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dyHaamMeHTalIbHas POib IeHTpalbHBIX TeHepaTtopoB (III') marTepHa (central pattern generators, CPGs)
B MPOU3BOACTBE MOTOPHBIX KOMaHJ MojydaeT pactyuiee npusHanue. CPG omnpeaensior kak ancamoOiIb
HEWPOHOB, COBMECTHO CO3JIAIONIUX YIMOPSIIOYCHHYIO ONPEACICHHBIM 00pa30M BBIXOIHYI aKTHBHOCTD.
[IpuHATO CYNUTATH, YTO YHOPAMOUYCHHOCTH OMPEIEISACTCS CICHHU(PUIHOCTEI CHHANTHYCCKUX CBs3eH
MeXay HelipoHamu aHcaMmOms. CornacHo B3IMISALY aBTOpA, CYyIIECTBEHHA CIMEMU(DHIHOCTh CHTHAIBHBIX
MOJIEKYJ, IPUHAIJICKAIINX HEHPOHAM pa3HBIX XUMHUYECKUX (eHOTHUIIOB. COBpEeMEHHBIC HCCIICOBAHMS
IEeMOHCTPUPYIOT ctocobHOCcTh CPG K peopraHu3amnuu, MpUBOAAIIEH K HU3MEHEHUIO MTaTTepHAa BBIXOIHON
AKTUBHOCTH. DTy MYJIbTH(PYHKIIMOHAIBLHOCTh TPYIAHO OOBSACHUTH B MOHATHUIX aHATOMUYECKOM (= CHHAI-
TH4ecKoil) opranuzauuu. ['erepoxumuueckas runore3a CPG He ctons purugHa. Mel npemnonaraem, 4To
JTUHAMUYCCKUMH (IIFOKTYAllUsSIMH COACPKAHUS HEHPOAKTUBHEIX MOJCKYJT B JIOKATHHOW MEKKICTOUHOM
cpene ompenestoTesl GU3HONIOTHISCKAE CBOMCTBA M PEICNTOPHBIA MPO(HIb HHANBUAYATBHBIX HEHpPO-

HOB W, TAKHM 00pa30M, XapaKkTep UX CaMOOPraHU3alNH B MATTEPH-TCHEPUPYIOINI aHCAMOIb.

Tpanuuust HaXoAUTH PyHIAMEHTAIbHBIC MEXaHU3-
MBI HEPBHOH JIEATEIIbHOCTH HE B CaMOM MO3Te, a B
MPEXOASIINX NPONYKTAaX TEXHUKU, JaBHO TPEBOXKHUT
OMONOTHYECKN OPUEHTHPOBAHHBIX HCCIEeNOBaTeeH.
Hawano et momoxwmn Pene [exapt (1596-1650),
yHOAOOMSBIIMI MO3T THAPABIMYECKOW MaIIHUHE.
[To3ke MO3T yImOmoOsIIH DIEKTPUISCKON ICTH, Te-
ne(OHHOW CTaHIUU, TONOrpaMMe, HBIHE — KOMITbIO-
Tepy W MCKYCCTBEHHBIM HEHPOHHBIM ceTsM. JoOpo
O0bl apredakThl MOHMMAJINCHh KaK MeTadopsl, HO B
HUX BCEpbE3 UIIYT yKa3aHUE Ha yCTPOWCTBO MO3Ta.

CerogHsi WCKYCCTBEHHBIC HEHPOHHBIE CETH U
HMCKYCCTBEHHBI HMHTEIJIEKT HE TaKhe, KaKUMH OHH
OBLTM BUepa, a 3aBTpa B TEXHUKE BO3ZHUKHET YTO-TO
coBceM HOBoe. Ho B HamieM Mo03Te T€ K€ HEpBHBIC
KJIETKH, T€ XK€ MEXaHU3MBbl MEKKIETOYHBIX B3aUMO-
MEeUCTBUM, Kak¥e OBIITN Ha 3ape MUBHIN3aNNH. bonee
TOrO, OMOJIOTUYECKHI CyOCTpaT, B KOTOPOM IMPUHU-
MarTCsl pemeHus U (HOPMHUPYIOTCS MOBEISHUYECKUE
KOMaH/IbI, MPAKTUIEeCKH HE MEHSICS Ha BCEM MPOTS-
JKEHUU DBOJIFOIIUU OPTaHU3MOB, 00JIAIAIOIIUX HEPB-
HOU cucTeMOl. MI3MeHeHHsIM MOABEPrarTCs TOIBKO
HAIlH IIPEJCTABICHUSA O HEM.

Bompoc o cybOcTpare moBemeHHs OymeT 34eCh
paccMOTpeH C OMOJOTUYECKUX MO3UIUNA U B HCTO-
pudeckoM KoHTeKcTe. CEerOomHSAIIHSAS CUTYyalusl Xa-

paKTepu3yeTcsl HaKOIUIEHUEM aHOMAaJlUil B TOCHOM-
CTBYIOIIMX T€XHOT€HHBIX MPEACTABICHUAX O MO3TE.
DOopMHUPOBAaHME HOBOM KOHILENTYAJIbHOW CXEMBI
BO3MOXKHO, 10 MHEHHUIO aBTOPA, HA OCHOBE UJIEH, YTO
MEXaHU3Mbl HEPBHOW pEryJdllMd YHAcCJeIOBaHbl OT
JIOHEPBHBIX PETYIATOPHBIX CUCTEM U UMEKOT XUMU-
YECKY10 IPUPONY.

Mo3r — ycTpoiicTBO, BHIIIOJIHEHHOE OHOJI0rnYe-
CKHMH cpeAcTBaMHU. OTa (QyHIaMEHTaIbHAs HIES
npuHajuiexutr X.C. Komrosuiy (1900-1961). On
HE CKPBIBAJI CKEIITHYECKOTO OTHOMIICHHUS K TOMY, 9TO
€ro COBpPCMCHHHMKH OIIMCBIBAIOT MEXaHU3MBbI MO3ra
B TOHATHUSAX JJICKTpUYEeCTBa. B wacTHOCTH, pacmpo-
CTpaHEHHOMY B3SOy Ha MeauaTop (HeipoTpaHc-
MUTTEp) KakK MepeAaTdyuK 3JIEKTPUUECKOTO HUMITYIb-
ca KomTosHII OJWHOKO MPOTHUBOMOCTABISI CBOKO
“OH3UMOXUMHYECKYI0 Tunore3y’. OHa ampuopHO
HaJesIs1a CUTHAIBHBIC MOJICKYJIBI HEPBHOM CHCTEMBI
OMOXMMHYECKOH HHANBUAYAITbHOCTRIO H IIpeiiaraia
BBIBOJIUTH CBOCOOpa3me KaKJOoro HeWpomeauaropa
U3 €ro JOHEpBHOU perynsaropHoi ¢pyHkiuu (Komrro-
sHU, 1957, 1959, 1963; cm. Takke Aptémos, Caxa-
poB, 1986, ri. 3).

Heitpobnonoramu mkonbl KomrrosHIla Hemano
CIleJIaHO Ui pa3BuTHs 3Tod uaeosorun. T.M. Typ-
naeB (1962) npencraBui nepBoe B MUPOBOIl Hayke
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JI0Ka3aTelIbCcTBO OEIKOBON MPUPOABI  KJIETOYHBIX
peuentopoB. Karanmun II-Poxka skcnepumeHTaNb-
HO TOJTBEpAMIA TMPEANONIOKEHHE O TPAHCMUTTEP-
HOM QyHkumu ceporonuHa (S-Rozsa, Graul, 1964;
S-Rozsa, Perenyi, 1966). Ycunuamu C.H. Huctpa-
toBoi, T.I'. IlyTuHIleBOW M Apyrux OBLIO BIEPBEIC
MOKa3aHO, YTO MMyPHUHOBBIE COCTUHEHHS TOMUMO U3-
BECTHBIX BHYTPHKIJICTOUHBIX (PYHKIUH BBITIOIHSIOT
1 pYHKIHIO MEXKKIETOUHBIX perynstopoB (Typmaes,
1965). MHTEeHCHMBHO WHCCIENOBaIUCh MeTabouye-
ckue (PyHKIUH “TiepeaaTankoB dnekrpuaectna’ (JE-
muH, 1967). UccnenoBanus [.A. By3snukosa (1987)
J0Ka3ajJl y4acTHe HEHPOTPAHCMHUTTEPHBIX BEIIECTB
B MEXaHHM3MaX paHHero sMOpuoreHneza. Bcé€ ato Bo-
LIJIO B COCTaB COBPEMEHHOW HayKH, AaB Hadyajlo HO-
BBIM HAIlpaBJIeHHSIM HCCIEA0BaHUN.

YIoMsiHy B 3TOM pSay pe3yidbTaTbhl H3yYCHHS
XUMUYECKUX KJIETOYHBIX (DEHOTHUIIOB y HUBIIUX
XOPJIOBBIX — JIAHIIETHUKA U acuuauid. B ux snurenu-
aTbHOM PECHUYHOM OpraHe (SHIOCTHIB), ITOXO0KEM
Ha Te KeJioba, U3 KOTOPBIX MOTJIA MPOU30UTH HEPB-
Hasg TpyOKa IO3BOHOYHBIX, OOHApYKUIUCH “‘ermé”
HE HEpBHBIC, HO YK€ TPAHCMHUTTEP-CIeu(uIeCKre
cekpetopHble kieTku (CaxapoB u ap., 1979; Haym-
kuHa, Caxapos, 1981; Sakharov, Salimova, 1982;
Nilsson et al., 1988). K uaesm KomrosHia BocXoasaT
U TE€ COBPEMEHHBIE MOJICKYJIIPHO-OMOIOTrHYECKUE
nccienoanus (Moroz, 2009), koTopsIMH HaIEXKHO
MOATBEPKJCHBI MOM JaBHUE JIOBOJABI B IMOJb3Y TO-
MOJIOTHH HW30XMMHUYHBIX HEHPOHOB M HE3aBUCHUMOIO
MIPOUCXOKICHHUS PA3HBIX HEHPOHAIBHBIX ()EHOTUTIOB
(Sakharov, 1970; Caxapos, 1970, 1974; cMm. Takxe
Hobert et al., 2010).

3a pecsTHieTHs, NpOLIENUINE IOCIe KOHYHHBI
KomrtosiHnia, CTUXUHHO W3MEHMIIOCH U0 Tpodec-
CHOHAJIBHBIX >KypHalloB. OCHOBHasg Macca Hcclle-
JoBaTeJel Mo3ra mepecrajga 3aHHUMAaTbCs 3JIEKTPH-
YeCKHUMH MaHH(ECTaUsIMH, MEePEeKIIOUNBIIUCE Ha
BEIIECTBA, PEAKIUH, Te€Hbl. AHAJOrOBbIE IOJXO[bI
BcE yalle ycTynalT MecTo Ouojoruueckum. U xors
KOHIENITyaJIu3alis HOBBIX 3HAHUI OTCTA&T OT UX Ha-
KOIJIEHUS, MBI BIIpaBe KBAIH(QHUIUPOBATH IPOUCXO-
Jsiiiee Kak 31oxy cMeHbl napaaurm (Caxapos, 2011).
Ona pacTsHyiach Ha AECATUIETHS M HE MPOCTa IS
COBPEMEHHUKOB, HO JIy4llle OTHaBaTh ce0e OT4ET B
MIPOUCXOJAIIEM, YEM CJIETIO CIIEI0OBAaTh OTMHUPAIOIIUM
YCTAHOBJICHUSIM.

Crpyiinass mapaaurma. Bomroménnas B mapa-
aurMe “‘creuuanbHas KapTUHa MUpa” MPUBOIUT 3HA-
HUS B CUCTEMY U, YTO HAMHOTO Ba)KHEE, TUKTYET, KaK
HCTOJIKOBBIBAaTh ()aKThl M (QOPMYITUPOBATh TEOPHH.
(He cmenyer mytarh ¢ J1abOpaTOpHBIM HOBOSI30M,
rme “mapagurma’ — MeETOAMYEcKas Mpomnuch.) Ha-
CTOSIIHE TApaJUTMBI BRI3PEBAIOT PEIKO M JeprKaTcs
Ne5 2012
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JIOJITO, SIBJISISL TOPA3UTEIbHYIO XKUBYYECTh HE TOJIBKO
B OBITY (BCIIOMHHUM: “‘COJHIIE B30LLIO”, “IPUHUMAIO
BCEM cepAleM”’, U T. 1.), HO U B CEphEIHON Hayke.
IIpu cmeHe mapaaurmsl Hayka He 00s3aTEIbHO BBI-
UTPBIBaeT, OBIBAIOT JOCaAHbIe moTepu. He obonutock
0e3 moTeps M B MpeACTaBICHUAX O cybcTpare ynpas-
JICHUS TIOBEJCHUEM.

ITo GonpmioMy c4€Ty HBIHENTHSS dIEKTpUUYECKas
napaaurma Mo3ra — BCETO JIMIIb BTOpas B HCTOPUHU
eBponeiickod Mbiciu. Jlo TOro kKak HEpPBHYIO Jes-
TENBHOCTh CTalld ONHCHIBATH B MOHSATHUAX 3IEKTPHU-
4yecTBa, €€ CBA3BIBAIM CO CTPYCHHEM HEBUIMMOU
MOABIDKHOM cyOcTaHInm, esprits animaux (animal
spirits B aHITIMHCKOH JIuTepaType, “KUBOTHBIC TyXH
B HEYKJIOKEM pycckoMm ImepeBone). CrpyiiHas ma-
pagurMa mpojepIKaiack Ooliee NBYX THICAUETIETHH.
[TonocTn Mo3ra, B3AyTHE pabOTAIOMIUX MBILII — BOT
peanbHOCTh, Ha KOTOPYIO OTMPAaUCh HAIX Mpeiie-
CTBEHHHKH, MBITABIINECS MPEJCTABUTH, KAaK MOT OBl
paboTaTh MexaHU3M ynpasieHus TeloM. OcTaabHbIe
9JIEeMEHTHl KapTHUHBI MPHIIIOCH JOPUCOBBIBaTh. K
HUM OTHOCSITCS KaHAaJbl HEPBOB, SIKOOBI TPyOUaTHIX,
Y HEBUJIUMBIA HOCHUTEIb MO3TOBBIX PacHOPSIKEHHH,
CTPYs KOTOPOTO HAyBAET MBIIIILY.

Ve ['anen (130-200) monarasi, 9T0 HOCUTEIb pac-
NOpsDKEHUH MaTtepuasieH. JlekapT TpakToBal ero Kak
nervaimyio ¢pakiuio ¢uinsrpara kpoBu. Jlo6aBuB
K YMO3PHUTEIHHOMY HOCUTENIO HadaHTa3MpOBaHHBIC
HUTOYKH YYBCTBUTEJIBHBIX HEPBOB, YIPABISIOIINAC
3aCIIOHKaMH JKETylo4koB, JlexkapT HOBEN cCTpyii-
HYIO TIapajurMy Jo coBepuieHcTBa. OHa MO3BOJISIIA
eMy 0e3 MOMOTHUTENbHBIX HATSKEK OOBICHATH BCE
MO3TOBbIC (DEHOMEHBI — OT 3MOLMA U YIPABJICHUS
JBYKCHHSIME 10 YyBCTBOBaHMM M yma. OqHAKO Ka-
KUX-TUO0O TPSIMBIX CBHUICTEIHCTB CYIICCTBOBAHUS
MOJIBM)KHOW CYOCTaHIIUU, a TAK)KE HUTOYEK, CBS3bI-
BaIOIUX €& pe3epByapbl ¢ CCHCOPUKOMA, TOTyUEHO HE
osut10 (Cosenza, 2002-2003).

Hanexxna na Marepuanuzalvio HOCHUTENS pac-
MOpsDKEHU poaunach ¢ OTkpeiTueM JI. 'anbBaHu
(1737-1798) xuBoTHOTO 3NMekTpruuecTBa. llepenom-
HBIMH JJI51 (DU3MOJOTHM HEPBHOW CHCTEMBI CTaJlH
18501852 rr,, xorma I. I'empmromem (1821-1894)
SKCIEPUMEHTAJbHO IOKa3aJ, YTO XUBOTHOE 3JIEK-
TPUYECTBO MEPEABUTACTCS 10 ABUTATEIbHOMY HEPBY
CO CKOPOCTBIO, TOCTYITHOM €CIM HE NOHUMAHUIO, TO
n3mepennto. COBpeMEHHUKH Oe3 TeHU COMHEHUH
SKCTPAINONMPOBAIN pe3yabTarsl [enbmronbia Ha
YyBCTBHUTENbHBIE HEPBHI M Ha Mo3r. [loTpebHOCTH
B TOJOCTSAX W TpyOoOdKax oOTIalia, 3aTo MOSBUIACH
noTpeOHOCTh B MPOBOAHHMKAX dJeKTpuuecTBa. Du-
3UOJIOTHSI HEPBHOM CHCTEMBI cTama 3IeKTpodu-
3M0JIOTHeH, OMOJIOrHYecKuM cyOcTpaTroM HEpBHOU
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JEATENBHOCTH CTalM “IPOBOJAIIHME MYTH HEPBHOM
cuctembl” (Clower, 1998).

U cpazy xe BO3HUKIM MPOOIISMEI.

Jnexktpuyeckasa mapagurma. [logoOHO TOKY
KNIOKOCTH 110 pr61<aM, ABUKCHUEC DJICKTPHUYCCTBA 110
MPOBOJHUKAM MBICIIUIOCH HE COBMECTHUMBIM C Pa3phl-
Bamu. Ho k ToMy BpeMeHU, KOIla HEPBHYIO CUCTEMY
CTaJIM TOHUMATh KaK CHUCTEMY MPOBOJHUKOB KHBOT-
HOTO JJICKTPUYECTBA, B OHOJIOTHHU YXKE yTBEPIUIIACH
kieTouHas Teopus. OHa cTajga XpOHUYECCKUM HCIIBI-
TaHHWEM JIJIsl HayKu 0 Mo3re. buonorudeckas teopus
TpeboBaja NEnuTh CyOCTpar HEPBHBIX MPOIECCOB
Ha JUCKPETHHIEC CAUHUIIBI — KJIETKH, a mapagurma (B
COTJIACHH CO 3MIPaBBIM CMBICIIOM) TpeboBaa, 4TOOBI
cyOcTpaT ObLI HEpa3phIBHBIM H €IUHBIM.

Ha py6exe XIX u XX cToneruil HalmoOJIHEHHOCTD
MO3ra KJIeTKaMH yBEpPEeHHO MOJTBEpIUIa MUKPOCKO-
nusg. OgHAKO TpernapaTsl, MONyYeHHbIe cepeOpeHn-
€M Cpe30B, He ObUIM OIHO3HAYHO IPOYMUTAHBI — JBa
TOTJIAINHUX KOpU(ess HeHpPOTUCTOJIOTUU BHJIEITH B
MHKPOCKOIT pa3Hoe. DTO W3BECTHAs HCTOPHUSA, OHa
HACTOJBKO IOYYHTENbHA, YTO TOJE3HO OCBEXHTH
eé B mamsaTu. O0a BEIMKHUX THCTOJOra OBLIM MOIII-
HO MOTHBHPOBAHBI UJeel dJIEeKTPUUECKON CHTHAIN-
3anuu, 00a Jo0Ka3ajdu Hepas3phIBHOCTH cyOcTpara,
HO uX (ymoctoeHHble HoOeneBckoi mpeMuun) aoKa-
3arenbcTBa OBLTM B3amMouckitodaromumu (Golgi,
1906; Ramén y Cajal, 1906). C umeHeM uTaNbsIHIA
Kamumnmo lomsmxn (1843—1926) cBsizaHa CHHITUTH-
aJbHAs BEPCHUS DIEKTPUYSCKOW mapaaurMmbl (“peTu-
kynsipusm’). Ilo Tonbaku, TOHKHE BETBU OTPOCTKOB
HEPBHBIX KJIETOK CIUBAIOTCS, 00pasysl CHHIIUTHH
TeM o0ecrnednBas HEeJIOCTHOCTh MPOBOSIICH CUCTe-
Mbl. [Ipyroil 3HaMEHMTBIII MUKPOCKOIIMCT, MCIIAHEL]
Cantwsaro Pamon-u-Kaxan (1852-1934), na 3ampoc
MapajurMbl OTBETUJ MHAYE: HEPBHBIE KIIETKU (“‘Hel-
pOHEI”) B OMOMOTHYECKUN CHHIUTUN HE CIHUTHI, HO
00pa3yroT JIIeKTPOCUHIIUTHI: o0mee 3MOpHOHATh-
HOE MIPOUCXOKICHHE ACTAET UX HACTOIBKO CXOXKHMH,
YTO IMEJIOCTHOCTHh MPOBOASAIIEro cybcTpara obecme-
YUBAETCS MEKKJIETOUHBIMU CThIKAMU, “‘CHHAICaMU’ .
(Tak cTBIKM MEXIy pelbcamMy 00eCTIeunBaloOT HeTpe-
PBIBHOCTB KeJIE3HOIOPOXKHOTO ImyTH.) Jlobasiio, uto
OOITHOCTh MPOUCXOXKJECHUS HEPBHBIX KIETOK ObLIa
nekyapupoBaHa Kaxanom omsiTe ke Moj AaBIeHUEM
BJIEKTPUYECKON MapajurMbl; B JEUCTBUTEIbHOCTH
HEWPOHBI PAa3BUBAIOTCA M3 HECKOIBKUX 3AMOpPHO-
HaJbHBIX 3aKJIaJ0K. Pe3ynbTarsl (U3MOIOTHYECKUX
vccreqoBaHui OBLTH HCTONKOBAHBI KaK ITOATBEPIKIE-
HUE€ CTHIKOB. B MTOre mMpU3HAHWE TONy4YHIIa BEPCHS
Kaxana, u oH Hapsny ¢ ¢puszuosorom Yapaszom Llep-
punarToHoM (1857—-1952) cTan moynTarhCcs Kak OCHO-
BaTenb “HEUPOHHON NOKTPUHBI .

CAXAPOB

OTpakéHHbIl CTUMYJ HMJIH 3HAOTEeHHBIH Mpo-
AykT? OrpaHuduB OMOJIOTHYECKHH CyOCTpaT HEpB-
HBIX TpoueccoB (YHKIHEH NPOBEOCHUS 3ICKTPH-
yecTBa (““HEPBHOTO MMITyJbca”), HOBas IMapagurma
JIOJDKHA OBblJIa OTBETHTH Ha BOIIPOC: OTKyma Oepércs
TO, 4TO IpoBoAuTCcA? OTBET Ka3ajcsa MPOCTBIM M ca-
MOOYEBHIHBIM: HEPBHBIN UMITYJIBC — 3TO TIpeodpa3o-
BaHHBIN B 3JEKTPUUECTBO BHELIHUNA CTUMYI.

HanomHI0, 10 OTKpBITHS XHBOTHOTO 3JIEKTpUYE-
CTBa CUMUTAJIM, YTO HOCHUTENIb KOMAaHJ, MOJy4aeMbIX
s dexkTopamu, BeIpabaTeIBaeTCsI MO3roM. Mo3T OBILIT
AKTHBHBIM YYaCTHHKOM MEXaHHM3Ma YIpPaBICHHUS.
Ponp BHemrHero cTuMysia TOTAAQ CBOJIWIU K BBICBO-
OOXIEHUIO PHIOTEHHOTO (BBIpabOTaHHOTO CyOCTpa-
TOM) MpOAYKTa (HOCHUTEIS KOMAaHJbl) U3 MO3TOBBIX
Jeno. 9To 3aMevyaTesbHOe IPO3PEeHHUE Y0 U3 HAyKH
BMECTE CO CTPYHMHOMU NapaaurmMou. BozHukiio npen-
cTaBlieHHE 0 pedUIeKTOpHO# ayre, B3sBiiee y Jlexap-
Ta TepMUH “pediekc”’, HO He ero coiepKaHue.

Konnenmus pedrekTopHOil 1yru BRICTPOCHA TOJ
MpEeCTaBICHUEe O HAIHCHPOHHOM, HAIKICTOYHOM
anexkTpudeckoM (eHomeHe. [lopokaEHHBIN BHEII-
HUM CTHUMYJIOM HMIIYJIbC, COMJACHO JOKTPHUHE,
JMIOCTUTAET MO3Ta, OTPAKAECTCS OT HETO W MYHUTCS K
MBIIIIIE, TIEPEeCKAKNBAas 10 MyTH C KJISTKH Ha KIETKY.
Takoe MoHMMaHKUE XOPOIIIO COTTIACYETCS CO 3APABBIM
CMBICIIOM. MOJIOTOYEK Bpada ymapseT MO KOJICHY —
HoTa Agpraercs, KOJICHHBIA peduiekc odeBuaeH. Ho
JUJISL 3IPaBOTO CMBIC/IA OYEBHIHA U IMHUS TOPU30HTA,
a MeXJIy TeM OHa He cymiecTByeT. M TO4HO Tak ke He
CYIIECTBYET B MPUPOJIE HEPBHBIM UMITYIbC, IEPECKa-
KHBAIOINH B CTHIKaX C KJIETKHA Ha KieTKy. CymiecT-
BYET HEYTO MHOE — MOTeHIual AeictBug. HepBHas
KJIETKA MCITOJIB3YET €TO0 M1 COOCTBEHHBIX HYXK/I, YTO-
OBl IO BO3MOXXHOCTH KOMIIEHCHPOBAaTh TPYAHOCTH,
CO3/1aBaeMbl€ JUIMHHBIM OTPOCTKOM. JIokanbHBIN pe-
[ENTOPHBIN MOTEHIINANl HE MOXET HEMOCPEACTBEHHO
MOBJHUITh Ha MOTEHLUHAN yAAJEHHBIX CEKPETOPHBIX
BETBCH aKCOHA, T.e. HC MOXKET YNIpPaBIATh YPOBHEM
CEKpeINH, U yIPABJICHUE OCTUTAETCS MPHU IMOCPeI-
HUYECTBE MOTSHIMAJIIOB JCHCTBUS — CIANWKOBOIO
paspsma. OTo BakHas (QYHKIHs, HO OHAa HE HWMEET
OTHOIICHUS K MEXaHHU3MY MEXKKIECTOYHON CUTHaIH-
3auuu. B HelipoHax ¢ OTHOCUTEIBHO KOPOTKUMU OT-
POCTKaMH, /€ JIOKAJIbHBIH PEIeNTOPHBIN MTOTEHITNAT
YCIEIIHO VYIPaBISIET MOTCHIUAIOM CEKPETOPHOI
MeMOpaHbl, HUKAKOTO ‘‘HEPBHOTO HMITYJIbCa” HET,
MOTEHIMAJ JEWCTBUS 37eCh MPOCTO He HyXeH. Ta-
KOBBI, K MPUMEPY, OUTIOJSIPHBIE U TOPU3OHTAIHHBIE
HeHWpoHBI ceTuaTku mo3BoHOYHBIX (Bullock, 1977).

Hetipodusmonorn monro mpupaBaiud ‘“HEPBHBIM
UMITyJIbcaM”™ MPEYBEJMUYECHHYIO POJb, MOJYUHUB UM
BCIO KapTUHY MEKKJIETOYHOH curHanu3zanuu. Co Bpe-
MEHEM KOHIENIHIO OTPaXEHHOTO CHUTHAJla 0COBpe-
Ne5 2012
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MEHHIIM B JyXe MUCKYCCTBEHHBIX HEHPOHHBIX ceTeil
(“mpomteccunr umHbOpMAIUK”’), HO €€ DIIEKTPOTEX-
HUYeCKas MOoNOTIIEKa ocTanack npexkHeid. OcoOeHHO
MPUBJIEKATEIbHbl TEXHOTCHHBIE TMPEIACTABIECHUS O
MO3re JIJIS TeX UccieaoBarenel, KoTopele paboTaT B
HeOMOJIOrHYeCKUX 00NacTsIX Hayku. BoT, k mpumepy,
KaK BBICKA3aJICAd O HEHPOIBOIIOIUY U3BECTHBIN OpH-
TaHCKUH acTtpoHOM c3p DPpen Xoim (1915-2001):
“...MCEHS OIISJIOMJIIET TO, KaK IMOCTEICHHO XHUMHUS
yCcTynaja JAOpOory 3JeKTpoHuKe” (IuT. mo: J[okuH3,
2010, c.43). Mexnay TeMm cpaBHUTEIbHAs (PU3IHO-
JIOTUSI PUCYET OOpaTHYI0 KapTHUHY. DIIEKTPUUECKOE
yIpaBIeHUE MOTOPHBIM MMOBEICHUEM U3BECTHO JIUIIThH
B IPUMHUTHUBHON CHTyaluu. Y HEKOTOPBIX HU3IIUX
0eCI03BOHOYHBIX (HampuMep, B cyoyMmoOpemie cudo-
HOJOp), @ TAK)KE Y PAaHHETO TOJIOBACTHKA JIATYLIKU
MOTEHIIMATBl JEeHCTBHUSA MPOOETAI0T K MBIIIIAM I10
AIUTETNATLHOMY 3JICKTPOCHHIUTHIO (“HefipoumgHOe
npoBeaeHue” —Mackie, 1970). DBonrorus ke yrnpas-
JICHUS MBIIICYHBIM OTBETOM BBIpaXkajach dIUMHUHA-
[HEeH SIEKTPOCHHIUTHEB M Pa3BUTHEM MEXaHH3MOB
XUMHUYECKON CUTHAJIM3AIUU, KOTOPhIE CTAaHOBUIIMCH
BcE Ooisiee m3oupéHHbIMU. ECau 4TO M olIeoMisieT
B MO3T€ BBICHINX OPTaHHU3MOB, TaK 3TO JOMHHHUPO-
BaHHME TOPMO3HBIX MEXKKJICTOYHBIX B3aUMOICHCTBUI
(Hen30e)kHO XMMHUYECKHUX) HaJ “Tiepenaveil BO30yxK-
JEHUs”. DIEKTPOCUHLUTUU B BULE “DICKTPUUYECCKUX
CHHAICOB” COXPAHUJIUCH JUIIb KaK HCKIIOUCHHUE, IM
OCTaBJICHBI OTHOCUTEJIBHO MPOCTHIE, 00bETUHUTEIb-
Hble (QYHKIHMM: HalpuMep, BBI3BIBATH CUHXPOHHBIHI
BBIOpOC B KPOBBH 0OMIEro HeHpOropMOHa HEHPOCEK-
PETOPHBIMU KJICTKAMHU.

Vike B Hauasne XX CTOJETHS] KOHIEMLHUS MaCCUB-
HOTO MPOBOAsAIIEro cyocTpara (pedaekTopHOMi Tyru)
BBI3bIBAJIa HEJOBEpUE, NaXe HENpUsITHE, y psaa
BHJIHBIX CHEIUATUCTOB MO MO3ry. M 3TO MOHSATHO.
JKu3Hb Benib BOOOIIE aKTUBHBIN (DEHOMEH — CIIOHTaH-
HBIM, CAaMOpPa3BUBAIOIIUICS, CAMOOPTaHU3YOIIUICS.
OpnHako paHHUE apryMEHTHI B TOJB3Y AKTHBHOTO
MO3TOBOTO (aKTOpa MPEabABISINCH JUIIL Ha CIO-
BECHOM YPOBHE — C MPUBJICYCHUEM HECTPOTO OIpe-
NeIEHHBIX TOHIATHH (“LIeHTpalbHBIE IETePMUHAHTHI
HEOOMXEBUOPHUCTOB, “TOMHHAHTA” W “‘O4ar BO30YXK-
nenusa” A.A. YXToMckoro, “ueneycTpemMiIéHHOCTH
H.A. bepumreiina, u T.11.). OcraBasice MeTadopamu,
OTH TOHATHA HE TOJCKAa3BIBAIH DJKCIEPUMEHTOB.
Pe3ynprarel THOHEPOB-OAWHOYEK, WHOTAA BIIOJTHE
nepcruekTuBHbIe (Hampumep, Brown, 1911), He Ho-
CHJIM CHUCTEMHOTO XapakTepa, M03TOMYy Heu30exHO
YXOJIHIIN B TECOK.

OKcIepUMEHTANbHOE ONpPOBEpKEHUE peduiek-
TOPHOM JyTru MPOU3OLIIO JUIIb BO BTOPOU MOJIOBU-
He cTojeTHs. DTO ciellaja HOBasg OuoOIOTHYecKas
nucuuminHa — Helposronorus (Hoyle, 1970). Ona
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M03aUMCTBOBAJIa Y HEWPO(PHU3UOIOTUU NEPCOHANT U
MHCTPYMEHTApUi, a B CBOEM IOAXOAE K M3YyUEHUIO
MEXaHHU3MOB IIOBEJCHUS COBMECTHIIA IBE UCCIIEIOBA-
TENBCKUX CTPATEruH, JIEKABIINE B CTOPOHE OT HEM-
podu3nOTOrnYecKOro MEHHCTPUMA.

OpnHy U3 cTpaTeruil noackasaiu sTosnoru. B cpene
eBpONEHCKUX HATYpaJMCTOB, HAOMIOAABIINX MTOBEIE-
HUE NTUIl, pbI0, HACEKOMBIX, CIaCTIUBO BO3POIUIACH
3a0bITast Ues BRICBOOOXKIACHUS. 3aMETHUM, UTO TIaBa
stonoroB Koupan Jlopenny (1903—1989) nonauamy
Bepun B 1enHbie peduekcel leppunrrona. Co-
IJIaCHO 3TOMY IpPEACTaBICHUIO (€ro pa3ieisin Bce
3HaYMMble (UTYpBl MHUPOBOH Helpoduznonorun),
Kax/as (haza MOTOPHOIO TATTEPHA CIYXKHUT, IO MeXa-
HHU3MY OOpAaTHOM CBSI3U, CTUMYJIOM IJIS CIIEIYIOIICH
¢das3er (Sherrington, 1906). OngHako COOCTBEHHBIC
HaOmoneHnsa BBIHYIWIW JlopeHIla oTKa3aTrbCcs OT
pednexkTopHON KOHIETNIINHN U MTPU3HATH YHAOTEHHYIO
npupony noseneHueckux akros. Ilo Jlopenny, npu
MEepPENpPON3BOICTBE MO3TOM THIOTETHYECKOTO HO-
CUTENs PHAOTEHHON KOMaHIIbI MOXET HUMETh MECTO
CaMOIIPON3BOJIBHOE, CIOHTAaHHOE BBICBOOOXKICHUE
crienuduieckoro nmosenaeHus. B atom Jlopernn nomén
nanplie Jlekapra.

DTOJIOTY XapaKTEPU3YIOT KaX bl 300JI0rHYeCKUM
BHJl OINpEACNEHHBIM aCCOPTUMEHTOM JHCKPETHBIX
€VHUL] TOBEACHUSA — IEIOCTHBIX aKTOB, CIHCOK
KOTOPBIX cocTaBisieT “storpammy’” (ethogram, moBe-
JeHYeCKuil pernepryap). MHANBHIyaIbHBII 31€MEHT
3TOTPaMMBl — 3TO JaHHOCTh, C KOTOPOI MOXeT pabo-
TaTh HEUPOATOJIOT, OCTAETC TOILKO HANTH yI0OHBIN
UL KJIeTodHoro aHanu3a fixed action pattern (kom-
TUIEKC (PUKCUPOBAHHBIX JCHCTBHIA).

JpyruM NCTOYHHUKOM HEHPOATONOTHH CTaIH pabo-
THI B 001aCTH SKCIIEPUMEHTAIBHOM 300JI0TMH HU3LINX
no3BoHO4HBIX. Haunnas ¢ 1930-x rogos, B EBpone
CUCTEMAaTHYECKH TPOBOAMINCH HCCICIOBaHUS TIO
neaddepeHTalii CIUHAIBLHBIX MOTOPHBIX I[EHTPOB
(E. von Holst, J. Gray, H.W. Lissmann, u ap.). Unes
OblJa MpocTa: MoKasarh, 4T0 KOOPIUHUPOBAHHAS MO-
TOpHKa (B 9aCTHOCTH, JIOKOMOIIMA) BO3MOXHa 1 0e3
MOJTYYCHHS IIEHTPOM O0OpaTHOW CEHCOPHOU CBS3HM OT
s dekropa. OgHAKO MPOAESMOHCTPHUPOBATH ITO TOKa-
3aTeNbHO, paboTast HA HHTAKTHBIX JKHBOTHBIX WJIM Ha
MOJIYUHTAKTHBIX TIperapaTrax, 0Ka3ajloch HEpOoCTo,
a Ui Tepexoa Ha M30JMPOBaHHBIE MpeErapaThl MO-
TOPHBIX IIEHTPOB HE CO3peT HHCTPYMEHTAPHIA.

PasBépHyThIli 0030p paHHHX pabOT MO CIOH-
TaHHBIM TOBEJEHYECKUM PHUTMaM Jall B CBOEM py-
KOBOJICTBE 110 CpPaBHUTEIBHOHN Heiipodu3nomoruu
X.C. Komrrostar (1957). DTOT TOM — CBHAETEIBCTBO
UCIIBITBIBAEMBIX €T0 aBTOPOM COMHEHWI: KaK IpH-
3HATh YHAOTCHHOCTb MOBEJCHUS, COXPAHUB BEPHOCTh
NpUHIUITY jaerepMuHu3Ma? KomTosHI] BbIABUTACT
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MPENIONI0KEHUE, YTO HCTOYHUKOM LIUKINYECKOH MO-
TOPUKH MOTYT OBITh METa0OIMYECKHE ITHKJIIBI, OTO-
CPEIOBAaHHO 3aBUCHMBbIE OT BHEIIHUX YCIOBHUH.

[lepBpIM yOenWTENbHBIM IOKAa3aTEIHCTBOM JH-
JIOTEHHOCTH TIOBEJEHUYECKOW MpPOrpamMMBbl CUHUTAIOT
pabory [lonanpaa BunbcoHa, KOTOPBIA HCCIEIOBAI
MPOUCXOXKJEHNE MOTOPHOTO DPHUTMa, JIeXKANero B
ocHoBe monéra capanuyu (Wilson, 1961). Bunbcon
ObLI, Cyllsl IO BCEMY, XOPOIIMM 3KCIIEPUMEHTATOPOM
Y CMEJBIM CKaJl0JIa30M, OH PaHO MOTH0, criacas ToBa-
puieit B ropaoM motoke (Currie, 2011). Bo3amoxHO,
10 3TOM MPUYMHE KOJUIETH MPUNIKCHIBAIOT BHIbCORY
HECKOJBKO OOJIbIlle TOTO, YTO OH caenan. Ha camom
nene JIOKOMOTOPHBIM IEHTP capaH4l OCTaBayCs
“ImoNyu301MpoBaHHBIM” (TepMUH Buibscona), T.e.
TEOPETUYECKH COXPaHsIach BO3MOKHOCTH O0OpaTHOM
CEHCOPHOM CBSI3H.

Bckope x aHanu3y MexaHHM3MOB IOBEACHHS TNpU-
BIICKJIH BHYTPHUKJIETOYHBIE MHUKPOAIIEKTPOABl U HO-
BbI€, aJlcKBaTHBIE 3TOM TEXHHUKE 00beKThl. OUYeHb KO
BpPEMEHH Hallla TpylIa omucaja THMraHTCKUEe HeM-
POHBI B MO3r€ MOPCKOTO JOHHOTO CIM3HS — TPUTO-
uuu (Tritonia diomedea, Gastropoda Nudibranchia)
(Benpunues u ap., 1964). Tputonueit Onectsie
Bocmonb3oBancs dennuc Bumnoys, acnupant uaeo-
jgora Heipostonoruu I['psma Xoina, OCyLIeCTBUB-
AN TEepBBIA B UCTOPUM HAyKU aHAIU3 MOBEICHUS
Ha YpOBHE HMHIUBUIyalbHBIX HelpoHoB (Willows,
1967; Willows, Hoyle, 1968). IIpaBna, cioBo “sH10-
T€HHOCTH” aBTOPHI OCTOPOXKHO Opajiy B KaBBIYKH, HO
B METOAMYECKOM OTHONICHHH WX paboTa crana mpo-
peiBoM. Ciiefyst 9TUM MyTEM M yIpoIas CBOM Mpema-
paThl, HECKOJIBKO TPYIIT HE3aBHCUMO MOKa3ajd, 4TO
MOTOpHBIE KOMAHJBI C XOPOIIO KOOPAWHUPOBAHHBIM
ydacTHEM pa3HbIX MBI MOTYT MPOAYLUPOBATHCS
MOJIHOCTBIO M30JIMpOBaHHBIMU GparmeHTamu LIHC.

YroObl [OCTHYL ITOTO pe3yibTara, MmorpedoBa-
JIOCh TPEOJOJIETh HEKYI0 TEXHHUYECKYIO TPYOHOCTD.
B xone e€ npeononenus ooHapyxuics Gakt QyHIa-
MCHTAJIBHOT'O 3HAYCHU .

BpicB00OKIEHME IHIOTEHHOr0 NMPOAYKTa. YIO-
MsIHyTasi TEXHUUYECKas TPyQHOCTb BbI3BaHA TpaBMa-
MH, C KOTOPHIMH HEMHHYEMO COTpsKE€HA H30JISIUS
HHC wnn e& ¢parmenra. beuto Obl HaUBHOCTHIO
OXHUJAATh, YTO TPAaBMHUPOBAHHBIE IpEHapaThl CTaHYT
reHepupoBaTh noseaeHre. OHU U HE TEHEPUPOBAIH,
U, cTano ObITh, Mpenapar OKa3bIBaJICS JHIIEHHBIM
TOro ()eHOMEHa, KOTOPBIM XOTENOCh IOABEPrHYTH
KJIETOYHOMY aHaJIU3Yy.

HcknroyeHneM OKa3aicsi ONMCAHHBIH MHOIO eImé
Ha 3ape HEHPOATOJIOTHH IIpernapar KJINOHA, WIN
Mopckoro anrena (Clione limacina. Gastropoda
Pteropoda). JIro6o#i u3 mapsl meAanbHBIX TaHITIMEB

CAXAPOB

STOTO XUIIHOTO TENarundeckoro MOJUTIOCKA, Oymydu
OTpPE3aHHBIM OT BCEro, KpoMe cBoero s dexropa —
UIICHUJIATePAIBHOTO KpPBUIA, HCIPABHO MPOAOKAET
BBI3bIBaTh JIOKOMOTOpPHBIM putMm (Caxapos, 1960).
YHUKaJILHOE CBOMCTBO IT03BOJIMJIO ONMBITHOM KOMaHIe
3JEeKTPOPU3NOIIOTOB MMPOBECTH ACTAIBHBIH, Ty
B MHUPOBOM HEHPOITOJOTMUECKOU JTUTEpaType, Kie-
TouHbIN aHanu3 3toro LII" (Arshavsky et al., 1985).

Mexay TeM pa3po3HEHHBIE HAaOIIOACHUS YKa3bl-
Balld Ha TO, YTO W3OJMPOBAHHBIE MOTOPHBIE IIECHT-
pBl MHOTJA HAYWHAKT paboTaTh NMpU 0OABICHUU
B OMBIBAKOIIMN PacTBOpP HEHUPOAKTHBHOIO areHTa.
Kakoro? Jlokomorophsiii L' BUHOTpagHOU YIUTKHU
MEePEXOUI Ha PEXKUM HEYCTPAaHUMOU aKTUBHOCTHU B
MPUCYTCTBUHU AHTAarOHHCTA OJTHOTO W3 PEIENTOPOB
nodamuna (Sakharov, Salanki, 1982). V tex e mon-
JIIOCKOB JJIsl aKTUBAIlMM MOTOPHOTO PUTMa PajayJibl
Tpeborascs cam nodpamut (Wieland, Gelperin, 1983),
enré HanéXKHeH OelCTBOBAJ €ro MeTadoauyeCcKui
npenmectBeHHUK (Voronezhskaya, Kabotyanski,
1991). Kazanoce, B a3 (hekTax BEIICCTB HET HUKAKOH
JIOTHKH, HO OHa OOHapyxmiack. KieTouHslil aHanms,
3arsHyBIIMiica Ha aecstmiaetus (V. Dyakonova et
al., 2009), moaTBepANI Ha4YaIbHOE MPEANOIOKECHIE!
areHT, nepeoAsamuii L{I' Ha pexxum cTaOUIBHON aK-
TUBHOCTH, JOCTUTaeT 3TOoro cHaruem ¢ LI TopMo3-
HOTO OJI0Ka.

JucunarnbupoBanne (pactopMokeHue) — ¢yH-
JaMEHTAJbHBI MEXaHH3M aKTHUBAIMK OHOJIOTHYe-
CKUX TIPOIECCOB. DKCIPECCUS] PEIPECCUPOBAHHBIX
TE€HOB — BOT aHAJOTHs, KOTOpas cpaszy NPUXOIUT B
TOJIOBY: T€HOB B T€HOME MHOTO, HO B KOHKpPETHOM
KJIETKE B KOHKPETHBIM MOMEHT BPEMEHH PabOoTaroT
TG HEKOTOPBIE, OCTAJIbHBIC ITOKOATCS IO TIOPHI.
Ortorpamma — nopobue reHoma. B Hell Bcerna akTH-
BUPOBAHBKI JIUIIH HEKOTOPBIC U3 MaTPHII, HA KOTOPHIX
OKCIIPECCUPYIOTCA TIOBEACHUYECKHE KOMaHIbI. BEI-
CcBOOOANTH MOTOPHBIN 11a0JIOH (ATTepH) — 3TO 3HA-
9UT pa3OJIOKUPOBATh €ro MAaTPHILy, CHATh TOPMOXKe-
Hue. Bneuarnsromed WutlocTpalueil K cKa3aHHOMY
CIY)KUT UepapXus TOPMO3HBIX OJIOKOB, MOCIIE0BA-
TEIIbHO CHUMAaEMBIX TIPU CEJICKIIUU CECHCOPHUKOH Oa-
30BBIX MOTOPHBIX MPOTPaMM B MO3T€ ITO3BOHOYHBIX
(Grillner et al., 2005).

JledaTenbHOCTh MO3ra, KOHEUYHO, HE OTpaHUYUBA-
eTcss MOTOPHBIMH KOMaHIaMHu. boiiee ueM BeposT-
HO, 4YTO B 3HaMeHUTHIX ombITax [lendunna (Wilder
Graves Penfield), koropsiii emié B 1930-x romax Ha-
OJIr01a Ha JIFOSX BBICBOOOXKICHUE YIIOPSTIOUCHHBIX
BOCIIOMHHAHUN TMPHU TOYCYHOM Pa3IpaKeHHUH KOPBI
rOJIOBHOTO MO3ra, MOT UMETh MECTO TOT K€ (heHOMEH
JEPEIPECCUH, YTO HAOIIONACTCS Y YIUTKA IPH Aei-
cTBHUM aHTaroHucra nodamuna Ha [{[" mokoMoruu.
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Tak niam nHa4Ye, MUKPOIIEKTPOIHEIE IKCTIEPUMEH-
THI C HCIIOJIB30BAHUEM M30JIMPOBAHHBIX (PparMeHTOB
IHC, oOpaboTaHHBIX OeOIOKHPYIOIIMM areHTOM,
0€30roBOPOYHO MOKa3ajy, YTO reHepalus MOBEACH-
YeCKHUX KOMaH]l BO3MOXHa 0€3 y4acTus CEHCOPHOH U
MotopHo# nepudepun. IloHATHO, 4TO B 3THX yCIO-
BHUSX pealibHOE MOBEIEHUE OTCYTCTBYET, MOTOpPHKa
CTAHOBUTCS BUPTYaJIbHOI, HO CaMU KOMaHABI pealib-
HBI, UX MOJKHO PErHCTPUPOBATH B HEMpOHaX aHCAMO-
Jisi 1 B MOTOPHBIX HepBax. Takoe MOBeJeHHE CTaH
Ha3bIBaTh (UKTUBHBIM.

Torma xe CTPYKTYpBHI, KOTOPBIMH (DOPMHUPYIOTCS
KOMaH/IbI, TIOJTYYHIH CBOE, OOLICTIPUHATOE HBIHE, Ha-
3BaHue — central pattern generator (CPG). AkTyasb-
HBIM CTaJI BOIIPOC: Kak paboTaeT MaTpHila MOTOPHO-
ro mabnona? MHeIMH cI0BaMH, MOCPEACTBOM KaKUX
MEXaHH3MOB KJIETOYHOE COO0OMmEecTBO (HEHPOHHBIHN
aHcamMOib) QopMHupyeT YHOPSAOUYCHHYIO OCOOBIM
00pa3oM BBIXOIHYIO akKTUBHOCTH? Haméncs orBer:
HUI" (CPG) 3T0 cHHANTHYECKH YIOPSAOYEHHAs CETh
HEHPOHOB, KaXKIBIH M3 KOTOPBIX XapaKTEPH3YeTCs
ONpeeIEHHBIMU  JJIEKTPHYECKUMHU  ITapaMeTpaMu
(Delcomyn, 1980). [InarpaMMbl TaKuX T€HEPaTOPOB,
YCTPOEHHBIX HAmoAo0ue 3ICKTPUYECKON MOHTaX-
HOM cxeMbl (KOoHLEenuus “wiring”), cTanu HaBOIHATD
HEHPOITOJIOTUUECKYIO JIUTEPATYPY.

leTepoxmMuyeckasi TUNOTE3a, PAHHAA PeIaK-
nus. Bmecre ¢ TeM kazanoch BO3MOXKHBIM IIPUBIIEYb
K MoHMMaHuio ycrpoiictBa LI 3HaHUS O MHOXECT-
BEHHOCTH XMMHUYECKUX HEHPOHAJIbHBIX (DEHOTHUIIOB.
Vike B koHie 1960-x romoB uaest aapecanuy Mex-
HEUPOHHBIX CUTHAJIOB CHEUU(PUYHOCTHIO CUTHAIb-
HBIX MOJICKYJI U YYBCTBUTEJIBHBIX K HUM PEIEIITOPOB
HOcwiIack B Bo3ayxe. OHa naxke oOCykaanach aBTO-
paMu camoii TepBoi pabOTHI MO KJICTOYHOMY aHAJH-
3y MOBEJCHYECKUX aKTOB Y TPUTOHHH. DTH aBTOPHI,
OJTHAKO, OTBEPIVIM HICI0 XHUMHUUYCCKOW alIpecallud,
couTsl, 4TO JUIsSI €€ peanu3anuu “...MoTpedoBaIoCh
OBl HEIIPaBIOMOAO0OHOE YHCIIO Pa3HBIX TPAHCMHUTTE-
POB — IO KpaifHe# Mepe, HECKOIBKO COT, 2 BO3MOXKHO
mHoro Teicsa” (Willows, Hoyle, 1968, c. 457).

Paccyxnas tak, Bunnoy3 u Xoin paccmaTpuBanu
cyOcTpaT ympaBieHUs MOBEISHNEM KaK KOHTHHYYM.
Ecau xe mcxoguTh M3 TOTO, YTO OH AMCKPETEH, TO
¢hopmupoBaHre 0a30BBIX IMaTTEPHOB HE TpedyeT
MHOTHUX HEWPOTPAHCMHUTTEPOB (M COOTBETCTBEHHO
KJIETOYHBIX ()EHOTUTIOB). AHAJIOTUS — T€HBI, 00X/~
IIUeCS BCETO YETHIPhMS HYKJICOTHIAMU, WIIH OCJIKH,
KOTOPBIM XBaTaeT HEMHOTUX aMHUHOKHCIIOT.

S npennoxkui XuMHUYECKYI0 TUIIOTE3Y YCTPOHCTBa
LTI Ona npeanonaraeT reTepoOreHHOCTh KIETOYHOTO
coCTaBa MAaTTEPH-TCHEPUPYIOUIMX HEUPOHHBIX aH-
caMOieil. DTo MpeAnoaoKEeHNUEe TOCTYITHO MTPOBEPKE.
B ornuune oT KOHUENTyaJlbHBIX HEMPOHHBIX CETEM,
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UMEIOIINX CHHANTUYECKYI0 OpTraHHW3alldi, KOH-
HENTyalbHOMY TIeTepPOXMMHUYECKOMY aHcaMOlo He
HY)KHO yIepXHBaTh CHUTHAJIbHBIE MOJEKYJBl B “‘CH-
HaNTUYECKON mIenu”: OHU HEe MOMENIArT (QYHKIIHUO-
HUPOBAHUIO COCETHET0 KOHTAKTa, IOTOMY YTO B HEM
paboraer apyras xumus. Hanmndame uiam oTcyTcTBUE
I y3HOHHBIX 0apbepOB TAKKE MPOBEPSIEMO.

l'unioTe3a ObLIa BBIBE/IEHA U3 ONBITOB, B KOTOPBIX
MBI W3y4ajH, KaK BIHIET CEPOTOHWH Ha BHHOTPAI-
HYIO YIUTKY. Pe3ynbTaTel CBUACTENHCTBOBAIHN O CIIO-
cobHOCTH 0€3aapeCHO MPUIIOKEHHOTO TPAaHCMHUTTEP-
HOTO BEIIeCTBa OKa3blBaTh CHHEPTHYHOE NEHCTBUE
Ha MHOXXECTBEHHBIE MUIICHU, HHTETPUPYS UX OTBE-
THI B I[ETIOCTHBIA OTBeT cucTeMbl (Caxapos, 1984).
OpHoBpemeHHO Tpynmna JleHTa mpumuia K TakomMy
JKe BBIBOJY, U3ydas ACHCTBUE CEPOTOHMHA Ha MEIH-
nuaCcKyo musaBKy (Lent, Dickinson, 1984). Xouercs
COXPaHUTh B MaMSITH HAyKd UMS MPEKICBPEMEHHO
ckoHuaBuieroca Yapmasza Jlenta (1936-1993), ubu
HECTaHIapTHbIE 3aaeibl He nonyunnn B CIIIA pa3Bu-
tus u 3anioxiu (Dickinson, 1993). briiuzkoii sBunach
u pabora ot Xoitna, B KOTOpoi >3hPeKkTophl capaH-
YW JaBaji COTJIACOBAaHHBIH OTBET Ha Oe3aJpecHYro
WHBEKIHUIO OKTOMaMHHA B LIEHTPAJIbHBIA HEHPONUIIb
(Sombati, Hoyle, 1984). Xoin mpeniioXwt Torma Ha-
3BIBaTh WHTErpUpylomue 3pPeKTsl HePOaKTUBHBIX
BEIECTB ‘“OPKECTPOBKON”.

Ocenpto 1982 1. s BBIHEC TIeTEPOXUMUYECKYIO
cxemy LI Ha oOcyxnenne BcecorwsHolt HelipoOuo-
nornueckor mkonel (Kazanp). 'mmoreza BhI3Bajia
BECENMBI WHTEpPEC, MOW TaJaHTIWBBIA (HBIHE, YBHI,
nokoiHeIi) komera JIJI. Boponun naxe mosaba-
BWJI YYaCTHHUKOB IIKOJIBI TI0OMOM, B KOTOPOH €XUIHO
BBIIIYYHMBAJl HEYKIIOXKYI0 MeTadopy, KOTOPOil S MbI-
TaJics MOSACHUTH CBOM MocCTpoeHusa. Bekope rumnore-
3a ObljIa J0JOKEHAa Ha aBTOPUTCTHOM CHUMIIO3UYME
U JeTalbHO MOSCHEHAa B COOpPHHUKE, aJApeCcOBAaHHOM
MIKOJIBHBIM yuuTensM Ouonoruu (Caxapon, 1984)
MOCJIE Yero anbTepHAaTUBHBIE NPEICTABICHHS IpH-
oOpenu moctatoyHo 3penblii Bua. Bor Torpmamnume
(GhOpMYJIMPOBKH JTOCIOBHO:

“KoHnyenyuio anamomuyeckux (m.e. cuHanmuye-
CKUX) KAHAI08 853U NPediazaemcsi paccmMompusams
KaK uoeanu3ayuio, m.e. NpeoeivHulil, a He o0wuil
cayuail, 8 Kavecmee npomusonoaI0NCHO20 meopemu-
yecko20 npedeia 6vbi08U2Aemcs npedcmasieHue 0O
udeanbHou beccuHanmu4eckoll cucmeme, 8 KOmopotui
U3OUpamenbHOCMb KOHMAKMHBIX 83AUMOOeUCmEUll
obecnevusaemcs 2emepoXUMUYHOCMbIO CUCMEMbL U
Xumuveckumu Kananamu ceazu. (Iloo udeanusayuei
30ech NOOpA3yMe8aemcs U3BeCmHbIll NPpUeM auanu-
34, K020a paccmampusarom meopemuiecKyio Mooeisb
obvexma, npenebpezas KakuMu-mo u3 e20 pedaibHblx
ceoticms.)

2*
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Paccmompum obe udeanusayuu na npumepe cu-
cmemvl u3 mpéx Heiiponos — A, b u B, ceazannuix
maxkum 00paszom, umo cucmema pabomaem Kax
mpéxgasuviii eenepamop. Heitipoguszuonoeuyeckas
¢enomenonozus makozo pooa xapakmepua 0is pe-
AanbHLIX HelPOHHBIX cucmem (8 uacmHuocmu, 01s Heli-
POHANLHBIX 2€HEPAMOPO8 PUMMUYECKOU MbIUUEUHOU
akmusHocmu). Humepnpemupys, Kak 3mo npuHamo,
makue cucmembsl 8 NOHAMUAX CUHANCA, UM NPUNUCDHI-
8A10M CEOUCMBO AHAMOMUYECKOU YNOPAOOYeHHOCHU,
€643b16a5 MAK HA3<bl8aemble™> NOCMCUHANMUYECKUE
nomeHyuanbl U Ynopa0oueHHYI0 HelUpPOHHYI0 aKmus-
HOCMYb ¢ Haauduem cneyuguieckux konmakmoas. Ilo
cuHanmuyeckoil mooenu, cepoii Oeticmsusi meodua-
mopa AGNAemca CUHANMUYeCcKas ujeib — KOMNapm-
MEeHM MeHCKNemo4H020 NPOCMPAHCMEd, 8X0OAUULL
8 COCMAB AHAMOMUYECKO20 KAHALA CBA3U, CUHANCA.
Oma ocobennocmsv Moodenu no3zeonsem nperebpe-
eamb pazHoobpazuem Meouamopos: O PYHKYUOHU-
POBAHUSL pACCMampueaemoll u n0bou 0pyeoi, cKolb
V20OHO CILONCHOU HEUPOHHOU cucmembvl HeobXxooum
u docmamouveHn 00un meouamop. B camom Odene, npu
ONUCAHUU HEUPOHHBIX CUCEM 3HAHUAMU O XUMUZME
HelPpOHO8 NPUHAMO NpeHebpezamsv KaKk Hecyujecm-
BEHHBIMU.

Ipeononosicum meneps, umo cucmema IUUIEHA
cneyuguueckux KOHMAKMO8: 6CSi  NOBEPXHOCb
Kax 0020 u3 mpéx HelupoHoe HadeneHa 0OUHAKOBbI-
MU CeKpemOpHbIMU U PeYenmopPHbIMU C8OTUCMBAMU,
ompocmKY  KOHMAKMUpPYIOm CIyyaiiHblM 006pazom,
nepeniemascob 8 obwem, He paz0eNéHHOM HA KOM-
NApMMeHmbl  BHEKIeMOYHOM JICUOKOM MAampukce.
Cmooicem nu maxas OeccuHanmuyeckas cucmema
no-npedicriemy @yuxyuonupogams? Cmodcem — npu
VCA08UU, YMO KANHCOBLI U3 MPEX HEelPOHO8 Gbloesem
COOCMBEHHbBII MeOUamop U UMeem HYJICHbIU Mun pe-
yenmopa K meouamopam 08yx Opyeux HeupoHOa.
Beccunanmuueckas moodenv, ¢ omauuue om cuman-
MUYeCcKol, COCMAsNeHa U3 KaueCmeenHHo pazHopoo-
HbIX KJIeMOYHbIX DIEMEeHmOo8 (U 6 IMOM CMblCle No-
000HA peanbHbIM HEUPOHHBLIM CUCEMAaM, KOmopble
6ce20a cemepo2entul); Mo YCAONCHEHUE CONPANCEHO
C MaxKuMu ApeuUMyuecmeamu, KaK npocmoma KOoH-
cmpyKkyuu (HeCmpyKmypupo8aHubwlil, aHamoMudecKu
He YNopsoOoYeHHblll Heuponuivb, Niekcyc u m.n.) u
npocmoma ynpasnenus, (Meouamop 6blnoIHsem poib
akmopa, unmezpupyrowezo cucmemy 8 yeiom)”’
(Caxapos, 1985, c. 78-80; cm. maxoce 19906).

ITosicHIO, UTO CHCTEMOM 5 3/I€Ch HAa3hIBAIO JIOKAIb-
HYIO0 HEHPOHHYIO CUCTEMY, T.€. TO, UTO HbIHE Ha3Ball
OBl HelipoHHBIM aHcambOieMm. Ha pucyHke, KOTOphIM
WILTIOCTPUPOBATIOCH 3TO COOOIEHNE, KIETKH OBLTH
HaJIeJICHbl CIIOCOOHOCTBHIO K IMOCTHHTHOUTOPHOMY
BO30YX/ICHUIO, KK 3TO CBOMCTBEHHO BCEM (HLIA XOTS
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OBl MHOTHIM) peallbHbIM OMOJOTHYECKUM HEHpOHaM.
OtuMm olecriednBaeTCsl CHailkoBaHUE KaXIOH WH3
TPEX KIETOK, KOTOpBIE Onarofaps TPaHCMHTTEPHBIM
B3aMMOACHCTBUAM CaMOOPTaHHU3YIOTCA B aHCaMOIIb,
TeHepUPYIOMUH TPEXTAKTHYIO LUKINYECKYIO aKTHB-
HOCTb.

I'enepaTopsl m3mMeH4uBBI. Takum o0Opa3oM, B
o0wsicHenun yctpoiicta LI 0603Haunnace TeopeTu-
gyecKas ONMO3ULMS: aHaToMHUsA Winu Xxumus? CuHam-
TUYeCKas CeTh WM TeTepOXMMHUYECKHH aHcaMOIb?
O6paTtumcs K KOHKpETHKe.

OnuH 13 aKTOB MOBEJIEHYECKOTO pernepTyapa TpH-
TOHHMH JETaJbHO HCCIIEAYETCS Ha KICTOYHOM YPOB-
He (Willows, Hoyle, 1968), on Ha3pIBaeTcs escape
swim (cmacuTeNlbHBIIl OTCKOK). B mpuponme Takoe
MOBEICHNE BBICBOOOKIAETCA XUMUYECKUM areHTOM,
UCXO[SIIIMM OT XWIIHUKA — MOPCKOW 3BE3[IbI; B IKC-
IIEPUMEHTE IKCIPECCUIO 3TOH MOTOPHOU ITPOIPAMMBI
MOJKHO BBI3BATh CTUMYIISIIICH OMPEEIEHHOTO HEM-
pOHa, KOTOPHIH OBLT Ha3BaH KOMAaHIHBIM. DHIOTCHHO
YIOPSIJOUEHHBIM MTOBEAEHUECKUM AMMU30]] MPEICTaB-
JIeH cepuel uYepemyIoIMXCs MOP3albHBIX M BEHT-
paigpHBIX (IIEKCHH, KOTOpBIE TPEKPAIIAIOTCs TaK Ke
BHE3aITHO, KaK HAaYMHAIOTCS. ANPUOPHO HE BHIIHO
MPUHIUITAAIBHBIX TPYAHOCTEH I pacmudpoBKU
OuoyorMYecKkoro cyocTpara 3TOro MHOTro(a3zHOTO
crepeoTHiiHOro akra. PacmmdpoBars — 3HauMI0 OBI
omHcaTh €ro MEXaHW3M Ha S3bIKE MEXKIETOUHBIX
B3aMMOJCHCTBH, T.€. MOHATH, YTO JIEKHUT B OCHOBE
CMeHBI (a3 ¥ yeM 00ecTIeyuBaeTCs TOJKHOE IPeKpa-
[IeHUE TOBEAEHYECKOTO AU30/a.

DKcIpeccus escape Swim TPUTOHUHU pacimudpo-
BaHa C BBICOKOW CTEIEeHbIO MOTHOTHI. McxomHoe 00b-
sicHeHue ycrpoiictBa atoro LI ciienoBano crangapr-
HOM MJICOJIOTHMHU KECTKONM MOHTa)XHOM cXeMmbl. Tak,
paHHHE pe3yNbTaThl JaBajldi OCHOBAaHUE 3aKJIIOUMTh,
910 ““...()yHKIIMOHAJIBHBIC POJU HHIAUBUIYATBHBIX
KJIETOK Y MHTAKTHOTO >KMBOTHOTO KOHCTaHTHBI.
[ToBTOPsiIEeMOCTh 3TUX SIBICHUWA O3HA4a€T BBICOKYIO
CTENEeHb CTPYKTYPHOM KOHCTAHTHOCTH Yy Pa3HbIX
ocobeit” (Willows, Hoyle, 1968, p. 456—457). On-
HaKoO ABAIAThI0 TOJAaMHU II03Ke paboTaBIIMA Ha
ToM ke mpenapare [lutep I'eTTUHT mpuIEN K Mpo-
THUBOIIOJIOKHOMY 3aKJIOUEHHIO: CBOWCTBA HEHPOHOB
W3MEHYHBEI, CETh, T€HEpHUPYIOIIas escape swim,
nabwibHa. [eTTUHT MpU3Bal K paguKaIbHOMY Iepe-
CMOTpPY NPHHIIMIIOB OPTaHW3alUH OMOJOTHYECKUX
HEUPOHHBIX CETEH.

3uanus o0 opraHuzauud ¥ (YHKIHOHHPOBAHUU
L' cTpeMuTEeNnbHO pPa3BUBAIOTCS, CBUACTEILCTBYS
o cnocobnoctn LI' K TMHAMHYECKUM M3MEHEHUSM.
MHoroe ganu B 3TOM OTHOIIEHHM HCCIEIOBaHUS Ha
CTOMATOracTpUYECKOM TaHTJIMH pakooOpa3Hbeix. Ha
CMEHY KECTKOM MOHTaXHOH cXeMe MO CJIeA0BATEIBHO
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HNPUXOIWIN MPENCTABICHUS O MOLYIHPYEMbIX I'eHe-
paropax, O paJuKajIbHO IepecTpauBaeMbIX I'eHepa-
TOpax M Jaxke 0 CoCOOHOCTH HOBOOOpa3yroIIerocs
HI" ucnons3oBath HelpoHusl apyrux cereid (Harris-
Warrick et al., 1992; Meyrand et al., 1991).

[Toxoyi0 HBONIOIUIO TPETEPIEBAIOT B3I
Ha YCTPOHCTBO em& HECKOIBKUX JeTalbHO H3ydae-
Mmbix I{I" — mokomoroproro nusiBku (Eisenhart et al.,
2000; Lamb, Calabrese, 2011), nmumieBoro racTpormos
(Elliott, Susswein, 2002; Jing et al., 2007; Benjamin,
2012). Cnucok takux L[[" HeBenuk, pacuiupuTh ero
MOXKHO JIUIIb HEMHOTO, HO TyOJIUKAIIHiA, TIOCBSIICH-
HbIX IepedopmarupoBanuto LI, yxxe Hemaino. 1 6v110
OBl CIIpaBeITUBO 0CO00 OTMETHUTH YIKE YIOMSHYTYIO
CTaThl0 HCCJIEOBATEsl escape Swim TPUTOHUH
l'errunra (Getting, 1989). 3a roxg 10 €& mosiBIeHUS
aBTOP HaBCerJa BHIIIET U3 CTPOS HM3-3a OOIIUPHOTO
kpoBoumsnusHUA B Mo3T (Johnson Obituaries, 2009).
[Mutepy I'eTTHHTY He OBIIO CYKICHO CTAaTh CBHUACTE-
JIeM CHIIBHEHIIIeTo BIeUaTIeH s, KOTOpoe ero pabora
pou3Bela Ha mpodeccroHanbHOe coodmecTBo. Kak
9TO 4acTo OBIBAaET, MHOTHE “3aITHIM YMOM ™’ OCO3HAIIH,
4TO HAOMIOMANIH Y CBOMX OOBEKTOB JWHAMUYECKHUE
W3MEHEHHUs CBOMCTB HelpoHOB (Hampumep, Grillner
et al., 1987). Cka3aHHOe B IOJHOW Mepe OTHOCUTCS
Y K Harie# rpymnme. [eTTUHT npuaan BceM Mogo0HbIM
HaOMIOICHUSAM KOHIIETITYaJIbHBIN CMBICI.

PaccmoTpum ¢denomen nepedopmaTHpoBaHUS Ha
3HAKOMOM Ka)kKJIOMy IPUMEpPE JTOKOMOTOPHBIX aJlIIO-
poB. KoHb O€XHT pBICLIOHN, IEPEXONUT HA KPYIHYIO
pBICH, @ TOTOM HAaE€3JHUK yAapseT MIMOopaMu, U PhICh
CMEHSIETCSI MHOXOMBIO, NPU KOTOPOW KOOpAMHALUS
MCKAY KOHCYHOCTAMU COBCPHICHHO MHAsd. Yro Ipo-
HUCXOAUT? YNpaBlieHHE JIOKOMOIMEH B3sja Ha ceds
npyras HeiipoHHas ceTb? Tak u kazajgock. Ho, moxeT
OBITH, N3MEHUJIOCH YCTPONCTBO TOTO ke camoro L[I'?
Torna npuxoauTCs NEPEOCMBICINTE (GYHIAaMEHTalb-
HbIE NIPEACTABICHUS.

I'eTepoxmMuvyeckass rumore3a, HoBas peAak-
musa. ChopmynupoBanHas B 80-x Togax reTepoxwu-
MHYECKas TUIOTe3a MPEeIJIoKuIa aJbTepHATUBY CH-
HanTuueckoMmy nonumanuio 1[I, Ho He penmnonarana
CIIOCOOHOCTH 3HJIOT€HHBIX MATTEPHOB K M3MEHEHHU-
sM. DTO clleJJaHO B COBPEMEHHOI BEPCUH T'MIIOTE3bI.
[Ipexne yem mepedTH K HEW, OTMEUY KPUTHKY paH-
HeH pempakuuu.

IIpencraBnsss reTepoXMMUYECKYIO TUIIOTE3Y Ha
KOH(EpPEeHLUAX U B [I€YaTH, s HE pa3 UMeJ BO3MOXK-
HOCTh BBICIYIINBaTh 3aMedanusi. OHU, KaKk IPaBUIIO,
HOCUIM OJarokenareibHbBI XapakTep (Hampumep,
Ammapu u 1p., 1990). CrangapTHoe BO3paxkeHUE
CBOIWJIOCH K TOMY, YTO, aKLUEHTUPYs BHHUMaHHE Ha
HEHPOTPAHCMUTTEPHBIX BELIECTBAX MEKKIETOUHOIO
MPOCTPAHCTBA, A JKEPTBYIO OBICTPBHIMH (KOHTAKT-
Ne5 2012
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HBIMH) HEHPOHHBIMU B3aWMOACHCTBUSAMH B IOJNB3Y
MEIJICHHBIX (AMUCTAHTHBIX). DTO BO3pa)XKeHHWE MHE
KaXeTCcsl HEOCHOBATE€IbHBIM. B AeHCTBUTENBHOCTH
npemnoxxennas cxema (Caxapos, 1985; 19900), He
OTpHUIlasd KOHTAKTHBIX B3aUMOJEHCTBUI, MpuaaBaia
UM CTaTyC MpeNeabHOro (4acTHOTO) cliydas, TOTraa
KaK B paMKax CHHAITHYECKOW KOHIEMIIHH OHU — 00-
UIM{ U €IUHCTBEHHBIHN Caydail.

CBoast ¢dynkuuio “Heiipomenuaropa” K CTpeMH-
TEJIHbHOMY XHMHYECKOMY yKOdy (moieiicTBoBal — H
OYMCTHII MECTO ISl CIEAYIOIIEero yKojia), CHHAITH-
gyecKasi KOHIIETIUS HTHOPUPYET JPYTyI0 CTOPOHY
peanbHOCTH — TOHMYECKOE IEHCTBUE CUTHAJBHBIX
MoJieKyJ. FIMEHHO OHO 0Ka3ajoCh B LEHTPE HAIIETO
BHMMaHU, KOT/1a HCCIIETOBAHUS B 3TOM HallpaBlIeHUHU
MBI NIEPEHECIH C YAUTKU Ha KIMOHA, OKa3aBILErocs
oco0eHHO OnaronaTHbIM 00bekToM. IloBenendyeckuit
pernepTyap 3TOTO XHUIITHOTO MEeIarniyeckoro MoOJIIIC-
Ka BKJIIOYAeT JBa aJlIopa — “KpyH3HOE IIaBaHHE”
(uepemoBaHUE aKTHBHBIX MOABEMOB M IACCHUBHBIX
OTyCKaHWW) M OXOTHHYbE IUIaBaHUE (TOPHU3OHTAIb-
HOE, CTPEMHUTEIbHOE, KPyraMu); KpOMe TOT0, Y KITHO-
Ha ObIBaeT COCTOSIHUE TIOKOSI TP BTSHYTBIX KPBUIbAX
Y ITynaibiiax. DKCIEPUMEHTHI IOKa3aIHi, 9TO BEIOOD
MEXAYy 3THMH TpeMs TOBEICHHUSMHU OIpeAeseTcs
OasaHcoM 10()aMHHOBOI'O U CEPOTOHMHOBOTO TOHY-
coB (Caxapos, Kaborsuckuii, 1986). IlapannensHo
OBLJIO MMOKA3aHO, YTO MEMOpaHHBIE XapaKTCPUCTUKU
M30JIMPOBAHHOTO HEHpOHA MOJUIIOCKA MPHUOOpETaIoT
CYILIECTBEHHO HOBBIE CBOMCTBA B IPUCYTCTBUH OIIpE-
NeIEHHOTO HEHPOTpaHCMUTTEpa MM CMECH TpaHC-
mutTtepHbeix BemecTB (T. psxonosa, 1985, 1991).
CyIecTBeHHO, YTO pedb UAET HE O OBICTPOM, YKO-
0TI000HOM JIEMCTBUU BEIIECTBAa, a MMEHHO O €ro
HaJM4UU B MEXKJIETOYHOU cpejie B CTAallMOHApHOM
KOHLIEHTpauuu. KieTouHbIi aHaIu3 TO3BOJIIII 3aKIT0-
YUTh, YTO TOHUYECKOE BIUSHUE HEHPOTPAHCMUTTEP-
HBIX BELIECTB HA CBOMCTBA HEWPOHOB JIEKUT y KJIHO-
Ha B OCHOBE noBeneH4eckoro Beioopa (Kabotyanski,
Sakharov, 1988; KaboTsuckuii, Caxapos, 1990).

Pemraromee 3HaueHHE TOHHYECKON aKTHBHOCTH
Pa3HBIX HEWPOTPAHCMUTTEPHBIX CHCTEM IS TOBE-
JICHYECKOTO BbIOOpa OBLIO BCKOPE IOATBEPIKICHO
ucciaenoanusiMmu B.E. JIpsikoHOBOW Ha JErOYHBIX
moiuttockax (B. [IesxonoBa, Caxapos, 1994a, 0,
B. IssaxonoBa, 1998; V. Dyakonova et al., 1995), a
3aTeM M Ha MOJICJIbHOM HacekoMoM, cBepuke Gryllus
bimaculatus (V. Dyakonova et al.,1999, 2002; [ps-
koHoBa, KpymuHcknii, 2005; Stevenson et al., 2005).
Ecnu nuist “xumudeckoro ykoja” eiié MoxHO BooOpa-
3UTh KaKyI-TO B3aMMO3aMEHSEMOCTh HEHpOTpaHC-
MHTTEPHBIX BEIIECTB, TO JIT TOHUIECKUX d(PPEeKTOB
OHa MOJIHOCThIO MCKIIFOUEHA, MOCKOJIBKY Y KaXKI0TO
BemiecTBa 3t dPdexThl cBou. [ToNbITKH 00BICHUTH
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TPaHCMHUTTEP-3aBUCUMBIN BBIOOP TIOBEACHUS H3Me-
HEHUSIMH “‘CHHANTHYECKHX BECOB” MMEIOT MECTO, HO
BBIIVIAAAT O€CIIOMOIIIHO.

BcnomanM cmeny ammropoB y koHs. CHHamTH4e-
CKYIO0 aHAaTOMUIO HEMPOHHOM CETH ymapoMm IINOp He
n3MeHuTh. Ho, Kak CBUIETENbCTBYET CMEHA ajllko-
POB Yy KJIMOHA, B3aMMOJEHCTBUE MEXIYy HEHUpOHaMu
MOXHO MEpPECTPOUTh, U3BMEHUB HEUPOTPAHCMUTTEP-
HBEIIl coCTaB cpefbl, OMBbIBaoIeii aHcamOnb. Eciam
yAapoM IIIOp B TOKOMOTOpPHBIN L' BpbIcKHBaeTcs
XUMHUYECKOe MOCJIaHWE CEHCOPHBIX BXOIOB (a 3TO
MOYTH HaBEpHSKA TaK), TO MOXET U3MEHUTHCS IKC-
Ipeccus KJIETOYHBIX PELENTOPOB U B UTOTE Pa3oM
HEPECTPOATCS B3aUMOJEHCTBUSI MEXKIy HEUpOHAMU
aHcamOs.

Onmno3unus MexJay CHHaNTHYECKOW CEeThlo U re-
TEPOXMMHUYECKUM aHcamOneM mepecTaéT HOCHUTH
aOCTpaKTHBIM XapakTep, BOMPOCH KOHKPETHBI U J0-
CTYIHBI aHAJIU3Y.

OnHO3HAYHO MOATBEPKIACTCS, UYTO NATTEPH-TCHE-
pUpyIolne aHcaMOJIu MOCTPOCHBI U3 HEHPOHOB pas-
HBIX TPAHCMHUTTEPHBIX PeHoTunos. Hackonbko mMHe
M3BECTHO, ITOKAa HE HANJACHO HU OJHOTO UCKIIOYCHHUS
u3 3Toro npasmia. GeHoTUIIMYECKOE pa3HOOOpasue
JIOKaJbHOM MOMYyIALUA HEHPOHOB caMo 10 cebe Hu-
Yero He TOBOPUT O (YHKIIMH HEHPOHAIBHOTO TeTepo-
XUMHU3Ma, HO YKa3bIBaeT Ha HEKYIO €r0 3HaYMMOCTh
W, CIeOoBaTelbHO, Ha HEIOCTAaTOYHOCTh, €CIH He
OIIMOOYHOCTH, KIIACCHIECKOW HEHPOHHON TEOPHH.

He monyuaercs npumuputs LI' ¢ peduekTopHoi
nyroi. ITonavany kazanoce, 4To 3To npocto. ToT xe
Honanbn BunbscoH, ncciienoBaB (yHKITHOHUPOBAHIE
MPOIPHUO- U SKCTEPOLECNTUBHBIX BXOAOB JIOKOMOTOP-
HOIO T€HEepaTopa CapaH4yM, MPUIIET K 3aKIOYECHUIO
0 KOMIIEMEHTAPHOM XapaKTepe OTHOLUICHUN MEeXITy
LEHTPabHON TeHeparuell u peduexcamMu, 4eM, I10
€ro MHEHUIO, MOBBIIAETCS HAAEKHOCTh CUCTEMBI
(Wilson, 1968). Takoe mnoHUMaHHE YyCTpauWBaeT
MHoOrux. Ho ecnm Ha rerepoxumusme 3mxaeTcs Oa-
30Bas KoHCTpykuus LI, To u ymnpasnsiomue BXOJIbI
JOJDKHBI paboTaTh MO TEM e mpaBujaMm. Tak OHO
U €CThb B JEHCTBUTEIBHOCTU. [€TEpOXMMHU3M BXO-
JI0OB — OCHOBA aJlallTUBHOTO YIIpaBJIEHUs SHIOT€HHOMN
aKTUBHOCTBIO, 3TO yOeIUTENbHO MOKa3aHO Ha CTO-
martoractpuueckom LI' pakooGpasubix. Ero snmo-
TeHHBIE MOTOPHBIE PUTMBI T€HEPUPYIOTCS Omarofaps
B3aMMOJICVCTBHIO HEHPOHOB ABYX (PEHOTHUIIOB — aIle-
TWJIXOJIMHOBOTO U INIyTaMaTHOro, a MOAYJIUPYIOIINE
n TpaHCHOPMHUPYIOIUE BIUSHUS BXOJOB OIOCpe-
IyIOTCS JecsATKaM# (HO BCE-Takd HE COTHSIMHU M HE
THICSTYaMU) BUJIOB HEHPOaKTUBHEIX BemecTB (Harris-
Warrick et al., 1992; Christie et al., 1997). Ornenum
CYIIECTBEHHOE OT BTOpocTeneHHoro. CyIecTBEHHO
3eCh TO, YTO MO BIMSHUEM BHEIIHETO CTUMYyJa
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ynan€HHas CeKpeTopHas TEPMUHAIh aKCOHA BBIIEIS-
eT crenn(pUIeCcKyI0 MOJIEKYTy, KOTOpasi BKIIIOYaeTCs
B XMMHYECKYI0 KyXHIO IeHepaluu. A TO, 4TO IO-
CPETHUKOM MEXIY CTUMYJOM H CEKPEIHEH CITYKHUT
3I€Ch IIEKTPUUECTBO (IIOTCHITUATEI MEHCTBHI), ITO
NpHU3HAK BTOPOCTETICHHBIN U HEOOs13aTeNIbHBIH.

Hanee. OmpoBeprayTsl nuddy3noHHBIE Oapbe-
pot (Sykova, Nicholson, 2008), HeoOxoaumble AJs
HaJ&XKHOTO (QYHKIIMOHUPOBAHUS KOHIIEITYaJbHOU
cuHanTrdeckoi cetu. B xonne 1980-x romoB mox Ha-
TUCKOM SMIIUPUYCCKUX JAHHBIX 00 IKCTPACHUHAIITHU-
YECKON CEKPElNH U PeIeTIINi HeHPOTPaHCMUTTEPOB
BO3HHUKJIO TIpeACTaBlIeHHE 00 00BEMHON mepemade
(volume transmission), mpu KOTOpO# BelIeCTBa, OT-
BETCTBEHHBIE 32 MEXKHEHPOHHYI0 KOMMYHUKAIIHIO,
IAGGOYHIUPYIOT B AKCTPAKICTOYHOM TIPOCTpaH-
ctee. K 2000 rogy OTHOCUTCS HTOTOBHIH COOPHUK,
B CTaThsiX KOTOPOTO, COTJIACHO M3/IaTeIhCKON aHHO-
Taruu, volume transmission paccMaTpuBaeTcs Kak
HOBasl CUCTeMa KOMMYHHKAI[UH, KOMIUJIEMEHTapHas
KJIACCHYECKOW CHHANTHUYeCKOl mepemade (Agnati et
al., 2000). Yepe3 nmecsATh JET MPUBEPKECHIIBI ITOTO
B3MUIsAJIa TIOATBEPMIIN, YTO OCTAIOTCS BEPHBIMU €MY
(Agnati et al., 2010). Mxest koMImIeMEHTapHOCTH MO-
KeT TIOKa3aThCs yAOBIETBOPUTEIHLHBIM KOMITPOMHUC-
COM, HO TOJBKO Ha mepBbId B3rIaa. Kmaccuueckuit
CUHAIIC TIpUEMJIEM KaK TEOpeTHUYeCKas Healin3a-
WS, HO HU JIOTHKA, HU ()aKTHl HE 0T OCHOBAHUI
K COXPaHEHHWIO peallbHOW aBTOHOMHH 3a CHHAIITH-
YECKON Ienblo, OrpaHWYeHHON Au(Qdy3nOHHBIMU
Oaprepamu.

B nHamewm kojuiekTHBe ObLTa pa3paboTaHa METO-
JIMKa, TO3BOJIAIONIAs OCYUIECTBISTh MHOTOYAaCOBYIO
JNETCKINI0 HEUPOAKTUBHBIX BEIIECTB B ‘“OKCTpa-
CHHAIITUYECKOM” TMPOCTPAHCTBE. OJTO MYJIBTUYYB-
CTBUTEIBHBIH OMOCEHCOp, KOTOPBIA IPEICTaBIIICT
c000¥ M30JUPOBAaHHYIO HEPBHYIO KIJIETKY, CUISALIYIO
Ha CTEKJISHHOM MHUKpoanekTpoae (HYucromonbckui,
Caxapos, 2007). B dacTHOCTH, TECTHpPOBAIH He-
CKOJIbBKUMHU OHMOCEHCOpaMH Cpely y IOBEpXHOCTH
TOTO TaHIIUS, B KOTOPOM Yy YIHUTKH (TPyIZOBHKA)
TEHEPUPYIOTCSI MOTOPHBIE PUTMBI PaAyiabl U APYTUX
OpraHoB pTa M IIOTKU. B KauecTBe KOHTPOJISI B TOM
K€ TaHNIMKA BHYTPUKIETOYHO PErHCTPUPOBAIU in
situ OAWH W3 W3BECTHBIX HEHPOHOB, YYaCTBYIOIIUX
B IIMIIEBOM PUTMHUUYECKON MOTOPHUKE, YTO MMO3BOJISIO
COIMOCTAaBIATh AKTHBHOCTH OMOCEHCOPOB C AKTUB-
HOCTBIO TATTEepH-TeHepupylomero axncamOns. Bo
MHOTHX DJKCIIEpUMEHTaX aKTUBHOCTh OHOCEHCOpPOB
cuH(pa3HO WIM TOPOTUBOPA3HO COOTBETCTBOBAJA
aKTHBHOCTH HEHpOHa in situ. BeiBog odeBueH: nu-
HaMHYECKH MEHSIONIAascsid OSKCTPaKJIeTOYHas cpexa
COXpaHseT NarTepH-QOpMHUPYIOIINE CBOMCTBa Jaxe
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nocne Bbixona (auddy3nn) XUMUIECKuX (HakTopoB
3a mpenensl L' (Yucronmonsckuit, Caxapos, 2010).

HenmocratouHocTs paHHEH penakiuu TeTepOXH-
MHYECKOH THUIOTE3b 00HAPYKIJIACh OYCHB OBICTPO.
VYxke mepBbie pe3yabTaThl IKCIICPUMEHTOB TI0 BIIUS-
HUI0 TPAaHCMHUTTEPHOTO OajlaHCa Ha MOBEIACHYCCKUI
BBIOOp Yy KJIMOHA TO3BOJIMJIM HaM 3aKJIIOYHTH, YTO
“...yIpaBisgioNas CUCTEMa, TOCTPOCHHAS U3 KIETOK
pa3HOro MEeUATOPHOTO XUMHU3Ma, IOJDKHA UMETh 00-
mee, He pa3AeIEHHOE Ha KOMIIAPTMEHTHI BHEKIIETOU-
HOE MIPOCTPAHCTBO, JOCTYITHOE KAXKIOMY MEAUATOPY,
U COCTOSIHHE CHUCTEMBI JOJDKHO OMPEACISATHCS Me-
JIUaTOPHOM cUTyaluen, CKIagbIBalOIIeiicCs B KaX bl
MOMEHT BPEMEHH B 3TOM TE€HEPaJIIM30BAHHOM IIPO-
crpanctBe” (Caxapos, Kabotsuckuit, 1986, c. 244).

[Ipoxonut oTuuM(OBKY HOBas penakuus, Mpea-
narampoinas cBO¢ TOHMMaHUE THOKOCTH aHcaMOuis
(Caxapos, 2004). CymiecTBO HOBalMil — IpU3HAHUE
CIOCOOHOCTH aHCaMOJIsI TO-pa3HOMY COOHMpaThCs B
“ceTh” TIpU pa3IUYHOM OajlaHCE CHUTHAJBHBIX MOJIC-
KYJ B MEXXKJIETOUHOU Ccperie.

OOpamatr0 BHUMaHWE Ha TO, 4TO “‘CETh” B3ATa B
KaBbIYKH. Tak xe Oonee momycroneTus Hazan Ko-
WTosHI Opaj B KaBbIYKK “‘Meauarop”’. Oba TepMuHa
CEMaHTHYECKH Harpy>XeHbl, 3TO MeELIaeT IOHHMa-
HAI0. Menuartop (Tmepeardywk) HE OCYIIECTBISCT
nepenady snekTpuyeckoro curnana. CooOmiectBa
B3aUMOJECHCTBYIONINX HEHPOHOB HE MMEIOT HUYETrO
001I1eTO ¢ IEKTPUICCKON ceThi0. Pa3yMHO 0CTaBUTH
TepMUH “ceTh” HCKYCCTBEHHBIM HEHMpoOHaM, a 3a ec-
TECTBEHHBIMH 3aKPENUTh NOHATHE “aHcaMOJIb”.

[TommHee 0 HOBOM TeTEpPOXMMH3ME CKa3aHO B pa-
6ote 2010 1. (MEHSI0 HETOUHOE ‘‘IKCTPAKICTOUHBIN
MaTpukc” Ha Oojee TOHATHOE “‘IKCTPAKIETOYHAS
cpena”): “KiarodeBBIM 3J€MEHTOM MEXaHH3Ma TaT-
TEpHU3aLUUN SIBIISETCS OKCTpPAKJIETOUHAsl cpena,
pelieHre o BBIOOpe MaTTepHa 3aKOIUPOBAHO B €€
cocraBe. Cpena ompenensieT CBOMCTBA JIOKaIbHBIX
HEHPOHOB, XapaKTep MX CaMOIPOU3BOIHHOW aKTHB-
HOCTH, coco0 caMOoopraHu3anuy B QYHKIHOHATb-
HBI aHcaMOsib. B cpene mpencraBieHbl MEAHaTOPHI
MOTHBAIIUH (TOPMOHBI, METa0OJIUTHI) M HHTETPATOPHI
OBICTPBIX COOBITHI, TaKUX Kak (paza maTTepHa (HEM-
POTPAaHCMUTTEPHI JIOKAJBHBIX M BXOAHBIX HEHUPO-
HOB). AKKYMYITHPYS BCE pa3HOOOpa3ue CUTHATLHBIX
MOJIEKYJ, cpe/ia aJIcKBaTHO BBIpaXKaeT JMHAMHUKY HX
TOHHYECKOH U (ha3uuecKoil akTUBHOCTH U TeM obec-
ME€YMBAET aAANTUBHBIN XapaKTep BRIXOAHOIO aTTep-
Ha ancam6ms1” (Caxapos, 2010, c. 23).

He cnexyet npuauMats 311 GOpMYITHUPOBKH 32 HC-
THHY B n1ocjenHel nHcTaHIuu. ONBIT OCIEAHUX JIET
MOKa3bIBaeT, YTO y T€TEPOXUMHYECKON KOHIIETIUU
€cTh MOTeHIMas pa3Butud. Ha3zoBy mccnenoBaHus,
Ne5 2012

JKYPHAJI OBIUEN BUOJIOTUM  Tom 73

343

MOCBSINEHHBIE KOHTEKCT-3aBHCHMOMY TIOBEJICHHUIO.
Pesynwsrarel B.E. JlpsikoroBoii (2011) moka3siBaioT,
YTO TOBEACHYCCKUI KOHTEKCT TpPAHCIHPYETCS B
9KCTPAKJIETOYHBI XUMUYECKUH KOHTEKCT, a yiKe I10-
CIEMHUI peanu3yercsi BEIOOpOM U (DOpMHUPOBaHHEM
MOBEICHYECKOIO aKTa.

Paboune mpencraBneHus, Oasupyromuecs Ha Te-
TEPOXUMUUYECKON BepCHUM HEUPOHHOU TEOPUH, NAOT
BHYTPEHHE HE NPOTHBOPECUUBYIO KapTUHY MEXaHHU3-
MOB YIpaBJIeHUs NOBeleHHEM. B skcrmepumentax
Ha MopenbHbIX LI 0ecrno3BOHOYHBIX II0Ka3aHO,
YTO TPAHCMHUTTEP-3aBUCHUMBI BCE MPOSBIICHUS MOBE-
JIEHYECKOTO aKTa — JKCIpeccusi (BBICBOOOXK/IEHNUE),
noscTpoiika (Momynsnus), nepecrpoiika (pekoH(pu-
rypanus). Jluteparypa orpomua. Bmo6aBox Helipo-
TPAaHCMHUTTEPHBIH COCTaB Cpelbl ACTEPMUHHUPYET
npsmyto, 0e3 ywactus nepudepuu, KOOPIAHHALUIO
mexnay pasaeiMu LI (Ipiranos, Caxapos, 2002;
piranos u 1p., 2004; T. Dyakonova, V. Dyakonova,
2010). Beco saToT Habop noBeaeHUECKNX (PEHOMEHOB
HECJIOXHO TMOIy4aTh, HCIONb3Ysl aCCOPTUMEHT ecTe-
CTBEHHBIX JJIS MO3ra HEHPOAKTUBHBIX MOJIECKYJI.

Tpynusbie Bonpocskl. x Hemano. [louemy Bbixon-
Holl perteptyap LII" (Hanpumep, HaOOp TOKOMOTOPHBIX
aJUIIOpOB) OTrpaHWyYeH? 3HAYMT JIM 3TO, YTO BCSIKHUN
naTTepH-TeHEePUPYIOMNKA aHcaMOJIb UMEET JIUIIb He-
CKOJIBKO YCTOMYMBBIX COCTOSTHUN CaMOOpPTraHU3aALNH ?
N ecnu Tak, TO KakoBa MPHUPOAA 3TON YCTOMYMBOCTH
U KaK B XMMHYECKOM KOHTHHYYME€ IPEO0JIeBaETCs
U30BITOYHOCTD CTENEHEH cBOOOIbI?

Kak n uro mensercs B L' mpu BeIpaboTKe KOMIIEH-
CaTOPHOTO NMaTTepHA, Hal[pUMeEp, HECTAHJAPTHOTO aJl-
JOpa y )KUBOTHOTO C TIOBPEKIEHHONH KOHEIHOCTHIO?
KaxkoBpl, mupe roBops, KIETOYHBIE M XUMUYECKHUE
KOppensiThl (OPMHUPOBAHHUSA HOBBIX YCTOWYHBBIX
MaTTepHOB? YCIEIIHO pa3BUBAETCS HEHPOATONOTHS
reHeparopa, 3aKpeIlIsSoIIero B MO3re NTeHI[a IeCeH-
HbIE YPOKHU NTHUIbI-HACTaBHUKA (HampuMmep, Long et
al., 1910). Monens kaxkeTcs yJauHOH, OHA YXKeE UC-
cleayeTcs Ha T€HETUYECKOM M MHUKPO3JIEKTPOIHOM
YPOBHE, MBI BIIPaBe 0KUJATh IPOPHIBA B XUMHUIO.

UT0o MOXHO M3BJIEYD U3 CPABHEHHS TOMOJIOTHIHBIX
HI'? EcTe 11 Kakue-TO MpaBuia B TOM, KaK HUCIOJb-
3yeTcsl KaXIblii XUMHYECKUH (EeHOTHUI HEHpPOHOB?
Coznaércs BrevarieHue, 4To MmoBe/ieHYecKas QyHK-
Ul TOW UM UHOU CUTHAJIbHOM MOJIEKYJbl, TUBEP-
cuuIMpysach, KOHCEPBATHBHO COXPAHSIETCSA B TIpe-
nenax kpymnHoro takcona (Caxapos, 1990a; Ananus,
Caxapos, 1998; B. JIssikoHOBa, 2007), a uHOTAA TaXKe
mMpe — 3a npeaenaMu Takux orpanndeHui (B. JIps-
koHOBa, 2001). Ho u 31ech 10 OCHOBaTEIbHBIX CYX-
JIEHUH HBOJIOLIMOHHOTO XapakTepa emé Jaieko.
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Bonpocel moxxHo npogoimkars. Ha cerogHsmHmii
JICHb TeTEPOXUMHUYECKUN MOAXOJ YBEHYAJCA PSIIOM
YCIENIHbIX paciu(poOBOK, HO BCE OHU YACTUYHBI —
Hu oavH L' Ha s3bIKe CUTHANBHBIX MOJIEKYJ elIé He
pacmudpoBaH TONHOCTHIO. HelipoaTonoram ecTh
HaJ 4eM paboTaTh.

3AKJIFOYEHUME

BHumaHue HayKu CTOJETUSMHU MPUKOBAHO K OHO-
JIOTUYECKOMY CYOCTpaTy TMOBEIACHUS W CO3HAHWUS.
Crydanoch BCSKOE — APHUCTOTENb, K IPUMEDY, TPH-
MUCHIBAJI HEKOTOPBbIE MO3TOBBIE (YHKIHMH CEPILY.
Ho, orOpocuB HemoaTBEepKAEHHBIE THUIIOTE3bI, MBI
oOHapyXHM, YTO Ha YypOBHE (yHIaMEHTAIbHBIX
MpeACTaBICHUN BapWaHTBl JIETKO COCYUTATh Ha
nnajJbnax. Bce mapaaurMbl yIpaBJI€HHA ITOBCACHUEM
MPU3HAIOT MOJYMHEHNE HWCIIONHHUTEIBHBIX OpPraHOB
LEHTPaIbHBIM KOMaHJaM; Pa3iudusi CBOMATCSA K OT-
BeTaM Ha JiBa Bompoca: 1) zde u 2) kak popMHUPYIOT-
Cs1 KOMaHABI?

B cBeTe coBpeMeHHBIX JaHHBIX, CTpyHHas mapa-
IUTMa Ha 3pelioit cranuu cBoero pa3sutus (/exapr)
pa3syMHO OTBeYaJla Ha BOIIPOC 20e (B MO3Tre) U HauB-
HO Ha BOINPOC KaK. 3peiyro CTaJui0 TOCHOJCTBYIO-
mel HbIHE SIEeKTPUYECKOW MapaJurMbl BBIpa)kaeT
MpEeACTaBICHUE O CHUHANTHYECKH OpPraHM30BAaHHBIX
HeﬁpOHHLIX CCTAX, OCYHWCCTBIAIOIMIUX IMPOLUECCCUHT
peoOpa3oBaHHOTO B AIIEKTPUIECTBO BHEITHETO CTH-
MyJa. 371ech, KaKk MBI BUJEJIH, BBI3BIBAIOT COMHEHUE
OTBETHI Ha 00a Bompoca.

B cBs3u co cTronernem HeilpoHHON nOKTpuHBI Ka-
xana-llleppuHITOHAa HECKOJBKO BHUIHBIX CIELUAH-
CTOB OIYOJMKOBAJIM COBMECTHYIO CTaThl0, B KOTOPOH
COIIJIUCh HAa TOM, YTO ISl MOJEPHU3U3ALUN JOKTPH-
HBI CJIeyeT NPUHATh BO BHUMaHue: 1) cropanude-
ckoe npucytctBre B LIHC anekTpuuecKknx CHHAICOB,
2) CIOCOOHOCTh HEKOTOPBIX JUIMHHBIX JICHIPUTOB
TeHePUPOBaTh MOTEHUIHANbl AEHCTBUS, 3) ydacTue
ruu B 00paboTke mHMopMaluu u 4) crocoOHOCTh
B3pOCJIO HEpPBHOW TKaHM WHorna oOecrnevynBaThb
MosiBJIeHWEe HOBBIX HeiipoHoB. Kto 6wl cmopun? U
BCE K€ OYEBUIHO, YTO pedb UAET O KOCMETUIECKOM
PEMOHTE, TOra KaKk UMEIOTCS CepbE3HbIE OCHOBaHUSA
JUTSL paluKaIbHOTO TIEPecMoTpa.

He cpa3sy, Ho nmpuxoaut oco3Hanue, 4to LI — 3To
€CTeCTBEHHAass MOJIeNb IMHPOKOTO HeHpoOuomornde-
ckoro 3HadeHus. Kak Hekorma ropomek Menpaens
nopaboran Ha oONIYI0 T€HETHKY, a aKCOH KajabMmapa
TTO3BOJIMIJT Pa3BUTHCS oO0Mmel Omodu3nke MeMmOpaH,
TaK B MOCIEIHUE AECATHICTUS O0IIeMY ITOHUMAHHIO
MO3ra TMOMOTal0T HCCIEJOBaHMs, BeAyLIHeCs Ha
n30paHHBIX MOnMeNbHBIX L[IT 6eCrmo3BOHOYHBIX. DTH
00BEKTHI ITOKA COXPAHSIOT CBOU JTUIUPYIOIINE ITO3H-

CAXAPOB

MW, HO BCE OoJiee 3HAYMMYIO POJIb UTPAIOT PabOTHI
mo L[I" mo3BoHOUHBIX, BKiIroUas denoBeka (Duysens
2002; Dickinson, 2006; Li et al., 2007; Frigon, 2009;
Guertin, 2009; Harris-Warrick, 2011).

EcTecTBeHHO, 4TO BCie 3a TeHEpAaTOpaMHu MOTOP-
HBIX HAaTTEPHOB JOJKEH OBl BO3HUKHYTh MHTEpEC
K TeHepaTropaM HEMOTOPHBIX BBIXOJHBIX MOCIJIENO-
BarenbHOCTEH. I neicTBUTEIBHO, MOSBUIOCH MIpE-
CTaBJICHHE O HEHPOHAJIBHBIX TE€HEPAaTOpax MCHUXH-
YeCcKMX MaTTepHOB (cognitive pattern generators),
noctpoenHsix o tuny CPG (Graybiel, 1997). Oto
NpelICcTaBIeHUE YK€ HCIONb3YeTCsl TpH aHau3e
ouonornueckux npoodnem peun (Lieberman, 2006),
y HEro xopomias NepcreKkTuBa, Belb MHOTHE (Bce?)
ncuxuueckre (GpeHoMeHbl (OPMUPYIOTCS U BBICBO-
00X Iar0TCs B IEJITOCTHOM BHJE.

LleHTpalbHBIE TEHEPATOPHI OKA3aJIUCh, TAKUM 00-
paszoM, TeM 00bEKTOM, KOTOPHIH MTO3BONISIET IPEeAMET-
HO 00CYXJIaTh YCTPOHCTBO OMOJIOTHYECKOTO CYyOCTpa-
Ta MO3TOBOH JESITEIbHOCTH, CIOCOO MPOU3BOJICTBA
3THUM CyOCTPaTOM BBIXOIHOTO MPOAYKTa U MEXaHU3M
BBIOOpa MEX1y aJIbTePHATUBHBIMU IIPOIYKTAMHU.

bnaronmapio CBOMX COTPYAHHKOB 32 COBMECTHYIO
paboty. HccrnenoBaHusi KOJIEKTHBA MOIJEPIKAHBI
PODU (rpantsr 05-04-49812, 08-04-00120 u 11-04-
00674).

CIIMCOK JIMTEPATYPbI

Ananus M.A., Caxapos /[.A., 1998. Knerounas ocHOBa Ko-
OpIMHAIMU JIBU)KCHUI KOHCEPBATHBHA Y TacTPOIOA C
pasHoii muieBoi crparerueii // XKypH. o0u1. duonoruu.
T. 59. Ne 4. C. 400-408.

Apmémos H.M., Caxapoe /.A.,1986. Xauaryp Cenpako-
Bu4 KomrostHu. M.: Hayka. 220 c.

Awmapun H.II., Banaban II.M., Bbwizoe A.JI., Becén-
kun HII., Maeazanux JI.I., Maxcumosa E.M., 1990.
Kommenrapuu k crarbe J[.A. Caxaposa // XKypH. 3Bo-
mon. 6uoxumun u ¢uzuonorun. T. 26. Ne 5. C. 741—
750.

bysnuxos I'A., 1987. HelipoTpaHCMUTTEpPHI B dMOpHOTE-
Heze. M.: Hayka. 232 c.

Benpunyee B.H., Kpacmc H.B., Caxapos [].A., 1964.
Hepsuble kiteTkn ronoxabepHOTO MoJuIOcKa Trifonia
diomedia Bergh // buogpuzuka. T. 9. C. 327-336.

Jlemun H.H., 1967. O OMOXUMHYECKON aKTUBHOCTH aile-
THIXonuHa // Buoxumus u GyHKIMK HEPBHOU CUCTEMBI.
JI.: Hayka. C. 244-251.

Hokunsz P.,2010. PacimupeHHbI peHOTHI: [UTHHHAAS pyKa
reHa: Ilep. c aarm. M.: Actpens. 512 c.

Movsikonosa B.E., 1998. DHnoreHHas onmuonaHas cUCTeMa
TOHUYECKH aKTHBUPYET JIOKOMOTOPHBIC MOTOHCHPOHBI
Mmojutiocka Lymnaea stagnalis / JKypH. BbicmI. Heps.
negrenpHocTH. T. 48. Ne 1. C. 113-120.

Ne5 2012

JKYPHAJI OBILIEN BUOJIOTUM  ToMm 73



BUOJIOTUYECKUI CYBCTPAT I'EHEPALMHM ITOBEJIEHUECKHMX AKTOB

Ivakonosa B.E., 2001. [ToBeneHueckne (YHKIIMN OMHO-
UIHBIX TMENTUI0B y Oecrno3BoHOYHBIX // JKypH. 3BOII.
ouoxumun u pusznonoruu. T. 4. C. 253-261.

Hvsaxonosa B.E., 2007. IloBenenueckue 3¢pdexrsr okTomna-
MHHA M CEPOTOHMHA: HEKOTOpBIC MAapagoKChl CPaBHU-
TenbHOU (u3uonoruu / Yenexu ¢usuon. Hayk. T. 38.
Ne 3. C. 3-20.

Ivsakonosa B.E., 2011. KoHTeKkCcT-3aBUCUMBIA BEIOOP TIO-
BEAECHUS: HEHUPOTPAaHCMUTTEPHbIE MeXaHU3Mbl. Jluc.
JOKT. 6won. Hayk. M.: UBP PAH. 274 c.

Ivaxonosa B.E., Caxapos J].A., 1994a. Yuactue 3H10TeH-
HOM ONMUOWMIHOHN CHCTEMBI B PETYIISIIIIH MTUIICBOTO U 3a-
LIIUTHOTO TOBEICHUS MOJITIOCKA // JKypH. BBICII. HEPB.
nesteapHocTU. T. 44. Ne 2. C. 316-322.

Ivsaxonoea B.E., Caxapos /].A., 19940. HeitporpancMutrep-
Has OCHOBA [TOBEJICHUSI MOJITIOCKA: YIIPABICHHE BEIOOPOM
MEXAYy OPUEHTHPOBOYHBIM M 0OOPOHHUTEIBEHBIM OTBETOM
Ha TpebsSBICHNE He3HaKOMOro o0bekTa // XKypH. BbICII.
HepB. gearensHocTu. T. 44. Ne 3. C. 526-531.

Ilvsaxonosa B.E., Kpywunckuii A.JI., 2005. Biusaue uH-
rubutopa NO-CHHTa3bl Ha arpecCHBHOE U IIOJIOBOE
noBezaeHue cBepuka / Poc. dusnoin. xypH. T. 91. Ne 6.
C. 616-624.

Ivaxonosa T.JI., 1985. Perynsuus niacTuueCcKuX CBOUCTB
3JIEKTPOBO30OYyIMMONl MeMOpaHbl HEHpoHA CEpPOTOHH-
HoM // XKypH. BbicuI. HepB. aearenbHocTH. T. 35. Ne 4.
C. 753-759.

Uvaxonosa T.JI., 1991. Hellpoxumuueckue MeXaHHU3MBI
peryisiiuy IadyeqyHOH aKTHBHOCTH B HM30JIMPOBAHHBIX
9H/IOT€HHBIX OCHMWJLISTOPaX YJIUTKU: POJIb MOHOAMHUHOB
u ommongHeIX mentunos // Heitpodmsmomornsa. T. 23.
Ne 4. C. 472-480.

Kabomsanckuii E.A., Caxapos J].A., 1990. HeiiponanbHbie
KOPPEJISTHI CEPOTOHUH-3aBUCUMOTO MOBEICHUS
KPBUIOHOTOI'0 MOJUTFOCKA KiauoHa // JKypH. BBICII. HEPB.
nearenbHocTu. T. 40. C. 739-753.

Kowmosany X.C., 1957. OcHOBBI CpaBHUTEIbHON (PU3NO-
morun. T.II. CpaBHuTenvHas (QU3NONOTHSA HEPBHOH
cucremsl. M.: U3n-so AH CCCP. 636 c.

Kowmoany X.C., 1959. K npobireme BO3HUKHOBEHHUS
¢yHkunii HepBHOHU cuctemsl // XKypH. 001, Guoioruy.
T.20. C. 344-350.

Kowmosany X.C., 1963. [IpobieMbl 5H3UMOXMMHH MTPOLIEC-
COB BO30YX/ICHUSI U TOPMOXKEHHUSI U IBOJIOLUUU (YHK-
nuii HepBHOH cucTtemsbl. baxoBckas nexnusa 17 mapra
1961 r. M.: U3n-8o AH CCCP. 31 c.

Haymxuna JI.M., Caxapos J].A., 1981. YnerpacTpykTypa
KaTeX0JIaMHUHCOJePKAIUX KIETOK YHAOCTHIIS JaHILET-
HuKa (Branchiostoma lanceolatum Pallas) // oxn. AH
CCCP. T.256. Ne 5. C. 1234-1236.

Caxapos /].A., 1960. O6 aBroMaTH3Me IeJaTbHBIX FAaHIIINEB
y kpbutonororo mosttocka Clione limacine L. // Hayu.
JOKJI. BBICII. IIKOJBI (6o Haykn). Ne 3. C. 60—62.

Caxapoe /J.A., 1970. OcHOBaHHS K MOCTPOCHHUIO CHCTE-
MBI HEpBHBIX KieTok // JXKypH. o6m. 6uonorun. T. 31.
C. 449-457.

JKYPHAJI OBLUEM BUOJIOTUM Ttom73 Ne5 2012

345

Caxapoe /].A., 1974. I'eneanorus neitponos. M.: Hayka.
184 c.

Caxapos /. A., 1984. Hayka o mo3re — HeiipoOumomorus //
AKTyanpHBIE TIPOOIEMBI OHONOTHYECKOW HayKu. M.:
IMpoceemenne. C. 86—100.  (http://sukharev.lib.ru/
Sakharov/Neurobiology.htm)

Caxapos [].A., 1985. Cunantuueckas u OeccHHaNTHYe-
cKasi MOJeNn HeHpoHHOU cuctemsl // [IpocTeie HepB-
Hele cucteMsl. Y. 2. Kazans: KI'V. C. 78-80.

Caxapos J[.A., 1990a. MWarerpatuBHas (yHKIHS
CEepPOTOHWHA y NMPUMHUTUBHEIX Metazoa // XKypH. oOmI.
ouonorun. T. 51. Ne 4. C. 437-449.

Caxapos /.A., 19906. MHOXECTBEHHOCTb HEHpOTpaHC-
MUTTEPOB: (QYHKIIMOHANbHOE 3HadeHue // XKXypH. 3BO-
mor]. onoxumuu 1 ¢puzuonorun. T. 26. Ne. 5. C. 733—
741.

Caxapos J].A., 2004. Ypoku MansIx ceteii // Jloknan Ha ce-
muHape “Mosr” (24 anpens 2008) http://www.scorcher.
ru/neuro/science/data/little nets.php

Caxapog /[.A., 2010. MexaHU3Mbl BHECEHHUS YIIOPSAI0UECH-
HOCTH B BBIXOAHYIO aKTHBHOCTb HEHpPOHHBIX aHCaMO-
neit // AKTyanpHBIE BOIPOCHI HEHpOOHMOJIOTHH, HEH-
ponH(pOpPMATHKM W KOTHUTHUBHBIX HCClefoBaHui. M.:
HUAY MUDU. C. 7-28.

Caxapoe /. A., 2011. Bbuonorus mMo3ra HakaHyHE CMEHBI
napagurMm // KorHntuBHas Hayka B MOCKBe: HOBBIC
uccnenoBanus. M.: byku-Benu. C. 220-224.

Caxapos [[.A., Kabomsnckuii E.A., 1986. Unrterpanus
MOBEJEHUST KPBUIOHOTOTO0 MOJUTIOCKA J0(GaMHHOM |
ceporonunoMm // XKypH. o6m. Owmonoruu. T.47. Ne 2.
C. 234-244.

Caxapos /J.A., Kawanosa JIL.A., Carnumosa H.b., 1979.
KarexomnaMuHcoaepkaiie KI€TKH MIPUMUTUBHBIX XOp-
JIOBBIX W TIpoOiieMa TMPOUCXOKIACHHUS CHEIUPUUECKUX
HeitpoHoB // KartexonmamuHepruueckue HEHpOHBI. M.:

Hayka. C. 25-34.

Typnaes T.M., 1962. MenuaropHas (GyHKIUs al[€THIXO-
JWHa W Tpupoja xoiauHopenentopa. M.: M3a-so AH
CCCP. 140 c.

Typnaes T.M., 1965. YdacTue MakpodproB B Peryisiliuu
aKTHUBHOCTH XOJIMHOPEICITUBHOM cyOcTanuuu // XKypH.
sBosrorl. onoxumuu u ¢pusuogoruu. T. 1. C. 500-506.

Lvicanos B.B., Caxapoeé J[.A., 2002. CepoToHHH-3a-
BHCUMOE TIEpENOJAYNHEHHE pPECIUPATOPHOTO pUTMA
LHEHTPaJbHOMY TI'eHepaTopy JIOKOMOLHHU Yy JIETOYHO-
ro mommocka Lymnaea // Joxn. PAH. T.382. Ne 4.
C. 554-556.

Ivicanos B.B., Boponyoe /1.J1., Caxapos /].A., 2004. ®a-
30Basi KOOPAMHALMS JIOKOMOILIUHU U JABIXaHUS Y MOJLITIOC-
ka Lymnaea: Tpancmutrep-crienuduaeckue Moaudpu-
kauuw // JJoxna. PAH. T. 395. C. 103-105.

YHucmononwvckuii 1. A., Caxapos /].A., 2007. U3onupoBaH-
HBII HEUPOH KaK OMOCEHCOP, pearupyIoNInii Ha BEICBO-
OoxneHMe HeHpOaKTHBHBIX BemecTB // Poc. ¢wusmomn.
xypH. T. 93. Ne 11. C. 1210-1213.



346

YHucmononvckuii H.A., Caxapoe /].A., 2010. MoHHTOpHHT
volume transmission MyJbTHPELEITOPHBIM OHOCEHCO-
poM // AKTyallbHbIe BONPOCH HEHPOOMOJOTHH, HEW-
pouH(}OPMATHKH W KOTHUTHBHBIX HCCIIeZOBaHUH. M.:
HUAY MUOU. C. 91-100.

Agnati L.F.,, Fuxe K., Nicholson C., Sykova E. (eds.), 2000.
Volume Transmission Revisited / Progress in Brain
Research. V. 125. 470 p.

Agnati L.F, Guidolin D., Guescini M., Genedani S.,
Fuxe K., 2010. Understanding wiring and volume
transmission // Brain Res. Rev. V. 64. Ne 1. P. 137—
159.

Arshavsky Y1, Beloozerova  IN., Orlovsky G.N.,
Panchin Yu.V.,, Pavilova G.A., 1985. Control of
locomotion in marine mollusc Clione limacina. III.
On the origin of locomotory rhythm // Exp. Brain Res.
V. 58. P. 273-284.

Benjamin P.R., 2012. Distributed network organization
underlying feeding behavior in the mollusc Lymnaea //
Neural Systems & Circuits. V. 2. N 1. P. 4-30.

Brown T.G., 1911. The intrinsic factors in the act of
progression in the mammal / Proc. Roy. Soc. Lond.,
Series B. V. 84. Ne 572. P. 308-319.

Bullock T H., 1977. Introduction to nervous systems. San
Francisco: Freeman. 559 p.

Clower W.T., 1998. The transition from animal spirits to
animal electricity: a neuroscience paradigm shift // J.
Hist. Neurosci. V. 7. N 3. P. 201-218.

Cosenza R.M., 2002-2003. Spirits, Brains and Minds. The
Historical Evolution of Concepts on the Mind // Brain
& Mind. Electronic Magazine on Neuroscience. Ne 16.
http://www.cerebromente.org.br/nl6/history/mind-
history i.html

Christie A.E., Baldwin D.H., Marder E., Graubard K.,
1997. Organization of the stomatogastric neuropil of
the crab, Cancer borealis, as revealed by modulator
immunocytochemistry / Cell Tissue Res. V.288.
P. 135-148.

Currie S.N., 2011. Donald M. Wilson (1932-1970) “The
point that must be reached” // International Society for
Neuroethology, Newsletter. N 1. P. 9-13.

Delcomyn F., 1980. Neural basis of rhythmic behavior in
animals // Science. V. 210. P. 492—-498.

Dickinson M .H., 1993. Charles M. Lent, 1936-1993 // J.
Neurobiol. V. 25. Ne 2. P. 107.

Dickinson P.S., 2006. Neuromodulation of central pattern
generators in invertebrates and vertebrates // Curr.
Opin. Neurobiol. V. 16. P. 604-614.

Duysens J., 2002. Human gait as a step in evolution //
Brain. V. 125. Ne 12. P. 2589-2590.

Dyakonova T.L., Dyakonova V.E., 2010. Coordination
of rhythm-generating units via NO and extrasynaptic
neurotransmitter release / J. Comp. Physiol. (A).
V. 196. Ne 8. P. 529-541.

CAXAPOB

Dyakonova VE., Sakharov D.A., Schuermann F.-W,
1999. Effects of serotonergic and opioidergic drugs on
escape behavior and social status of male crickets //
Naturwissenschaften. V. 86. P. 435-437.

Dyakonova V.E., Schuermann F.-W., Sakharov D.A., 2002.
Effects of opiate ligands on intraspecific aggression in
crickets // Peptides. V. 23. Ne 5. P. 835-842.

Dyakonova V.E., Elofsson R., Carlberg M., Sakha-
rov D.A., 1995. Complex avoidance behaviour and
its neurochemical regulation in the land snail Cepaea
nemoralis // Gen. Pharmacol. V. 26. P. 773-777.

Dyakonova VE., Chistopolsky 1.A., Dyakonova TL.,
Vorontsov D.D., Sakharov D.A., 2009. Direct and
decarboxylation-dependent effects of neurotransmitter
precursors on firing of isolated monoaminergic
neurons // J. Comp. Physiol. (A). V. 195. Ne 6. P. 515—
527.

Eisenhart F.J., Cacciatore T.W., Kristan W.B. Jr., 2000.
A central pattern generator underlies crawling in the
medicinal leech // J. Comp. Physiol. (A). V. 186. B 7-8.
P. 631-643.

Elliott C.J., Susswein A.J., 2002. Comparative
neuroethology of feeding control in mollusks // J. Exp.
Biol. V. 205. P. 877-896.

FrigonA.,2009. Reconfiguration ofthe spinal interneuronal
network during locomotion in vertebrates// J.
Neurophysiol. V. 101. P. 2201-2203.

Graybiel A.M., 1997. The basal ganglia and cognitive
pattern generators / Schizophr. Bull. V.23. Ne 3.
P. 459-469.

Getting P., 1989. Emerging principles governing the
operation of neural networks // Annu. Rev. Neurosci.
V. 12. P. 185-204.

Golgi C., 1906. The Neuron Doctrine — theory and facts.
Nobel Lectures. https://wiki.brown.edu/confluence/
download/attachments/7953/golgi-lecture.pdf?version
=1&modificationDate=1219857632000

Grillner S., Wallen P, Dale N., Brodin L., Bucha-
nanJ., Hill R., 1987. Transmitters, membrane properties
and network circuitry in the control of locomotion in
lamprey // Trends Neurosci. V. 10. Ne 1. P. 34-41.

Grillner S., Hellgren J., Menard A., Saitoh K., Wikst-
rom M.A., 2005. Mechanisms for selection of basic
motor programs — roles for the striatum and pallidum //
Trends Neurosci. V. 28. P. 364-370.

Guertin, PA., 2009. The mammalian central pattern
generator for locomotion // Brain Res. Rev. V. 62.
P. 45-56.

Harris-Warrick R.M., 2011. Neuromodulation and
flexibility in Central Pattern Generator networks //
Current opinion in neurobiology. V. 21. Ne 5. P. 685—
692.

Harris-Warrick R.M., Marder E., Selverston A.l., Mou-
lins M. (eds). 1992. Dynamic Biological Networks: The

JKYPHAJI OBLUEM BHUOJIOTUM toM73 Ne5 2012



BUOJIOTUYECKUI CYBCTPAT I'EHEPAIIMHM ITOBEJIEHUECKHMX AKTOB

Stomatogastric Nervous System. Cambridge, MA: MIT
Press. 328 p.

Hobert O., Carrera 1., Stefanakis N., 2010. The molecular
and gene regulatory signature of a neuron // Trends
Neurosci. V. 33. Ne 10. P. 435-445.

Hoyle G., 1970. Cellular mechanisms underlying
behavior — neuroethology // Adv. Insect Physiol. V. 7.
P. 349-444.

Jing J., Vilim F.S., Horn C.C., Alexeeva V., Hatcher N.G.,
Sasaki K., Yashina 1., Zhurov Y., Kupfermann I,
Sweedler J.V.,, Weiss K.R., 2007. From hunger to
satiety: reconfiguration of a feeding network by Aplysia
neuropeptide Y // J. Neurosci. V. 27. Ne 13. P. 3490—
3502.

Johnson Obituaries, 2009. Dr. Peter A. Getting (1944—
2009). http://iagenweb.org/boards/johnson/obituaries/
index.cgi?read=239950

Kabotyanski E.A., Sakharov D.A., 1988. Monoamine-
dependent behavioural states in the pteropod mollusc
Clione limacine // Symp. Biol. Hung. V. 36. P. 463—
476.

Lamb D.G., Calabrese R.L., 2011. Neural circuits
controlling behavior and autonomic functions in
medicinal leeches // Neural Systems & Circuits. V. 1.
Ne 1. P. 13-22.

Lent C.M., Dickinson M.H., 1984. Serotonin integrates
feeding behaviour of the medicinal leech // J. Comp.
Physiol. (A). V. 154. P. 457-471.

Li W.-C., Sautois B., Roberts A., Soffe S.R., 2007.
Reconfiguration of a vertebrate motor network: specific
neuron recruitment and context-dependent synaptic
plasticity // J. Neurosci. V. 27. P. 12267-12276.

Lieberman P., 2006. Toward an evolutionary biology
of language. Cambridge, MA: Harvard Univ. Press.
427 p.

Long M.A., Jin D.Z., Fee V.S., 2010. Support for a synaptic
chain model of neuronal sequence generation // Nature.
V. 468. P. 394-399.

Mackie G.O., 1970. Neuroid conduction and the evolution
of conducting tissues // Quarterly Review Biology.
V. 45. Ne 4. P. 319-332.

Meyrand P., Simmers J., Moulins M., 1991. Construction
of a pattern-generating circuit with neurons of different
networks // Nature. V. 351. P. 60-63.

Moroz L.L.,2009. On the independent origins of complex
brains and neurons // Brain Behav. Evol. V. 74. P. 177-
190.

Nilsson O., Fredriksson G., Ofverholm T, Ericson L.E.,
1988. Electron-microscopic immunocytochemistry of
5-hydroxytryptamine in the ascidian endostyle // Cell
Tiss. Res. V. 253. Ne 1. P. 137-143.

Ramon y Cajal S., 1906. The structure and connexions
of neurons. Nobel Lectures. https://wiki.brown.edu/

JKYPHAJI OBLUEM BUOJIOTUM TtomM73 Ne5 2012

347

confluence/download/attachments/7953/cajal-lecture.
pdf?version=1&modificationDate=1219857632000

Sakharov D.A., 1970. Cellular aspects of invertebrate
neuropharmacology / Annu. Rev. Pharmacol. V.10.
P. 335-352.

Sakharov D. A., Salimova N., 1982. Serotonin-containing
cells in the ascidian endostyle / Experientia. V. 38.
Ne 7. P. 802-803.

Sakharov D.A., Salanki J., 1982. Effects of dopamine
antagonists on snail locomotion // Experientia. V. 38.
Ne 8. P. 1090-1091.

Sherrington C.S., 1906. The Integrative Action of the
Nervous System. N.Y.: C. Scribner’s sons. 440 p.

Sombati S., Hoyle G., 1984. Generation of specific
behaviors in a locust by local release into neuropil of

the natural neuromodulator octopamine // J. Neurobiol.
V. 15. P. 481-506.

S-Rozsa K., Graul C., 1964. Is serotonin responsible for
the stimulative effect of the extracardial nerve in Helix
pomatia? // Ann. Biol. Tihany. V. 31. P. §5-96.

S-Rozsa K., Perenyi L., 1966. Chemical identification
of the excitatory substance released in Helix heart

during stimulation of the extracardial nerve // Compar.
Biochem. Physiol. V. 19. Ne 1. P. 105-113.

Stevenson P, Dyakonova V.E., Rillich J., Schildberger K.,
2005.  Octopamine and  experience-dependent

modulation of aggression in crickets // J. Neurosci.
V.25.Ne 6. P. 1431-1441.

Sykova E., Nicholson C., 2008. Diffusion in brain
extracellular space // Physiol. Rev. V. 88. Ne 4. P. 1277—
1340.

Voronezhskaya E.E., Kabotyanski E.A., 1991. A
comparative study of dopaminergic activation of
feeding movements in “model” gastropods // Signal

molecules and behaviour. Manchester: Manchester
Univ. Press. P. 141-145.

Wieland S.J., Gelperin A., 1983. Dopamine elicits feeding

motor program in Limax maximus // J. Neurosci. V. 3.
P. 1735-1745.

Willows A.0.D., 1967. Behavioral acts elicited by
stimulation of single, identifiable brain cells // Science.
V. 157. P. 570-574.

Willows A.O.D., Hoyle G., 1968. Correlation of behavior
with the activity of single identifiable neurons in the
brain of Trifonia// Neurobiology of Invertebrates.
Budapest: Akad. Kiado. P. 443-461.

Wilson D.M., 1961. The central nervous control of flight in
a locust // J. Exp. Biol. V. 38. P. 471-490.

Wilson D.M., 1968. Inherent asymmetry and reflex
modulation of the locust flight motor pattern // J. Exp.
Biol. V. 48. P. 631-641.



348

CAXAPOB

The biological substrate for the generation of behavioral acts
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There is a growing recognition that Central Pattern Generators (CPGs) play the fundamental role in the pro-
duction of motor commands. A CPG is defined as a set of neurons involved in joint production of patterned
sequenced output. It is generally believed that the sequence arises from the pattern of synaptic connections
among these neurons. Alternatively, it was suggested (Sakharov, 1985) that the orderly organization of pat-
tern-generating units might be due to the chemical diversity of their constituent neurons representing different
phenotypes. Recent researches demonstrate that a given CPG can be reorganized to produce a different pat-
tern of output activity. This multifunctionality can hardly be explained in terms of the anatomical (=synaptic)
organization. The heterochemical approach appears to be more flexible. We hypothesize that dynamic fluctua-
tions of the local extracellular milieu determine the physiological properties and receptor profile of individual
neurons, and thus the self-organisation of the latter into a CPG.
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