartopa
MaxoBOH ¢a3bl AoJxkKHa Oblaa Obl OCYLIECTBJSITb MEPHOLHUYECKHH ne-
peHoc KoHe4yHOCTH no goctHxenuu et [TKI1. 3amerum, oaHako, Bax-
HYIO [eTajb: OYeHb 4aCTO HOT'H XXHBOTHOTO «3aBHCaJW» BBEpXY, TakK
H He 3apepiuuB nepenoc ux B AKII. Kpome rtoro, ckopoctb aBHXe-
HHUAl TpeabaHa B 3THX FKCMepHMeHTax Obl1a HA MOPAAOK HHXKE ecTecT-
BEHHOH CKOPOCTH JIOKOMOUHH >XHBOTHOTO, MO3TOMY HHOTAa MOXHO
6bl10 3aMeTHTb «BKJloueHHe» LII'P npu nonbiTkax >XHBOTHOro Bbl-
6exatb M3 TpenbaHa B CTOPOHY HJH Bnepen.

Moxer an oaHodazHas JOKOMOLHS HMEeTb YHCTO peduieKTopHOe
npoucxoxaeHue? [lymaeM, 4To HeT, TaK KAaK CHJa CerMeHTapHbiX
pedJiekcoB 06bIYHO HEBEIHKA, TOJNbKO BO B3aHMOLEHCTBHHU C LEHTPaAJb-
HbIMH MeXaHH3MaMH B036YXK/1eHHA MOTOHEHPOHOB OHH 130T 3aMeTHBIH
asuratenbHblt 3dpdekrt. [Jo6aBuM Takxke, YTO Bbi3BaHHble ped.ekchl,
KaK OMHCaHO Bblllle, NPOSABJSAIOTCH B AHANa30He CKOPOCTEH ABHXKEHHSA
coujleHeHHH, OJH3KOM K peaibHbIM CKOPOCTAM JIOKOMOLHMH WHTaKT-
HOTO XXHBOTHOTO; B HAllleM e CJy4ae CKOPOCTH ABHXKeHHA OblJH 3Ha-
UHTENbHO HHXKe TakoBbix. OcTaercsi TpeTbsi BO3MOXHOCTb: OGHapy-
XeHHbIH noBefeHYecKHH (eHOMEH CHJIbHO pelyUHPOBAHHOH XOAbObI,
Ha3BaHHbIH «o0AHOda3HOH JOKOMOIIHeH» NOTOMY, YTO BTOpas ¢dasza —
peTpakuHs — COBEepLIAETCH NacCCHBHO BMECTe C MeAJIEHHO ABHXYLILEeH-
csl JeHTO# TpeabaHa, npeacrasaser cobod «uenHoi pedJuekcs, npH-
Mep KOTOpOro onucaH y najoudHukos (Bassler, 1986 b), npasna, B
nellepe6pHPOBAHHBIX Mpenaparax.

Hcxons u3 npeacrasacHuit o nokaabiom LITP ¢ nonoxurenbHo#
06paTHOH CBA3bIO, 3TOT pedJieKC HMeeT LeHTPaNbHOe NPOHCXO0XKae-
HHEe H 06YC/OB/IeH l1epeK/IIoYeHHeM aKTHBHOCTH B 3aMKHYTOM KOHTYype
JIW. Cam LIT'P npu 3TOM HaXoaHuTCA B HEAKTHBHOM COCTOSIHHH, a pa3H-
YeCKHe CeHCOpPHble CHTHaJbl, HMEIOLIHe K HeMy [OCTyn BO Bpems
MacCHBHON PeTPaKLUHH, BbI3bIBAIOT YKAa3aHHOE MepeKkJoyeHHe Ha Mma-
XOBYIO (pa3sy.

6.5.2. KoopanHauHoHHbIE nepecTPOHKH
NPH H3IMEHEHHAX HArpy3KH

I'paBuTaunOHHas Harpyska siBAsieTCs pellawoitdM ¢GaxkTopoM B
HepBHOH peryJsilHH KOOPAHHHPOBAHHOM JBHraTeJbHON AKTHBHOCTH
XHBOTHbIX. XOpOUIYI0 BO3MOXHOCTb [AJA H3Yy4eHH ee BJIMAHHIA Ha
napamerpbl KOOPAHHAUWH ABHXEHHH MpeaCTaBJAIOT pakooGpasHble,
€CJIH YYeCTb, YTO MHOTHE H3 HHX, NO CYLLeCTBY, ABAAOTCHA aMPHOHAMH,
T. €. NeJdT CBOE CYLleCTBOBAHHE MexXay cyuied W BOAHOM cpenok
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o6utaHus. /Inana3oH H3MeHeHHH HArpy3KH NMpH nepexone H3 BOLHOMH
cpeabl Ha Cyuly CTOJIb BeJIHK, UTO 3TO HENpPeMEeHHO 10JKHO OTPa3HTb-
CAl Ha CHJIOBbIX, BPEMEHHbIX W MPOCTPAHCTBEHHbIX XapPaKTePHCTHKAX
JIBHUraTe/IbHOro NoBeqeHHs1 ITHX XHBOTHbIX. PeuHble paku, Hanpumep,
npH BbIXoAe HA cyuly «npubapasiiot» B Bece B 10—12 pas, uto, 6e3-
YCJOBHO, JOJIXKHO 6biTb CBA3AaHO ¢ KAKHMH-TO MEXaHH3MaMH KOMIEH-
CauHKH nepeMeHHOH Harpy3kH, o06ecrneyMBaiOlLUMH aJANTHBHYIO
nepecTpoiKy ABHraTeNbHOTO MOBEJEHHS B W3MEHHBLIMXCS YCJAOBHSAX
BHEIIHEeH cpefbl.

[Tpu cBo6oaHOH xoabbe noa BOAOH pakH OOGLIYHO pPa3BHBAIOT
He6Oo bllIHe YCHIHS N0 CPABHEHHIO C nepefBHxKeHHeM no cyue. Kpome
TOrO, aMMJIMTYAA L1AroB XHBOTHBIX, HAYUIHX NO cylle, NOYTH B ABa
pa3a MeHblie, yeM npu noaBoaHoH nokomouun (Grote, 1981). Orme-
YEHO TaK)e yBeJHYeHHe MJIHTeNbHOCTH ONMOpPHOH ¢a3bl NBHXKEHHH HOr
npH BO3pacTaHuu Harpy3kH y kpaba (Evoy, Fourtner, 1973), npecho-
BoaHOro paka (Barnes, 1977) u naurycra (Cruse, 1983). Han6onee
AIBHOH peaklHel Ha BBeJeHHEe NOMNOJHHTeNbHOH Harpy3ku y kpaba
ABJAETCS H3MEHEeHHWe BPEeMEeHHbIX XapaKTepPHCTHK UIaroBOro LMKJA.
HononxunTenbHass Harpy3ka npuBOAMT K TOMY, YTO 4acTOTa LLATOB H,
CJ1el0BaTeJIbHO, CKOPOCTb IBHXEHHA yMeHblualoTcs. Hacrora xe pas-
PAAOB ONOPHBIX MbILILL NpH 3TOM coxpaHsiercs. [1pu o6iuem ymenblue-
HHH 4acTOTbl l1AroB AJHTeNbHOCTb (pasbl Onopbl Bo3pacraer, B TO
BpeMSA KaK IJHTEeJbHOCTb MAaXOBOH (a3bl OCTaeTCs JOBOJbHO CTaGH.b-
Hoit (Evoy, Fourtner, 1973).

HMHTepecHo cONOCTaBUTb 3TH pe3yabTaThl C BJIWAHHEM Harpy3kH
Ha BpeMeHHble fapaMeTpbl LIAroBOro UHKJAA Yy HacekoMbix. PoT H
paxem (Foth, Graham, 1983 a, b) n3yuanu KoopaHHAUHIO ABHIXKeE-
HHH B3POCJBIX M1AJOYHHKOB fIPH X0Ab6e MO JIerkoMy CABOEHHOMY KO-
Jlecy B 3aBHCHMOCTH OT NPHJIO0KEHHOH K HEMY CHJIbl TPCHHSA, T. €. co3/1a-
BaJH cneuHdHUeckHe ycaI0BHA BO3AEHCTBHA HArpy3kH, napannenbHoH
NpOAOJbHOA OCH Tesla XHBOTHbIX. BbisicHujochb, 4TO mMpu Bo3pacra-
HHH Harpysku A0 ypoBHs nopsaaka 4 MH anuresbHOCTb MaxoBoO#H
$a3bl (npoTpaklliH) BHAuyaje YMEHbIUAeTcsl 10 HEeKOTOPOro MHHH-
MaJbHOrO 3HA4YeHHS, COOTBETCTBYIOLLEro Xoab6e ¢ BBICOKOH CKO-
POCTbIO, H JaJjiee y)Xe He 3aBHCHT OT nepuoaa. [pyrumu cjaoBamH,
NPOTPAKLUHH HOT XHBOTHOrO NpH BO3pOCLUeH Harpy3ke coBeplUaOTCs
HACTOJNbKO GbICTPO, HACKOJbKO 3TO BO3MOXXHO MpPH BCeX [lepHoaax
wara. Hanbosee noasep><eHHbIM BJHSIHHIO MapaMeTpoM sBAsieTCH
CpefiHHH mepHO[ lara, yBeJH4YHBAIOIWHACA NPH BbBICOKHX HArpyskax,
UYTO COOTBETCTBYET pe3y/bTaTaM, MOJydyeHHbIM Ha Ppakoo6pa3HbIX.
Bo3pacranue HarpyskH cBbiie ypoBHsi B 4 MH yBennunBaer cpenHui
nepHon 1iara, MNOCPeACTBOM YBeJHYEHHWS BPEMEHH, 3aHHMaeMOro
peTpakilHeld Ka>K[l0H HOTH, OCTaBJASAA, KaK GblJIO CKa3aHO Bblllle, HEH3-
MEHHBbIM BpeMsi MPOTPaKLUHH.

Haun6onee npumeuaresbHbM, 10xanyi, B OINHCAHHBIX 3JKCMEPH-
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MEHTax O0Ka3ajocb BJHAHHE BO3pacTaiouledl Harpy3kH Ha MOXOIAKY
XHBOTHOro. Bo3pacranue nepuHona wara ¢ Harpy3kod npH fnpHMepHoO
NOCTOAAHHOH 3ajepXKe MeXAy HauajloM MaxoB HIMCHIATepasbHbIX
3aqHel (Tperbeil) W nepeaHed (nepBod) HOT W3MEHRAJNO OTHOCHTEJb-
HYIO CHHXPOHH3aLlHIO HX NMPOTPAKUHiH. DTO NPHBOAKJIO K 3ameHe 06blu-
HOW TPeXHOro# KOOpAHHALUHHK HA HOBBIA THII, NPH KOTOPOM, NO KpaHHeii
Mepe, yeTblpe HOTH AKTHBHO COBEpILAIOT PETPAKUHIO B JIO60H MOMEHT
BPEMEHH, a BO3BPAT HOT B HCXOAHOe COCTOSIHHE OCYILeCTBJSeTCSA
JIHaroHaNbHbLIMKH NMapaMu. DTy MOAH(MHKALHIO NBHUraTeJbHOro fMoBe-
JEeHHSI MOXXHO paccMaTpHBAaTb Kak 3KBHBAJNEHT MEPEK/JIOUeHHSA CKO-
pocTeil B KOJIECHbIX CPeACTBaXx HepeiBHXKEHHS.

JeficTBHTENbHO, B TeXHHYECKHX CPeACTBAX MEepeNBHXEHHA MNpH
BO3DAaCTaHHH HArpy3kH YyBeJHUYEeHHe YCHJAHA CcHauyana [QOCTHraercs
3a CuUeT yBeJHUYEHHS BpPalllaTebHOrO MOMEHTA OT CHJIOBOTO HCTOUHHKA.
Ecan 3Toro okasbiBaercsi HeO0CTAaTOUHO, caelyeT H3MeHeHHe KO3PdH-
LLHCHTa Mepefayn Mex1y CHJIOBbBIM HCTOUHHKOM (ABHraresneM) H Be-
AYUIHMH KOJleCaMH A5 TOro, uto6bl yBeJIHYHTb BpPallAlOUiHA MOMEHT
ans kosec. B cucreme ynpasjaeHHs HOramH nepsBoii BO3MOXXHOCTBIO
TakxXe SIBJSIeTCH yBeNHUYEHHe YCHJHSA, a B AajbHedllleM — OAHOBpe-
MEeHHOe BOBJIeUeHHe 6O0Jiblero uuMcja HOr B TAKT PeTpPakUHH, UTO H
66110 06HapyxeHo y nanounuka (Foth, Graham, 1983 a). Panee yxe
OTMEeUaJioCh, YTO JIOKAJbHbIH LLEHTP YNPaBJeHHSA IBHXKEHHAMH, HCMOJb-
3ysl CEHCOPHbI€ CHTHANbl O HAarpy3ke H TeKYILEM MOJOXEeHHH KOHeu-
HOCTH MPH JTOKOMOLIHH, KOHTPOJIHPYET OTHOCHTEJIbHYIO MPOLOIKHTENb-
HOCTb (a3 11aroBOro IHKJIa, T. €. OTHOlleHHe onopa/max. Kak xe B
TAKOM CJlydae CKa3blBaiOTCSA H3MEHEeHHS Harpy3kH Ha Me)KKOHEYHOCT-
HOH KOOPAHHAUHH?

M3secten ueablit psin 3KCNepUMEHTOB, CBA3aHHLIX C ayTOTOMH3a-
1IHe#i KOHEYHOCTEeH Y YJEeHHUCTOHOIHWX, B KOTOPbIX YAaJOChb SICHO MOKa-
3aTb, YTO Harpyska OKa3blBaeT CYlULeCTBEHHOE BJHAHHE HAa Mex-
KOHEYHOCTHYIO KOOP/IHHALHIO, [IpHUYeM, YTO Haubosiee YAHBHTEJbHO,
M3MEHEHHS B KOOPAHHALMKH NPAKTHUECKH OJHHAKOBbI Y HACEKOMbIX H
pakoo6pa3nbix B wacTHOCTH, B ciyuae ayTOTOMH3AllHH HOTH Y PaKo-
06pa3HbiX UHKJIHUECKHe [ABHXXEHHSI KYJbTH HaO6JI0AAOTCA TOJbKO
TOr[a, KOrjaa Apyrue HOrH WIH XOTA Obl OJHA HNCHIaTepasbHasi HOra
waraioT HopManbHo. Ky.ibTa «lwaraer» npuMepHO ¢ TeM xe Tfie-
pHOAOM, uTO W ApYyrHe Horu, oaHako u y aaurycros (Clarac, 1978), uy
kpa6os (Barnes, 1975), u y nanounnkos (Graham, 1977) npoucxoast
CJlefyloliHe H3MEHEHHSI B OTHOCHTEJNbHOH KOOPAHHAUHH IABHXKEHHH
HOr MW KYJbTH: KY/JbTA BCeraa ABHXeTcsi CHHGA3HO co caenpyoilei
daHTepHaNbHOH HHTAKTHOH HOTrO#, eCJH ayTOTOMH3HPOBAHO HECKOJbKO
HOT, TNOCJENHAS KYJbTA [BHXETCA 1IpOoTHBOGdA3HO cO cienyoliei
KayN1aabHO# HHTAKTHOH HOroH. KCMepHMEeHTAbHO NOKa3aHo, YTO 3TO
CHH}a3HOe BO3J1eHCTBHE HANpPaBJCHO KAaylaJbHO W y6bIBaeT Mo cHje
NpH yBeJIHYEHHH PACCTOSIHHA OT MHTAKTHOW Horu. Takas cuHda3Has
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CBfI3b [a/1eKO He OYEeBHAHA B [OBEAEHHH HHTAKTHBIX >XHBOTHBIX H,
cAe0BaTeNbHO, MOXeT ObITb HHTEPNPeTHPOBAHA KaK 0COObIH BH KOM-
MeHCHPYIOUlero Bo3AeicTBHA, cnellHpHUECKH MPOABAAIOLLErocs focjae
ayToTOMHH KoHeuHocTH. OgHako Hora BO306HOBJSIET HOPMAaJbHYIO
KOOpAHHALHIO, KAK TOJbKO aMNyTHPOBAHHARA YaCTb HOTH 3aMeHseTcA
MCKYyccTBeHHO# moanopko# y paka (Grote, 1981) uan y nanouHuka
(Wendler, 1966). CnegoBatesqbHOo, aMnyTauMsi HJIH ayTOTOMMSI Kak
TAKoBble He MOTYT fIBJSAATbCA NPUUHHOH NepecTpPONKH B KOOPAHHAUHH
NBHXEHHH KOHEUHOCTeH, a BOT CBA3aHHble C 3KCAEPHMEHTAJbHbIMH
HapylleHHUAMH NnoTepH HHHOPMALHH O HAarpy3Ke KOHeYHOCTH CMOCO6HbI
BbI3BaTb 3TH nepecTpoHkH. TakuM 06pa3oM, MOXKHO CAENaTb BLIBOA,
4YTO HArpy3Ka fIBJAETCS CYLIeCTBEHHbIM MapamMeTpoM ISl BbIpabOTKH
NMpaBHJAbHO CKOOPAHHHPOBAHHOM XOAbObI Y YUNE€HHCTOHOIHX XX HBOTHBIX.

Bo3HHkaer Bonpoc: a KakHe ajanTHBHble NepecTPOMKH BO3HH-
KalT B MPOCTPAHCTBEHHbIX napamerpax jJokomounn — AKII, TTKIT u
aMIIHTyde 11aroB — MPH H3MEHEHHSIX HArpy3KH Y HMHTAKTHbIX XXH-
BOTHLIX? Hanpumep, H3yuaBLIMMCA 3KCNEPHMEHTAJNbHbIM >KHBOT-
HbIM — npecHoBOAHbIM pakam Astacus leptodactylus — npuxoaurcs
nepeiBHraTbCA KaK Ha cylue, Tak H B BOJle 10 HEPOBHOMY FPYHTY, npe-
0/10/1€Bast NPH 3TOM PA3HOro poaa NnojA'beMbl H CIIYCKH, Pa3JiHYHbIe fipe-
nAarcTBusa. baarogaps 3Tomy 06CTOATENBLCTBY pak BCTpeuaeTcs B CBOEH
XH3HH C BecbMa pa3HOOOGpa3HbIMH YCJIOBHSIMH HATPY3KH Ha OMOPHO-
aBHraTeqbHbIH annapar. [1puuem, kak yxe 6blJ10 CKa3aHo, IpH BbIXOae
Ha Cylly Harpy3ka MOXeT Ha 1OPSiA0K H 6osee NpeBbILIATb HArpPy3Ky
B BoaHOH cpene. C uenbio nNpuOIHXKEHHA K pPeaNbHbIM YCJOBHSIM
BO31eMCTBHSl HAarpy3KH Ha MHTAKTHOe XXHBOTHoe 6bl1a pa3paboraHa
METOJHKA HCCJe0BAHHI BbI3BAHHOHW JIOKOMOILIMK HA Tpenb6aHe ¢ H3Me-
HAAeMOH opHeHTauHleill onopHoH noepxHocTH. [IpH 3ToM H3Mepsannch
AKII, TKIT 1 aMnanuTyna maros Kak pasHocTb MeXy aHTepHaJbHbIM
H MOCTepHaJIbHbIM MOJOXEHHSAMH KOHEUHOCTEeH MPH JIOKOMOLHKH.

[Ipn cpaBHeHHH NPOCTPAHCTBEHHbLIX MapaMeTpoB MOABOAHOM
(puc. 26) u cyxonyTHOH (pHc. 27) JJOKOMOLKH B IIHPOKOM JHaNa3oHe
cKopocTeil nBH)XeHHA JeHTbl Tpeab6ana or 3 cm/c no 10 cm/c o6Ha-
PYXKHJIHCH:

1. CMeweHHe B KayaasbHOM HallpaBJieHHH BCero AHana3oHa [BH-
XEeHHH yeTBepPTOM H NATOI Nap HOr B YC/IOBHSIX BO3PACTAHHSA HArPY3KH.

2. TlpotuBonosioxHble 3d¢ekTbl, OKasbiBaeMble Ha aMIJIHTYLY
JBHXKEHHH 3THX HOT BO3poClled HAarpy3koi: yBeJlHueHHe aMIIHTYAbl
11aroB YeTBepTOH HOTH M yMeHblUeHHe aMMJIHTYAbl NATOH HOTH.

3. Mi3meHeHHs1 NpOCTpaHCTBEHHbIX NapamMeTPOB BTOPOH H TpeTbeil
f1ap HOT B MOAOGHBIX CAyyasix He MPOHCXOAH/IH JHOO OHH GbliN He3Ha-
UHTEJbHbI.

UeM OO6GBACHAIOTCA TaKHe MPOTHBOPEYHBbIE H3MEHEHHSt B IMpoO-
CTpaHCTBEeHHbIX napamerpax? PaccmoTpum BHauajse B/WSIHHE Ha-
TPY3KH Ha 1BHXKeHHs1 yeTBepTO#H HOTH. [1IpH xonb6e Bnepen, Kkak H3BecT-
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CYXONYTHAA NOKOMOUUA
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HO, HOTH pPaKoO6Gpa3HbIX Harpyxatorcsi HepaBHoMepHo. Tak, TpeTbs
napa MpOH3BOAHT HaWGOJbIUYIO BEPTHKAJbHYIO CHJY, a 4eTBepTas
napa NpOH3BOAHT OCHOBHYIO 4acTb ABHXKYule# cuabl (Klarner, Barnes,
1986) . [TosTOoMy HMEHHO /151 ueTBEPTOH Napbl HOT BaXXHO OJHOBPEMeEH-
Hoe co6.110[leHHe 1BYX YCJOBHH NMpH nepexoje H3 ONopHOH B MaxoBYIO
¢da3y WaroBoro UHKAAa: a) Hora A0JKHbl 6bITb Pa30rHyTa, T. €. 10CTHUb
B cBoem [1KIT HekoToporo noporoBoro 3HaueHusi, H 6) HOra AOJKHA
6biTh pa3rpyxena. Kak Bbinonnsiorcs 06a 3TH yCJOBHSA NPH nepexoje
H3 OJHO# cpeabl B Apyryio?

Ecau nepBoe, no3uuHoOHHOE yCJOBHE HA Cyllle BbINOJHAETCH, KOraa
HOra [OCTHraer CBOero OObLIUHOrO, «MOABOAHOrO» KpaWHero moJo-
XEHHs, TO BTOpPOe YCJOBHE, T. €. pa3rpy3Ka KOHEYHOCTEeH, IPOHCXOMHT
3HAUYHMTEJbHO N03)Ke W3-3a 60J1bILero Beca XXHBOTHOro Ha cyle. Beaen-
CTBHe 3TOro onopHas ¢asa 4yeTBepTOH HOrH NOJJXKHA YMJIHHATHCA,
a [IKIT — cmematbcst B KaylalbHOM HanpaBJeHHH. DKCNepHMeH-
TajbHble Pe3y/abTaTbl B TOYHOCTH MOATBEPMKAAIOT 3TH PaCCyXIeHHS:
HeCMOTpA Ha cMmelleHHe B KayaaabHoM HanpasiaeHnd u AKII, u TTKII
3TOH HOTH aMMJIMTYAA LAroB Bo3pactaer 6.aaroaaps 6oJbllieMy cMe-
wenuio Hazan [1KI1 npu cyxonyrHo#t nokomouun paka. C TOYKH
3peHHA OGWHOMEXaHHKH, CMellleHHe [Mana3oHa [ABHXEHHH HOrH B
KaynajbHOM HanpaBJ/eHWH [aeT BbIUTFPbI B CHJE TOJ4YKA H CHOCO6-
cTByeT 6osee 3pHEKTHBHOMY NPOABHKEHHIO Tesla Bnepe B YCAOBHSAX
BO3pPACTAHHUA HArpy3KH.

Y pakoob6pa3HbiXx OGbIYHO OTMeuaeTcsi CABHIT B KaydaJbHOM Ha-
npasaenuun [1KII, korna cocepnsis nocrepuanbHasi Hora MOABsA3aHa
HJIH ayTOTOMH3HPOBAHA, T. e. He yuacTByeT B Jokomoluu (Cruse et al.,
1983). BuosornueckHi cMbic/1 TOHHYECKOrO MeXxaHH3ma, CABHraolle-
ro /[Hana3oH [IBH)XEHHH HOrH B KaydaJbHOM HAlpPaBJEHHH, KOrna
cJeayiolas MoCcTepHasbHaA HOra He MOXeT yyacTBOBaTb B XOabOe,
BO3MOXHO, 3aKJIOUaeTcsi B 3aMelleHHH HepaboTalolled HOrH W ne-
pPeHeceHWH 4acTH Harpy3KH Ha NepefHIO0 HHTaKTHYylO Hory. B Hawmiux
IKCMepHMeHTax, OJHAKO, BCE HOTH OIHOBPEMEHHO HCIILITLIBAJH
BO3pacTaHHe HArpy3KH npH BbIXOAE HA Cyuy, a pe3yabTatoM HO-
npexHeMy sIBJAS/ICA CABMr pabouyero auanasoHa Horu Hazaa. Caeno-
BaTeJIbHO, MOXKHO NPEANON0KHTb, UTO BJAHSHHE HAFPY3KH ONOCpeayeT-
CAl He TOJIbKO MEXKOHeUHOCTHbIMH KOOPAHHHPYIOLLUMH KaHaJaMH, HO
CBSI3aHO TAKXX€ C MEXaHH3MOM KOMMEHCAllHH Harpy3ku BHYTPH JIO-
KaJbHOTO LeHTPAa YNpaBJIeHHsl, UTO CKa3biBAeTCA B alanTHBHOM CMe-
utennn Hazan I1KIT uerBepro#t Horu paka.

B Jsuteparype y)Ke BbiCKa3blBaJHCb HEKOTOpPblE TMNOTE3bl, lipes-
noJiaraiolHe CyluleCTBOBaHHe PA3JHYHOrO poaa MO3HUHLIIHBIX CEPBO-
MeXaHH3MOB, B KOTOPbIX [I0JI0XEHHe HOTH fABJASETCS YNpaB/sieMOH
nepeMeHHOH Kak BO Bpemsi ONOpHOH, Tak M maxoBod ¢a3 (Cruse,
1980 a, b; Cruse et al., 1983). HenasHo B cBoeit pa6ore Ha najnou-
nukax Kpyse (Cruse, 1985 a, b) nonsepr npsimoit 3kcneprMeHTaNbHOH
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npoBepke 3TH runotesbl. B pesynbrare oka3ajoch, UTO MOJOXKEHHe
HOTH NPH JOKOMOLHKHH He ABJAETCH CHrHAJIOM [JS MeXaHH3Ma ynpas-
JIEHHS1 N0 NOJOXCHHIO, KOHTPOJIHPYIOLLEro NBHXKEHHe HOTH BO Bpems
onopHo# ¢a3bl. BMecto 3toro, no Bceit BUAHMOCTH, MOJOXKEHHE HOTH
ABJSIETCA JIMILb Ba>XHbIM NapaMeTpoM [Jf NPHHATHA JOKaJbHbIM
LLeHTPOM «pelueHHs1» 06 OKOHYaHHH ONOPHOH (a3bl H Nepexona K Maxy.

Pa3BuBas 3Ty Mbicab fajiee ¢ y4eTOM MNOJY4YeHHbIX Pe3yJabTaTos,
MOX>KHO 3aKJIIOUMTb, UTO TeKkyulee 3HaueHue 3toro napamerpa (ITKIT)
ycraHasauBaercsi B [IHC ¢ nomMowbio «BblYHCIEHHAI» CYlleCTBYIOLLEH
B TOT WJIH HHOH MOMEHT BHElIHeH Harpy3kH, HHbIMH CJOBaMH, Ha-
rpy3Ka ornpeaensier n0J0>XKeHHe HOTH, B KOTOPOM MPOUCXOAHT NepeKJio-
yeHHe ee Ha MaxoByio ¢a3y. Ecau ucxoauTtb u3 3TOrOo BbIBOAA, CTA-
HOBHTCSl SICHBIM, MOYEMY MPOHCXOAHT YBEJIHUEHHe aMIIMTY/bl L1ara u
cmeiedne [1KIl B kaynanbHOM HanpaBjJeHHHW MAPH [ABHXEHHH flO
Cylue — Harpy3ka noBblllaeT [OPOr OTPbiBA HOTH B KOHLE OMOPHOMH
¢ asnl.

PaccMoTpuM Tenepb 1O3HIMOHHbIE H3MeHEeHHS, Bbl3biBaeMble
BO3pacTaHHeM Harpy3kn y Haubonee KaynaJbHOH nsiTOH napbl Hor.
Kak yx oTMeuanocb, yMmeHbllleHHe ee aMMJHTYAbl [POHCXOLHT 3a
cuet 6oabliero cmewenus Hazaa AKII, uem ITKII. Takoe noseaenune
NATOH HOrH CBAAI3AHO C ee (PYHKLHOHAJNbHbIM Ha3HaueHHeM NPH JOKO-
mouuu. Onupasicb Ha ONOpYy [aJjeKko MO3aaH TOpaKca, MOCAeAHAR
11apa HOTr npu pa3ru6aHHH NOATANKHBAeT TeJO BNepel B HanpasJe-
HHIl IBHXKEHHSA, T. €. BbINOJHACT TOJUKOBYIO (PYHKLHIO, B OTJIHYHE OT
yeTBEepTOH HOTH, OCYylllecTBASIOLLEH nepeHoc Bcero Teaa. Llenecoobpas-
HOCTb, ¢ GHOMEXaHHUYeCKOH TOUKH 3PeHHs, HaNpaBJeHHS TO1UKa BOJb
NPOAOJBHOR OCH, NPH BO3PACTAHHH HATPY3KH,—— OYEBHIHA.

Onnako oaMH H3 HaubOJee BaXHblX H MHTEpecHblX pe3y/bTaTos,
Ha KOTOpbIA caeayetr o6paTHTb BHHMaHHe, 3aKJIOYAeTCA B TOM, 4TO
CyulectByer 3ameTHas Koppeasiuusa cpeaHux 3HaueHuit [TKI1 tperbeit
# AKII uerBepToit HOru npu u3MeHeHusx Harpy3ku. [Toguepkuem, uto
B YCJIOBHAX HALIWX IKCNIEPUMEHTOB MOXKHO BbIEJIHTb ABA NOAAHANA30-
Ha, NepBblii H3 KOTOPbIX COOTBETCTBYET NOABOAHOH, a BTOPOH — CyXO-
MYTHOH JIOKOMOLMH, MpHYEeM BTOPO# NMOAAHANA30H XapaKrepuayercs
Harpy3kaMu Ha NopsiloK BhIlLe, yeM nepBbli. B nepsom noaananasoue
NPH 110ABOAHOH JIOKOMOLIHH X HBOTHbIX BBEpPX [AHHAMHKA CPeLHHX
3Hauenn#t [1KII Tperbe#i HOru cBHAETENLCTBYET O WX CIABHre Blepen,
T. €. aHTepHaJbHOM HanpasJjeHHH [IpOoTHBOMONOXKHBIA xapakrtep
MMeeT 1HHaMHKa cpeaHux 3Haueuuit AKII uerBepToii HOrH npu Bo3pa-
CTAHHH HArpy3KH: 3TH 3HAUYEHHS CIABHralOTCA Ha3al B KaydalbHOM
HanpaBneHHH. MIHBIMK c10BaMH, HMeeTcsl TEHAEHLUHSI YMEHbILHTDb Ile-
pekpbiTHe pabouyHX AHAMa30HOB COCEJHHUX HOT, T. €. 3aXBaTHTb 60Jb-
uiee MPOCTPAaHCTBO JOKOMOLIHH NPH BO3PACTAHHH HArpy3kH. Anantus-
HbI xapaktep noao6Horo 3¢dektTa oueBHAEH, MO3TOMY HEYNHBHTE/Ib-
HbIMH BbITJIAAAT Pe3yJbTaThl COIOCTABJAEHHSI C AHHAMHKOH CpemHHx
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3Ha4YeHHH NMPOCTPAHCTBEHHBIX NAPaMeTPOB JTOKOMOILHH TeX e HOT NpH
pPe3KOM BO3pacTaHHH Harpy3kH B YCJOBHAX CYXONYTHOH X04bObl
XHBOTHbIX BBepX. M 3nech Habuogaercs Ta e TeHAGHUHS —— CTpemJie-
HHe MHHHMH3HPOBATb MepeKpbiTHE 1HANa30HOB ABHXXEHHSl COCELHHX
HOTr, OJAHAKO cpa3y e GpocaeTcsl B IJ1a3a I0JM0XKHTEIbHAS KOppess-
uus Tex ke AKIT uerseproit u ITKIT Tperbeii Horu B ycsioBusix pe3koro
BO3pacTaHHA Harpy3skH Ha cyuie.

CknaabiBaeTcs Breyar/eHHe, YTO Takoe lepeKaiouyeHHe, a TouyHee
TpaHcopMalUHa OTPHLATENbHOH KOppensilMH NPOCTPAHCTBEHHbIX na-
pamMeTpoB COCENHHX HOI B TNOJIOXHTEJbHYIO, €CTb pe3y/bTaT BKJiouye-
HHA KaKOTo-TO MEeXaHH3Ma MeXXCerMeHTapHOH KOOPAHMHALHH, HCNOJb-
3yeMOro >KHBOTHbIMH B YCJOBHSAX NMOBbILIEHHbIX HATPY30K NpH Xoab6e
Ha cyule. BnosHe BO3MOXHbBI B 1dHHOM cJly4ae c/elylollHe paccyxie-
HHA: BO3pacTaHHe Harpy3kH B YCJIOBHAX NMOABOAHOH JIOKOMOLHH KOM-
MEeHCHPYeTCH JIOKANbHbIMH LIEHTPAMH ylIPaBJeHHS NOCPEACTBOM YBeJH-
YEeHHS! 1BHraTesbHbIX YCHIHH Ka)KQOH M3 paccMaTpHBaeMblXx KOHeu-
Hoctell. OnHako npH GOJbLUWIHMX HArpy3kax Ha cylle eqHHCTBEHHOH
BO3MOXKHOCTbIO, ObITb MOXKET, OCTaeTCsl H3MEeHeHHe MeXXKOHeYHOCTHOH
KOODJHHAUHH, T. €. Nepexoll K yBeJHYeHHIO YHCIA OLHOBPEMEHHO CO-
BepLUAIOUHX ONOPHYIO a3y HOr, a 3TO AOCTHXKHMO TOJBKO MPH COOT-
BETCTBYIOLLEM  «BMELIATEJNbCTBE»  MEXKOHEUHOCTHbIX  KOOPILHHH-
PYIOUIHX KaHaJOB CHH(a3HOro AeHCTBHS.

[TpocToii, HO 3peKTHBHBIA MYTb, C NOMOLLBIO KOTOPOrO JIOCTHr aeT-
CA onpejeseHHbIA THN NMOXOAKH, T. €. MeXKKOHEYHOCTHOH KOOPAHHALHH
NPH JIOKOMOLUHH, — 3TO B3aHMOLEHCTBHE JIOKAJbHbIX LEHTPUB YNpas-
JICHHA JIPYT C APYrOM, @ He yNpaBJ/JCHHe HMH CBEPXY. ¥ UJIEHUCTOHOrHX
Ka>XbIH HCTIOJTHHTE/bHLIK OPraH — KOHEYHOCTb HJIH NPHAATOK Te1a —
Haxo[MTCA MOA YIpaBJeHHeM JIOKaJbHOrO ABHraTeNbHOrO IIEHTPa,
KOTOpbIit coobulaeTcs ¢ APYrHMH TaKHMH XK€ LEHTPaMH CHCTeMoM
MEXILCHTPaJbHbIX H nepHdepHYeCKHX CBAA3el, B YACTHOCTH, B YCJIOBHSAX
BO3pOCLICH HAarpy3kH HMEHHO B3aHMOJEHCTBHE JIOKAJbHbIX LIEHTPOB,
a He KoMaHaa cBepxy 06YCJOBJIHBAET 1epexol *KHBOTHOrO Ha TaKYIo
NOXO/KY, NPH KOTOPOH YHCJIO OJHOBPEMEHHO PeTPaKTHPYIOULHX (co-
BCPLIAIOIIHX ONOPHYIO (a3y) HoOr yBejHuUBaeTcs.

B 3anauy mo3ra BXOAHT yCTaHOBJ/IEHHE NOCPEACTBOM HHCXOARAILHX
KOMaH] OTHOCHTE/bHOTO YPOBHAl AKTHBHOCTH [BHMTraTe/bHbIX LEHTPOB
Ha OCHOBE TeKYyILero aHa/jH3a MHOTOUYHCJEHHbIX (PaKTOPOB BHeLIHEH
Cpelbl: OT KOHLUEHTPAaUHH ()EPOMOHOB [0 BH3YyaJIbHbIY CTHMY.JIOB.
[Tosichum 3Ty Mblcab caenyouwnM o6paszom. OGbIUHOC JOKOMOTOP-
HOE€ MOoBeJeHHe >XXHBOTHbIX PeKO OCYIeCTBJSAETC CTPOro NMpPSAMOJIH-
HEHHO H, 10 CYLIeCTBY, NpeacTaBjasieT COGOH HenpepbiBHYIO CMeHy
HanpasJ/IeHHH nepeMellleHHs B npocTpaHcTBe. SICHO, UTO HanpasJieHHe
IPOCTPAHCTBEHHOTO NepeMeIlleHHs1 3aBUCHT OT ABHraTeabHbIX YCHJHH,
pa3suUBaeMbix B (ase onophbl HNCHIATEPAJbHBIMH KOHEYHOCTAMH: NpH
BO3PACT4HHH YCHJHH, a TaKXKe BPEMeHH peTpPaKLHH 11pPaBOCTOPOHHHX
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KOHEYHOCTeH »KHBOTHOe NoBopauHBaercs BJeBo H Haobopor. Crneno
BaTe/bHO, H3MeHeHHe HanpaB/eHHs JIOKOMOLHH OCYULeCTBJSIeTCA Mo
cpeacTBoM 6GHaTepaibHOH KOOPAHHALMH ABHraTe/bHbIX YCHJIHH eru
KoHeyHocTed. BO MHOrMx cayyasx CylleCTBeHHbIM CHrHajJoMm [Js
H3MEHEHHA HalpaBJ/IeHHA JIOKOMOLHH SIBJASIETCA OOHapyXeHHe XH-
BOTHbIM HanpaBJ/IeHHs 1eHCTBHSA BHELIHEro CTUMYJa (TaK Ha3blBaeMble
TPONH3Mbl — (DOTOTPONH3M, XeMOTPONH3M H T. 4.). Tak, y peuHoro
paka xeMmopelenuHa HanpasJsieT NULIEA06bIBaTeNbHOE NBHIaTeNbHOC
110BeleHHe C MOMOLLbIO COOTBETCTBYIOILHX 3KCTCPOLEIITHBHBIX BXO/0B,
PAcnoJio>KeHHbIX Ha 11epBOH KJEUIHEHOCHOH nape KOHeYHOCTeH H aHTeH-
Hax (Kan, 1976). INecyaHblit CKOPNHOH O4YeHb TOYHO onpeessieT Ha-
npaB/ieHHe HanajieHHH HAa MEJKHX MXHBOTHbIX H OCYILUEeCTBJSeT ero
6/1arogaps CBOHM BbICOKOYYBCTBHTEJbHbIM Tap3aJibHbIM 1lleJeBHIHbIM
CEHCHJIJ1aM HOT, NpHYeM JlejaeT OH 3TO N0 pa3HHIle BO BPEMEHH CTH-
MYJSIIMH JIeBblX W MPaBblX HOr, @ He MO OTHOCHTEJIbHOH HHTEHCHB-
HOCTH nNpHXOAAILHX cHrHanoB (bBpoynen, 1985). Takum o6pasom,
acCHMMeTpHUHbI# XapakTep BO36YXKIEHHSI JIeBO- H NPABOCTOPOHHHUX
HIICHJaTepaJibHblX LEHTPOB YNpaB/leHHS KOHEYHOCTAMH COo3[aeT He-
06XONHMYIO NPEeANOCbUIKY AJA CMeHbl Hanpas/JeHHH NPOCTPaHCTBEH-
HblX NepeMelleHHH >HBOTHOTO B €CTeCTBEHHbIX YCJOBHAX >KH3He-
esiTeIbHOCTH.

O6a H3BeCTHbIX THMA NOXONOK YJEHHCTOHOTHX MHBOTHBLIX — Me-
TaxpoHa/bHbli H uepeaylOILHACA -— OTPAXKAIOT CneuHHYecKHH xa-
paKkTep [eATEeJbHOCTH HEPBHbIX KOOP/IHHHPYIOUIHX MeXaHH3MOB,
OCYLLECTBJIAIOIHX B3aUMOEHCTBHE JIOKAJIbHbIX LEHTPOB YrpaBJeHHs
B T€X HJH HHbIX YCJIOBHSIX BHCUIHEH Cpellbl H B 3aBHCUMOCTH OT THNa
pelraemMblX XXHBOTHbIMH ABHraTe/bHbIX 3anay. B uacTtHocTH, B peak-
UHAX 6€rcTBa KOHeYHOCTH YJIEHHCTOHOTHX ABHXYTCA GbICTPO H He NpH-
CnocabaHBalTCA K H3MEHSAIOUIMMCA YCJOBHAM cpelbl. XapakTepHbli
NPH 3TOM cnocob nepeaBHKEHHSA — NOXOJ1KA C YepeaylolleHCca MeXKo-
HEUHOCTHOH KOOpIAHHAUHeH — yKa3blBaeT Ha npeobiajgaHHe LEHT-
pajbHbIX CBA3YIOILHX MexaHH3MoB. [Ipyroe neno npH MenjieHHoH
xonb6e, KOraa Harpy3ka, OpHEeHTalHs ONOpPHOH NOBEpPXHOCTH, ee
MHKPOCTPYKTYPa OKa3biBalOT 3HAYHTEIbHO GoJiblliee BJHSIHHE Ha BH-
KEeHHsl KOHeuHocTel 6naronapsa nepudepHueckum pedeKTOPHbIM Ka-
Ha/jlaM MEeXKOHEYHOCTHOro B3aWMOJeHCTBHSA.

HMrak, KoopaHHauMsi ABHXKEHHH HAYyLIEro >XHBOTHOTO CKJajbl-
BaeTcd noj Bo3leHcTBHEM ABYX (DaKTOPOB: LEHTPAJbHOrO H nepUdepH-
yeckoro. Yto cienyer 110HHMaTb noa 3THMH dakropamu? JIoKasbHbli
LEeHTP ynpaBJ/leHHs ABHXKEHHAMH OlHOBPEMEHHO C NOCbLIKOH CHrHAJ0B
K COGCTBEHHOM KOHEUHOCTH nepenaer 3¢p¢epeHTHYIO «KOIMHIO» K CO-
CellHHM LEHTPAM 110 CHCTEME MeXLEeHTPaJbHbiX CBA3EH, o6pa3oBaH-
HbIX aKCOHaMH KOOPAHHHPYIOIUHX HHTepHelipoHOoB. Tak, B cucTeme
ylIpaBJI€eHHA NJaBaTeNbHbIMH HOXXKAaMH paka 3aperMcTPUPOBAHA «KO-
nusi» rpe6koBOH (a3bl aKTHBHOCTH, KOTOpAs nepenasasach B aHTe-
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pHaAJlbHOM HanpasJieHHH K COCelHeMY JIOKaJbHOMY LEHTPy a6LOMH-
HaabHoro otgena LIHC (Paul, Mulloney, 1986). B3aumoneiictsue
JIOKAJIbHbIX LIEHTPOB YNPaBJIeHHA, OCYllUeCTBAieMOe C NMOMOUIbIO MO-
NOGHBIX MeXIUEHTPaJbHbIX CBA3eH, No-BHAHMOMY, H sIBJfieTCA TOH
OCHOBOH MEeTaxpoHa/JbHOrO PHTMa ABHXKEHHH OTAe/NbHbIX KOHeUHocTeMH
WJIH NpHOATKOB, KoTopas onpeaensieT $a3oBble OTHOLIEHHS MeXAY
HHMH MPH JOKOMOLIHH.

Bropo# BaxkHbllt pakTop, onpeneasiiouiHii MeXKOHEUHOCTHYIO KO-
OPAHHALIHIO Y BCEX YJEHHCTOHOTHX,— 3TO MOLLHbIH NMPONPHOLENTHB-
HblH KOMIJIEKC BpeMeHHbIX CHIHAJ0B, COOOILAIOILIHX O TeKYLLEM COCTO-
SIHHH ONOPHO-ABHraTebHOrO annapara B pocTpajbHOM H Kay1a/JbHOM
HanpasJieHHsIX BLOJb Leno4ykH rauranes. [lepudepunyeckne peduex-
TOPHble KaHaJsbl OCYLUECTBJSAIOT MOAYJALHIO aMIUIHTYAbl H 4acTOThI
PHTMHUECKHX [BHXXEHHH HWCMOJHHTEIbHO-ABHIaTeJbHOro annapara.
[Touemy JIOKOMOUHS Y/IEHHCTOHOTHX BCeraa HayHHaeTCA C ONOPHOroO,
T. €. C CHJOBOrO [IBHXEHHA KOHEeUHocTeH? DTo, no BCeH BHAHMOCTH,
MOXeT SfIBJAATbCA NPeANnocbUIKOH K TOMY, uTOGbl elHHOBpEeMEHHbIH
CTapT KOHEeuHocTeH C03[1a/J MOILHbIA MNPONPHOUENTHBHBLIA NPHTOK
addepeHTHbIX CHrHAJIOB, OCYLUECTBJSAIOUIHX aKTHBALHIO MEXCerMeH-
TapHbIX pedJIeKTOPHbIX KaHa/loB, YTO, B CBOIO ouepelb, cnocobCTByeT
YCTAaHOBJIEHHIO 11PABH/bHbIX MEXXKOHEYHOCTHbIX OTHOLUEHHH NpH Jo-
KOMOILHH.

OnHaKko, Kak y»e OTMedaJsocb Bbllle, OTHOCHTE/NbHASA pPOJb LEHT-
panbHbIX H nepHdepHYECKHX KOMIMOHEHT B peryJjsillHH MeXKOHeu-
HOCTHOH KOOPIHHAUHH IBHXKEHHH MOXKeT CHJIbHO BapbHpOBAaTb y pas-
JIHYHBIX TpeNCcTaBHTeN el YJeHHCTOHOTHX MHBOTHbIX — OT CHJIbHbIX
MeXXUEHTPaNbHbIX CBA3eH y TAPAKAHOB W HEKOTOPbIX APYrHx ObICTPO
6eralollHX HaceKoMbiX 10 O4eHb ca1abblx Yy pedHblx pakos. bonee
TOro, 1aX€ y OJAHHX H TeX e paKkoo6pPa3HblX COOTHOILEHHS LLeHTPab-
HbIX W nepHpepHUeCKHX MEeXaHH3MOB B Pa3/HUYHbIX [BHraTe/NbHbIX
CHCTEMAX CHJbHO OTJHualoTcA. Hanpumep, B cHcTeMe yXKe yIIOMHHAB-
WHXCA NJaBaTCJbHbIX HOXEK, [0-BHAHMOMY, MeXIEHTpaJbHble
B3aHMOAEHCTBHA HMEIOT 3HAUHTENbHO 6ONbLWHHA Bec, yem nepudepHue-
CKHe, 4TO onpejaefsieT YeTKHH MeTaxpoHa/bHbl PHTM GHEHHH 3THX
npuaatkos. B To ke BpeMsi B cHcTeMe ynpaBJleHHSl TOPAKaJsbHbIMH
KOHEUHOCTAMH y PAKOB 3HAUHTE/bHO GOJIbLIYIO 3HAYUHMOCTDb I1PHOGPEJH
JIBYCTOPOHHHE MEXKOHEYHOCTHble pedJeKTOpHbie CBA3H, crneuHdHue-
CKH aKTHBHble B onpeje/eHHble (a3bl WIAroBOro UHKJAA. AKTHBHOCTb
aHTepHaJNbHO HaNpaBJ/IeHHbIX pedIeKTOPHbIX CBA3eH 3a1ec' CHHepruyHa
MaxoBbiM [ABHXXEHHAM: HX BJHAHHA JHG0 MPOAJEBAIOT NMPOTPAKIHIO
BNepeaH Hayulei HOTH, JHOO MepekJIoYaloT Ha Hee 3Ty HOTY, eCJH OHa
HaxoaHaacb Ha onope. [locTtepHanbHo HanpaB/aeHHble pedJeKTOpHbIE
BO31efCcTBHA, HAO60POT, ABJAIOTCA CHHEPrHCTAMH ONOPHOTrO [BHXe-
HHSl: OHH [MPOAJIEBAIOT PETPAKUHIO 3aAHEH HOTH HJH BbI3bIBAIOT me-
PEKJ/IIOUeHHe Ha Hee, €cJH 3Ta HOora HaxolWJacb B MaxoBoH dase.
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[TocKo/ibKY B JIOKOMOLHH Yy pakoo6pa3sHbiX y4yacTBYIOT MO ueTbipe
MIMCHJIaTEPANbHBIX HOTH C Ka)XX[10H CTOPOHbI XKHBOTHOrO, TO NPOCTPAH-
CTBEHHO-BpPEMEHHAR CyMMalHs pedJieKTOpHbIX BO3NeHCTBHI B ynpas-
JIeHHH ABHXEHHAMH Ka>KIO0H KOHEYHOCTH MOXXET NMPHBOAHTb K TOMY,
4YTO OHH OYAYT «NPOTHBOGOPCTBOBATH», CTAJKHBATLCA APYF C APYrom
MPH Pa3/IHYHBbIX CAYyYyaHHbIX OTKJIOHEHHAX OT HOPMaJbHOH KOOPAH-
HalHW. ITH CTOJNKHOBEHHS, Kak ObliO NOKa3aHOo Bhilue, 6yAyT NPUBO-
IHTb K BOCCTAHOBJIEHHIO HOPMa/bHbiX (Pa30BbIX OTHOILUEHHH KOHeY-
HocteHd. TakuM ob6pa3oMm, cocTosiHHe GUCTAOWUIbHOM CHCTEMBbI, KakoH
AIBJAAETCA KaXKAblH JIOKaNbHbIH LEHTD YNpaBieHHs ABHXEHHSIMH, 3a-
BHUCHT OT 6ajlaHCa CHJIbl ABYX MPOTHBOMNOJOXKHO HanpaBaeHHbIX (OAHH
B POCTPaJbHOM, APYroi — B Kaylda/lbHOM) MEXKOHEUHOCTHhIX ped-
JIEKTOPHbIX KaHaJoB.

KauecTBeHHO HHOH CMbIC/ HMEIOT KOOPAHHHpYIOLIHEe B3aHMojeH-
CTBHSl B yNnpaBJleHHH KOHEYHOCTAMH Y HaceKoMblX. AHTepHa/NbHO Ha-
npasJjieHHble KOOPAHHHPYIOLLLHE BJIHSHHA 3a1epXKHBAIOT HOry B ONop-
Ho#l ¢da3e, eciM NpH 3TOM 3a1HAA HAXOAHTCA B MaxoBo# ¢dase, co3na-
Bafl T€M CamblM yCJOBHA A5l NPOTHBO(A3HOH KOOPAHHALHH COCeNHHX
Hor. [TocTepHanbHO Hanpas/eHHble KOOPAHHHDPYIOLLHE CBA3H Yy Kpyn-
HbiIX HACEKOMbIX — MaJIOYHMKOB TaKXKe 3aTOPMAKHBAIOT HAa HEKOTOpoe
BpeMs nepexol OT OMNOPHOH K MaxoBo# ¢ase; Takasd H3GBITOUHOCTb
KOODAHHHPYIOUIHX CBfi3ed, CTPEMSILUUXCA YAepPXKaTb KOHEYHOCTb Ha
ornope, MNoO-BHAHMOMY, OTpa)kaeT TOT (aKT, YTO [A1AA HACEKOMBbIX,
nepemeulaoILHXc N0 6Gosee HeyCTOWUMBLIM MOBEPXHOCTAM — cTeb-
JIAIM, JIKCTbSIM H T. [., HAXOXIeHHe HOrH HA ornope, KOraa coceiHHe
HOTH COBepLIAOT MPOTPAKLHIO, HTpaeT Gosiee BaXKHYIO POJb.

OnucaHHble BpeMeHHble KOOPAHHHPYIOLLHe B3aHMOLEHCTBHA Yy uJe-
HHCTOHOTHX, N0 BCei BHAMMOCTH, €llle He HCUepNbIBAIOT BCETO HX MHO-
roo6pasus. O6 3TOM CBHIeTEeNbCTBYET, B YACTHOCTH, CH/IbHAA CHH(a3-
Haf CBA3b MEXAYy HOramH, creuHdHyecKH MNpPOABIAILAACA Kak
y Hacekombix (Cruse, 1980 a, b, 1985 b), Tak u y pakoo6Gpa3sHbix
(Cruse, 1983) npu Bo3pacTaHHH Harpy3kH. BooGlie Harpyska ss-
JSIeTCA Ba)KHeHIUMM MapaMeTpoM, OMpefessiioOllHM BpeMeHHble, CH-
JIOBble M NPOCTPAHCTBEHHbIE XaPaKTEPUCTHKH JIOKOMOLHH UYJIEHHCTO-
HorHX. Kl3MeHeHHS Harpy3kH BbI3bLIBAIOT KOOpPAMHALMOHHbIE Mepe-
cTpoiiku npocrpaHcreeHHblx napaMmerpos AKII, TKII, amnauntyabt u
pa6oyero aManasoHa ABHXKEHWH HOT BCJEACTBHE NEATENbHOCTH Bpe-
MEHHbIX KOOPAHHHPYIOLUHX B3aHMOLEHCTBHH MeEXIy JOKaJbHbIMH
LLeHTPaMH ynpasJjeHHs aBHXeHHAMH. CpaBHeHHe 3KcrepHMeHTallb-
HbIX J@HHbIX, MOJYYEHHbIX HA PeuyHblX paKkax B YCJOBHAX MOABOAHOH
H CYXONYyTHOH JIOKOMOUHH Ha TpeabaHe, N0Ka3ano, YTo NepeyncaeHHble
napamerpbl, B 0COGCHHOCTH OCHOBHBIX ABHXKYILIHXCA Nap KOHeuHocTeH
(TpeTbeil H yeTBepTOH), NIpeTepNeBatOT CyLLECTBEHHbIe H3MEHEHHS NPH
CHUIbHOM BO3pAacTaHHH HArpy3kH, 6saronaps BKJIIOYEHHIO KOOPAHHH-
PYIOLLHX MEXAHH3MOB CHH(a3Horo aeicteus. Takum o6pa3om, HabIo-
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faeMasi MeXXKOHEeYHOCTHAf KOOPAHHALHA YJEHHCTOHOTHX onpepiess-
eTCcsl 1esiTeJIbHOCTbIO KaHaJloB MPOTHBO(GA3HOro H cHHdasHoro new-
CTBHSl MeXIy JIOKAJbHbIMH LEHTPAMH yNpPaB/JEHHA NBHXEHHAMH KO-
HEYHOCTEeH.

Fnasa 7. PEFYJISUHA MO3bl
Y YWIEHHUCTOHOTIHUX )XHUBOTHbDIX

Bcsikoe nBHXKEHHE XXHBOTHOTO HAUMHAETCH W3 HEKOTOpOi Mmo3bl H
3apepluaeTcs NPHHATHEM KaKOH-TO no3bl. Kaxaas nosa ujeHHCTO-
HOTMX XapaKTepH3yeTcsl CcMeuH(@HUYECKHM PacnojloKeHHeM KOHeu-
HocTeH M noJsioxkeHHem Gplouika. Xopollo H3BeCTeH Le/bli pad nos,
OTPa’>KaloWWHX TOT HIH HHOH THI NOBEJEHHS —«I103a 3aLUHThI» OT Bpa-
ros, N103a «yrpo3bl» NpH HananaeHuu u 1. A. [1pu BbiGope No3bl nocra-
HOBKa HOT Ha onope HMeeT BaXKHOoe 3HaueHHe /151 XXHBOTHOTO, NOCKOJIb-
Ky 3TO onpejesisieT ypoBeHb yl1epKaHHA Tesa Hall ONOPOH H €ro OPHeH-
TauWI0, a 3Ha4yuT, H BH3yaJbHblH KOHTPOJb TNPOCTPAHCTBaA nepen
co60#. ¥ pakoo6pasHbix (peuHblX PaKkoB, JJAHTYCTOB H OMapoOB) H Ha-
CeKOMbIX (CKOPNHOHOB, capaHyH M Ky3HEUHKOB), O6Jlafaloumlux Kpyn-
HbIMH MYJbTHCErMEHTApHbiM GPIOLIKOM, H3MEHEHHE ero Mno3bl BJAHSAET
Ha OPHEHTALHIO TeJa, TaK KaK CMeUlaeT UEHTP THAXKECTH 3THX XKHBOT-
HbIX, UTO, B CBOIO ouepeflb, KOMNEHCHPYETCSl HOBbIM PACIOJIOXKEHHEeM
KOHeUYHOoCTe# Ha onope.

CHcTeMbl [ABHraTeJbHOrO YNpaBJieHHA CYLLeCTBYIOT B OpraHH3me
XHBOTHOTO B TeCHOH B3aMMOCBA3H. ITa B3aHMOCBA3b B OJHHX Caydasx
06yc/10BJIMBaeT KOAKTHBALHIO PA3/IHUHBIX MPHAATKOB H KOHEYHOCTEH,
«NPHNACcOBbIBasA» HX NBHXKEHHA KOOPAHHHPOBAHHbIM 06pa3oM, HAIIPH-
Mep B peakLHAX paBHOBeCHA. B HHbIX cayuasix H3MEHEHHe NOJ0XKEHHSA
OJIHHX YacTel Tesa «BbIKJIOYaeT» APYrue, Kak 3TO MPOHCXOAHUT, B 4acCT-
HOCTH, B CHCTeMe YNpaBJ/ieHHs1 YPOMOAAMH MPH ONpelesIeHHbIX 0J0Xe-
HusIx Gplowika y paka. Bo Bcex 3THX cayuasix B peryisilHH No3bl
NPHHUMAIOT y4yacTHe NMPONPHOUENTHUBHbIE CHCTEMbl (XOPAOTOHAJNbHbIE
OpraHbl, BOJIOCKOBbIe MEXaHOPeIeNTOPbl, MbILLIEYHbIE H KYTHKYJfApHbIe
peuenTopbl HanpsXXeHHUR), LEeHTpa/bHbIl HHTepHeHpOHHLIH annapar
M TOHMYECKHe HEePBHO-MbllUIeYHble cHcTeMbl HOr W 6plowwka. [To-Buau-
MOMY, 06U1e6HONOTHUECKYI0 3HAYHMOCTb HMEeT OAHH H3 KJ1aCCHUYECKHX
MPHHLMMOB, OTKPBITHIX AJA NMO3BOHOYHBIX XHBOTHHIX elle MarHycom
(1962), o TOM, YTO BJIHSIHHE MOJIOXKEHHS TeNa H YCTAHOBKH KOHEUYHO-
CTeH Ha HalNpap/JeHHOCTb MOCJEAYIOUIHX IBHraTebHbIX aKTOB AIBJSAET-
Cfl TOHHYECKHM M CBfi3aHO C BO3GYAMMOCTbIO TeX [BHraTe/bHbIX
LIEHTPOB HEPBHOTO YNpaBJeHHA, B KOTOPble NMPHXOAAT KOMaHIbl BbiC-
IUHX YPOBHEH.
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7.1. MoppoPyHKLHOHANbHBIE XAPAKTEPHCTHKH
NO3HbIX WHTepHeHPOHOB Gplowka paka

B TeyeHHe ABYX NocJeHHX NeCATHJIETHH CUHTAJOCh, UTO MO KpaH-
Hell Mepe HeKOTOpble NnoBeleHYeCKHe peakUHH 6ecCrnO3BOHOUYHBIX MpO-
H3BOAAITCA B OTBET Ha LEHTPa/lbHOe BO3OY)KIEeHHe OLHOTO HJH He-
CKOJIbKHX NPEeMOTOPHbIX HHTEPHEHPOHOB, KOTOPble BbI3bIBAIOT KOOPIH-
HHPOBAHHYIO AKTHBHOCTb B Tpymnax MOTOHeHpoHOB. [lepBbIMH H3
TAKHX NPCMOTOPHbIX HHTEPHEHPOHOB, KOTOPblE GblIH 1€TaJbHO H3Yyue-
Hbl, OKa3a/JIHCb HHTePHEeHPOHbI, H30JHPOBAHHbIe B BEHTPAJbHOH HepB-
HOH wuenoyke (MeXraHriHoHapHoH KoHHeKTHBe) paka (Wiersma,
Ikeda, 1964; Kennedy et al., 1966; Atwood, Wiersma, 1967). C Tex
NOp MHOrOYHCJeHHble NPeMoTOpHble HHTePHEHPOHbI GblIH HAEHTH(H-
LUHPOBAHBI Y YJIEHHCTOHOrHX, MOJIIOCKOB W aHHenua (bana6an, Jlut-
BHHOB, 1977; Kovac, 1974 a; Bowerman, Larimer, 1976; Fredman,
Jahan—Parwar, 1983), koTopblie B CHJ1y HX CNOCOGHOCTH NPH 3JIEKTPH-
YeCKOH CTHMYJfILMH BbI3bIBATb KOOPAHHHPOBAaHHble [BHraTe/bHble
3¢ dexThbl 1I0ONYUHIH Ha3BaHHe «KOMaHAHbLIX». Han6osee HHTEHCHBHO
H3yyaJliCb TNpeMOTOpPHble «KOoMaHiHble» HHTepHeHpoHbl (KH), ko-
TOpble YNpaBJSAIOT MOJOXKEHHAMH 6GpIOlIKa AECATHHOTWX pakooGpas-
HbIX — OMAapoB, JIAHTYCTOB H PEUYHbIX PaKOB.

Bprowko pakoo6pasubix (puc. 28) npeacrassisier co60# MHOro-
3BEHHYIO CTPYKTYpPY COYJIEHOBAHHbIX CerMeHTOB, B KaMIOM M3 KO-
TOPbIX PAcrnoJioXKeHbl Mo B€ Napbl NOBEPXHOCTHbIX MbIWL-aHTArOHH-
cToB. COKpallueHHs 3THX MbILILL ONpeleaaIoT BeJHUHHY MeXcerMeHTap-
HblX yrioB. Bbljlo 3ameueHo, 4ToO, CTUMYJHPYA TOKOM HEKOTOpble HH-
TepHelpOHbl, MOXHO Bbl3BaTh repesol 6piollKka B ornpenejeHHoe Mo-
aoxenne (Evoy, Kennedy, 1967; Kennedy et al., 1967). B coorBert-
CTBUH C IPOAYLUHPYEMbIMH ABHraTeJbHbIMH 3pdHeKTaMu HHTepHeHPOHBI,
HHHUHHDYIOULKHe crHb6aHHe Oploluka, Ha3BaaH (¢JeKcopHbiMH (cruba-

Puc. 28. CxemaTHuyeckoe NpeicTaBIeHHe TOBEPXHOCTHBIX TOHHUYCCRHX MBI, HX HHHEp-
BAIHA H 3K30CKE.1eTa TPEX I110C.1€10BATCIbHBIX CCMMCHTOB GpIOIIKA paka 1o
Fields et al., 1967. OGoinauenus: 3 sxcrensopu. @ daekcopol, K, #
K,y - KOpeuk, HHHCPBHPYIOULHE 3TH MbIILILLI
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TeJbHbIMH), @ Bbi3biBalOUlHE NPOTHBOMONOXKHOE AEeHCTBHE — 3IKCTEH-
30pHbiMH (pasrubaTenbHbiMH) KH.

HecmoTpsi Ha TO, uTO yXKe MHOroe H3BECTHO O /BHlaTe/bHbIX
3¢ dekrax snekTpuueckod ctumyasuun KM, cHHantHueckHe B3anmo-
AeHCTBHA 3THX WHTEPHEHPOHOB, XapaKTep BOBJIEUEHHA HMH MOTOHeH-
POHOB 10 CaMOro nocjelHero BPEMCHH OCTAaBA/NHCb HEH3BeCTHbIMH.
31ech elle HeO6XOAHMO OTMETHTb, YTO, KaK [PaBHJO, MJISl CTHMYJSALHH
KH ucnonb3osajuch BbicokouacToTHble 10 100 HMN/C TOKH, YTO MOXKeT
6biTb HECBOHCTBEHHO YPOBHIO aKTHBHOCTH 3THX HEHPOHOB B €CTECTBEH-
HbIX YCJOBHSIX XH3HeneATebHOCTH XHBoTHOro. M3HauanbHo npeano-
aarajocb, uto KW MoryT o6pa3zoBbiBaTh NpAmMble CHHANTHYECKHE CBA3H
JH60 HenocpeACTBEHHO C MOTOHeHPOHaMH, JTHOO ONOCPENOBAHHO Yyepe3
ApYyrue, Tak Ha3biBaeMble «yNnpas/sfiolIHe» HHTEPHEHPOHbI, OTBET-
cTBeHHble 32 Ha6Jl01aeMble NaTTepHbl PeLLHNPOKHOR aKTHBHOCTH daiek-
COPHBIX H 3KCTEH30PHbIX MOTOHEHPOHHbIX MyJoB. Takas opraHHzauus
npeanoJaraer HesaBucuMoe ynpasseHne kaxabim KM anwb no «sep-
THKaJH» HeHPOHHOM opraHu3alHH. Bce nonbiTKH 06HAPYXXHTbh B3aHMO-
NEHCTBHUSA «MO FTOPH3OHTAJNH» N0 HeLaBHEro BpeMeHH ObllH 6e3ycnen-
Hbl, TAK KaK OrPaHHUYMBAJHCb BHEKJeTOYHbIMH MeTonamu (Williams,
Larimer, 1981; Tompson, Page, 1981; Miall, Larimer, 1982).

JlonosHHTe1bHAA CJOXKHOCTb A/l MOHHMAHHA CTPYKTYPHO-QPYHK-
UHOHAJNbHOH OPraHH3alHH CHCTEM peryJjsuHH no3 6GpIollKa 3akKJio-
yaeTci B TOM, YTO CTHOAHHA H pa3rHGAHHMA 3TOr0 HCMOJHHTENbHOrO
opraHa MoryT ObiTb BbI3BaHbl CTHMYJISILUHEH KOMAHAHBIX BOJIOKOH, Bbl-
[leJIeHHbIX H B OKOJIOTJIOTOYHbIX KOHHeKTHBax. Bpsaa nH 310 fABAsercs
npocTbiM Ay6saupoBaHueM. BmecTe ¢ TeM HeH3BeCcTHO, KAKHM 06pa3oM
cBfi3aHbl 3TH BosokHa ¢ Temd KW, kotopble 6bl1 06HapyxeHbl B a610-
munanbiom oraene LIHC pakos. [lpaBna, Kk HacTosiiuemy BpeMeHH
yxe WaeHTHPHUHpPOBAHO Oosblioe yHcao «no3Hbix» KW, MHorue us
KOTOPhIX CHaGXeHbl aKCOHHbIMH OTPOCTKAaMH, HanpaBJ/sIOUIUMHCA H3
TOJIOBHOTO «MO3Ta» K HaWboJee KaylalbHOMY TaHTJIHIO. XOTs Tena
3THX HeHpOHOB HAEHTH(MHUHPOBAHBI BO MHOTHX FAHIVIHAX, HX aKCOHHbIe
OKOHYAaHHMA HAaWAEeHbl TONLKO B 6-M a6noMHHaAbHOM raurauu (Larimer,
Jellies, 1983). Boo6uie Mopgosornyeckass opraHH3alUa MO3HbIX HH-
TepHEHAPOHOB BecbMa cBOeoGpa3Ha: aKCOHbl MHOTHX KJeTOK, Bbliias
M3 FTAHIVIHAl B MEXTaHIIHOHAPHYIO KOHHEKTHBY, 4aCcTO pa3iBaHBAIOTCA,
HanpasJsiACh K FOJIOBHOMY H NocjeAHeMy a6OMHHAJIbHOMY FaHTJIHAM,
o6pa3ysi CHCTeMy mnapasJejbHblX HHTepHEHPOHHbIX MyTeH B BOCXonA-
1eM H HucxoasiuleM Hanpasaenusix B LIHC.

CyuectByer, npasna, onpeneneHHass Mop¢oJordyeckas creuu-
(HYHOCTb NO3HbIX CrHGaTebHbIX H pa3ru6aTebHbiX HHTepHeHpOHOB
B paccMaTpHBaemMo# [BHraTeJbHOH cHcTeMe. 3HaAuWTe/bHOE YMCJAO0
Bbi3bIBAIOLIHX CTHOAHHE HHTEPHEHPOHOB MOCHLIaI0T CBOH aKCOHbI Uepes
OKOJIOT/IOTOUHYIO KOHHeKTHBY K TFOJIOBHOMY MO3TYy, XOTAl HX KJe€TOoY-
Hble Tesa MOTyT ObiTb pacno/loXeHbl B a6AOMHHAJbHOM, TOpaKalb-

lv7



HOM HJIH NIOATJIOTOYHOM TaHIJIHAX. B 1pOTHBONO/I0XHOCTL Crubarelib-
HbiM pasru6aTe/bHble HHTEPHEHPOHbI OY€Hb PeNKO MNOChl1alOT CBOH
aKCOHbl Yepe3 OKOJIOr/IOTOYHYI0O KOHHEKTHBY B MO3[, T. €. BOCXOLST
Bbiule TopakaJjbHoro yposus LIHC (Larimer, Moore, 1984). 310, no-
BHAMMOMY, OTpakaeT (YHKUHOHAJIbHYIO BaXXHOCTb HHHLHAUHH pa3-
ru6aTesbHbIX ABHXEHHH OplowiKa Ha O6oJiee HH3KOM, TOpakajbHOM
yposne LLHC, rae, kak 6yaer nokasaHo naJjee, HAXOAHTCA MOLLHbINA
HCTOYHHK pedJIeKTOPHbIX BJIHAHHH HA NOJOXKEHHe ODIOILKa.

Hosefilune uccienoBaHHs C NOMOLLbIO BHYTPHK/IETOUYHBIX METOAHK
CHCTEMbI peryJ/isfillHH 1103 OTKPbLJIH HEOObIYHO CJOXKHYIO OPraHH3alHIo
MHTepPHEHPOHOB, KOTOpPbIe, CTPOro FOBOPS, TeNepb y>Ke HeJb3fl Ha3BaThb
MPOCTO «KOMaHAHBIMH». OKa3anoch, YTO B NONOJHEHHE K Napajiiefb-
HOIl OpraHM3alUHH HMeIOTCS NPH3HAKHK ee HepapXxHUYHOCTH. Tak, mexay
NO3HbIMH KOMaHOHbIMH HHTEPHEHPOHAMH BbifiBJeHbl OOUIHPHbIE OILHO-
HanpasJieHHble CHHanTHYeCKHe B3aHMOOEHCTBHSA, BKJIOUYAIOLLHE MO
MeHbliel mepe ABa ypoBHs. Kakue xe 310 B3aumopeHcTBUA? Mexay
BCEMH HCCJIe0BaBLIUMHCA 10 CHX 1Op NapaMH HHTepHEHPOHOB, Bbi3bl-
BAIOUIMMH NPOTHBONOJOXHbIE [IBHratesbHble 3 deKTbl, B OCHOBHOM
Ha6J1101aJ10Ch LIeHTPaJbHOE TOPMOXKEHHE, a Y HHTePHEHPOHOB CO CXOA-
HbIMH [ABHraTe/ibHbIMH 3pdekTamH o6HapyKHBAJIHCh BO36YKAAIO1LLHe
ONLHOCTOPOHHHe B3aWMoneHcTBHA. Ka3zasoch 6bl, 4TO 3TOrO M cJaejo-
BaJIO 0XKHAaThb B OCHOBE LEHTPaJbHOH OPraHH3alHH NO3HbIX peakilHi
6prowka. Beab MMeHHO TakHe B3aWMOAEHCTBHA JIOJNXKHbI JexXaTb
MeX/y HHTepHeHpOHaMH B OCHOBE PELHIIPOKHOCTH H CHHEpIHH, T. e.
KOOPAHHHPOBAHHOH  AKTHBHOCTH  CErMEHTAPHbIX  MOTOHeHPOHOB.
Mexny TeM M B NaHHOH cucTeMe, Kak W npexiae, ObIH HaWAEHBI,
npasaa, Noka ToJbKO B 3-M H 5-M a61OMHHAJIbHOM TaHIJIHAX, 6e3bIM-
nyabcHble JIW, koTopble onocpenoBaJii 10KaJlbHOE TOPMO3HOe BO3/€H-
CTBHE 3KCTEH3OPHbIX MO3HbIX HHTEPHEHPOHOB Ha (JIeKCOpHble MOTO-
Heitponbl (Jellies, Larimer, 1985). Takum o6pa3oM, H B 1aHHOH CHCTe-
Me, Nno KpaiHel Mepe YaCTHUHO, HCNOJIb3YeTCA MEXaHHU3M TOPMOXEHHSA
aHTaroHUcToB ¢ nomotubio JIK.

Mocaennue uccnenosanusa Jlapumepa U ero COTpyaHHKOB HeABY-
CMBbIC/JIEHHO 110Ka3bIBAIOT, YTO OTHe/bHble HHTEPHEHPOHbl, CNOCOGHbIe
NPOU3BOAHTb KOOPAHHHPOBAHHYIO PEryJfILLHIO NOJNOXEeHHH 6pIouIKa, He
AIBJAIOTCA He3aBHCHMbIMH, KaK Ka3aJjochb paHee, a 06J1aaaioT o6UIHp-
HbIMH B3aUMOENHCTBHAMH KaK MO «BEPTHKAJIHU», TaK H N0 «FOPH3OHTA-
JH» HellpoHHOH opranu3aund. Kakoii orciona caenyer soiBoa? B ecre-
CTBEHHbIX YCJOBHAX Dery/fillus NoJoXXeHHH 6pIouIKa HHTAKTHOTO XH-
BOTHOTO CKOpee BCEro OCYILeCTBJSETCA rpynnamH B3aMMOAeHCTBYIO-
ILHX KOMaHAHbIX HelipoHoB. [lo-BHAHMOMY, paHO noKa roBOpHTb O
KOHKPeTHbIX HEHPOHHbIX CXeMax B3aMMOAEHCTBHA HHTEPHEHPOHOB,
TeM He MeHee CTAHOBHMTCA OYCBHAHbIM HCNOJb30BAHHE B [aHHOW
CHCTEME KaK napajjieibHblX, TaK W NOCAE10BAaTe/IbHbIX MpPOLECCOB.

B 3ak.aoueHue OTMeTHM, 4TO, NOAO6HO PaCcCMOTPCHHLIM pauec
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PHTMHUYECKHM THNAM ABHUTaTeNbHOH aKTUBHOCTH U/1€HHCTOHOTHX, TOHH-
4eckHe, Mo3Hble NABHXEHHA Takxke OGYC/IOBJIHBAIOTCH XaPaKTePHbIM
naTTepHOM, T. €. MOTOPHOH NporpamMMoH, CBOHCTBEHHOH NPHHATHIO
onpefeneHHOH 1103bl XKHBOTHOro. PyHKIHOHAJIbHO MOTOpPHAs Ipo-
rpaMma B pacCMaTpHUBAeMOH CHCTEMe MNpPeACTaBASeTCA CJAeLYIOLIHM
06pa3oM: (GJIeKCOPHbIH HHTePHEeHPOH MPH 3EKTPHUECKOH CTHMYJASLUHH
NPOH3BOAKT Pa3pal B BO30OYXKAAOUWHX 3PPepeHTHbIX HelpoHax dJiek-
COPOB H TOPMO3HT AKTHBHOCTb nepHdepHUeCcKOro TOpMO3HOTO HeHpoHa
TOTO Xe MOTOHeHpoHHOro nyna. OAHOBPEMEHHO TOPMO3ATCA BO36YXK-
Aalouine MOTOHEeHPOHbI IKCTEH3OPHOrO Nyja H AaKTHBHPYETCS ero nepu-
¢epuyeckuit TOpMO3HbIA HellpoH. CTUMY/NALHSA IKCTEH30PHOTrO MO3HO-
ro WHTepHe#POHA INPHBOLHT K NPOTHBONOJOXKHOMY 3(ddekTy, xoTs
PeIMNPOKHOCTb BHYTPH 3KCTEH30PHbIX BO30YXAAIOIIHX H TOPMO3HOrO
MOTOHEHPOHOB, @ TAKXC MEXJy IKCTEH30PHbIM H (JIeKCOPHBIMH MO-
TOHEHPOHAMM B 3TOM Ciyuae Bbipaskena B Menbiuedt crenedn (Fields et
al,, 1967).

7.2. CeHcopHas peryasiiHs no3bl pakooGpa3Hbix

Hrak, B ocHOBe 1(éHTPaJIbHOH OPraHW3aUHH CHCTEMbl PeryJsillHH
n03 6pIOWKA JIEXKHT Tpylina B3aUMONEHCTBYIOLUHX CTrHOATENbHBIX H
pa3rubaTtenbHbIX KOMaHAHbIX WHTePHCHPOHOB H, HAaCKOJbKO MOXHO
CYAHTb N0 HMelowHMcst 1aHHbiM (Jellies, Larimer, 1985), HeGoabluas
rpynna 6e3biMIYJbCHBLIX JOKaJdbHbIX HHTEPHERPOHOB, HAEHTHPHIHPO-
BAHHbIX B 3-M U 5-M a610MHHAJIbHbIX FaHrHAX. HOBbIM HEOXKHAaHHBIM
OTKPbITHEM ABHJOCH TO, 4TO yKadauHbie KU, 1. e. npemoTopHbie HHTEp-
HeHPOHbI, OTBETCTBEHHbIE 3@ KOOPAHHHPOBaHHblE NBHXXeHHS GPIOILKaA,
pearupyloT Ha TaKTHAbHYIO CTUMYJALHKIO OGIIMPHBIX 30H IK30CKeseTa,
T. €. CJYXaT OIHOBPEMEHHO H CEeHCOPHbIMH HHTepHKelpoHaMK. Jlo cux
nop cuuragnoch, uto KM HaxoaaTcs K0CTaToOuHO «aafieKo» OT CeHcop-
HbiX BXON0B. Tenepb »Ke Ha OCHOBC HX peakUHH HAa CEHCOPHYIO CTHMY-
JSAUHKIO Y13eTCA BblAeIHTh N0 KpdiHeH Mepe ABYXYPOBHEBYIO opra-
HH3AUHIO.

HMuTepHeipoHbl HHXKHErO ypOBHS J1€rKO aKTHBHPYIOTCA C OTHOCH-
TeJ]bHO KOPOTKHM JIaT@HTHbIM [1€PHOJOM, TOHHYECKH pa3psikKasch
HMIy/1bCAMM HA TAKTHJbHbie CTUMVJbl. K/eTOuHble Teja yacTH 3THX
HHTEPHEHPOHOB HAEHTHOHILHPOBA: 1l B nocjelHeM 6-M a6aOMHHAJb-
HOM raHrJHH. /Ins apyro#t yacTH MHTepHeHpPOHOB YCTAHOBHTb pacno-
JIOXKEHHe KJIETOUHbIX TeJl He y1a/10Ch, XOTH M0 BHIY HMIYJIbCHOH aKTHB-
HOCTH aKCOHOB, NPOXOAAILHX uyepe3d 3-H, 4-H M 5-# a6aOMHHAaJbHbIE
ran JTHH, KX MOXXHO OTHECTH K HHTepHeliponam [ Tuna, T. e. HHXKHero
yposHs (Jellies, Larimer, 1986) YcTaHoBieHbl Tak»e XopoLlo Bbipa-
’KeHHble peluenTHBHble noasi wHTepHeidponos | THna, koTopble nepe-
KPbIBAIOTCA HAa XBOCTOBOM [UIaBHHKE, NPHYEM MPAKTHUYECKH Bceraa
PeaKLUHH 3THX HHTEPHCHPOHOB HA MCXAHOCEHCOPHYIO CTHMYJSALHIO AB-
JATCA BO3GYKAAIOUIUMH
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OnucaHHan rpynna uHTepHe#ipoHoB | THna, Kak okasaJjoch, siBas-
eTcsl NMpecHHanTHYeCKOM No OTHOIUEHHIO K APYroH rpyniie HHTepHel-
poHoB (Il Tun). Y 3THX HHTepHeHPOHOB HAGJIIOAAIOTCA yXe TONbKO
1I0AMOPOroBble CEHCOPHble BJHAHHA, HMCIOTCA H MOpdoJiorHueck1e
OT/IHYHMsI HHTepHelipoHoB |1 THna: ux Tesa nexar B 6oJee pocTpasibHbiX
2-M—5-M a6noMHHaabHbIX raurauax (Jellies, Larimer, 1986). Peak-
LHH HA TAKTHJbHYIO CTUMYJSAUHIO YKA3aHHBIX WHTEPHEHPOHOB HOCAT
3HayHTesNbHO Gosice BapHabesbHbIH XxapakTep, 4eM paHee ONHUCaHHbe,
IpHYeM 3a4acTylo SABJSAIOTCA TOPMO3HbIMH HJH BO30YXI13IOUWHMH.
[TpuBeneHHble ¢akTbl NO3BOJSIOT FOBOPHTb O TOM, UTO YKa3aHHble
HHTepHelpoHbl I] THNa 3aHUMalOT 6osee BbICOKHH YpOBeHb B HEPAPXH-
YecKOH OpraHH3allMH CHCTeMbl peryJsiuuu 1103 6prouika.

[ pyro# 3 peKTHBHBIA HCTOUHHK pedIeKTOPHBIX BJAHAHHHA HA No3bl
6pIoILKa pacnoJioXeH B TOPAKAJIbHbIX HOXKaX XXHBOTHBIX H, M0O-BHIH-
MOMY, CBfI3aH C [MpPONpPHOIIENTHBHBIMH CHTHAJaMH, MOCTYIAOUIMMH
OT XOpLOTOHa/bHbIX opraHoB. [lo3Hble, ToHHYueckHe pa3ruGaHus
6plolIKa MOTYT GbITh Bbi3BaHbl MOTepel KOHTAKTa ¢ ONOPOH, B Y4ACTHO-
CTH, HEOXKHAAHHBbIM ONYyCKaHWHeM naaTdopMbl, Ha KOTOPOIT HAXOAHTCS
XXHBOTHOE, WJIH, Ha060pOT, NoAbEMOM XKHBOTHOro ¢ onopil (Larimer,
Eggleston, 1971; Sokolove, 1973; Page, 1975 b) u naxe npoctbim
cru6aHHeM Mepo-KaprornoAHTHOro CouJieHeHHs OAHOW JIHWb BTOPOH
TopakanbHo# HorH (Page, Jones, 1982 a, b) . B Hauiux skcnepumeHTax
Ha MHTAKTHBLIX pakax G6blJIO 110Ka3aHO, YTO a6AOMHHAJIbHbIC M03Hble
pa3rub6aHHA ABJAAIOTCA 4acTbio o6UleH peaklHH PaBHOBECHS XHBOT-
HOTO NpPH H3MEHEeHWH OpHeHTauUHH onopbl. Ele oauH pediekTopHbIit
KaHaJs peryjsiilid no3bl 6plOWKa CBA33aH C OpraHamMH paBHOBECHSI —
CTAaTOLUCTAMH, H, KaK OblI0 YCTAHOBJIEHO, TPAaBHTALHOHHbIE AMILIH-
TYAHO-4aCTOTHble XapaKTePHCTHKH CMelleHbl B BbICOKOYACTOTHYIO
o6s1acTb, T. e. ABAAIOTCA 6ojiee 6bICTPLIMH N0 CPABHEHHIO C ONOPHbLIMH
peakuusamu (Llykepman, 1982).

XOTsl OTCYTCTBHE NOBTOPSIEMOCTH B NAaTTEPHAX MOTOHEHPOHHOH
AKTHBHOCTH NpPH HEPUTMHUECKHUX NOBEJEeHYECKHX PeaKlHsiX, Hanpumep
TAKHX, KakK peryJsiliusi no3 >XWHBOTHOrO, 3aTPyAHSIeT HMX aHalu3 B
31eKTPOPH3HOJOTHUECKHX IKCIEPUMCHTAX, TeM He MeHee 3TH pPeaKlHH
BCEr/a MMeIlOT TO HECOMHEHHOE IIPeHMYLLLeCTBO, YTO OHH HHHLIHHPYIOTCH
OrpaHHuYeHHbIM HAa6OPOM CEHCOpPHbIX CTHMYJ0B. B cHcTeme peryasiuuu
no3 6pIoLIKA Y PAKOB TaKHMH CEHCOPHbIMH BXOIaMH SIBJSIOTCA Tak-
THJbHbIH, TNPONPHOLENTHBHLIK OT pelenTopoB OMNOPHO-ABHraTeb-
HOTo alnapara W rpaBHTallHOHHbIHA. OnpenesieHHbIA HHTepeC BbI3biBaeT
CpaBHeHHe MaTTepHOB MOTOHEHPOHHOM AKTHBHOCTH, T. €. MOTOPHbIX
MpOrpamMm, CONPOBOXKAAIOUIMX pa3ri6aHHe Gpiouika NpH pasjiMUHBIX
pedJIeKTODHO BbI3BAHHBIX OTBETAX M 3INEKTPHUECKOH CTHMYJALMH
KOMaH/HbIX HHTEPHEHPOHOB.

PedJiekTopHO BbI3BaHHblE peakllHH (JIEKCOPHbIX U 3KCTEH30PHbIX
MOTOHEHPOHOB OpIOIIKA BO MHOrOM CXO/Hbl, HCCMOTPS HA HCNOJb30-
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BalWe pa3jMuHbIX CTHMY.J0B THNA «IHPT», «niatpopma», crubanue
MK-couneHeHHs HiH Jierkoe NPHKOCHOBEHHE K OrpeeeHHbIM YacTsM
3K30cKeserta. B uactHocTH, 061HM PEeHOMEHOM OKa3biBaeTcsl BO30yx-
nawulee aeiicreue crub6anus MK-counenenus (Page, Jones, 1982 b)
HJHU TAKTHJIbHOH CTHMYJAUMH 3K30ckesnera (Jellies, Larimer, 1986)
Ha ¢JeKcopHble H 3KCTeH30pHble MOTOHeHpOHbl. Bo MHoOrux cayuasx
3TOT pa3psil MOTOHEHPOHOB HE CO3/1aeT peaJsibHOro ABHXKeHHs Gpioll-
Ka, KOTOpoe 3aHHMaeT KaKoe-TO MPOMEeXXyTOUHoe roJioxeHHe. B cayuae
JKe, KOrfla OCYLIEeCTBJSIOTCS NOJHble pa3rH6aHHs, HMeeT MeCTO CHJlb-
Hoe BO36yX/[1eHHe CHHepPIrHCcTOB pa3ru6aHUs M OJHOBpPEMEHHOe TMo-
NaBJleHHe aKTHBHOCTH MX @HTArOHHUCTOB, T. €. (JIEKCOPHbIX MOTOHEH-
poHoB (Page, Jones, 1982 b).

Ecau Ke conocTaBHTb MOTOPHYIO MpPOrpammy, Bbi3biBaeMylO CTH-
MYyJsiLHEH KOMAHAHOrO BOJIOKHA OKOJIOrJ0TOUHOH KOHHeKTHBbI (Evoy,
Kennedy, 1967; Fields et al., 1967; Page, 1975 a, 1978), c pa3psnom
MOTOHEHPOHOB BO BpeMsl MOJHOro pa3ru6aHusi 6ploLIKa, BbI3BAHHOTO
pedsiekTopHOo, Hanpumep, cru6annem MK-cousieHEeHHST HOrM, OKa3bl-
BaeTCs, 4TO B MOCJeJHeM cJyuyae ABHraTesqbHasi peakuus umeer Gosiee
KOPOTKHH JIATCHTHBbIH NepHOol H XapaKTepH3yeTcsi MeHee TOJIHOH
peuHnpokHocTbio. Tak, siaTeHTHble nMepHoabl pa3rH6GaHHil, BbI3BaHHBIX
CTUMYJISILIHEN KOMAHAHOTO BOJIOKHA B OKOJIOIJIOTOYHbIX KOHHEKTHBAX,
naxonsarca B npeaeaax 0,5 2 c¢ (Page, 1975 a, 1978), a orBeThl
Ha crub6anve MK-cousenenuss HauuHalotrca B npegenax 100 mc
(Page, Jones, 1982 b).

YKa3aHHble pa3J/iHuHsi MOTYT CBHAETEJbCTBOBATH O TOM, UTO MO3Hble
pa3rubanust 6pIOLIKA Y HHTAKTHBIX )XHBOTHBIX CO31alOTCS He 3a cueT
paspsina oTAeJbHbIX KOMAaHAHbIX HHTEDHEHPOHOB, UTO MOATBEpXKAAaeT
paHee cAeJNaHHbll BbIBOMA, @ CHCTEMOH I1apaJJie/ibHbiX H B3auMoaeil-
CTBYIOILMX HHTEPHEHPOHOB, NOJYUaIOLIHX BXOAbl HA Pa3JIHUHbIX YPOB-
usax LLHC Hurepecho, uto 0o6biuH0 GoJsiee KayaasbHblil 5-# cermeHT
akTHBUpyeTcsi paHbliie l-ro a6ioMuHaabHOro cermedta. 1o 06-
CTOATENbCTBO YKa3blBA€T HA TO, UTO JHGO HHTEPHEHPOHDI, BO36YXKAal0-
LLIHe MOCTCPHANbHBIC CCrMeHThl, HMCIOT GOJ/blIYI0O CKOPOCTh MpoBeje-
HHS, 4eM YNpaBJ/sfiOULHe NCPBbIM CErMEHTOM, JIHGO OHH HMEIOT MeHbliie
CHHANTHUECKUX 3alepxek B CBOMX mposoasiiuux nytsax (Page et al.,
1984).

7.3. O mexaHH3IMe KOMNMEHCAUHWH NEPEMEHHOIH HArpyskH

Tonuueckne mbilleunbie perentopHbole opraubl (MPQO)— naphble
MEXaHOpeueNnTOpHbie 00pPa30BaHHUA — PacCMoJIOXKeHbl MapaJljieJbHO C
3KCTEH30pHbIMH MbllIIlA@MH 1-r0 M 5-ro cermenToB. [lociienHee 06-
CTOAITENIbCTBO CBHAETENhCTBYET O TOM, uTo MPO siBasiioTCA naTuMkamu
AJIHHBI MbIIIL N0I06HO MbllLIEYHbIM BepeTeHaM 1103BOHOYHbIX ([ paunuT,
1973; Comben, 1975; batyes, 1976; Tamap, 1976) u c.1yxar saemeHTa-



MU MPONPHOLEHITHBHON CHCTEMbI, YyBCTBHUTEJbHOM K crub6aHusM 6pioi-
ka (Fields, 1966; Fields et al., 1967).

[1pu maccuBHOM CrH6aHHH MeXXCEerMeHTapHOro cousieHeHHs 6pioul-
Ka HaTsi>KeHHe MblllilUbl YBeJHUYHBAETCS, B pe3yJbTate AedopmalHu
AeHApHTOB peuentopHoil kaetku MPO yacrtora ee pa3psinoB Bo3pac-
taer (33poxu, 1973; Eyzaguirre, Kuifler, 1955; Wiersma et al.,
1953). AktusHoctb peuentopHoi kiaetku MPO Bbi3biBaet pediektop-
Hoe BO306Y>K1eHHe IKCTeH30pHOro MoToHepoHa E2, koTopbiit HHHepBH-
pyeT GOJIbIIHHCTBO MblIILIEYHbIX BOJOKOH 3KCTEH30PHOH MbllUbl H
NPOH3BOAHT B HHX HaWOOJblIHE COEAHHHTEJbHble noTeHuHanb. Ipy-
THMH Cl0BamH, HMeeTcst 3QGeKTHBHBIA NyTh pedeKTOpHOro Bo36yx-
JeHHA 3KCTEH30pOB 6pIOLIKA, KOTOPbIH MPOTHBOAEHCTBYET Hajsaraemo-
My u3BHe crubanuio. [Ipeanonaraercs, uto, Kak H 60JbIIKHCTBO NO-
NOOHBbIX pedeKCOB CONPOTHBJIEHHS, AAHHbIH pedJIeKTOPHbIH KOHTYp
OTpHLATEJbHOH O6GpaTHOH CBSI3H CJAYXHT A48 CcTaGUIH3aUHH TNpo-
CTpPaHCTBEHHOro mnosiokeHust 6piowHbix cermeHtoB (Fields, 1966)

['unoresa cepsomexanusma (Page, Sokolove, 1972) npeanucsi-
Baer peuentopHbli kaetke MPO ¢dyHKuHIO ompeaesneHHs pa3HOCTH
MEeXAY AeHCTBHTENbHOH AJIMHOH IKCTEH30PHOH MblllLbl H HEKOTOPO#
UEHTpa/NbHO 3a]aHHOH «XKesaeMod» AMHHOH. [locnenHee o6cTosATe Nb-
cTBO nossoasier paccmatpiBath MPO kak nerektop «ouwH6KH», onpe-
NeNsIOWHA OTHOCHTEIbHYIO Pa3HOCTb AJIMH pabouyelt W peuenTOpHO#H
MBIl B nepuUdepHyeckom ceppomexanuame. «)Kenaemasi» AHHA IKC-
TEH30pOB HJIH «YCTAHOBOYHASA» TOYKA CepBOMEexaHHW3Ma coobiuaercs
Ha nepudepHio nyrem M36UpaTesbHOH akTHBAUHWH MoTOHeipoHa E4,
HHHEpPBHPYIOLLEr0 OlHOBPEMEHHO U PAboUYyIO, H PELLeNTOPHYIO MbilLLbI,
obecneyuBasl TeM CaMbilM HX COBMECTHOe COKpalleHHe B OTCYTCTBHe
Harpy3kH. [lockosbKy cokpallueHHe pelenTopHOR MblLLLbI B 3TOM CJY-
yae SIBASCTCH MPAKTHUECKH M30TOHHUYECKHM, akTHBHOCTb MPO 6yner
HH3Ka M COOTBETCTBEHHO BKJajl CEPBOMEXaHHW3Ma B pa3BHTHe HAnNps-
XKeHHs pabouell Mbiulubl Mad.

B cayuae Bo3pacTaHHs Harpy3kd Ha GpIOLIKO COKpauleHHe pabo-
yed MblUILbl OTCTAeT OT peLeNnTOPHOH, YTO BbI3bIBAET HATSAXKEHHe
nocsenHeid U Bo3byxaeHue peuentopHoi kiaetku MPO. 3to obycio-
BUT peduiekTopHOe BO36YyxaeHHe MoToHelpoHna E2, kortopblit, B cBOIO
ouepeab, COOOWHT N06aBOUHBIH 3P dePEHTHbIA MPHTOK 3KCTEH30PHOM
MblllILEe, HEOGXOAUMBIN /151 IOCTHIXKEHHS «KesaemMoi» No3UUHH. PyHk-
uuio MPO kak nerektopa «oliH6KH» B nepudepuuyeckoM cepBomexa-
HH3Me NOATBEpXKAaeT CpaBHEHHe UMMYJbCHOH aKTHBHOCTH peuenTtopa
NPH MPOH3BOJIbHBIX pa3ru6aHusx 6plolIKa H KpaiHeH H30MeTpHYECKOH
Harpy3ku Ha HeM. [loxxany#, oauH U3 Haubosee BaXKHLIX pe3yabTaToB
3aKJI04aeTCst B TOM, 4TO B YCJOBHAX ClepXHBaeMbix pasrubaHui
6piowka pedJieKTOpHO BO36yXKAaeTcs He TObKO MoTOHeHpon E2.
HO PEeKPYTHPYIOTCH W JApyrHe MoTOHedpoubl, a umenHo E3 u E6.
HHHepBHpyioluHe 3KcTeH3opbl (Sokolove, 1973).
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[Mocaennuit hpakT 03HauaeT, YTO Pa3BHTHE MAKCHMAJIbHbIX MbilleY-
HbIX HaNpPs)KEHHH MPOUCXOAHT C YYacTHEM LEHTPaNbHOrO MHTEpHei-
POHHOrO annapara, MoJyyaiollero CHrHaj «OWHOKH» C mnepHudepHH.
M peitctBuTenbHO, MopdosorHyeckas OCHOBA TaKOrO «BOCIPHATHA»
cyutectByet: u3BecTHo, uTo MPO-addepents Gplowika npu sxoae B
rairJMi pas3BeTBJASIOTCA H BOCXOAAT BMJIOTb A0 TOJIOBHOrO MO3ra
(Wiersma, 1958). [lpyras BeTBb Kaxaoro cermedrapHoro MPO cue-
AyeT B KayaanbHoMm Hanpasinenuu (Alexsandrowich, 1951), no Bceit
BHAHMOCTH, BIJIOTb A0 6-ro a61OMHHAJIbHOrO FaHIJIHSA.

Xopotuee NOATBEpXAEHHE THMOTE3a CepBOMEXaHH3Ma MOJYy4YH/a
B 3J1eKTPO(pH3HONOTHYECKHX IKCMNEPHUMEHTAX, B KOTOPbIX, HCMOJb3ys
BHEKJIETOUHYIO CTUMYJISILLKIO KOMAHAHbIX BOJIOKOH B OKOJIOMHL1€BOHOH
KOHHEKTHBE paKa, yaa/jocb BbIJEJHTb [Ba KJ1acca HHTEPHEHPOHOB,
O/MH W3 KOTOPBIX MPH 3JEKTPHUECKOH CTHMYJSALHH BO3OYXKaaa MOTO-
HEeHPOHbl, HHHEPBHPYIOLLLHE TOJBKO 3KCTEH3OpHble Mbll€YHble BOJIOK-
Ha, a umenHo E2, E3, E6, a apyro#t — crneundHuecku Bo36yKaaJ To/b-
KO MoToHeHpoHbl E4, KoTOpble HHHEPBHPYIOT H peLenTopHbie, H pabo-
yue Mmbluieynble BosiokHa (Page, 1975 a).

Hano ckasaTtb, 4TO BOMNPOC O pPOJIM PeLEeNnTOpOB PaCTAXEHUS B
MexaHH3Me KOMMEHCAalHH nepeMeHHOH Harpy3ku B JiMTepaTtype Hmeer
npoTuBopeuuBoe TosKoBaHHe. [lombITKH nNpsIMOro 3KCNepHMEHTaJb-
HOro uccaenosanus poin MPO B KOMNeHCaUHH HAarpy3kH npeanpHHH-
MaJjuchb aBaxabl. Tak, pasru6aTenbHble NBHXEHHA OplOlIKA MPOTHB
)KECTKOrO OrpaHH4MTe/sl, Bbi3BaHHble Y WHTAKTHBIX >XHBOTHbIX MpH
€CTeCTBEHHOH CTHUMYJSIUHH (OMycKaHHWe muaaTtgopmbl), CONMPOBOXKAA-
JIHCb Pe3KHM BO3pacTaHHeM aKTHBHOCTH peuentopHoi kaetkh MPO u
nocseayioued aktTupauuell 3¢ depeHToB 3KcTeH3opHoro nynaa (Soko-
love, 1973). B to xe Bpems pa3rub6aHue OpiollKa 104 Harpyskoi,
BbI3BAHHOE 3JIEKTPHYECKOH CTHMYJsILHEeH OTAeJNbHbIX KOMaHAHbIX BO-
JIOKOH, He BCeraa COMpoBOXAaeTCs pelentopHoi akTusHocTbio MPO;
nocjeqHee MPHBEJO K COMHEHHIO B TOM, UTO 3JIeMEHTAMH, YyBCTBH-
TeJbHBIMH K Harpyake, siBJSIOTCA MblllieuHble peuentopbl (Page, 1978).
[TonyueHHble pe3ynbTaTbl OTPaXKaloT, MO-BUAHMOMY, pa3jiHiHe B Me-
TOAMKAX 3KCNEPUMEHTOB H, CTPOTO FOBOPS, HH T€, HH pyrde He MOTYT
AaTb O/lHO3HauyHoro orBetra. B 3kcnepumeHTax, NpoBefeHHbIX HA HH-
TaKTHbIX XHBOTHbIX (Sokolove, 1973), unuuHauHA ABHXKeHHs1 GpIOLL-
Ka OCYLIEeCTBJSETCS eCTeCTBeHHbIM MyTeM H, CJel10BaTesNbHO, BbI3bl-
BaeTCs COMpsiXKEHHOH akTHBHOCTbIO pasrubatenbhblx KH, cpean ko-
TOpbIX HMEIOTCH H Te, KOTOpble crnelHHyeck Bo36yKAAIOT peuenTtop-
Hble Mblwiubl MPO. HesicHbiM, oaHako, octaeTcsi BONpoc, 4eM Bbi3bl-
BaeTcs Bo3pacTtaHHe 3¢(¢depeHTHOH AKTHBHOCTH — pelenTopamMHu pa-
CTAXKEHHS] WJIH BOJIOCKOBbIMH MeXaHOopeUenTopaMH A0p3ajibHOM Mo-
BEPXHOCTH 3K30CKesleTa, KOTopble BO36Y>KAal0TCs, KaK TOJbKO OrpaHH-
yHTeb Kacaetcs OplolKa.

B onbitax, B KoTOpbIX pa3ru6atesibHble ABHXKEHHS Bbi3bIBAIOTCS
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3JIEKTPHUECKOH CTHMYJASAIHEH OTAE/NbHbIX KOMAHAHbIX BOJIOKOH, BIOJI-
He BO3MOXHOH SIBJIIETCA CHTyauusi, NpH KOTOpPOH akTHBHOCTL MPO
MOXeT He Ha6bswaatbcsi. JledcTBUTENbHO, €CJAH CTHUMYJHPYIOULHI
3JIeKTpPOA nonajaeTr Ha pa3ru6aTteibHOE KOMaHAHOE BOJIOKHO, HMeEIo-
ulee NMPoeKUHH Ha pabouHe MbllleyHble BOJNIOKHA, Pe3y/bTaTOM TAKOH
cTumyasiuuu 6yner pasru6anuve 6pilouika, COMpoOBOXKAAKOLLeeCs MOoJ-
yaHHeM peLenTOpOB PAaCTSIXKEHHSI BCJAEACTBHE HX «pa3srpy3kH», He-
CMOTPSl Ha BHEIUHIOI Harpy3Ky. TakoBo BO3MOXHoe OGbSICHEHHe
pa3JHuMi 3KCMepHMeHTanNbHbIX pe3yabratoB. Mrak, moxHo caenartb
Ba)XXHbll BbIBO/J: MOCTOSIHHAA TOTOBHOCTb >KHBOTHOrO K KOMIIEHCa-
LIMH NepeMeHHbIX Harpy30K BO3MOXHA JIHLLb [IPH CONMPS>KEHHOH aKTHUB-
HOCTH KOMaH/IHbIX HHTEPHEHPOHOB, Pa3/IHYAIOILKUXCHA MO Xapakrepy
cBoero BO3AeHCTBHS HA cneuddHuyeckue 3¢¢epeHTbl 3KCTEH30POB
6plowka. MccrenoBaHusi BHIUHCJAHTENbHOR MOJeNH, NOCTPOEHHOH Ha
OCHOBe MOP(ONOrHYecKHX H 3JeKTPOOH3HONOrHYECKHX AAHHBIX, NoAa-
TBepkaawT yuactie MPO B mexaHu3me KOMMEHCAllHH NepeMeHHbIX
Harpy3ok (Llykepman, 1982). Boo6uie yyacTHe MbllLIEUHBIX peLenTo-
POB B KOMMEHCAUHH NepeMEHHOH HAarpy3KH HMeeT JOCTAaTOYHO LUHPOKHH
GHOJNOTHUECKHH CMBIC.

CoraacHo runotese Penbamana (1974, 1979), nanbonee sddek-
THBHbBIH cnoco6 ynpas/ieHHs JJHUHOH Mbililll 3aKJII04AeTCst B LEHTPaJb-
HOM H3MEHEHHH fopora pedJiekca Ha pacTsikKeHHe, T. €. MOAH(PHKa-
LUHMH 3aBUCHMOCTH «CHJ1a — IJIHHA» NYTeM ee napaJJesbHOro nepeHoca
B TY WIH HHYI0O 06sacTb ()H3HOJIOTHYECKH [JOMYCTHMOro AHanasoHa
aauH mblw. Kpome toro, I'panut (1973) ykasbiBan Ha BO3MOXHOe
CyLLEeCTBOBaHHE «OCTPOYMHOro MeXxaHu3ma, I[OALepXKHBAloLlero mno-
CTOSIHCTBO HAlIPSXKEHHS] NPH M3MeHsIOILeHCcA MJMHe mbliiu». B pac-
CMOTPEHHOW cHCTEME peryJsiilid no3 Gplolika HaxoAsiT CBOe OTpaXxe-
HHe ob6e uaen. Tak, B OCHOBE nojAepXkaHHA IOCTOAHCTBA MbllIeY-
HOrO HaMpsi)KEHHUS NPH U3MEHSIOLEHCA OPUEHTAUHH HCMOJHHTE/b-
HOro opraHa (pasjIMYHOH [JIHHEe 3KCTEH30pPOB) JIeXKAT MeXaHH3Mbl
06paTHOH CBSI3H, HCMOJIb3YIOILHE CHIHAJIbl MbILLIEYHbIX peLenTopos, a
3a/laHHe «YCTAHOBOYHBLIX TOUYeK» B MNepHPEpPHUECKHX CcepBOMexa-
HH3MaXx OCYILECTBJIAETCS MOHOMAapaMeTPHUECKHM yNpaBJeHHeM aKTHB-
HOCTH MOTOHEHPOHOB B COOTBETCTBHH ¢ runore3oil Penbamana. Heob-
XOAHMMO OTMETHTb, UTO [OCTOSIHHAS1 YYBCTBHTENBHOCTb PEryJsiTOPHbIX
MEXaHHM3MOB K BHCIIHMM BO3MYLUEHHSIM obecrneuHBaeT ABHraTeb-
HOMY annapary >KHBOTHbIX CMTOCOGHOCTb K KOMMEHCALHH HAarpy3oK npH
N06bIX  UEHTPANbHO-3a[1dHHBIX M03aX, KOTOPbIM COOTBETCTBYIOT H
pas/jiHuHbe AJIHHBI MbILIL.

Bo3MoXxHOCTb KOOpAHHHPOBAHHON peryssillii MbllIEYHBIX Hampsi-
XEHHH 3KCTEH30pOB B GPIOLLIHOA MO3HO CHCTEME CBA3AHA C CYLLECTBO-
BAHHEM BCIIOMOraTeJbHbIX (accesory) TOPMO3HbIX acc-HeHpOHOB,
HHHepBHpYlOWHX AeHapuTbl cermeHTtapubix MPO. Kaxawit MPO-
adoepeHT o6pa3syeT Bo36YK/1aI01ILYIO CBA3b ¢ BCIOMOraTC.1bHbIM TOP-
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MO3HbIM HEHPOHOM COOCTBEHHOrO M COCefHHX cermeHToB. HauGosiee
cusbHas peduiekTopHas cBsA3b o6HapyxeHa mexay MPO u acc-Heit-
POHOM co6CTBEHHOro cermMeHTa. D¢(EeKTHBHOCTb BCEX OCTa/NbHbIX
pedieKTOPHbIX CBSi3edl yMeHblIaeTcsl C yAaJeHHeM OT AaHHOro pe-
LUenTopa M MPAKTHYECKH OTCYTCTBYeT Ha 4-M cerMeHTe, CYHTas oOT
paccmarpusaemoro (Jansen et al., 1971). B 6plowHoii uenouke mbi-
IIeYHbIX peuenTopoB o6HApyXeH HM3BECTHbl 3(¢eKT JatepasbHOro
TOPMOXXEHHS, KOTOPBIH, KaK Tenepb CTAHOBHTCH SICHBIM, OMOCPeAYeTCs
TopMO3HbIMH acc-HeHpoHamHu (Nja, Walloe, 1975). Kpome Toro, cyute-
CTBOBAHHE CErMEeHTAPHbIX aCC-HEHPOHOB SABJSIETCA NPUMEYaTebHbLIM B
TOM CMbICJI€, YTO YKa3blBA€T Ha BO3MOXHOCTb IIEHTPaJbHOH HACTPOW-
KH nepHPpepHuecKkHx cepBoMexaHH3MOB ¢ HX nomoubio. M aeficTBuTE b-
HO, B 3J1eKTPOH3HOJIOrHUECKHX IKCMEepHMEHTaxX Obl10 MOKa3aHo, 4TO
acc-HeHpOHb! ABARIOTCA CHHeprucramMu ¢ HauboJsiee KpPynHbIMH uek-
copHbiMu MoTOHelpoHamu (Sokolove, Tatton, 1975). 3to o6cTosAATEND-
CTBO HMeeT CJEAYIOUHA CMbICJA: KOMaHAa Ha crubanue O6plolIKa
BMeCTe ¢ akTHBallHeHd ¢.1eKCOPHbIX MOTOHEHPOHOB MOXKeT BbI3BaTb
pa3psia acc-HeipOHAa, KOTOPbIH, B CBOIO ouepellb, TOPMO3Si peLenTop-
Hy10 kaeTky MPO, «Bbik/IO4UT» pedekc CONpPOTHBIEHHS NMPH NPOH3-
BOJIBHBIX CrHGATe/bHbIX IBHXXEHHAX.

C apyro#t cTOpPOHbI, HECMOTPSI HAa 3HAUMTEJbHBIH ypPOBEHb aKTUB-
HOCTH peuenTtopa pacTsxeHdsi, HabaonaemMbli npu pasrubaHusix
6ploika B H3omeTpHyeckom pexkume (Sokolove, 1973), peduaekrop-
Hasi aKTHBALUHA acc-HelpoHa o6bIUHO He Habuaioaaercsi. [locaeauee
MOXET roBOPHTb O LEHTPAJbHOM TOPMO3HOM KOHTpOJie acc-HeHpoHa,
NOCPeACTBOM KOTOPOro OCYLLeCTB/SI€TCA peryjsiuus Bkjana pedJex-
TopHoit ayru «MPO—E2» B MbllleyHoe HamnpsikeHHe 3KCTEH30pa.

Ecau npeanosioxuTs, 4To MOMHMO YCTAHOBJIEHHOTO MeEXCErMeH-
TAPHOTO TOPMO3HOro B3aumonedcteus MPO B HepBHOH cucTeme ocy-
LLECTBJISIETCS TaKXKe MHTerpauns curhanos MPO-addepentos Ha tex
KH, kortopble 3a1aloT ycTaHOBOUHbIE TOYKH CEpBOMEXaHH3Ma, OKa-
KETCH BO3MOXHbIM «2aBTOMaTHYeCKOe» pacnpejesieHHe MbllLeYHbIX
HanpsiXeHHil B GPIOIIHONA NMO3HOH CHCTeMe pakKa C yueToM PasjvyHOM
Harpysku Ha oT/e/bHble cermeHThl. Bnpouem, 3ta runoresa tpe6yer
CBOETO MOATBEPXKAECHHUA B HEeHPO(H3HOJOIHUCCKHX OMbITaX H MOKa
Obl1a peajH30BaHa JHIUbL B BbIUMCAMTENbHOM 3KCIEPHMEHTE.

HMrak, kaxnas nosza, npuHMMaemas >XHBOTHbIM, TpeGyeT reHepa-
UHH OMpeaesIeHHOro MaTTeépHa MOTOHEHPOHHOM aKTHBHOCTH. JTa ak-
THBHOCTb SIBJISETCA Pe€3yJbTaTOM MNEeHCTBUSA HEHTPaJbHbIX MNO3HLIX
KOMaH H peIeKTOPHBIX PeaKLHA HA CEHCOPHYIO CTHMYJISILHIO XKHBOT-
Horo. Ha npumepe GplowHoii no3HOi cucTeMbl peyHoro paka Obijo
MOKAa3aHO CYILECTBOBAHHE ABYX KaHAJOB YNPABJEHHS:

1. Cucrembl no3Ho# peryasiuvd, o6ecrneydBaiolleil AOCTHMXEHHC
H (PUKCAUHIO CTPOrO ONpeNesNeHHbIX MO3HUHIA H CBA3AHHYIO C 3THM
KOMMNEHCAUHMIO NepeMeHHbIX Harpy30K; 3TO JAOCTHIAeTCsl CHTPAIbHbLIM
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ynpasJjieHHeM aKTHBHOCTH MOTOHEeHDOHOB, HHHEPBHPYIOLLHX OAHOBpe-
MEHHO pelenTopHble U paboude MbilIeYHblE BOJOKHA.

2. Cucrembl reHepauUHH TOHHYECKHX CrHGaTeNbHO-Pa3ru6aTenbHblX
NBHXXeHHH Oplolika, OCHOBAHHOH HAa HM36MpaTeJbHOH AaKTHBAUHH C
NMOMOLIbIO KOMaHJHbIX HHTEPHEHPOHOB KpYMHEeHWHX 3¢ depeHTHbIX
HeHpPOHOB, KaXXAbli U3 KOTOPbIX WHHEPBHPYET HCKJIOYHTEeJIbHO pabo-
yHe («3KCTpadysa/ibHbie») MblllleYHble BOJOKHA.

LlenTpanbHoe ynpaB/ieHHe AaKTHBHOCTbIO TOPMO3HbIX BCHOMOra-
TeJbHbIX acc-HEeHPOHOB, KOHTPOJIHPYIOLIMX BKJaA nepHdepHUecKHUX
pedieKCoB CONPOTHBJEHHS B PAa3BUTHE MbILIEYHbIX HaNPsXKEHUH,
NO3BOJISIET OCYLLECTBJATb PEryasillHi0 OTHOCHTEJNbHOrO YPOBHSI Hanps-
MEHHSI MblLUL-aHTAarOHHCTOB H yyacTHe 3TOTO MeXaHH3Ma B pelleHHH
CTAaTHUECKHX 3ajau MoadepXaHus no3bl. Bakubli npumep apan-
THBHOTO YNPABJEHHSA — PEryJsillua NOo3bl, T. €. CUTyallHsl, KOrAa XKH-
BOTHOE HAaXOAHMT «yA06HOe» AJsl BLINMOJHEHHS TeKYllleH NBHraTeJbHOM
3ajlayu MoJIOXKEHHe HCMOJNHHTENbHbIX OPraHoB, OCHOBaHa Ha «aBToO-
MaTH4YeCKOM>» pacrpe/ieJieHHH Bo306yXKAailoulero H TopMosHoro adde-
PEHTHBIX CHrHAJOB K CcerMeHTapHbiM Mbluilam. DPdeKTHBHbIA NyTb
TAaKoro pacnpejejeHHs — HHTerpauusi curianos MPO-addepentos
NPeMOTOPHbIMH HHTEPHEHPOHAMH, cieuHHYECKH CBA3aHHBIMH C MOTO-
HeAPOHAMH, HHHEePBHPYIOLUMH H paGoule, H pelenToOpHble MbilLlbl B
3KCTEH30pHO#H CcHCTeMe.
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