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B. M. IesumBunmn, A. A. Typkosckuit, T. A. ITannxosa

CAMOCTUMYJIAILINA BUHOTPATHON YIUTKN

«IIpocTble HepBHBIE CUCTEMBI» SIBIIAIOTCS YEOOHBIM 9KCIIEPUMEHTAIbHBIM
06'beKTOM [/ M3y4YeHMs MEXaHI3MOB IUIACTUYHOCTY Ha ITOBEJieHYeCKOM, Hell-
POHHOM U CHHAIITMYECKOM YPOBHAX. B HaHHOI paboTe 9/1eKTPOCTUMY/IALS
BHYTPEHHMX OPTaHOB BUHOTPAIHBIX y/UTOK Helix pomatia 6bl/ia NCIIO/Ib30BaHa,
BO-TIEPBBIX, /I ONIpefie/Ie NI TapaMeTPOB BUCLIEPATbHOI CTUMYJLALNI P 13-
MeHeHUM (PyHKIIMOHATIBHOTO COCTOSTHIIS 1, BO-BTOPBIX, /151 OLIEHKY 3HAYEHVSI [I/Is1
YIUTKY (TIOIOKUTENBHOTO U/IV OTPUL[ATEIBHOTO) CAMOCTUMYJ/IALINY BHY TPEHHIX
OPraHOB B YCTIOBUAX BBIOOPA MOBefleHN. DKCIEPUMEHTbI IPOBOAUINCH Ha 20
MHTaKTHBIX yUTKaX (N=20) ¢ BXXMB/ICHHBIMM IIO]] PAKOBJMHY ITApPHBIMI Cepebpsi-
HBIMIU 37IEKTPOZiaMIL. []BVDKEHMIS YIMTOK PeTMCTPUPOBA/IIICD ABYXKOOPAMHATHBIM
JATYMKOM JIBVYDKEHMIL. B 1-11 cepyy Mopory ak TMBaLy JIOKaIbHbIMIU CTUMY/IaMU
npu gmtenbHocT 50—100 Mc cocTaBmm 4—6 B (Ha BeIxofie cTuMyATOpa). B
48 sxcriepumenTax (13 100, n=100) /151 IpoOY>KAeHMS YIUTKM 6BUIO JOCTATOYHO
OJIHOTO CTMMYJIa, B OCTANbHBIX — ABYX (30) 1 Tpex (22) ctumynos. CTUMYIALS
aKTVMBHBIX YIMTOK YBelIM4MBaa BpeMs ux 6ogpcrsoBanys Ha 30% (N=10). Bo
2-11 cepuu yIUTKaM IpeIarajacsa BhI0Op MeX/y NUIIEeBBIM CTUMYJIOM U IaJI04-
KOI1, IBVDKEHIE KOTOPOII BBI3BIBATIO 37IEKTPMYECKOe Pa3fpakeHne BHYTPEHHUX
OpraHoB XMBOTHOT0. OIIeHNBAIOCH BpeMsi BBIOOPa a/IOUKIL, IBYDKEHIE KOTOPOIT
10 06PaTHOII CBA3Y BBI3BIBA/IO ANEKTPUUECKOE BIUCLIepaIbHOE Pas3ipaXkeHne, B
YCTIOBUAX CaMOCTUMYILALMNU U Ge3 Hee. Pe3y/nbTaT oKasaics HEOXVJAHHBIM: B
YCIIOBMAX CaMOCTMMY/IAILVY YIUTKY NIPEATIOWIN NEeKTPUIECKOoe pa3apaxkeHue
BHYTpeHHUX opraHoB. CpefiHee BpeM: BbIOOpa IayIouky 6110 B 3 pasa O6o/blie
B YCTIOBMAX caMoCTUMYyAnyn (15 MyH/49ac 10 CpaBHEHMIO € 5 MH/4Yac Py BbI-
KIIOYeHHOM TOKe, cpegHume st N=8, n=94). [lory4eHHbIe TJaHHBIE IO3BOJLAIOT
YTBEPKIaTh, 4YTO BUCLIEPATIbHAA 9/IEKTPOCTUMYIIALA ABAETCSA /A YIUTKA IO-
TIO>XXUTENbHBIM IOfIKPEIJIEHNEM 1 IIPOJIO/DKEHM A aKTUBHOCTY, HAIIPaB/IEHHOM
Ha IIOJTyYeHMe ITOTO CTUMYJIA B YCTIOBUAX CAMOCTYMYJIALIIL.
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Kniouesvte cnosa: BbI6Op MOBeIeHNs], BUHOTPAHAS YIUTKA, BUCIEpaTbHAS
3MEKTPOCTUMYIIALVSA, CAMOCTUMYJIALMS, OllepaHTHOE 00YyCIOBNMBaHMe, MOJI-
KperieHne.

“Simpler nervous systems” are useful experimental base for studying
mechanisms of synaptic plasticity at the behavior, cellular and the synaptic levels.
Electro-stimulation of viscera of edible snail Helix pomatia was used to appreciate,
first, parameters of the stimulation for change of functional state of a snail and,
second, to evaluate meaning for a snail (negative or positive) of visceral stimulation
in situation of free behavioral choice of self-stimulation. For both tasks twenty of
intact snails with implanted paired silver electrodes were used in experiments with
recording of movements of animals. At first series thresholds of activation of the
snails by local electro-stimulation of viscera were appreciated for stimuli of 50-100
msec. in duration and were about 4—6 V. It was sufficient the single stimulus to
activate snail in 48 experiments (from 100, n=100), for others cases it were need
two (30 experiments) or three (22 experiments) stimuli. At second series active
snails could choose between carrot and a stick that's movement evoked electrical
stimulation of viscera. Time of choice of stick has been compared for condition
when snail might electro-stimulate it’s by stick’s and when it cannot, current in
back-world system was off. The results were unexpected. Time of preference of
stick by snail was three time more in condition of self-stimulation (about 15 min
per hour in comparison with 5 min for N=8 and n=94). Obtained data show that
visceral electro-stimulation is positive reinforcement for a snail in condition of
self-stimulation when activity of the snail changes parameters of the stimulus.

Key words: behavioral choice, edible snail Helix pomatia, electro-stimulation
of viscera, self-stimulation, operant conditioning, reinforcement.

BBenmenue

IIpo6ema BbIOOpa IOBEJiEHNA Y HEIPOHHBIX MEXaHU3MOB 3TOTO
BbIOOpA ObIIa M OCTAETCSI OFHOI 13 IIABHBIX IICUXO(PU3MOTOTMYEeCKIX
npo6nem. Ilcuxonoru 1 HepoOMONIOrMM NO-Pa3HOMY ONPENe/AIT CaM
HpeaMeT M3y4YeHsI, HO IIbITAI0TCS HAITV OOV A3BIK Ha I10JIe KOTHUTYB-
Hot HeitpoHayku (Bamaban u mp., 2013; Caxapos, 2013; Cokornos, 2003,
2010). B mocnegHee BpeMsl coracue JOCTUTHYTO B TOM, YTO IIpobieMy
BBIOOpA ITOBEMIEHN MOXKHO pellaTh ¥ Ha )KMBOTHBIX, B TOM 4MCTIe ¥ Ha
>KMBOTHBIX C «[IPOCTOI HEPBHOI cucteMor» ([IpsikonoBa, 2012). OgHum
U3 MI0OVMMBIX Helipo6yooraMmu 06beKTOB IJIs M3yYeHNS MeXaHU3MOB
BBIOOpA TIOBEIeHNs ABJISIOTCA MOJUIIOCKY ¥ B TOM YNC/Ie BUHOTPaJHbIE
ymutku (ITaBnos, 1957; Komrrosnn, 1957; Caxapos, 1974, 1992).

W s mcuxonoros U 11 HeMpo61ooros mpob6aema Bbibopa Io-
BeJIeHNA HEIIOCPEICTBEHHO CBA3aHa C IPO6IeMOl MeXaHN3MOB MaMATI
u HayyeHus (Mangina, Sokolov, 2006). HeifpoHHbIe MeXaHM3MBbI acco-
LMATYBHOTO Hay4yeHMs KCIIEPMMEHTA/IbHO MICCIeyeTCs 110 KOHIENTY-
aJIPHOI CXeMe K/IaCCMYeCKOTO MM MHCTPYMEHTAIbHOTO (OIepaHTHOTrO,
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CKMHHEPOBCKOT0) yC/IOBHOTO pediekca. Ha ynmuTkax MeXxaHM3MBI acco-
LMATVBHOTO HAay4YeHNUs YCIEUIHO VICIIONIb3YIOTCS U B 9KCIePUMEHTaX 10
obenm cxemaM — kmaccudeckoro (bamaban u ap., 1992; 3axapos, 1992;
MaxkcumoBa, bamaban, 1983) u uncrpymenrtanbaoro (Caxapos, 2012;
Caxapos, Ilpiranos, 1998; Ilpiranos, Caxapos, 2002) ycmoBHOTO ped-
7eKcoB. B manHOIT paboTe Hamleit 3ajjadeil ObIIO MPEACTaBUTD APYTYIO
9KCIIEPMMEHTA/IbHYI0 CXeMY [JIA U3y4YeHMsI Ha MOJUIIOCKAX, B YaCTHOCTH
Ha BUHOTPAJHBIX Y/IUTKAX, MEXaHM3MOB BBHIOOpA IOBEJeHUS — 9KC-
IIEPUMEHTBI C caMOCTUMY/ALyel. CaMOCTMMY/IALIMIO MBI OIpefensieM
KaK aKTMBHOCTb, KOTOpPasl MeHsAeT IapaMeTpbl CTUMY/IA, Ha KOTOPBII
HaIIpaBjIeHa 9Ta aKTUBHOCTD. CTUMY/IOM J/Is1 CAMOCTUMY/LALIMN YIUTKA
Obl1a BBIOpaHa 9IeKTpUYecKas CTUMY/LALVA BHY TPEHHUX OPIaHOB, BUC-
Iiepa/ibHasl CTUMY/IALNA Yepe3 BXKUB/ICHHbIE 0] PAKOBIHY cepeOpsiHble
3NIEeKTPOABDI.

[Tpu MccnemoBaHMM HEPOHHONM OpraHmM3anuy 060POHUTETBHO-
ro pediekca BUHOTPAHON YIUTKM OBUIO MOKAa3aHO, YTO KOMAaHIHbIE
HEJPOHBI 3TOT0 pedieKca MMEIOT BXOJ] OT BHYTPEHHUX OPTaHOB — MH-
TepOLeNITUBHBIN, BucepanbHbIl Bxof (Ilextep, 1980; lllextep, Apa-
KenoB, 1985). JlokanpHas BUCLepaabHas CTUMYIALNA U CTUMY/IALA
MHTECTVHAJIbHOTO HepBa BbI3bIBaeT B KOMAaHIHBIX HEJIPOHAX CyMMapHbIe
BO30y>xpaomiye noctcuHantudeckme norennyanst (cBIICII) n maykn
notenuuanos peiictBus (I1]1) B ceHCOPHBIX HellpOHAX MapueTaabHbIX
ranrnues (Ilanuxosa, Apakenos, 1990; Sokolov, Palikhova, 1999)
(puc. 1, A). ITopor renepauuu I1]] B KoMaHJHOM HelipOHe B OTBET Ha
BUCIepanbHbIil cTUMYN (Sv) Ha mpenepare (puc. 1, b) 6mmsok k mo-
POTY MOTOPHBIX peaKIuil Ha BMCLlepa/bHble CTUMYJ/IBl Y MHTAKTHBIX
KUBOTHBIX (Ankapac n up., 1982; Apakenos, [Tanuxosa, 1985). Vpen-
TUULIVPOBAHHBIE NTEPBUYHO-CEHCOPHBIE HEIPOHBI, CUHANITHYECKN
CBsI3aHHBIE C TUT'AHTCK/MY KOMaHIHBIMU HellpOHaMy IapyeTanTbHBIX
TaHIJINEB, IMEIOT JIOKAJ/IbHbIE PeIleNITUBHBIE IT0JIA B 00/1aCTU BHYTPEH-
HUX OPraHOB (ITannxosa, Apaxkernos, 1990). B manHOM MCCIegOBaHUMU
MHTAKTHbIE YIUTKM CTUMYIMPOBANINCDH JIOKATbHBIMI 3/1€KTPOCTUMY-
NaMM Yepes3 BXKMBJIEHHBIE 3JIEKTPOBI B 00TaCTU PeljeNTUBHBIX MOJIel
UAEHTUULIVPOBAHHBIX CEHCOPHBIX HEPOHOB (IIPe/NONI0OKNTENbHO
nedenb). CyMMapHBIe 1 9/IeMeHTapHbIe CMHANITIYeCKIe TIOTeHLINAIbI,
perucTpupyemMble B KOMaHJHBIX HEJIPOHAX, NPOAB/IAIT BCIO HATUTPY
¢deHoMeHOB cuHanTHYecKoi wiacTuyHoctu (Mangina, Sokolov, 2006;
[TanuxoBa, 2010), u3yyaeMbIX HelipoHaykoii. Takum ob6pasoM, Bucle-
pasIbHbIe CTUMYJIBI MOTYT OBITD MCIIONIb30BAHBI /I U3YYSHMS K/IeTOY-
HBIX U CMHANITNYeCKMX MEXaH3MOB ITOBEIEeHNA YIUTKY KaK MOZIE/IBHOTO
00'beKTa UCCAENOBAHUS II/TACTUYIHOCTI MO3Ta.

B pab6orax I1.M. banabana u P. Yeitsa (bama6an, 1997; banabaw,
Yei13, 1990) 6b1U10 ITOKa3aHO, YTO CTUMY/IALVA TTaPUETAIbHBIX TAHI/IVEB
ABJIAETCA OTPULIATENbHBIM IOAKpPEIIEHNEeM [/ BUHOTPAHOM Y/IUTKIL.
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Puc. 1. OTBeTbI CEHCOPHOTO ¥ KOMAHIHOI'O HEMIPOHOB Ha JIO-
KaJIbHYIO 9/IeKTPUYECKYI0 CTUMY/LALNIO B BIUCLIEPa/IbHON 00-
macty (Sv), BBI3BIBAIOIIYIO IBYDKEHNSA YIUTKH. A: Bucuepaib-
HBITT CTUMYT (SV) [UINTeNTBHOCTDIO0 50 MC ¥ C MUHT@HCUBHOCTBIO
IIOPOrOBOM I TeHepaluy IIOTEHIMANOB JIEICTBUA B KO-
MaH/iHOM HelipoHe (RPa3) BbI3bIBaeT B CEHCOPHOM HelpOHe
(RPa9) mauxy I1]] n cymmapHble BO36yXK/aoLiiie IOCTCIHAII-
tideckue notenuansl cBIICII B oTBeTe KOMaH/JHOTO HEVIPO-
Ha (RPa3). Cymmapusble BIICII ¢opmupyioTcs B pesyabrare
BpeMeHHOI! U TPOCTPAHCTBEHHOI CyMMALIMN 3/IeMeHTapHbIX
BIICII, xaxziplit 13 KOTOpbIX oTpaxkaeT I1]] B mpecuHanTHYe-
ckoM ceHcopHoM Heiipore (Sokolov, Palikhova, 1999). B: Ha
IIpernapare MOJUIIOCKA MOJKHO BHYTPUK/IETOUHO 3aperucTpu-
poBath peakiyio HeripoHa (Rn) 0OZHOBpPEMEHHO ¢ MOTOPHOIT
peakuuert (Rp — peakiyy MaHTMITHOTO Ba/luka B obmacTu
IBIXaTebHOTO OTBEPCTHUA, ITHEBMAaCcTOMA), BBI3BAHHOI BIC-
Liepa/IbHbIM CEHCOPHBIM CTUMY/IOM (SV). JIByXKOOpPAMHATHBII
[aTYMK IO3BOJIAET (PUKCUPOBATH NBIDKEHUS, KOPEIUPYIO-
mye ¢ ogvHouHbIMM I1]] B ofHOM HeiipoHe (Ankapac u fp.,
1982; Apaxernos, [TamixoBa, 1985)
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B npyrux uccienoBaHMsAX YCTAHOBJIEHO, YTO MEXaHIYeCKIe CTYIMYIIBL, BbI-
3bIBaloll[ee ITACCBHO-000POHNUTEIBHYIO PeaKIINIO YIUTOK, YBeTNYMBAIOT
BpeMsI UX aKTMBHOTO OOPCTBOBAHNS IO CPABHEHNUIO C KOHTPOIbHBIMMA
xuBoTHbIMK (MypaBbeBa, 1998; Kemenes et al., 1993; Khlebnikova, Palik-
hova, 1997). B akcriepyMeHTax Ha IOTyMHTAKTHBIX ITpeaparax oKas3aHo,
YTO MHTEPOLCNTUBHAS CTUMY/LALVSA BO30yX/jaeT KOMaH/JHbIe HeliPOHBDI
IIaCCUBHO-000POHUTENTBHOTO pedieKca, T.e. HEMPOHBI CHCTEeMbI OTPUIIA-
tenpHOro nopkpervienys (Illexrep, 1980; lllextep, Apakenos, 1985). B to
Ke BpeMsI IIPEAIIoNaraeTcs, YTO CTUMYJIbI, OKa3bIBaIolIJie aKTUBYPYIOLIlee
B/usiHNME (TaKOBBIMU JJIsI YIUTOK SIB/IAIOTCS BUCLiepaIbHbIE CTUMYIIbI),
CBsI3aHBI C CUCTEMOII OMOXUTeNbHOTO noakperienus (bamaban, 1997;
IbsxonoBa, Caxapos, 19946).

B Harem ucciegoBaHMM pelanuch aBe 3agadn. [lepsast cocrosina B
U3Y4YEeHUV BIVSHUS JIOKQJIbHO 9JIEKTPUYECKOI CTUMY/IALMY B BUCIie-
panbHOI 0671acTy Ha QPYHKIMOHATIBHOE COCTOSIHIE YINUTOK. J[/Is1 peleHust
3TOII 3a/jauyl CHavajIa OIPee/Is/INCh IIOPOTOBbIe BeIMYMHBI JIOKATbHOII
97IEKTPUIECKOI CTUMY/IALVMN [/Is1 IPOOYK/IeHNSI YIUTOK 1 3aTeM U3y4a-
JIOCh BJIVISTHYE BUCLIepa/IbHBIX CTUMYJ/IOB Ha JJIUTEIBHOCTD X aKTUBHOTO
cocrossHus (boppcrBoBanus). [Ipeamnonaranock, 4To a/eKTpudecKast CTH-
MY/IALMS BHY TPEHHMX OPTaHOB II0 CBOeMY (pyHKIIMOHA/IBHOMY 3HA4€HMIO
(akTMBAIV YIMTOK) He OT/IMYAETCS OT MeXaHW4ecKoil. PaHee maHHbIe 00
aKTUBMPYIOLIEM BIIVISTHUY ObUIM IOy YeHBI [/ MeXaHIIeCKIX BULIEPa/Ib-
HbIX cTMYI0B (MypaBbeBa, 1998; Khlebnikova, Palikhova, 1997; Kemenes
etal.,, 1993). Ho 111 BucijepaIbHbIX 97IEKTPOCTUMYJ/IOB TAKVX Pe3y/IbTaTOB
Ho/my4eHo He 6b10. KomuecTBEHHBIX JaHHbIE C 9/IEKTPOCTUMYILALIEN
IIPEAIIONaranoch MCI0/Ib30BaTh BO BTOPOIT CepUy — B 9KCIIEPUMEHTAX C
CaMOCTUMYJISILIVEN YIUTKIL.

Bropas 3ajjaqa cocTosiia B OIpefie/IeHNI TOTO, KaKoe BJVsHIE —
«TIOTIO>KUTETbHOE» UM «OTPUIIATENTbHOE» — OKa3bIBaeT BUCIIepanbHAs
CTUMY/IALMA Ha BBIOOP YIMTKOI TOTO WM IHOTO MOBefeHNs. DKCIepu-
MEHTBI C CAMOCTVMYJIALYEN OCHOBAHBI HA K/IACCUYECKOM IIPefICTaBIeHN,
4TO IPY OTIePAaHTHOM OOYC/TOBNMBAHNM )XMBOTHOE Hay4daeTcs 136erarh
«OTPUILIATE/IbHBIX» CTUMY/IOB. B HallMX 9KCIIepuMEeHTaX YIUTKM HaxXo-
IMTUCD B YCTOBUSIX CBOOOZHOTO BHIOOpA MEXY IUIIEBBIM CTUMY/IOM U
caMopasJpaKeHVeM BHY TPeHHMX OpraHoB. [Ipefmnonaraaoce, 4To ylIuTku
OYZYT NIPeANOYNTATh MEePBbIiT U U36eraTb BTOPOTo, TaK KaK CU/IbHBIN 1
JUIATEIbHBII BUCI[ePa/TbHBII 9IEKTPOCTUMY/ KPOMe aKTUBUPYIOLIETo
B/IVSIHVSI BBI3bIBaeT OOOPOHNUTE/IbHBIE PeaKIuyl MOJUTIOCKA. B KadecTBe
KOHTPOJISI MICIIO/Ib30BAIACh CUTYALVisi BBIOOpA MEKY IIMILEN 1 TTaTTI09KOI,
IBVDKEHME KOTOPOJ He BBI3BIBAJIO SJIEKTPUYECKOTO PaspaKeHNs BHY-
TPEHHVX OPraHOB YIUTKM, T.e. MY INIIEBbIM U OPMEHTVPOBOYHBIM
[IOBEEHMEM.
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MeTomuka

B paboTe ucnonb3oBanuch Ha3eMHbIe TIETOYHbIE MOJUTIOCKM — BIHO-
rpanuble ynutku Helix pomatia KppIMCKOI Y TIOAMOCKOBHO ITOTTY/ISILINIA.
B TeueHue 3KCIIEpUMMEHTOB BCe >KMBOTHbBIE HAaXOAWINCh B OMMHAKOBBIX
yCIOBMAX (TeMIIepaTypa, BIaXHOCTD, JOCTYITHOCTD INIIN). BoiOupanuch
CpenHMe IO pasMepy (Bec, IMPYHA YCThsl paKOBMHBI) yuTkn. [lapHble
cepeOpsiHbIe 9/IEKTPObI ObIIV BXKMBJIEHDI YIMTKAM II0]] PAKOBUHY B 00/1a-
CTV JIOKA/IbHBIX PELIeNTYBHBIX IOJIeil N/IeH TUPUIPOBAHHBIX CEHCOPHBIX
Heiiponos (ITamxosa, Apaxenos, 1990). PaccTossHue MeXXy 97eKTpofaMu
COCTABJLAJIO 2 MM. DJIEKTPOJbl He BJIMSUIN Ha NTOBeJjeHNe YIUTOK I [IOCTIe
UX 3aKpeIIeHMsI KIBOTHBIE OBV TOTOBBI K YYaCTUIO B 9KCIIEPUMEHTaxX
MecAnaMn. B ycraHoBKke ynuTka puKcupoBamach 3a pakoBUHY TaK, YTO
ee HOTa I10C/Ie MPOOY>KIeHNUs OKa3blBa/IaCh Ha BIAYKHON ITOBEPXHOCTHU
Hrapa. YJIMTKa MOIjia BBIOMpATh HallpaBIeHUe 1 XapaKTep JBUKEHUIT 1
JUTMTENbHO (YacaMM ¥ JHAMM) HAXOAUTHCA B TAKUX YCIOBUAX. [laHHBIE C
IpoOY>XKIeHNEeM YIUTOK Yepe3 BXKMBJIEHHBIE 110J] PAKOBYUHY 9/1€KTPOJIbI
CXOJHBI KaK B YCTIOBUAX CBOOOJHOTO IOBEEHNMS, TaK U NpK PUKCALUN
JKVBOTHBIX B YCTaHOBKe. DJIeKTPOMeXaHOIPaMMBI IBVDKEHIIT B 06/1acTn
IBIXaTeIbHOTO OTBEPCTUA YIUTKHU, PETUCTPUPYEMbIe C TOMOIIBIO IBYX-
KOOP/IMHATHOTO IaATYMKA [JBVMKEHMII Y MHTAKTHBIX )KMBOTHBIX U Ha IIpe-
mapare, He OTIUYA/IICh (puc. 2).

20 mv

L
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Puc. 2. IIpoby>xieHne BUHOIPAJHON YIUTKY B OTBET Ha BUCI[EPAJIbHBIN CTUMYIL.
A: Ha cxeMe — y/IuTKa C BXXMB/ICHHBIMM IIOf, PAKOBUHY MApPHBIMIU CepeOpsHbIMM
anekrpogamu (Sv) o u nocie npobyxuenus. Ha anekrpoMexaHorpamme (cIpasa
BBEPXY), PETMCTPUPYEMON C IIOMOLIbIO [IBYXKOOPAVMHATHOIO JIaTYMKa JBVDKEHMI
(Rp), MOMEHT CTUMY/IALIMN C TIOC/IEAYIOLINM IIPOOY>KIeHIeM YIUTKI YKasaH CTpes-
koit. B: BHyTpukierouHas anekrpudeckas ctumMy/sinys (Vn) BbI3bIBaeT B KOMAH[-
HOM HeJfpOHe TIOTeHIa/Ibl IeJICTBIUA 1 COMPOBOXK/IA€TCS IBUTATETbHBIMY PeaKIVA-
M1 (Rp), CXOTHBIMM C peaKIMAMY YIUTKY Ha CEHCOPHBIE CTUMYTHI (Sv). Rp — amex-
TPOMeXaHOIpaMMa JIBVDKEHUIT B 00IaCTI AbIXaTe/IbHOTO OTBEPCTHUSA YIUTKA
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Puc. 3. CreBa: «YnmMTKa Ha L1ape» — K/IaccuyecKas YCTAaHOBKA I U3YyYEHUS CBO-
6onuoro nosegenust yntku (bamaban u mp., 1992; Makcumosa, bamaban, 1983; Ca-
xapos, 1974). B skcrepuMeHTax ¢ CAMOCTUMY/IALIUEN YIUTKE C BXXVMBICHHBIMHU IIOJ,
PAKOBMHY CepeOpSIHBIMM IEKTPOfAMI IIPEfOCTAB/ISIACh BO3MOXKHOCTb CBOOOA-
HOTO BBIOOpa MEeX/Y efoii (MOPKOBKOIL, SC) 1 KacaHyeM oYKy — JaTIuKa [ABNU-
xernit (R), cMeljeHe KOTOPOTO BBISBIBAJIO 3TIEKTPUYECKOE PasfpakeHue YIUTKI
4epes BUCIiepaIbHBIN BXof, (Sv). Crta pasapakeHNs TOKOM Oblla IPOIOPIOHA/Ib-
Ha OTKJIOHEHMIO jar4mKa fiByoKeHmit. CripaBa: CucreMa caMOCTUMYJIALVN YIUTKI
(R — Sv). 1 — MaHUIIYNIATOP, 2 — YCUIIUTENb-PETYIATOP, 3 — KOMMYTaTop, 4 — BbI-
COKOBOJIBTHBII CTUMYJIATOP, 5 — IepCOHAIbHBIN KoMnbioTep ¢ ALITI

B skcmepuMeHTax ¢ BBIOOpOM IOBEJEHMS YIUTKAaM B KaueCTBe
NUIIEBOTO CTUMY/A Mpefjarajach MOPKOBb. BTOPBIM HOCTYNHBIM [/A
YIUTKY CTUMYJIOM SIBJIS/IACh IaJI0YKa, OTK/IOHEHUe KOTOPOIl PpUKCHpo-
BaJIOCh, TAK KaK OHA ABJIA/NACD JATYMKOM JIBIDKeHMit (puc. 3, A). [IByx-
KOOPAVHATHBI MHAYKTUBHBIN HAaTYMK OBVOKEHUI MICIIONb30BaNCA IJIA
U3Y4EHNMs CTPYKTYPbl MOTOPHOTIO IIOJIAA OT[ENbHBIX HEIPOHOB YINUTKM,
U €r0 4yBCTBUTETBHOCTD OBIIa OYeHb BBICOKOI — MOXKHO OBITIO 3ape-
TUCTPUPOBATh JBVOKEHNA, BPI3BAaHHBIEC OJVMHOYHBIMI ITOTEHLMATaMuI
IeVICTBUA B UCCIefyeMoM HelipoHe (cM. puc. 1, b) (Ankapac u ap., 1982;
Apakernos, [Tamnxosa, 1985).

B skcnepumenTax ¢ caMOCTUMYIALMEN IPUKOCHOBEHME YIUTKN K
DATYMKY OBVDKEHUI BBI3BIBAJIO U3MEHEHME HAIIPSKEHNA Ha BXOfle CTH-
MYJIATOpA I, TIOCIIE YCUIIEHNA 110 S7IEKTPOJIaM, HaXOJAIIMMCA IIOf, PAaKOBM-
HOI1, yINTKe ITofjlaBajicsl TOK. CXeMa yCTaHOBKU B 3KCIIePUMEHTaX C CaMo-
CTUMYIALYEN YIUTKA CM. Ha puC. 3, b. AHa/I0roBbIii By XKOOPpAMHATHBIN
MaHUIYIATOP ObUI OCHOBAH HA VHAYKTVBHBIX HATYMKAX IOTOXKEHNA,
YTO IIO3BOIMIIO CAIE/IATh €0 OY€Hb YYBCTBUTEIbHBIM K MEXaHINIECKOMY
BospelicTBMIO. IIpocTas cxemMa yCuneHMA BBIXOJHOTO 3JIEKTPUYECKOTO
CHUTHaIa OblIa IOTIO/IHEHA PETY/IMPOBKON CMeIIeHNs HY/IA U YCUIeHMS,
YTO ITO3BO/IMJIO PETYNMPOBATh Pa3MaxX BBIXOJHOTO CUTHa/IA CTUMY/IATOpa
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B [iMaria3oHe BXOJHOJN ILIKa/Ibl aHAJI0ro-1ndpoBoro mpeobpasonaress
(ALIIT). O6a xaHama MaHUIYIATOPA VIMEIOT BO3MOXHOCTD 3aINCU B
nudposom ¢popmare Ha [IDBM. [ yno6cTBa MOfaduM HA YIUTKY TOTO
VIV THOTO KaHaJIa Ha BBIXOJle YCTPOJICTBA CIe/IaH IePEK/IYaTellb, I10-
3BOJIAIONNI TIOIK/TIOYATD K Y/IUTKe /100071 13 ABYX KaHa/oB. TakxKe eCTb
II€PEKITI0YATENIb, TO3BOIAINI BMECTO BHIXOJHOTO CUTHAJIA YCTPOCTBA
MOJK/TIOYNUTD K YIUTKe BHEUTHUI BICOKOBO/IBTHBIN CTUMYIATOP.

Cuta cTMMYyJIa MeHs/IaCh IPOIOPLIOHA/IBHO BeTNYMHE OTK/IOHEHIIS
MaHUIYATOpa. AHANIM3MPOBANIOCh OTHOLIEHMEe BpeMeH! IIPUKOCHOBe-
HVS K JaTYMKY K BpeMeHM o61ieit akTuBHOCTY ynuTtku (100%) 1 B gac
(Mun/4ac).

PesynbraTbl

1. Panee ycTaHOB/IEHO, YTO MEXaHMYECKOE Pa3[paskeHle BHYTPEHHIX
OpraHoB sB/sgeTcs cTuMynoM as npooyxaenns ymutku (Khlebnikova,
Palikhova, 1997). AHaorimyHbIe pe3y/IbTaThl IOTy4eHbI M B OTIMCBIBAEMOM
3gech nccnepoBanun. V3 100 skcnepumenTos (n=100) Ha 20 yruTKax
(N=20) ogHOKpaTHbIe a/meKTpudeckue ctumynsl (50—100 mc, 4—6 B Ha
BBIXOJIe CTUMY/IATOpa — SV) BBI3BIBA/IN IPOOYX/EHIe YIUTOK B 48 9Kc-
HepyMeHTaX. B oCTa/lbHBIX 9KCIIepUMEHTAX I MPOOYK/eHUs YIUTKA
TpeboBanoch 2 (B 30) 1 3 (B 22) ctumyrna. JIokaIbHBIE 9/IEKTPUYIECKIe CTH-
MYJIbl YKa3aHHOII CUJIBI U JINTENbHOCTY BbI3bIBA/IN OKOJIOIIOPOTOBBIE [JIA
renepauym [1]] peakiiny KOMaH/IHBIX HEPOHOB MapMeTATbHBIX TaHITIVIEB
ynutok u mauku I1]] B upeHTMUIMPOBaHHBIX CEHCOPHBIX HeIPOHax (CM.
puc. 1, A u B) (Apakenos, [Tanuxosa, 1985; [Tanmuxosa, Apakenos, 1990;
Sokolov, Palikhova, 1999).

[Tocre mpoOyX/eHNs YIUTKM HaXOVIUCh B COCTOSIHUM OOIPCTBO-
BaHUsI OTHOCUTENBHO MOCTOSIHHOE BpeMs. B 36 skcnepumenTtax (n=36)
Ha 8 ynutkax (N=8) 65110 oIpefie/ieHO CpefiHee 3HaYeHNe JIUTeTbHOCTH
aKTMBHOrO OozipcTBOBaHMA (23110 MMH.): O Havasia COKpaIeHVs IfyTia-
7ie1] B cpefiHeM 19 MUH. U [0 TIOJIHOTO YXOfia B PAaKOBMHY 11 00pa30oBaHMs
anmgparmsl — 32 MyH. [InTeIbHOCTD 60/IPCTBOBAHNS OT BBIXOZA 1O TIOTI-
HOT'O yXOJja B PAaKOBJHY He 3aBJCe/Ia OT IIOPOTOBLIX 3HAYEHNI CTUMYJIOB,
HeoOXOMMBIX 1 IpoOyx/eH1sA. [IoBTOpPHO pa30y>KeHHbIE YIMTKY HaX0-
IVWITVIC B aKTVBHOM COCTOSIHUU MeHbIIlee BpeMsi: 2217 MIH. IT0 CPaBHEHWIO
¢ 3247 muH. (n=30, N=8). [JomonHnTeNbHAs OFHOKPaTHAasI BUCLIEpaIbHAS
CTUMYJIALVS AKTUBHBIX Y/IMTOK ITIOPOTOBBIM CTMMY/IOM ITPOijIeBaIa IIePUOT
bonpcTBOBaHNUA B cpefHeM Ha 30%. DIeKTpudecKue CTYMYIIBbI OObIeit
MHTEHCUBHOCTH, BBI3bIBAIOLIVie 0OOPOHUTEIbHbIE PeaKINy, 3HAYUTETHHO
yBe/IM4YMBa/IN ¥ BpeMs aKTMBHOT0 60apcTBOBanu (65 MuH., n=10). [ucro-
IpaMMBI IIO/Ty4€HHbIX IAHHBIX IIPEICTAB/IEHDI Ha PIC. 4, A.

2. IIpegBapuTenbHble pe3y/nbTaThl B SKCIIEPUMEHTAIBHOI CepyUy C
CaMOCTUMYJIALMEN YIUTKY OblIM TTONy4deHsl 15 et Hasan (MypaBbesa,
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A BPEMS BOJIPCTBOBAHHSI b BBIBOP HOBEJIEHHS
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Puc. 4. A: Bnusanne ONIOMTHUTENbHOI BUCLiEpaIbHOI 3/IEKTPOCTUMYIALIMN Ha JIIN-
TE/IBHOCTb OOAPCTBOBAHNS YIINTOK. 1 — cpefjHee BpeMst 60LPCTBOBAHN ITOCTIE IIPO-
6y>X/IeHVsI OTHOYHBIM CTUMY/IOM (n=36); 2 — BpeMs OOAPCTBOBAHUA IO ITOTTHOTO
yXo7ia B pakoBMHY (n=36); 3 — BpeMs1 60[pCTBOBAHsI IIPY IIOBTOPHOM HPOGY K AHUM
(n=30); 4 - BpeMst 60APCTBOBAHIIA IPY IIOBTOPHOJ HOPOroBoit cTuMysLsitmu (n=10);
BpeMsi GOPCTBOBAHVISI IIPY CTUMY/IALMM «GOTEBbIM», BBI3BIBAIOLINIM OPVEHTUPO-
BOYHYIO peakiyio ctuMynoM (n=10). b: OtHocnTenbHOE K BpeMeH1 6OXpCTBOBAHIS
(4ac, 100%) Bpems BoibOpa ctumyna (n=94, N=8). 1 — Bpems BbIOOpa MUIIIEBOrO CTHU-
myna (Sc, puc. 3, A) ¢ BBIK/IFOUEHHOIT cucTeMoit camoctumyisiunu (R-Sy, puc. 3, B),
2 - BpemA BbIOOpa muieBoro cTumymna (Sc) ¢ BkmodeHHOIt R-Sv, 3 — Bpems BbIOopa
[ATYMKA ABVDKEHNIT, HaJIOYKY C BBIKIIOUeHHO R-Sv, Bpemst Bbibopa mamouku (Sv) ¢
BK/IIOYEHHOI CUCTEMO CAMOCTUM /AL

1999a, 6) 6e3 cnionmb3oBaHMA cucTeMbl camocTuMysALuy (R-Syv, puc. 3, B).
B sKkcnepyMeHTax ¢ CUCTeMOV CAMOCTVMYJIALIUM, B KOTOPBIX YIMTKU MOI/IV
BBIOVIPATb MEXAy MUIIEBBIM CTUMY/IOM ¥ KacaHMeM JIaT4MKa, IPUBOJSI-
IIVIM 110 OOPATHOV CBA3M K PasfpaKeHNIO Y/IUTKY Yepe3 BXXVBJICHHbIE ITOJ]
PAKOBUHY 9/IeKTPOJIbI, Pe3y/IbTaT OKa3a/ICs HEOXKVITAHHBIM. YIIUTKM IIpefi-
MIOYMTA/IV CAMOCTUMYJIALIMIO Yepe3 BYUCLepaIbHbI BXof, (puc. 4, b). B 94
9KCIIepMMEHTA/IbHBIX cepusx (n=94) Ha 8 >kuBoTHBIX (N=8) cpesHue 3Ha-
YeHNA BPEeMeH, IPOBEIeHHOTO YIMTKOI Ha MAaHUITY/IATOPE, COCTaBIIN: B
KOHTPOJIbHBIX CepPVAX C BBIK/TIOYEHHBIM TOKOM B CUCTEME CAMOCTUMY/IALIIN
0K0710 5 MMH/4ac (7% OTHOCUTENbHO BpeMeHu 6onpcrBoBanya — 100%),
a B CepMsIX C BK/IIOYEHHOI 00paTHOI CBsI3bI0 — OKOJTo 15 MuH/49ac (23%).
JmnTenbHOCTD BLIOOPA YIMTKON NIV B KOHTPOJIbHBIX CePYISIX 11 B CePUAX
C CAMOCTUMY/IALIVE} 3HAYMTENbHO He MeHA/ACh.

O6c¢cyxaeHne

B mepBoii cepun 1MccIeoOBaHMA MBI OIIPee/ININ HOPOTY IPOOYK-
[eHVISl YIUTOK OfVHOYHBIMU JIOKQJIbHBIMY BJCIIEPaTbHBIMU 3TIEKTPO-
crumynamn (4—6 B, 50—100 mc). HenmuelHasA 3aBMCMMOCTD peaKkIym
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mapreTagbHbIX KOMAH/IHbIX HEIPOHOB M 00OPOHUTEIBHOI peaKiun
MOJITIOCKA OT CMJIBI CTUMY/Ia 06Cy>KaaeTcs B paboTax (Apaxenos, [Tamu-
x0Ba, 1985; 3axapos, 1992; Sokolov, Palikhova, 2008). Mo>xHO OTMETHTD,
4TO 3HAYeHMsI TAKUX CTUMYJ/IOB ObLIN TOro e nopsjka (10—20 B), uro
U CyO'beKTVBHBIE TOPOTY /IS JIOKA/IbHON 97IeKTPUYECKO CTUMYJIALNN
KOXXIM B ITapaJlIeIbHbIX 9KCIIEpMMEHTaX Ha YelloBeKe U MOporu 060-
POHUTE/IbHBIX peaKIMil Ha MHTAKTHBIX YIUTKAX, U IIOPOTY aKTUBALVN
000pOHNTENBHBIX HEIIPOHOB Ha MpenapaTax.

[Tpy usy4eHUM BIVSAHVS JOIOTHUTENBHOI BUCLIEPATbHOI 9JIEKTPO-
CTUMY/IALMY Ha BpeMs aKTUBHOTO OOApPCTBOBAHU YIUTKU ObUIN HOMY-
YeHbl Pe3y/IbTaThl, KOTOPBIX MBI He OKMAaMM. MBI IIperonaraiy, 4YTo
BUCLIEpa/IbHbIE 9IeKTPOCTUMYIIbI, BBI3bIBAIOIIE OOOPOHUTEIbHBIE pe-
aKIMU YIUTOK, OYAyT YMEHbIIATh BpeMs UX aKTMBHOT'O OOAPCTBOBAHNUA
Ha MeHblIlee BpeMs, 4eM Cabble, IOPOToBble /IS TPOOY>KAEeHNS YIUTKA
CTUMY/IbL. DTO MpefpOIOKeHe OCHOBBIBAIOCh Ha TOM, YTO 0OOpOHU-
Te/IbHBIE CTYMYJIBI CBSI3aHbI C CUCTEMOJ OTPULIATEIBHOTO TOAKPeIIeH IS,
a aKTUBUPYIOIe — C CUCTEMOII OJIOKNUTeIbHOTO nopkperienus (ba-
nabaH, 1997). IKCIIepUMEeHT MOKa3aJsl, YTO CUIbHBIE CTUMY/Ibl YBETNYN-
BalOT 0OJPCTBOBaHNE MO/UIIOCKOB Ha Oosibliiee BpeMs, 4eM crabbie. ITo
MOYXHO OO'BSACHNUTD C TOUKM 3PEHNA PAaBHOBECUS CUCTEM, YIIPAB/IAIOLINX
BbIOOpOM moBefenus ([IpsikonoBa, Caxapos, 1994a; Caxapos, 2012).
JI7151 9KCIIepMMEeHTOB C OHOKPATHBIMY BUCLIEPa/TbHBIMYU CTUMY/IaMMI
aKTUBUpYIOLIee BIUAHNE CYIbHBIX CTUMYJIOB ObUIO OOJIbIIIe, TaXKe eCyn
OHU BBI3bIBA/IV 000pOHNTeNbHBIE peakuyy. OfHUM U3 MeXaHU3MOB He-
crienprIecKoil aKTUBALNN YIUTOK ABJIAIOTCSA CepOTOHMHEpPIIYecKas
u onmopublie cucteMmsl (Ibsaxkonosa, 1987; Hukurtun, banaban, 2011;
[ImBoBapos, 1995; Caxapos, Llpiranos, 1998). CepoTOHMHEpPTrIYeCcKyI0
CUCTeMY CBSI3BIBAIOT C CUCTEMOJI HOIOXXNUTENIBHOTO ITOAKPEIIeHN JIA
OopueHTNpoBOYHOro noBefenus ymutku (I]piranos, Caxapos, 2002), HO
€CTb ¥ IPOTUBOIIONIOXHBIE JAaHHBIE 00 AKTYBUPYILEM BIIMAHIN CEPOTOHN-
HeprIYecKoii CUCTeMbl Ha 000POHUTEIbHOE OBEIeHNeE, T.€. Ha CUCTEMY
oTpuiatenbHoro nopkpervieHus (Balaban et al., 2001). C kakoit u3 aTux
CHCTEM, TIOTOXKUTETBHOTO WV OTPULIATEIBHOTO MOKPeIIEHNs, CBsI3a-
HO aKTVBUPYIOIlee BIUAHNUE NIEKTPUYECKON CTUMY/IALVY BHYTPEHHNUX
OPTaHOB Y/IUTKY, MBI IIPOBEPS/IV BO BTOPOII 9KCIIEPUMEHTATLHON Cepum
C CAMOCTUMYJISALIVEN YIUTKI.

HeoxnpaHnHpIM OKasanca U pe3ynbTaT BTopoll cepun. Ilpenmo-
JIaTajIoCh, YTO YeM CUJIbHee YIUTKa cebst pasfpaxkaeT, TeM Oojiee CUIbHbIe
000pOHNUTEIbHBIE peaKLMN 3Ta CTUMY/IALNA OyfeT BbI3bIBATh U TeM
6onbInee Bpems ynuTKa OyzieT ee m3beraTb. B ombiTax ¢ caMmocTUMYyA-
Iyeil, B KOTOPBIX YIUTKA MOITIa pasfpakaTb ce6s 4epe3 BUCLiepaIbHBII
BXOJI, BpeMs HaXOX/IeH/s MOJUIIOCKOB Ha MaHMITY/IITOPe 3HAUUTENTbHO
(6ormee yem B 3 pasa) yBeMMIMBAIOCH 110 CPABHEHUIO C IIUTEIbHOCTHIO
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OPUEHTVPOBOYHBIX JIBV>KEHUI, HAIIpABJIEHHbIX Ha HAaTYMK JBVDKEHMI
C OTK/IIOYEHHOII 00paTHOII cBA3bI0. TakuM 06pa3oM, MogTBepANIaCh
TUIOTe3a O TOM, YTO BUCI[epa/bHbIE 3/IEKTPOCTUMY/IBI SAB/IAIOTCA He OT-
PULIaTeNIbHBIM, @ TI0/IO>KUTE/IbHBIM ITOAKPEI/IeHNEM [T YIUTKY, HeCMO-
TPS Ha TO, YTO OffTHOYHBIE CTYIMYJIBI TAKOJl MHTEHCUBHOCTY BBI3BIBAIOT
U yBe/MYeHNe BpeMeH) OOfPCTBOBAHMA U OOOPOHUTENIbHbBIE PeaKIUN
ymuTKK. MexaHU3M BbIOOpa IOBENEHNS B 3aBUCUMOCTM OT MHOTUX
cucTeMoo6pasyoux GpakTopoB B IOCTIeJHee BpeMs pacCMaTpUBaeTCs
Kak (GOpMMpOBaHMEe B MO3Tre «L[eHTPA/JbHBIX TeHEePAaTOPOB IATTEPHOB»
(Izhikevich et al., 2004), HO 06cy>KmaeTcs U A1 SKMBOTHBIX C «IIPOCTON
HepBHOII cuctemoi» (bamaban u fp., 2013; Caxapos, 2013). Hamn nc-
C/lellOBaHUsI [TOKA3a/I1, YTO MEXaHM3Mbl aKTUBHOTO BbIOOPA MOBeIEH NS
MOTYT M3y4aThCs Ha BUHOTPAJHBIX YIUTKAX (ITanmuxoBa, 2010).

* %

Jtak, B HacToAMLIel paboTe MpeCcTaBlIeHa MeTOAVKA MCC/IeOBAHA
po6/1eMbl BLIOOPA ITOBEeHsI Ha Y/IUTKE C IOMOIIIBIO CYICTEMbI CAMOCTH -
MY/IALMY, o6ecriednBaoLeli 1o 06paTHOI CBA3Y U3MEHEHNe TapaMeTpOB
CTUMYIIa, Ha KOTOPBII HaIlpaB/ieHa aKTMBHOCTb MOJITIOCKA. JI71s1 sKcIiepu-
MEHTOB ObUIa BbIOpaHa JIOKa/IbHAsA BUCLIEPa/IbHAS STIEKTPOCTUMYILALVA
Jyepe3 BXXJBJICHHbIE I10f] PAaKOBUHY cepeOpsiHble 9/IeKTpoabl. beum 1o-
JTy4eHBI CIeA YOI pe3y/IbTaThl: 1) BUCIepabHbIE CTYMYIIbI OKAa3bIBAIOT
npoOy)x/allee U aKTUBMPYIOIee BIVAHME Ha YIUTKY, AaXKe eCIn UX
VHTEHCHBHOCTD BBIIIIe TOPOTOBO /11 000POHUTEIbHBIX PeaKLnii; 2) Bpe-
M BBIOOPA YIUTKOIL BUCLIEPAIbHOTO 37IEKTPOCTYMYJIA YBEINYNBACTCSA B
YCTIOBUAX CaMOCTUMYALMY. TakuM 06pa3oM, aKTUBMpYIOllee BIVSHE
BJCLIEPA/IbHOI CTUMY/IALMY Ha «II0JIOKUTE/IbHOE» OPUEHTHPOBOYHOE
TIOBeJieHe ITpeobIasiaeT Hajl «OTPUIATEIbHBIM», 00OPOHNTETbHBIM.

Asmopul 6nazooaprvt Examepune XnebHuxosotii, Enere Mypasvesoti
u Bauecnasy L[viearnosy — cmydenmam u 6binycKHUKAmM Kageopol Ncuxo-
pusuonozuu MI'Y, ycunusmu KomopoLx 8vinonHeHUue IMoti pabomut crmaso
603MONCHBIM.

CIIVICOK JIMTEPATYPbBI

Anxapac B., Apaxenos I'I, [lesumsunu B.M., Coxonos E.H. HeitpoHHbIe MeXa-
HU3MbI OpraHusanuyu fApyKeHnii // Bectn. Mock. yH-ta. Cep. 14. I[Icuxonorus. 1982.
Ne 4, C. 65—71.

Apaxenos I'I’, Ilanuxosa T.A. lleHTpanbHble MEXaHM3Mbl OpraHM3ALUN IBU-
xxeHuit // HeitpoknbepHeTndecknit aHaan3 MexaHn3MoB mosefenns / Ilox pep.
E.H. Cokonosa, JI.A. llImenesa. M.: Hayunsiit coser AH CCCP mo xoMmiekcHoii
npo6neme «Knbeprernka», 1985. C. 84—101.

122



Bana6an I1.M. KoHnenuus MOAKpeIIeHNs B MCCIELOBAHNMAX Ha MPOCTHIX
HepBHbIX cucTeMax // JKyph. Boicul. Heps. gearenbHocTu um. VLII. TlaBmosa. 1997.
T. 47. Ne 2. C. 280—285.

Banaban I1.M., Maxcumosa O.A., Bpasaperxo H.J. ITnacTudeckue popMbI I1O-
BeJleH! s BMHOTPAIHOM YIUTKM 1 MX HelIpOHHbIe MeXaHM3Mbl // JKypH. BBICIIL. HepB.
nesarenbHocTy uM. VI.IT. ITaBnoBa. 1992. T. 42. Ne 6. C. 1208—1220.

Banab6an I1.M., Boponyos JI.11., Jvsikonosa B.E. u dp. LleHTpaipHbIe reHeparo-
pot martepra (CPGs) // JKypH. BbicuL. Heps. gestenbHocTy um. VLII. Tlasnosa. 2013.
T. 63. Ne 5. C. 520—542.

Banaban I1.M., Yeii3 P. BsanmopelicTBIe SMOLIMOHAIBHO ITO3UTHUBHBIX 1 Hera-
THMBHBIX 00/1acTell MO3Ta y BMHOTPAIHOI y/TKY // YKypH. BBICIIL HEpB. IeATENbHOCTI
um. VLIL ITaBnosa. 1990. T. 40. Ne 1. C. 125—134.

Hvaxonoea B.E. HelipoTpaHCMUTTEpHbIE MEXaHM3MbI KOHTEKCT-3aBYICHIMOTO
noseneny:A // JKypH. Boici. Heps. meatenpHocTy nM. VLII. ITaBmosa. 2012. T. 52.
Ne 6. C. 1—17.

Hvsaxonosa B.E., Caxapos [].A. HelipoTpaHCMUTTepHasA OCHOBA IIOBEJl€HNA
MOJUIIOCKA: YIIPaB/IeH)e BEIOOPOM MeXIy OPUEHTUPOBOYHBIM 1 000POHNUTENbHBIM
OTBETOM Ha Ipe/bsABIeHNe HE3HAKOMOTO cTuMYa // JKypH. BbICII. HepB. feATeNb-
Hocty uMm. VLIL. TlaBrmoBa. 1994a. T. 44. Ne 2. C. 526—531.

Hvaxonosa B.E., Caxapos [I.A. Y4acTyie 9H/IOT€HHOJ ONMOV/HOI CUCTEMBI B
Pery/sLuM IMIeBOro ¥ 3aIUTHOTO HOBefeH st MOUTIocKa Limnaea stagnalis // XKy pH.
BBICIL HepB. fesiTenbHoCcTy M. VLI ITaBnosa. 19946. T. 44. Ne 3. C. 316—322.

Hvakonosa T.JI. Yemy n kax yunrcs HevipoH // XKyph. obur. 6uonornm. 1987.
T.158. Ne 3. C. 1—17.

3axapos J.C. O60opoHnTeIBHOE MTOBEleHNe BUHOTpagHoil ynutku // JKypH.
BbICII. HepB. feArenbHocTU uM. VLIT. ITaBnosa. 1992. T. 42. Ne 6. C. 1156—1169.

Kowmosny, X.C. CpaBunrenbHas pusuonorus. I1. CpaBHuTenbHas Gpuanonorns
HepBHbIX cucreM. M.: Misp-so AH CCCP, 1957.

Maxcumosa O.A., Banaban I1.M. HelipoHHbIe MEXaHM3MBI IJIACTUYHOCT 10~
BefienusA. M.: Hayka, 1983.

Mypasvesa E.B. YBennuenue BpeMeHu 60pCTBOBaHNS BUHOTPATHON YIUTKY B
YCIOBUSAX OTPULIATE/IBHOTO HOoAKpervieHts // Mat-1p1 MexxpyHap. KoH®. CTy/IeHTOB
U acIMpaHTOB 10 PyHAaM. HaykaM «JIomoHocoB», Cekuus «IIcuxonorusa. M.: MI'Y,
1998. C. 68.

Mpypasvesa E.B. DyHKIIMOHANIbHOE 3HAYEHVE IHTEPOLIEIITUBHOIO CeHCOPHOTO
BXOJIa BUHOTPA/IHOM YIMTKM B 9KCIIEPUMEHTAX C CAMOCTUMYIIALMelL. PasBuTue Teopun
¢dyHKIMOHANMBHBIX crucTeM // Tpymbl Me>kBeOMCTB. Hayd. COBETA ITO SKCIIEPVM. 1
npukaanHoit pusuonornn. M.: HUM nopmanbHhoit dusuonornu nm. ILK. AnoxnHa,
1999a. T. 8. C. 379—380.

Mypasvesa E.B. CaMoCTUMYNALUSA YIUTKU 4€Pe3 MHTEPOLENTUBHbI BXOH, //
Hay4. KoH(}. MOTIOIBIX Y4eHBIX, TOCBAML. 150-1eTnio co guA poxaenus VI.I1. ITasmosa
(MockBa, 13—14 okTa6psa 1999 1.). M.: VIHCTUTYT BBICIL HepB. [ieAT. ¥ Helipoduano-
noruyt PAH 1 MT'Y, 19996. C. 32—33.

Huxumun E.C., banaban II.M. OyHKIMOHAIbHASL OPTAHUSALMA M CTPYKTYpa
CEPOTOHMHEPTMYECKOI HeMIPOHA/IbHOM CETU Ha3eMHOI yIUTKM // JKypH. BBICIIL. HEPB.
nearenbHocty uM. VI.IT. TTaBnosa. 2011. T. 62. Ne 6. C. 750—762.

123



ITasnos J.II. Kak 6e33ybka packpsiBaet cBou cTBopku (1885) // ITaBmos V.IL.
IMomnu. cobp. cou.: B4 1. T. 1. M.: Mag-Bo AH CCCP, 1957. C. 466—490.

ITanuxosa T.A. HeitpoHbI ¥ CMHAIICHI BUHOTPATHOM YIUTKM B BeKTOPHOI TICH-
xodusnonornn E.H. Cokonosa // BectH. Mock. yu-Ta. Cep. 14. ITcuxonorus. 2010.
Ne 4. C. 149—164.

IHanuxosa T.A., Apaxenos I.I. MOHOCMHAIITUYECKEe CBA3YM B LIeHTPAIbHOM
HEPBHOJ CUCTeMe BMHOTPAfIHOI YIUTKM: pelleNTUBHbIE II0/IA IMPeCUHANTUYeCKIX
HelipoHoB // JKypH. BpicuL. HepB. AearenbHocTy um. VLIL ITapnosa. 1990. T. 40. Ne 6.
C.1186—1189.

ITusosapos A.C. IITacTUMHOCTD XeMO- 1 37IEKTPOBO3OYAUMbIX MeMOpaH Heil-
POHa: pery/IAuusa onMoufaMu M BTOPUYHBIMA MOCpefHNKaMu: ABToped. fucc. ...
IOKT. 6101, HayK. MockBa, 1995.

Caxapos [.A. Teneanorus Heiipona. M.: Hayka, 1974.

Caxapos J].A. Jonruit myTh ynuTky // JKypH. BbICII. HEPB. I€ATENbHOCTYU UM.
VLIL T1aBnoBa. 1992. T. 42. Ne 6. C. 1059—1063.

Caxapos JI.A. Buonorndecknit cybcTpaT reHepaLuy MOBeAeHYeCKUX aKTOB //
Kypn. obmy. 6monoryu. 2012. T. 73. Ne 5. C. 334—348.

Caxapos JI.A. Teneparyisi KOTHUTMBHBIX [TATTEPHOB KaK 61O/IOTMYeCKast Ipo-
6rema // KoruutuBHas Hayka B MOCKBe: HOBbIe MCCIefoBaHMsA: MaT-/bl KOH(.
(Mocksa, 19 nrons 2013 r.) / Ilog pen. E.B. Ilevenxosoii, M.B. @anmukman. M.: 000
«byku Begu», 2013. C. 263—267.

Caxapos [I.A., L[viearos B.J1. TpaHCMUTTep3aBICYMOE BK/IIOUEHE PeCIIpaTop-
HOTO IHTEPOHA B IOKOMOTOPHBIII PUTM y JIETOYHOTO MOJIIIOCKa Lymnaea // ®usnon.
KypH. 1998. T. 84. Ne 10. C. 1029—1037.

Coxonos E.H. Bocripustiie u ycnoBHbIl pediiekc: HOBbIT B3rmsi. M.: YMK
«ITenxonormsa», MIICIH, 2003.

Coxonos E.H. Ouepkn 1o ncuxodusuonorun cosnaums. M.: Vag-Bo Mock.
yH-Ta, 2010.

Ivieanos B.JI., Caxapos [].A. CepOTOHMH-3aBICUMOE ITepeTIofYMHeHE PeCIIN-
PaTOpPHOTO pUTMa LIEHTPAJIbHOMY IeHepaTOpy TOKOMOLMY Y JIEFOYHOTO MOJITIOCKA
Lymnaea // Joxn. PAH. 2002. T. 382. Ne 4. C. 554—556.

ITexmep E./]. MexaHOYYBCTBUTEIBHOE PELIEIITUBHOE II0JI€ MACHTU()UIMPOBAH-
HOTO HelipoHa Mo/UIocKa // JKypH. Beicil. HepB. festenbHocTy uM. VLIL. ITaBnosa.
1980. T. 30. Ne 5. C. 1079—1082.

Illexmep E.]I., Apaxenos I'I. PenenTuBHOE 1107Ie KOMAaHIHOTO HelipoHa // Heii-
pokubepHeTIYeCKMiT aHaMM3 MexaHusMos nosenenn: / Ilop pen. E.H. Cokonosa,
JLA. IlImeneBa. M.: Hayuusit coser AH CCCP 1o xomiutekcHoit mpo6meme «Kn-
6epHetnkar, 1985. C. 64—68.

Balaban, PM., Bravarenko, N.I., Maksimova, O.A et al. A single serotonergic
modulatory cell can mediate reinforcement effect in the withdrawal network in
the terrestrial snail // Neurobiology of Learning and Memory. 2001. Vol. 75. N 1.
P. 30—50.

Izhikevich, E.M., Gally J.A., Edelman G.M. Spike-timing dynamics of neuronal
groups // Cerebral Cortex. 2004. Vol. 14. N 8. P. 933—944.

124



Kemenes, G., Zakharov, LS., Vehovsky, A., S.-Rozsa, K. Neurophysiological cor-
relates of tactile stimulus-induced whole-body eversion, a novel type of behavior in
the snail Helix pomatia L. // Brain Research. 1993. Vol. 1. N 3. P. 16—27.

Khlebnikova, E.V.,, Palikhova, T.A. Activation of the land snail by mechanical
stimulation of viscera // Simpler Nervous Systems: Abstracts of the 5th East European
conference of the international society for invertebrate neurobiology. Moscow: ISIN,
1997. P. 32.

Mangina, C.A., Sokolov, E.N. Neuronal plasticity in memory and learning
processing abilities: theoretical position and selective review // Intern. Journal of
Psychophysiology. 2006. Vol. 60. N 3. P. 203—214.

Sokolov, E.N., Palikhova, T.A. Elementary and compound postsynaptic potentials
in the defensive command neurons of Helix lucorum // Acta Biologica Hungarica.
1999. Vol. 50. N 1—2. P. 1—11.

Sokolov E.N., Palikhova T.A. Stimulus intensity: encoding on skin // Abstracts
of the 3rd Intern. conf. on cognitive science (Moscow, June 20—25, 2008). M.:
Xyno>xecTBeHHO-M3/laTe/IbCKMit eHTp, 2008. T. 1. C. 292.

INocTynuna B pegakiuio
08.11.13



