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B 0030pe mpeacTaBicHBl TaHHBIC JTUTCPATYPBl U PE3yJbTaThl COOCTBCHHBIX HCCIICIOBAHUN JTUHAMHUKU
9JIEKTPUYECKHUX XapaKTePUCTHK HEHPOHOB, M3MEHEHHUSI KOTOPHIX BKJIIOYAIOTCSl B MPOIECCHl Kak Gopmu-
poBaHHs OOY4YEeHHs, TaK U COXPAHEHUS JOJITOBPEMEHHOW IMaMATH. DTH CBEJICHHS MO3BOJSIOT CIENaTh
BBIBOJI, YTO JJIUTEIBHOEC COXPaHCHHE NMOBEACHUYECKUX (DEHOMEHOB IPH OOYUECHHH CONPOBOXKAAETCS HE
TOJIBKO N3MEHEeHNeM 3(h(peKTUBHOCTH CHHANTHYECKOH epeaaydy, HO ¥ MOBBIIIEHHEM BO30YANMOCTH KO-
MaHJHBIX HEIPOHOB 00OPOHHUTENBHOTO pediiekca. DTO 03HAYAET, YTO B IPOIECC O0yUEHUS BOBICKAIOTCS
JJIHUTCIBHBIC U3MCHCHUA CBOICTB MeM6paHbl OMPCACJICHHBIX 3JICMCHTOB HeﬁpOHHOﬁ CCTHU, 3aBUCHUMBIC OT
MeTabonn3Ma KiIeTkH. Takoe siBlIeHne MOKHO 0003HAYMTh KakK KJIETOYHBIE (JIEKTPOPHU3UOTIOTHIECKHE)
KOPPEJSATHl ATUTENBHBIX IUIACTUYECKUX MOAW(HKANNK MOBEACHUSA. AHAIN3 UMEIOINXCS PE3yIbTaToOB
JEMOHCTPUPYET BaXHYIO POJIb MEMOpPaHHBIX XapaKTEPUCTHK HEHPOHOB (MX BO30OYAMMOCTH) U MapaMmeT-
POB CHHANTHYECKOI Iepeau He TOJbKO B Ha4aJdbHON CTaIuU 00YUYECHHSI, HO U B JUTUTEIbHBIX MOANDHU-
KaIMsaX MOBeAeHUs (JOITOBPEMEHHOM MaMsITH).

Knioyeguvie cnosa: Bo30yaUMOCTb, MEMOPaHHBII IOTEHIMA, TIOPOTOBbIH NOTECHIUAI, IPOCTas HEpBHAS

CUCcTeéMa, CCHCOPHLIC U KOMaHAHBIC HeﬁpOHBI, 06yquI/Ie, YCHOBHLIﬁ pe(bnelcc, naMsTh.

BBEJEHUWE

Bompoc 0 KJIETOYHBIX MEeXaHM3Max OOydYeHHs W
nmamMsaTH CTOUT aaBHO [27, 40, 72, 123]. MHOXeCTBO
AKCIIEpUMEHTAIBHBIX TaHHBIX MOKA3BIBACT, UTO K-
TOYHEBIE MIPOIECCHI, CBSI3aHHBIE C 00YUYCHHEM, TTPOUC-
XOJIAT Ha ABYX YPOBHSAX (y4acTKaX HEHPOHHOM CETH):
MPEeCUHANITHYECKOM  (JUIHUTEIbHBIE MOJUGUKAIITIHI
3¢ (HEeKTUBHOCTH CHHANITHYECKOH Mepeaadyn) 1 MocT-
CHHANTHYECKOM (M3MEHEHHS JHIOTCHHBIX CBOMCTB
Helipona u ero membpansi) [6, 10, 16, 88, 116, 161].
Ponr MeMOpaHHBIX XapaKTEPUCTUK HEHPOHOB U Ma-
paMEeTpPOB CHHANITUYECKOH IMepeaadyn B MEXaHU3Max
JUIMTEIILHBIX aCCOLMAaTUBHBIX M HEACCOLMATHUBHBIX
MJIACTHYECKUX MOJU(DHUKAIUN TTOBEICHHS UCCIENI0-
BaHa B OoJbIIOM KoinmdecTBe pabdor [14, 41, 57, 63,
65, 72, 84, 103, 122, 138, 142]. DtoT uHTEpec omn-
penensieTcs KIOYEeBOW POIbI0 HEHPOHOB M WX CHT-
HaJIBbHOW CUCTEMBI U CUHANITUYECKOM MepeJauyn Mex-
Iy HUMU B MHTETrPaTUBHOMN AESATEIbHOCTH MO3ra |2,
19, 35, 61, 83, 117, 139, 173].

JUid pemeHust 3TUX BOMPOCOB IIMPOKO HCIONB3Y-
IOTCSI MOJUIIOCKHU, 00JaJarolye OTHOCUTEIbHO IIPOC-
TOW HEpBHOW CHCTEMOH C WICHTUPHUIHUPYEMBIMH
KJIETOYHBIMH 3JIEMEHTAMH M JOCTATOYHO CJIOKHBIM
MOBEICHYECKHM pernepTyapoM. OKCIEPUMEHTHl Ha
OpIOXOHOTUX MOJUTIOCKaX M YNPOIIEHHBIX MOZEIX,

HaIpaBJICHHBIC HA W3YYCHUE KJICTOYHBIX OCHOB acco-
[IUATHBHOTO OOyYEHUS, OKa3aJliCh Pe3yTbTaTHBHBIMHU
JUIS aHAJIM3a MEXaHU3MOB IJIacTUYHOCTH [7, 15, 27,29,
33, 36, 37, 39, 50, 69, 73, 75, 86, 106, 124, 134, 143].
Hecmotps Ha Gonbiioe pazHooOpasue GopM yCIOBHO-
PeQIIEKTOPHBIX peaklni, CyIECTBOBAHUE PA3IHMYHBIX
KJTaccu(UKaAIUil yCIOBHO-PE(MICKTOPHBIX PEaAKITHil y
Pa3HBIX BHJOB JKUBOTHBIX, IPUHIUIHAILHOE CIUHC-
TBO ITHX PEaKIHWid HE BBI3bIBaeT coMHeHwid [3, 47].

OTKpBITHE TaKUX SIBICHUH, KaK T€TepPOCHHANTHYEC-
koe obseruenne (I'CO) u mocTTeTaHMYECKAs TIOTCH-
uuanus ([ITID) wnu anurensHas notenuanus (A11),
Ha 3HaYMUTEITHFHOE BPEeMS MPEIONPeIeNTnI0 BHUMaHUE
uccienoBaresieil k mpodiemMaM 3pPpexTUBHOCTH CH-
HanTtuueckou nepenayu [116]. OgHako B mocienHue
ro/bl HAKAIUIMBAIOTCS CBEICHHS O BOBJICYEHUH B Me-
XaHU3M acCOIMAaTHBHOTO OOYCJIOBIMBAaHUS TAKXKE U
W3MEHEHUH Ha yPOBHE IMOCTCUHANTUYECKOTO HEMpo-
Ha [2, 12, 37, 56, 60, 61, 62, 129, 130, 164], noss-
JSAIOTCS HOBBIE JaHHBIE MPEACYIECTBYIOMUX HOH-
HBIX TOKaxX B OIpe/IeICHHBIX HEPBHBIX KieTKax [182,
185], koTOpBlE MOT'YT CYIIECTBEHHO MEHSTHCA B pe-
3ynbTaTe oOyuenus [142, 163], MEHAIOT OTHOIIICHHE
uccieaoBaTesneil K poin Bo30yIUMOCTH HeipoHa U
OTIOCPEYIONINX €€ MPUYNH B MEXaHH3MaxX 00ydIeHHS
[64, 166, 186]. OTu npu4HHbI TOOY UK HAC TIPOBEC-
TH 0030p paboOT B JaHHOM HalpaBJICHUH.
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1. HEMPOHHBIE MEXAHUWU3MBbI
ACCOIIMATUBHOI'O OBYYEHUS
Y )KUBOTHBIX C MPOCTOM HEPBHOM
CUCTEMOM

B »ToM pasnmene KpaTko pacCMOTPEHBI OCHOBHBIE
AKCIIEpUMEHTAIbHBIC pabOTHI 1O BHIPAOOTKE yCIOB-
HBIX pe]IeKCOB Y JKMBOTHBIX C IPOCTOW HEpBHOM
CHUCTEMOH W MOAPOOHO MPOAHATU3HPOBAHBI PE3YIlhb-
TaThbl I/ICCJ'IC)Z[OBaHI/Iﬁ 10 KJICTOYHBIM N MCM6paHHI)IM
MeXaHH3MaM acCOIMaTHBHOTO OOydYeHUSI.

1.1. Accoyuamuenoe odyuenue y MoaioCcKkos

Kongen u Tayk B uaeHTUPUIUPOBAHHOM HEHUPO-
He amnu3un R2 oOHapyXWiW SIBIEHHWE TeTepOCHHa-
nrTryeckoro obnerdeHus [124], xorma aMmuAtyaa
BO30YKJAIOUIETO MOCTCHHANTUYECKOTO IOTEHIIHA-
na (BIICII) B oTBeT Ha TECTUPYIOIIHNI CTUMYJ yBe-
JUYMBAJIaCh B HECKOJIBKO pa3 II0CJI€ HNPUMEHEHHUS
KOHIULIMOHUpytoniero crumyia. 'CO mnpusnekio
BHHUMaHUE MHOTHX HCclefoBaTeneil, u ata paboTa
MTOCITY KHUJIa OTIIPABHOM TOYKOW IJII M3YUCHHS Ooiee
CIIOXKHBIX (POPM TMOBEICHUS HA KJIETOUHOM YpPOBHE.

[lepBast paboTa, B KOTOpO# Obla JOKa3aHa acco-
IUATUBHOCTH HAOJIO1aeMbIX B XOJ¢ O0yUCHHS U3Me-
HEHHI IMOBEICHMs Y MOJUIIOCKOB, ObLia IPOBEacHA
Ha xunHOM Mouttocke Pleurobranchaea californica
[144]. TakTuapHOE pa3zapa’keHue OpalbHON o0JacTH
HEOOYUYCHHOI'0 IJIEBPOOpPaHXa BBI3BIBAIO pedIiekc
oTnepruBanus roioBbl. (CoueTaHWE TaKTHJIBHOTO
CTUMYJIA C MTUAIIEBBIM CTUMYJIOM (T10/1adeil TOMoTeHa-
Ta KaJbMapa) MPUBOJIUIO K YMEHBIICHUIO BEJIMYUHBI
ATOM PEaKINH, a 3aTEM K KIIAaCCHIECKOMY 00y CIOBIH-
BaHUIO — MUIIEBOI peaKINy B OTBET Ha TaKTUIHHOE
pazapaxenue. [lo3quee aBTOpBI ynpocTunu Gopmy
BBIpabOTKHU ycioBHOTO peduiekca (YP), cpasy mpu-
OerHYB K aBep3WBHOMY peduiekcy Ha mumy [143].
BripaboTtannslii pediiekc coxpaHsiics B TCUESHUE Ye-
TBIPEX HEJEeNb, @ MOAU(DHUKAIIUY, TOJYUYCHHBIC B TIPO-
mmecce oO0ydYeHMS, MOAMABANHCH TU(hepeHITNPOBKE.
JleTanbHBIE HCCIEOBAHUS BO3MOXKHOCTU BBIPabOT-
ku YP Obutm mpoBenensl Ha cim3He Limax [106].
BripabaTeiBanach aBep3us K IMHILE TyTEM COUCTAHMS
MpeABABICHNS OJHOTO BUAA NMUIIH (TpubOB) C 3KC-
MO3HIINEH YIIIEKUCIOTo ra3a ¢ UCIOJIb30BaHUEM OJl-
HOTO COYETAHUS B JACHb. Y CIU3HEH BhIpabaThIBAICS
ycToiunBeIil YP, koTopsIih mMen audPepeHIIHPOBKY
Ha Jpyro# Bun numu (kaprodenb) U COXpaHsiCcs B
TEUCHHUE TPEX HeJeb. BripabaThiBasiCs TaKKe CTOM-
kuil YP oTkasza oT nuinu mocie coYeTaHus ee c Be-
IIECTBOM TOPHKOTO BKyca — TYaHUJUHCYIb(HATOM y
CIM3HS, KOTOPBIA mojaBepraics AuddepeHIUpPOBKE
Y OXpaHsIC InuTeapHoe Bpems [162]. YV BuHOTpas-
HOM YIUTKY TaKXe BbIpaOaThIBaIu pedIekc aBep3nu
K MHUIIE TPU COYCTAaHUU IHUIIH C BEUIECTBOM TOPb-
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KOro BKyca — XuHUHOM [34, 38] — u npu codeTaHuu
C JIEKTpUUECKUM pazapaxkenuem [21, 29]. CymecT-
BEHHBIM OBLIO TO, YTO Y BUHOTPATHON YIUTKH JIETKO
dbopmupoBanace nuddepeHnrpoBKa K APYTHUM BH-
nam runta [7, 29]. Beipa®oTka aBep3uu K MHUIIE TPO-
BOAMJIACH M JPYTHMH TPyNIIaMH UCCIIeI0OBaTENeH: Ha
meBpoOpanxe [89, 126], ma npynosuke [170, 171].

Brina moka3aHa BO3MOXXHOCTh BeIpaboTku YP Ha
CUTyallMOHHOE O0YyCIIOBIMBAaHME, KOTJa BUHOTpAl-
Hasg yJIuTKa oOydaiach OTIWYATh SJEKTPHUYECKHUE
CTUMYJIBI, TIPEIbSIBICHHBIE B KOHKPETHON CUTYyalluu
(na mape), B Apyroil cutyauuu (Ha MIOCKOH MOBEp-
XHOCTH) — HE pearupoBarh Ha HuX [59]. Jlanee Obuio
00HapyXeHO, YTO JaHHAs NOJATOBpEeMEHHas obOcTa-
HOBOYHAs MaMATh MOXET OBITH HapyIlleHa OJ0KaTo-
poM OENKOBOTO CHHTE3a aHW3OMHIIMHOM, €CJIH €ro
MPUMEHUTDH Cpa3y MOCJe HAIOMUHAHUS 00OCTaHOBKHU
(vontekcra) [19]. CuryanmoHHoe 00YyCJIOBIMBaHUE
OBLTO MOKa3aHO M y NMPYAOBUKA C MCIOJIB30BAHHEM
MpeOBIBaHMS )KHBOTHOTO B YCIOBHUSX THIIOKCHH B Ka-
yecTtBe mojaenbHOM cuctembl [113, 135]. KonTekc-
TyaJbHO crenuduueckoe o0ydeHUue U MaMsATh O HeM
ObLTH 0OHAPYKEHBI Y MHOTHX JIPYTUX O€CIO3BOHOY-
HBIX JXHBOTHBIX [42, 43,79, 113, 134].

1.2. Knemounsie u memopanHnvie MexaHuzmol
aAccouuamuenozo 00yuenus y mojinocKkos

B uenom, BBIIENSIIOT IBE OCHOBHBIE CTpaTETUU
HCCIIEIOBAaHUM KIIETOUHBIX MEXAaHU3MOB OOy4YeHHsS
[72]: 1) mpoBenenune oOydeHHsT Ha MEpPBOHAYAIHLHO
WHTAKTHOM HWBOTHOM C MOCJIEAYIOUIMM aHaJu30M
Ha KJIETOYHOM YpPOBHE; 2) UCIOJIb30BaHHE KIIETOY-
HBIX aHAJIOTOB 00yYeHMs, KOT]a IKCIIEPUMEHTHI MPO-
BOJATCS HA WM30JIUPOBAHHOM HJIU MOJYUHTAKTHOM
nmpemnaparax Jubo B JUCCOIMUPOBAHHOU KJIECTOYHOM
KyJbType. KileTouHble HCCae0BaHUsI Ha IMpenapa-
Tax 00y4eHHBIX )KHBOTHBIX HAYAJINCh PAHBIIE, OJTHA-
KO MICCJICIOBAHUS Ha KJICTOYHBIX aHAJIOTaX O0y4YCHHS
6oJiee pacIpocTpaHEHbl, TAaK KaK OHU MTO3BOJISIOT JIO-
KaJU30BaTh T€ HM3MEHEHUS, KOTOPBIC MPOUCXOJISAT
pU 00yICHUU.

JertanpHbrii ananu3 MeMOpaHHBIX MEXaHHU3MOB
dbopmupoBanus YP ObUT IpoBeeH Ha pa3HBIX 00b-
eKTaX, B TOM 4YHCJIe Ha BUHOTpamHoW ymutke Helix
lucorum. Tak, B komanaHbix Helponax JI[1a3 u
[MI1a3 obGopoHUTENBHOTO pediiekca BHHOTPATHOU
YAUTKU OBIIO OOHApY)XEHO yBEIWYCHHE BO30yIH-
MOCTH BCIIEJICTBHE CHIKEHUS MTOPOTOBOTO MOTEHITN-
aja Ha HadalbHOW cTaauu BeIpaboTkH YP Ha Kie-
TOYHOM aHaJIoTe, a TaKxKe Oblla MoKa3aHa reHepalus
6ouspmoro uncia norennuanos neicteus (I1J1) moc-
Je ero moytHo# BeIpaboTku [28, 29]. IIpu ucmonb3o-
BaHWH TOJYHMHTAKTHOTO Ipernapara ObI0 OTMEYEHO
MOSIBIICHUE PEaKIUi Ha MUIIEBOH CTHUMYI B (hopme
JENOoJIPU3aLUOHHOTO CABUTa MEMOPaHHOTO MOTEH-
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uuana KoMaHAaHbX HeliponoB JIIIa3 u IIITa3 [28].
[Ipy codeTaHHBIX aNIUIMKAIUAX MOPKOBHOTO COKa
n 5-10%-HOro XMHMHA B JPYTUX KOMaHJHBIX HeM-
ponax JIIInl w IIIInl BHHOTpamHOW YIWUTKHA OBLIH
3aperucTpUpoOBaHbl M3MeHEeHHs] (OHOBOW OMOdIIEK-
TpUYECKON aKTHBHOCTH. brla oOHapyXeHa AeTos-
puzanusa na 10-15 mB, yBennueHue Bo30yIuMocTH
Ha 55-65% wu reneparnus 11 u BIICII ¢ BeIcOKO#
yacToTol [32].

Kierounsie u MonexyIsipHble MEXaHH3MBI 00yUe-
HUS U COXpAHEHHUS MaMATH HamOojee MHTECHCHUBHO
M3YyYaloTCcsl Ha mpuMepe pedIieKCOB OTAEPTrUBaHUS
xabp u cudona y moimocka Aplysia. OcHOBHBIE pa-
00THI Ha ’TOM 00BEKTE OBLITN BBHITTOJIHEHBI HA KJIETOY-
HBIX aHajorax oOy4eHHUs — M30JIMPOBAHHOM IIpema-
parte 1160 B KJeTo4HOU KynbType [122]. Ha ocHoBe
3TUX 0e3yCIOBHBIX pedIeKCOB Takke (QopMHUpOBa-
JIOCh KJIacCH4YecKoe 00yCIOBIMBaHUE, T.€. acCollha-
THBHas QopMa 00yUeHHUs, KOT/la YCIOBHBIM pedekc
(YC) craHOoBUTCS CWIBHEE W TIPOJOJDKHTEIBHEE,
€CIM Tepel CHWIBHBIM CEHCUTH3UPYIOLIUM CTHMY-
JIOM MIPUMEHSTH YCIOBHBINH CTUMYIN — KacaHue cugo-
Ha [53, 74]. I'pynnoii aBTopoB ObLI MPOBEIEH MOUCK
TOYEK MEXKHEHPOHHBIX B3aUMOAECHCTBUM, KOTOpBIE
SIBJIIOTCSI Y3JIOBBIMH YYaCTKaMU IJIACTHYHOCTH MIPH
oOydeHun. bpuin paccMOTpeHB! cleayrolire CHHalm-
Chl: CEHCOPHBIM HEHPOH — MOTOHEUPOH, CEHCOPHBII
HEWpPOH — BO3OYXIAIOUMKA MHTEPHEHPOH, BO30YXK-
AN UHTEPHEUPOH — MOTOHEUPOH U B3aMMHBIE
CBSI3U BO30Y’KJIAIOIIET0 W TOPMO3HOTO HHTEpHEil-
ponoB. OcHOBHOE oOyerdyeHue OblJI0O HAWACHO B CH-
Harcax CEHCOPHbIM HEHPOH — MOTOHEUPOH, a TaKkXKe
CEHCOPHBIA HEHPOH — BO30YKIAOIIHI HHTEPHEUPOH
[177]. [ns ompeneneHuss poii CEHCOMOTOPHBIX CH-
HAICOB B mpouecce BoipaboTku YP oraepruBanus
cu(OHa HCIIOIB30BAIH J[Ba MOJYUHTAKTHBIX Tpera-
paTa amiu3uM in vitro, KOTOpble OTJIIMYAINCH 110 CTe-
IIEHU COXPAHHOCTU CBs3€H LIEHTPalIbHONW HEPBHOU
cuctemsl (IIHC) ¢ nepudepueii [133]. Bo Bpems BbI-
pabotku YP otaepruBanus cudoHa perucTpupoBaIn
AKTUBHOCTh HIACHTH(QHUIUPOBAHHBIX LEHTPAJbHBIX
MOTOHEHPOHOB M aMIUIMTYJIy COKpAIIeHHS XaOpbl.
ABTOpPBI O0OHAPYXHWIH, YTO O0yYEHHUE BKIIOYAET U3-
MCHEHHsI HEMPOHAIbHONW AKTUBHOCTH B pailloHE Cu-
Halica CEHCOpPHBIN HeMpOH—MOTOHEeHpoH. B monckax
IPYTUX JIOKYCOB MJIACTUYHOCTH aBTOPHI O3AHEE 00-
HApy>XWJIH, YTO CIOCOOHOCTH MOTOHEHPOHOB BBHI-
3bIBaTh peduieKc OTJepruBaHus kabp y oOydeH-
HBIX JXMBOTHBIX yBelnW4uBaeTcs. B skcnepumeHTax
Ha yiuTke Helix aspersa Oplna moka3aHa BaKHOCTH
UACHTH(PHUKALUH JIOKYCOB INIACTUYECKUX U3MEHEHUN
B HEMPOHHO ceTH. ABTOPHI HAILIM, YTO HA JUHAMU-
Ky OTBETOB B Pa3HBIX 2JIEMEHTAX CETU MOTYT BIMATH
TaKkue KOMITOHEHTH (DYHKIIMOHHPOBAHHS CETH, KaK
CKOPOCTh PACIpPOCTPaHEHUs HEPBHOTO HMMITYJIbCa,
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[155, 156].

Jns ompeneneHHsl KIETOYHBIX CIEJOB TMaMITH
OYEHb BaXKHBIM IPEICTABISIETCSA TTOUCK TaKUX JIOKY-
COB B HEHPOHHOW CETH, B KOTOPHIX OBLIN ObI 0OHa-
PY’KeHBI U3MEHEHUSI, KOppeaupyoue ¢ o0yueHneM
[65]. Caxapo3za siBusieTcst 3QPEKTUBHBIM XHMHUYEC-
KHM CTHUMYJIOM IS TTOJ3aHMs Y IPYIOBHKA U TIO3TO-
MY HCIIOJIb3yeTCs B KauecTBe 0€3yCIOBHOI'O CTUMY-
na (bC) npu BBIpabOTKE KIIACCHYECKOTO YCIOBHOTO
numeno0eBaTensHOTO pediekca [170]. B kadectBe
ycaoHoro ctumyna (YC) mpuUMEHSIOT TaKTHIbHBIN
WIH XUMHYECKHH CTHUMYJN (aMuianerar). ABTOPBHI
BBIpa0aTHIBANIN KJIaCCHYECKOE 00YCIOBIMBAHUE TIPH
COYETAaHWH Caxapo3bl ¢ KACAHUEM T'yOBI (TaKTHIIHHOE
pasnpaxeHue) u3a 15 couerannii BeIpabaTHIBAH MTH-
meBoi pedexc. 3aTeM Ha ypoBHE MOTOHEHPOHOB B3
OBIJIO OTMEUYEHO 3HAUUTENIBbHOE YBEIUUYEHUE aMILIH-
Tyasl panHux BIICII, BEI3BaHHBIX IPUKOCHOBEHUEM,
HO HE MX NMPOAOIKUTEIHHOCTH. OJHAKO MPUYUHHOMN
CBS3HM 3THX U3MEHEHUH JIEKTPUUECKUX XapaKTepHc-
TUK MOTOHEHPOHOB ¢ QUKTUBHBIMH TATTEPHAMH IO~
3aHHs aBTOpPHI He oOHapyxumu [170, 171]. Axtua-
1M CUHANTHYECKUX CBA3EH MeXAY MOAYISATOPHBIM
nHTepHeliporoM CV/ u HelipoHAMHU — LEHTPAIbHBI-
Mu reHeparopamu putMma (L[I'P) Onlma moka3zana kak
Hambosee BakKHAsi KOMIIOHEHTA, TaK KaK HMEHHO aK-
tuBHOCTH CV1 ympaBisuia MOTOPHOM IporpamMoi
noJi3aHus npynoBuka [65, 170, 171]. [1pu BeipaboTke
aBep3MuH K MHUIIE Y IMIeBpoOpaHxa MOBHIIIATIACH BO3-
oynumocts L[I'P. KpoMe Toro, y HUX BO3pacTaiu OT-
BeThl Ha nuiny [132]. bouin HailieHbl U3MEHEHUS B
JNEKTpUUECKUX Xapakrepuctukax [I'P y annusuu B
KJIETOYHOM aHaJIoTe OMEPaHTHOTO OOYCIOBIMBaHUS
[151], mabmromanoch 3HAYUTEIBHOE YyMEHBIICHUE
crnoHTaHHOM akTuBHOCTH B III'P y mpysoBuka moc-
Jie OIIEPaHTHOI'0 00YCIOBIMBAaHUS TOPMOXKECHUS BO3-
JIyIIHOT'O pecIupaTopHOro nopeaeHus [169].

MewmOpaHHEBIe (3JIEKTPOPUINOTOTHUECKIE ) KOPpe-
NTHI 00y4deHus: ObUTH IPEIMETOM HCCIIEIOBAHUHN U B
Halux 3KkcrepuMentax [12, 44, 103]. Msl Bripaba-
THIBAJIM YCIIOBHBIN 000poHUTEIbHBIH pediieke (YOP)
3aKpbITUS THEBMOCTOMA U Y P aBep3uu Ha numy. Ha
CIEeyIOIIMA ACHb MTOoC)Ie 00yUeHUs MPOBOAMIICS aHa-
JIU3 AIEKTPUYECKHUX XapaKTePUCTHK KOMaHJHBIX HEl-
POHOB OOOpPOHHTENHHOTO TMOBEACHUS BUHOTPAIHOM
yauTKu. Pe3ynpTarsl mokaszaiau, 4TO MeMOpaHHBII
MOTEHLHAJ ITUX KIETOK y KOHTPOJIbHBIX KHUBOTHBIX
nmocturan 60.7 = 0.5 mB, mopor renepanuu 11]] 6511
paBeH 20.6 +0.4 MB, a kpuTHueckuii ypoBeHb J€NO-
nspuzanuu coctraBisin — 40.9 + 1.2 MB. V ynutox
nocie BeipaboTku YOP (n = 43) B KOMaHIHBIX HEH-
poHax HaOmromanoch moctoBepHoe (p < 0.01) cHHU-
KEHHEe MEeMOPaHHOIO0 M MOPOTOBOTO IOTEHIHAIOB
MpU HEU3MEHHO KPUTUYECKOM YPOBHE JEHOJISIpHU3a-

3*
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nuu. Ammuryna [1]1 (75-80 mB) usmeHnsiace Toib-
KO B Ipejiesiax CMEIIeHU moTeHiuana nokos. [Ipu
BbIpaboTke YP aBep3um Ha mumly Takke MPOHUCXO-
IuT goctoBepHBIH (p < 0.01) memonspu3amHOHHBIN
CABUT MeMOpaHHOTO MoTeHnuana (n = 43), KOTophIi
COTIPOBOXKIAJICSI COOTBETCTBYIOIINM CHUKEHUEM T10-
poroBoro noteHiuana. CiaenoBareabH0, HAMHU ObLIO
MMOKa3aHO, YTO Ha KJIETOYHOM YpPOBHE H3MEHEHHs
MeMOpaHHBIX XapaKTePUCTHK KaK BO BpPEMs BhIpa-
6otku YOP, Tak u npu hopMuUpOBaHUHN aBEep3UH HA
MWLy TPOUCXOAT CXOAHBIM 00pa3oM. B atux ciy-
yasx HaOIo1aeTcs MOBHIIIeHHE BO30YIMMOCTH B KO-
MaHJIHBIX KJI€TKaX HEHpOHHON ceTH O0OpOHHUTENb-
HOTO MTOBEJICHNUSI BUHOTPATHOHN YIUTKH.

HenaBHo mosBunace pabora, BBINOJTHEHHAS
npod. BupHOM ¢ coTpyaHHKaMHU Ha UACHTHQUIIHPO-
BAaHHBIX HelpoHax amnu3uu [142], B KoTOpoil momy-
YEeHBI PE3yJIbTATHI, MOJITBEPKIAIONINE HAIITN BIBOIBI.
ABTOPBI TOKA3aJ1, YTO IPH ONIEPAHTHOM 00y CIIOBIIH-
Bauuu [151] mporcxoanuTt qoiroBpeMeHHoe (B Tede-
Hue 24 1) yBenuueHue Bo30yauMocTu Helipona B51.
OO0ydeHre COMPOBOXKAAIOCH IMOBBIIICHUEM BXOIHO-
IO CONPOTUBJICHHUS M CHI)KEHHEM pora reHepanuu
MayeyHbIX UMITYJIbCOB. VIMu OBLIO MpOAEMOHCTpH-
pOBaHO, YTO 3TO YBEJIWYCHHE BO30YIUMOCTH HEMl-
pona BS51 saBasercs mAM®-3aBucuMbIM. MOXHO
NPENIoNIOKUTh, YTO OAHMM M3 MEXaHHU3MOB TaKO-
ro XapakTepa U3MeHEeHHs] MeMOpaHHbBIX TapaMeTpoB
HEHpOHa SBJIAETCS HaJIW4YWe MOCTOSHHOTO Mpency-
MIECTBYIOMET0 HATPUEBOTO TOKA, KOTOPBIM OBLT Haki-
JIEH B ONpEACICHHBIX HEPBHBIX KieTkax [163, 182,
185]. Takoii mpemcymiecTBYIONIUNA HATPUEBBIA TOK
ObUT HalileH 1 Y MOJUIFOCKOB (B TMTaHTCKHX Leped-
paTbHBIX KJIETKaX MPYJOBHUKA), U OBLIO MTOKA3aHO CY-
LIECTBEHHOE YBEINYCHHUE 3TOTO TOKA MPU HHBEKIHH
TAM®. DTOT pe3yapTaT MO3BOIIII aBTOPaM MPEIIo-
JIOXKUTH, YTO B OCHOBE HEHPOHAIHHOW IMIACTHYHOC-
TH MOXET JIeKaTh JUTUTENIbHOE YBEIUUEHUE 3aBUCS-
iero oT HAM® MoCTOSHHOTO MPeJCyIEeCTBYIOIIETO
HaTpHueBOTo ToKa [152].

1.3. Buogpusuueckue ocnogol usmenenusn
HOBEOCHUA Y 2ePMUCCEHObL

B C€CTCCTBCHHBIX YCJIOBUAX [JId MOJIIIOCKaA
Hermissenda xapakTepeH MOJIOXHUTENbHBINH (QOTO-
TaKCHC — JBUKCHHE B CTOPOHY YYACTKOB ¢ OOJNbIICH
ocBeneHHOCThI0. [1oaTOMY 11 00yUYeHHST MOJIITIOC-
KOB MOMEIIAJIA B CTEKJISIHHBIC TPYOKH, PACIIOI0XKEH-
HBIE paJMalbHO Ha BpalIafomeMcs IUCKe, U HaOIo-
JaJIA 332 CKOPOCTBIO UX JBWKCHHS K OCBEIICHHOMY
y4acTKy B HeHTpe aucka. OOydeHue 3aKiIrdaioch
B HCU3MCHHOM COYCTAaHUCM NPCABABICHHUU CBECTA U
BpameHus. Ecian )knBOTHOMY NPeIbSBISTH IIOBTOPSI-
IOIUECS] COUETaHUs CBETA U BpaIlleHUs, TO CKOPOCTh
HPOJABIKCHHS K CBETY 3HAYUTEIHHO YMEHBIIANACh,
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M 3TO crienu(puyecKoe N3MEHEHHE TIOBEICHUS COXPa-
HSJIOCH B T€UEHUE HECKONIbKUX fHEH [50, 104]. beutn
U3YYCHBI crienu(puuecKue HeMPOHHBIE CETH MOCTYTI-
neHus WH(pOpManuu O CBETE — 3PHUTENBbHBIA TPaKT,
HayuHAas ¢ GOTOPEENTOPOB U 3aKAHYNUBASI MOTOHEH-
poOHaMH, — U O MECTOINOJOKEHUH B NPOCTPAHCTBE,
HayMHas C BOJOCKOBBIX KJIETOK cTaTtolucra. B xax-
JIOM TJ1a3y MOJUTIOCKA Ha CBET OTBEUaloT JiBa oTope-
menTopa Tuma 4 ¥ Tpu — TUIA B, KOTOpBIe BO30ykaa-
IOTCSL M YBEJIMYHUBAIOT YAaCTOTY I'€HEpalMH CIalKoB
B OTBET Ha CBET, IIPU 3TOM KaXKIbli QoTopeuentop
TUNa B BBI3BIBAET TOPMO3HON INOCTCUHANTUYECKUI
notenian (TIICIT) B ocTanpHBIX (hoTOpEHEHTOpPax
[86, 95]. Curnan pacrpocTpaHsIeTcs OT GOTOpeIel-
TOPOB Jlajiee 0 HEHMPOHHOU IIEMU A0 MOTOHEHpOHa
LP1, u noBbIlIEeHUE €70 aKTUBHOCTH CBUETENLCTBY-
€T 0 MOCTYIUICHUH CBETa. ITH pabOThI CO3/1aIH MPE/I-
MTOCBUIKH JIJISl ICCIIeTIOBAaHNIT MEMOpPaHHBIX MEXaHH3-
MOB acCOIMaTUBHOTO OOYYEHUS Y TEPMHUCCEH/IBI.

[TepBUYHBIMU KIETOYHBIMH KOPPEJIATaAMU 3TO-
r0 acCONMAaTHBHOTO OOYYEHHS CIyXaT HU3MEHEHHS
CBOWCTB ()OTOPENENTOPOB THIIA B — NETONsIpU3aIus,
KOTOpas HaKaIllJMBAETCS C KaKIbIM IOCJIEIYIOIIHUM
ombiToM [50]. OTa akKyMymsnus emOJIpU3ainu
OKa3bIBAETCS CIIeNU(PUUHON AJIsI COUYSTAHHBIX CTUMY-
JIOB U MOCJEAYIONIEeH OpUEeHTAIlMA HEPBHOU CUCTEMBI
OTHOCHTEIIPHO IIEHTpa BpalieHus. beuio mokaszaHo,
YTO CEPOTOHMH MOXKET MOJYJIUPOBATh Y T€PMHUCCEH-
o6l 3¢ dexTsl, BbI3bIBacMble 00y4YCHHEM, CKa3bIBa-
IONIMECs B TOM YHCJIE M Ha DJEKTPUYECKUX Xapak-
TEPUCTHKAX, U HAa MOHHBIX TOKaX ()OTOPEUENTOPOB
turia B [85]. 3naunTtensHbIM 3ddexTomMm 00ydeHHS
ABIISIETCA TAK)Ke MOBBIIIEHUE BXOIHOTO COIIPOTHUBIIE-
HUSl GOTOPELENTOPOB TUIIA B, yBelnYeHHe YacTOTHI
BBI3BAHHBIX CIIAWKOB, MpogokuTenpHocTu [1/] [104,
138, 148]. Kak o0ydeHue XKHBOTHOTO, TaK U TPCHH-
pOBKa in vitro oOycIIOBIMBalld 3aMETHOE YyBeJIHYe-
uue norennuan- u Ca’*-3aBucumeix K*-tokoB uepes
MeMOpany ¢oropernentopos tuma B [52, 148].

BuyTpukieToYHass perucTpauusi 3JIEKTPUUECKUX
MOTEHIINAJIOB B OJIHOM CEpUH IKCIIEPUMEHTOB B (O-
TOpeLeNnTopax THIOB A U B moka3eiBaeT, 4To B ¢o-
TopeLenTopax Tuna 4 B OTIMYUE OT (OTOPELENnTo-
POB TUNA B INPOUCXOAUT MOCTENEHHOE MOHIKEHHE
B0o30ynumoctH, cHikeHne ammautyasl TIICIT u pe-
HENTPPHBIA MOTEHIHMAl y OOyYEHHBIX XHBOTHBIX
MEHbIIIEe, YeM y HEeTPEHUPOBAHHBIX WJIU MOABEPTHY-
TBIX HecodeTaHHOU ctumMyisamuu [102]. O0ycaoBau-
BaHHE BEJET B 3THX KJIETKaX K IOCTOSIHHOMY YMEHb-
HIEHUIO aMIUIUTYBI ONEPaTOPHOrO MOTEHIMaIa Kak
B CUHANTUYECKH UHTAKTHBIX, TaK U B CHHAIITHYECKHU
MOJIMPOBaHHEBIX (oTopenentopax tuna A [101]. Uc-
CJIeI0BaHUS METOJOM (DPUKCAllMM [IOTEHLHAaJa I10Ka-
3aJId, 9TO OOyCJIOBIMBAHUE BEAET K 2-3-KpPaTHOMY
YBEJIMYEHUIO aMIUIUTYIbl MOTCHUHAN 3aBHCHMOIO
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BeIxozamero K*-roka [96]. Brlia HaligeHa MMoI0XKK-
TeJIbHAsI KOPPEJAIUs 3TOTO TOKa C (POTOAKTHUBHBIM
MOJaBJICHUEM aKTUBHOCTH JXHBOTHBIX IMpU 00yue-
uuu. O6yueHne KUBOTHBIX ObUT0 Ca’’-3aBHCHMBIM.

Crumynsanus (HOTOPEINenTOpoB THIIA B CBETOM
WHANUAPYET KacKaja, orocpenyemsrid ¢docdomumna-
301 C, KOTOPBIA T€HEpUPYET YBEINUYEHUE COAEpKa-
Hus uHoszutoaTrpudocdara (IP;) u auanunraunepo-
Ja ¥ COOTBETCTBYIOIIEE MOBBIIIEHHUE COJECpKaHUA
HyTpHKIeTounoro Ca’* [139]. JlonrospeMeHHas
Jenosipu3anys MeMOpaHbl U yBETHYEeHIE BO30YIU-
MOCTH TaKXe CONPOBOKIAIOTCS MOBBILICHUEM BHYT-
pUKIIETOYHON KoHIeHTpaiuu Ca’*, KOTOpYy MOXKHO
perucTpupoBaTh Mo abcopOIMK MHANKATOPA apceHa-
30 III. [To3mHEE 3TH PE3yAbTATHI OBLIN MOATBEPIKIL-
HBI BU3yaiu3anueil BHyTpukierounoro Ca?’ ¢ momo-
mbio kpacutens fura-2 [149]. Jannsle, noay4yeHHbIE
B psne pabot [67, 139, 148, 175], cBHIETEIbCTBYIOT
o Tom, uto Ca**, 0cBO6OKMaeMBIii U3 BHYTPUKIIETOY-
HBIX JIENO, UTpaeT 6ojiee BaKHYIO poib, yem Ca’',
BXOJAIIMMI uepe3 Ca?"-kananpl. OqHAKO BXOSIIHIMA
Ca*" HeoOxoquMm i uHMOManuu Beienenus Ca?’
W3 BHYTPHUKJICTOYHBIX JIETO.

OTo o3HAYaeT, 4To B mpoueaype BoipaboTku YP
Ca*"-ToK u3-3a CBOEi MeUIEHHON WHAKTUBALMU CO-
3l1a€T BO3MOXXHOCTH AaCCOIMUPOBAHUS CTHMYJIOB,
HNpUIIEAIINX B pa3Hoe BpeMs. B xoxe TpeHHpOBKHU
(BBIpaOOTKH acCOIMATUBHOTO OOyYEeHHS) TEepMHC-
CEHABl KpOME MPOMJICHHOTO AETOISPHU3ALUOHHOTO
CABUTa MEMOPaHHOTO MOTEHIHANA OBIIM OTMEYEHBI
TakXe JUTMTENIbHOE YBEIWYCHHE aMILTUTYIbl U yBe-
JUYEHHE CKOPOCTH MHAKTUBALUHU ObICTPO HHAKTUBHU-
pytomerocst K'-roka B dotoperentopax tumna B, a
B ¢oTOpenenTopax TUMa A HalUId U3MEHEHHUS B Xa-
PaKTEpPUCTHKAX MOTEHIHAI3aBUCUMbIX K'-KaHAIOB.
Beuto 0OHapyXeHO 3HAYMTENbHOE YMEHBIICHHE aM-
IUTUTYIBI OBICTPO MHAKTHBHpYIoIIerocs K*-roka 6e3
W3MEHEHUH aMIUINTYObl MEAJICHHO WHAKTUBUPYIO-
meroca K'-toka [51, 85, 95, 102]. Ca**-3aBucumslii
K*-Tox Bo Bpemsi aemossipu3anud (HOTOPELenToOpoB
OCTaBaJICSi HHAKTHBUPOBAHHBIM.

1.4. Mooynauus napamempos 3a1n0801 AKmMUg-
HoCcmu HelipOHO08 KaK MeMOPAHHAs 0CHO8A 00HOTI
u3 popm naacmuunocmu noeedeHus

OCHOBHBIMH KOMaHJIHBIMHU 3JIEMEHTaMH, yIpaB-
JSIOMKUME IBIKEHUSMH MOJUTIOCKA TIIEBpOoOpaHxa,
oKazanuch (hazuuecKue maparepeopanbHble KICTKH,
KOTOpBIE TIepeaaroT HHPOPMAINIO U3 MOo3ra B OyK-
KaJbHBIN TaHrnui [89, 127]. B OykkaibHOM raHriInu
Takke ObUTM OMpEICNeHbl ABE BEHTPaJbHBIC KJET-
KH, KOTOpble OOHapy’KUBAIOT JiBa TUIIa HEHpOHaJb-
HOM MIACTUYHOCTH — MOAYJISLHUIO BEJIMYMNHBI 32JITI0-
BOW aKTUBHOCTH U YBEINUYEHUE MPOJOKUTEITFHOCTH
I1]] [109]. ITayeunass xapakTepucTHKa HEHpPOHA B
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3HAQYUTENbHOW CTENEHU ONpeAessIeTcsl YpPOBHEM
MeMOpaHHOTO TIOTeHIIMana. Bo BpeMs cHaiko-
BOW aKTHBHOCTH (3aima) jnurenbHocTh 1]l BeHT-
paidbHBIX OOKOBBIX KIJIETOK pPE3KO YBEJIWYHUBACTCS
(B 5-16 pa3). Takoe CBOWCTBO BEHTpaJIbHBIX KIle-
TOK o0ecIieYrBaeT CylIeCTBEHHYIO TUIACTUYHOCTh UX
(GYHKIIUY 7 TIO3BOJISIET 3TUM KJIETKaM WUTpaTh KOMaH-
JHYIO POJIb B MOBEACHUU OYKKaJIbHBIX Macc. YBeEIH-
yeHue npoaospkurenbHoctu I koppenupyeT ¢ yc-
KOpEHHEM pUTMa ITOJ3aHUSA, U B 3TOM IPOSBISAETCS
KOMaHJHas KOOpAMHAIMS MOTOPHOTO BBIXO/a CETH.
Takoit pe3ynbTaT coriacyercs ¢ MHEHHEM O TOM, 9TO
3TO SBJIEHUE, XapaKTEepU3yeMOe YBEJIHYEHUEM Bpe-
Menu cnana I1/], ciiyXuT oJHUM K3 MEXAHU3MOB H3-
MeHeHHs cuHanTudeckoi 3¢pdextusnoctu [72, 117].

Brokana Ca?'-toka ¢ momompro Co?" (30 MM)
yMmeHblnana ammiutyny IIJI; 3ameHa B pactBope
Ca’" na Ba?', naoGopoT, npuBoOAUIA K YBEIUUYECHHIO
MPOJOJDKUTENFHOCTH Claiika. DTO O3HavaeT, 4TO
ymmpenne [1J] nget 3a cuer yBeauveHHs BXOIAIIE-
ro Ca?*-toka [107]. K Takomy e pe3yinbrary HpH-
BOJWJIN BHYTPHUKIETOUHAS HHbeKIuI TAM®, OI'TA
Y BBEJICHUE B COJICBOH pacTBOp MHTHOUTOpa Bocdo-
JUACTEepasbl. BBUIO BRICKA3aHO MPEIOJIOKEHHE, YTO
yBenn4YeHue npoosnkutensHocTy 1] cBsizano kak ¢
yBennuenrem Ca’'-Toka, Tak U ¢ MPOrpecCHpyOIUM
yMmenbinenneM K'-toka, uro ycunusaer Ca®'-Tok u
YBEIUYUBACT BHYTPUKIETOYHYIO KOHIICHTPALUIO
Ca®" [89, 109, 126]. VBenuueHue NpPOIOIIKUTENb-
noctu [1]], 3aBucumoe ot Bxoga Ca** B kieTky, 66110
oOHapyKeHO mocie o0ydeHuss B MexaHoaddepeH-
THBIX HeWpoHax amnusuu [49, 114, 147, 178]. Oto
yBenu4yeHue npoaoxuteasHocT [1/] o6ycnoBneno
YBEJIIMYCHUEM JUTUTEIBHOCTH Bhixoasmiero K'-toka
[173].

2. KIETOYHBIE AHAJIOI'N
IJACTUYECKHUX SIBJEHUI

B »TOM pasmene paccMOTpEeHBI OCHOBHBIE JKCIIE-
pUMEHTaNbHBIE pa0OThl IO (HOPMUPOBAHUIO KIIETOY-
HBIX aHaJIOTOB OOy4YeHWs, BKIIOYasl Te, B KOTOPHIX B
KayecTBe aHajora 0e3yCIOBHOTO CTHUMYyJa HCIOIb-
3yeTcs aniIuKanus CepOTOHWHA, M MOAPOOHO TPO-
aHaJU3UPOBAHBl PEe3yJbTaThl MCCIEAOBaHUN IO
MeMOpaHHBIM M MOJIEKYJSIPHBIM MEXaHH3MaM 3THX
MJIACTUYECKHUX MEPECTPOEK.

2.1. Honnvie u memopannvle mexanumol zemepo-
CUHANMUYECKO20 00ezuenus

OnHa U3 caMbIX MHTEPECHBIX HAaXOJOK B HCCIe-
JOBaHMUSIX CUHAITHYECKON MJIACTUYHOCTH — 3TO, He-
COMHEHHO, OTKPBITHE T€TePOCUHANITUYECKOTO 00JIeT-
YEHH s, BEIPAKAIOMIETOCS B YBEJIMUYEHUH aMILITUTY bl
BIICII ogHoro BXxoma mpu pasipaxXe€HUH APYyroro
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adepeHTHOrO MyTH, KOT/Ia paHee HeIPPEKTUBHBII
BIICII cranoBuTcst mocTaTo4HO 3G ()EKTHUBHBIM TSI
3amycka [1]] [124]. bsuto goka3aHo, 4TO y ariu3uu
MPU PacCMOTPEHUH MOHOCHHANTHYECKOTO KOMIIO-
HEHTa MEXIy CCHCOPHBIMU M MOTOPHBIMU HEHpOHa-
MH 3TO M3MEHEHHE CBSI3aHO C MPECHHANTHYECKIMHU
MeXaHU3MaMU BBICBOOOXKACHUS Meauatopa [7, 117,
118, 125]. Ilo sToif mpuYuHEe BO MHOTHX HCTOYHH-
KaX 3TO SBJICHHEC MMCHYETCS KaK “NMpecHUHANTHYeC-
Koe obOmerdenne”. Y MOJUIIOCKOB (BKJIIOYAs arljid-
3UI0 U BUHOTPAJHYIO YJIUTKY) BO MHOTHUX CIIy4asx
0e3yCIOBHBIM CTUMYJ MPOXOAUT Mo addhepeHTHOMY
MyTH, B KOTOPOM MIPOUCXOAUT BHICBOOOKACHHE CEPO-
ToHUWHa [56, 58, 110, 173, 184]. IlockonbKy cepoTo-
HUH B GOHLHIHHCTBC CJIy4aeB SABJIACTCA MCIHUATOPOM
adepeHTHOrO MyTH, MO KOTOPOMY HIET MOAKpEN-
JICHHEC, TO alllUIMKAllUIK0 CEPOTOHHHA B OMbIBaIOIHI/Iﬁ
pacTBOp YacTO CTaJH HCIOJIb30BaTh B KauecTBE 3a-
MeHBI 0e3yCIOBHOTO cTUMyJa. Tak, OblI0 HaleHO,
YTO MPU COYETAaHWUW MPECUHANTHYECKOW aKTUBHOC-
TH ¥ aNUIMKAIllUd CEPOTOHUHA MPOUCXOIUT YCHIIC-
Hue obneruenns (BIICII) B ceHcoMOTOpHOM CHHAII-
Ce alIM3UH, YTO CIYKHUT aHAJIIOTOM KJIACCUYECKOTO
oOycnoBnmuBaHuA [62]. OT0 oOneryeHne MOXKET OBITH
3aTOPMOXKEHO NPECUHANTUYECKON HUHBEKLIUEH Mel-
nennoro Ca?"-xematopa DI'TA. Takxke ObUIO J0-
kazano, yro obOneruenne BIICII B Takoii cucreme
pOUCXOOUT B pe3ynbTare TAM®P-3aBUCUMOIO BO3-
pactanus sjaekrpoynpasiasemoro Ca?'-Toka cen-
COpHOT0 HelpoHa (MMPECHHANTHIECKOW TEPMUHAIH)
[62, 68, 78]. belo HalifeHO, YTO €CIM TOMOCHHAa-
nThyeckoe oOnerdenuwe, O0OyCIOBIEHHOE cepueit
(nmaukoit) I1/], cneuuduyHo 111 BCe# KIETKH, TO Ie-
TepOCHHAINITHYECKOe oOJerdyeHre, BhI3bIBAEMOE Ce-
POTOHHUHOM, AECHCTBYET TOJIBKO Ha YPOBHE €IUHUY-
HOTO cuHarca [56].

[Ipu uccnenoBanun mexanusmos ['CO Opu10 00-
Hapy>KeHO, YTO OHO COMPOBOXKAAETCS yBEIUUCHUEM
npoaomkuTenbHocTH 11, reHepupyeMbIX B cEHCOpP-
HOM HelipoHe u yBenuuenueM amiuiutynasl BIICIIT B
MoToHelpoHe [114, 125, 172]. VBeanuenue npogos-
x)uTeapHoCTH [1]] 00YyCIOBICHO YBEIUYECHUEM JIJTH-
TeNbHOCTH BhIxopsiero K -roka. DTo qoka3piBaeTCs
AKCTIEPUMEHTAMH C CEIEKTUBHON OJI0Ka10# 4-aMUHO-
nupuInHOM ObIcTphIX K'-TOKOB, UTO BeeT K yurupe-
Huto I1J[, pazBuBaromeMycs napajuieibHO IPOLECCY
cuHantuyeckoro obneruenus [173]. [Ipu moBTops-
romieiica crumymsanuu ['CO 3aBUCHT OT COMEpIKAHUS
Ca*" B pactBope [98]. Usmepenus nunamuku Ca’’ ¢
IIOMOIIBIO KaJbLHEBOrO0 MHAUKaTOpa apceHaso III
JEMOHCTPHUPYIOT OBICTpOE YBEJIWYEHHE BHYTPHKIIE-
TouHO# KoHuentpauuu Ca’" B TepMUHAIM, KOTOPOE
COXpaHsAETCs B TEYEHUE HECKOJNBbKUX cekyHA. Ilpum
3TOM OTMEYaeTCsl 3aBUCUMOCTh MEXIY IPOIOJIKHU-
TeabHOCTHIO [1]] B CEHCOpHO KJIETKE U aMILIUTY 10N
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BIICII B moToneiipone [93]. Takoe xe yBenuueHue
nponomkutensaoctu 11, 6noxupyemoe Co** u Gec-
KaJIBIIUEBEIM pacTBOpoM, Habmomamock mpu I'CO B
WHTEepHEHpOoHe. DTH pe3yNbTaThl CBUIETEIHCTBYIOT
o ToM, uTo BXxox Ca’" B TepMHHAJb ABIAETCH HEOO-
XOAUMBIM I obieruenus [93, 117, 123]. Do 3a-
KJIFOUEHHUE TPHUBEIIO K THIIOTE3¢ O TaK Ha3bIBAEMOM
OCTaTOYHOM KaJbIIUU: OOJIeT4YeHUEe BO3HHUKAET B pe-
3yNbTaTe HAKOIUICHHUS B TEPMHUHAIHM BHYTPHKIIETOU-
noro Ca®" [98, 121].

2.2. Knemounvie mexanuszmul paznvix ¢opm
naacmuyHOCmU, UHOYUUPYeMbIX ANNIUKAYUE
CcepomonHuHa

Haummas ¢ 1983 1., B KauecTBE BO3MOKHOTO MeXa-
HH3Ma KJIACCUYECKOTO 00YCIOBIUBAHMS PacCcMaTpH-
BaJIOCh aCCOIMATHBHOE MOBHIIIICHUE CHJIBI CHHAITH-
YEeCKOW CBSI3M B HICHTU(UIIMPOBAHHBIX CHHAIICAX 32
CUeT W3MEHEHUW B NPECHHANTUYECKUX CTPYKTypax
[115, 117,118, 178]. OmHako B MOCIEIHNE TOIBI Ha-
KaIlIMBAIOTCS CBEACHHS O BOBJICUCHUU B MEXAHH3M
aCCOIMATUBHOTO OOYCJIOBJIIMBAaHUS W M3MCHCHHI Ha
YpOBHE MOCTCHHANTHYECKUX CTPYKTYyp [2, 12, 37,
56, 60—62, 129, 130, 164].

N3BecTHO, 4TO MOCTCUHANITUYECKAs] MHBEKIUA Xe-
JATOPOB KaJIbLIUA CIIOCOOHA yMEHBIIATh U JIaXe OT-
MEHATh OOJIErdYeHHE B CEHCOMOTOPHBIX CHHAIcax
alIu3uM U B KOMaHIHBIX HEHPOHAaX BUHOIPaTHOMN
ynutku. Tak, ObUIO MOKa3aHO, YTO BHYTPHUKIETOY-
HOe BBeJleHHE xenatopa kKambrus DI TA B moctcu-
HaNITUYECKUH HEUPOH OJOKMPYET WHIYKITHIO IIOJI-
rospeMenHoi aenpeccuu [131], a nabexkuusa CaCl,
IPOU3BOJIUT H3MEHEHHS, CXOJIHbIE C CHHANTHYEC-
kuM obOsieruenueM [136]. BHyTpukierouHas WHBD-
€KL Us KaJdbLHs B IIOCTCUHANTUYECKUN HEUPOH BBI-
3bIBAET JIOJIFCOBPEMEHHOE IOBBIIICHUE AMILIUTY/bI
BIICII, T.e. ycunmBaeT CHHANTAYECKOE OONerdieHue
[62]. IToBbILIEHHE BHYTPUKIETOUHOM KOHLIECHTPAIIUU
Ca?', BeposTHO, 3aIlyCKAET 1IENb BHYTPUKIETOUHBIX
MPOLECCOB, KOTOPHIE BEAYT K MOAN(PUKALIUN KIETOY-
HBIX XapaKTEPUCTHK, JIeKallel B OCHOBE U3MEHEHUI
MOBEJIEHNS TPHU accONHMATHBHOM oOydeHuu. B ¢u-
3MOJOTHYECKUX YCIOBHUSAX 3TO 00ecreunBaeTcs Kak
Bxog0M Ca’" M3 BHEKJIETOUHOTO MPOCTPAHCTBA YEPES
norennuaniasucumblie Ca’’-kaHanibl, TaK M BBICBO-
6oxnenneM Ca’’ M3 BHYTPHUKJIETOUHBIX JIETIO YEPE3
HHO3UTONTpHGOChATHEIE U PHAHOAWHOBBIC peIel-
TOpHI [26, 67].

bbuto mpoBeneHO CPaBHUTEIBHOE HCCIIECIOBAHUE
BKJIIOUEHHSI IPECUHANTHYECKUX U MMOCTCHHANTHYEC-
KHX MEXaHH3MOB B ()OpPMHUPOBaHUE KIIACCHYECKOTO
oOycnmoBnuBaHusa. Pe3ynbTaThl MOKa3amw, 4To 00-
JIETYEHUE CHUHANTHYECKOW CBs3M ocjabigerca Ipu
MPECUHANTUYECKON MHBEKIUU MEJICHHOTO KaJIbIIH-
eoro xenatopa OI'TA, KOTOpBIH CBSI3BIBAET MOHBI
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Ca*" [62]. TlocKoIbKY B KJIETOYHOM KYJIbType Kak
JUTATENLHAS TTOTEHI[AAIMS, TaK U MMOCTTETAHNYECKAS
IMOTEHI[HALM 3aBUCAT OT TOCTCHHAIITHYECKON IO~
JSAPU3ANUU U YPOBHS KAIBIHS, TO OBUIO TaKXe pac-
CMOTPEHO WX BO3MOXKHOE BKIIFOUCHHE B O0JIETYCHHE,
crienupuIHOE I COYETaHUN CTUMYJIOB. MHBeKIHS
obicTporo xenatopa BAPTA cuibHO yMeHbmana 00-
JIETUEHHE, BBI3BAHHOE COUYETAHHOU CTUMYJISILIMEN, HO
HE BIIHsJIa Ha 00JErYeHre B OTBET Ha HECOUCTAHHYIO
CTUMYJIAIUIO TUOO TONBKO Ha JCHCTBHE CEPOTOHHU-
Ha [62]. HccaenoBaTenu He OOHAPYX WU aqAUTHB-
HOCTH TIpe- W TOCTCHHANTHYECKOI0 MEXaHU3MOB,
YTO CBUJCTEIIBCTBYET 00 MX B3aUMHOM BIIMSHUU H
TECHOM IepeIieTeHuU. BhlI0 MOKa3aHo TaKXKe, 4To
nocrcuHantuyeckas Ca’"-KOMIIOHEHTa NOCTTETaHU-
YeCKOW MOTCHIMAIINY Y alUTM3UU HEOOXO0IUMa TOJIb-
KO JIJIsl CHHAIICa OT CEHCOPHBIX HEHPOHOB K MOTOP-
HBIM, a JUId APYTMX CHUHAIICOB OHA HE 00sA3aTeNbHa
[164].

HeiiponanpHbie ceTH, KOTOpBIE OOECMEYMBAIOT
Takue (OpMBI TOBEJASHYECKHX MOMU(DHUKAINNA, Kak
npuBbikanue, ceHcutuzanusa, ['CO, oTHOcUTENBHO
MPOCTHI ¥ BKIIIOYAIOT B ce0s1 CUCTEMY M3 MOHOCHHA-
NTUYECKUX CBSI3€M CEHCOPHBIX U MOTOPHBIX HEHPO-
HOB. [losTOMy OBITH TPENTOKEHBI MMOTYHMHTAKTHBIHN
Y M30JIMPOBAHHBIA IIPETapaThl, a TAK)KE PEKOHCTPYK-
M B AUCCOLMMPOBAHHON KJIETOYHOH KyJIbType [7,
116]. B axcnepuMeHTax Ha yIpOLUIEHHON MOJeIbHOM
HEPBHOM CHCTEME aIlIM3UU U BUHOTPAJHOMN YJIUTKHU
OB BOCITPOM3BENICHHI TE K€ M3MEHEHHS aKTHBHOC-
TH HEHPOHOB B 0OOOPOHUTEIBHBIX PEAKIIHHA, KOTOPHIE
HaOJII0al0TCA B MOBEJECHYCCKUX HKCIEPUMEHTAX Ha
LEJIBIX )KHBOTHBIX. DTOT Pe3yJIbTaT ObLI MOJyUYEH KaK
MIPU AJIEKTPUUECKON CTUMYIISIIUY, TaK U NPU MIPUMe-
HEHUHU amnmiukanuii ceporonmHa [30, 46, 87, 140],
KOTOPBIA Y MOJUTIOCKOB SIBJIIETCSI OCHOBHBIM MEJHa-
TOpOM O00OpPOHUTENBHBIX peakiuii [23, 39].

Bo3MoxHOCTh TPUMEHEHNS CEPOTOHWHA B Kadec-
TBE KOHAUITMOHUPYIOMIET0 WIN CEHCUTH3UPYIOIIETO
CTUMYJIa OTKpBLIJIAa MYTH HCCJICIOBAHMS KIECTOYHBIX
U MOJIEKYJISIPHBIX MEXaHM3MOB KpPaTKOBPEMEHHOTO
Y JOJTOBPEMEHHOTO O0JIeTYeHNs Ha HeHPOHAIbHBIX
MOJeNsIX. ANIUIMKANAS CEPOTOHWHA BBI3BIBAET (-
(heKTBI, CXOHEIE C 00JETYeHNEM JIETa0UTYHPYIOIUX
U CEHCUTH3HUPYIOUIUX CTUMYJIOB, JI€XKallle B OCHOBE
000POHHUTEIIBHOTO OTBETA. DTUM 00JIeTUeHHEM 00y C-
nopnuBaetrcs ymupenue I1]] ceHcopHoro HeilpoHa u
yCUJIEHHE BBICBOOOXKIEHUS MeIuaTopa U3 TepMUHa-
Jieil ceHcopHoro HelpoHa [4, 81, 97, 125, 173, 174].
Anmkanus CepoTOHMHA MOXET 3aMeHATh dhdek-
THI DJIEKTPOILIOKA XBOCTA Y allJIM3UU B KauecTBe 0e3-
YCJIOBHOTO CTHUMYJa, 3aBUCALIUM OT aKTUBHOCTH B
CEHCOPHBIX HelipoHax [49, 94]. OHa MOXET YCHUITUTH
o0pa3oBaHNe HOBBIX MECT OCBOOOXKIICHHS MEIHATO-
poB [187]. B mpsiMoii 3aBHCUMOCTH OT UHTEHCUBHOC-
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TH CBETa CEPOTOHUH YBEJIMYUBAET BBI3LIBAIOLIUKCS
CBETOM IOCTOSIHHBIN J€NO0JISIpU3allMOHHbIN TeHepa-
TOPHBIN MOTEHIHAT (HOTOPEIENTOPOB THIA B y rep-
muccenasl [97, 102].

2.3. Cucmembl 6HyMpUKIEMOYHOH CUZHATUIAUUU
U naacmuuecKue usMeHeHus,
UHOYyUUpyeMble ARNAUKAUUEH CepoOmOoHUHa

Heckonpko anmivkanuii CepOTOHUMHA BBI3BIBAIOT
W3MEHEHUS, IPHUCYIHE TONITOBPEMEHHOMY o0erde-
HUIO U TOJTOBPEMEHHOI MOBEICHUECKON CEHCUTHU3a-
LUH, YTO BeJET K cuHTe3y TAM®-3aBucUMOU IpoTe-
WHKHUHA3BI U psifa Apyrux oenkos [78, 165]. Dddexr
ceporonnHa MAM®-3aBucuM, Tak KaK CEPOTOHHH
nogauMaeT yposeHb TAM®, a TAM® u ¢opcko-
JIMH UMUTHUPYIOT CEPOTOHUHOBBIM OTBET B HEHpPOHAX
[24, 71, 167, 183]. CepoTOHUH, KOTOPHIA SIBISET-
Cq OJHUM W3 IIHUPOKO PACIPOCTPAHEHHEBIX M XOPO-
10 M3YYEHHBIX MEIUATOPOB HEPBHOH cuUCTEMHI [39,
108], wHOymMpyeT Kak KpaTKOBPEMEHHOE, TaK U
JIOJITOBPEMEHHOE OO0JIeTYeHHEe CEHCOMOTOPHBIX CH-
HaICOB y alUIM3UM 3a CUET aKTUBAIUU aJICHUIATIUK-
Ja3el U TMOCHEAYIONEr0 CHHTE3a MPOTEMHKUHA3ZH A
(ITKA).

[InacTUYHOCTH peakuuidi HEMpOHA SIBISETCS CIEACT-
BueM (ochopmIpOBaHUS OINpPEICICHHBIX HOHHBIX
KaHaJIOB U PEIENTOPHBIX OEKOB MPOTENHKUHA3AMH,
KaxJas U3 KOTOPBIX MOXKET CTUMYJIUPOBATh OIpee-
JIEHHBIN Kackaj peakuuii [25, 130, 139]. Haubonee
W3YUYCHHBIMU CHCTEMaMH BHYTPUKICTOUYHOU CHUTHA-
au3anuu sABioTca MoHsl Ca’' M ajgeHMIaTHHKIA3-
Has CUCTeMa, KOTOpas MOJYJIHPYETCS CEPOTOHUHOM
[20, 26, 92, 183]. CurHanbHas cuctema HAM® BOB-
JiedeHa B pa3HbIC ATallbl 00pa30BaHUS MaMATH MPU
ceacutuzanuu u ['CO, BBI3BIBAEMBIX KaK CTHMYJIS-
e HEPBOB, TaK W alllJIUKAIUECH cepoToHWHA [78,
116, 145]. Kpome IIKA moOunmzanms menmatopa
MpU OOJIETYEHUU M ACCOIMATUBHOM YYCHHH MOXKET
onocpenoBatbest [IKC [137, 173] u MAP/EPK-ku-
Ha3z [21, 112, 158]. Haifneno Takxe, 4TO y4acTKOM
B3aMMOJICHCTBUS YCIOBHOTO U 0€3yCIIOBHOTO CTHUMY-
JIOB TIPU aCCOIMATHBHOM OOYYEHWH y aIlUTH3UHA MO-
et ObITh Ca/KansMoyIMH3aBUCHMas ukiIasa [49].
Cxema MexaHH3Ma JOJTOBPEMEHHBIX H3MEHEHH,
MpeI0KEHHAs 11T CCHCOPHBIX HEMPOHOB arlIN3HH,
MOYET OBITH OOIIEH IJIT BCEX HEPBHBIX KJIETOK, 00-
JMamauX HEHPOHATLHBIM THIIOM IIJIACTHYHOCTH
[78]. UaTEpecHO OTMETUTH, YTO B MHHUIHAIUN OMO-
XAMHYECKUX MPOLECCOB HEMPEMEHHO MNPUHUMAIOT
yuacte uoHbsl Ca’’, 3amyckarommue Kackaj BTOpHY-
HBIX TTOCPEIHUKOB, HAOOP KOTOPHIX OIMHAKOB B TIpe-
U TOCTCHHANTHYECKOM HEHpOHaX, HO H3MECHEHHS
MOTYT UATH Pa3HbIMU NMYyTAMH [5, 6].

BropudHbIe MeCCeHKEPHI, OTIOCPEyIOIINe AeHCT-
BHsI DKCTPAKIETOUYHBIX CUTHAJIOB Yepe3 CUCTEMBI CO-
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OTBETCTBYIOIIMX MPOTEMHKHHA3, MOTYT OKa3bIBaTh
3HAYUTEJIbHOE BIUSHUE HA KCIPECCHIO TPAHCKPHII-
uMOHHBIX (akTopoB u ux JHK-cBsa3piBatomme u ak-
TUBUPYIOILIHE CBOMCTBA, T.€. HA SKCIIPECCUIO “PAHHUX
reHoB” [21, 183]. benkoBble ke NPOAYKTHI “paHHUX
TeHOB” caMu 00pa3yloT TPaHCKPHUIIIHOHHBIE (aKTO-
PBI, CIOCOOHBIE PETYIUPOBaTh dKcmpeccruio dhdex-
TOPHBIX T€HOB, HEMOCPEICTBEHHO OMPENEISIOMNX
MEXaHHU3MBI [IJTACTUHYHOCTH. DTO — TPAHCKPUIILUOH-
ueie paktopel CREB, CRE u C/EBP, a Taxxe TpaHc-
KpUITIIHOHHBIE PaKkTOpsI cemeiicTBa AP-1 [20, 64, 78,
186]. ®dus3nogornuyeckue UCCiaeI0BaHMUs U TUTIOTE3HI,
OCHOBaHHbIE Ha MOJEJSIX OECIO3BOHOYHBIX, MOJI-
pasymeBaior yuactue Ca?’/KM-4yBCTBUTENLHOM
aZeHUJIATIUKIa3bl B mpoueccax namsatd. OIHako
Ca’" /KM-neuysctBuTenbHas ALl Toxe pucyTcTBYET
B MO3re, HO €€ HeHpoHalbHbIe (PYHKIIMA MEHEE SICHBI.

Omnpenenena pors TAM® B KJICTOYHOM aHAO-
re kjnaccuueckoro YP y amnusum. BripaboTka ana-
nora YP yBennunBana mnAM®P-3aBHCUMEIM 00pa3om
nmutenbHocTs [IJI B cencopHom Heipone. Ilpo-
1eccel (popMHUpOBaHUS CEHCUTH3ANNHU B YP mMmerT
o0muii MONEKyJISIpHBIH MexaHusM — HAM®D-3aBu-
CHMO€ YMEHBIIICHHE MOTEHIHAN3aBUuCUMbIX K'-To-
koB [31, 116, 125]. IIpu »TOoM B ciaydae Kiaccu4ec-
KOro OOYCJIOBIIMBaHHSA 3TOT MEXaHHU3M paboTaer ¢
OonpIIell CHUIO B pe3ylbTaTe TOTO, YTO YCIOBHBIHM
CTUMYJ BBI3BIBAET AKTHUBAILMIO aJICHUJIATLHKIA3bI,
a TOJKPEeTUIAIOMNI Oe3yCIOBHBIN CTHMYJ BCIEIC-
TBHE 3TOTO 3aIlyCKaeT CUHTE3 OOJBIIET0 KOJTUYEeCTBa
TAMO.

3. KIETOYHBIE 1 MEMBPAHHBIE
MEXAHHM3MBI JIOJATOBPEMEHHOM
CEHCUTHU3ALIUU

B aTOM paszjene paccMOTpeHBI OCHOBHBIC JKCIIC-
PUMEHTAJIbHBIE PA0OTHI 1O KPATKOBPEMEHHBIM U JI0JT-
TOBPEMEHHBIM (hOpMaM CEHCHUTH3AIMU U TOAPOOHO
MpOaHANM3UPOBAHE WX MEMOpaHHBIE MEXaHH3MEI.

3.1. lonzoepemennan cencumuzauyus
0bopornumenvHozo pegnexca

OnHolt U3 QOpM TUTACTUYHOCTH SBIISETCS JIOJITO-
BpemenHas ceHcutuzanusa ([C) oOOpOHHTENBHBIX
peakuuii KUBOTHOTO B OTBET Ha JKCTPACTUMYIIBI,
TaKne KakK JJIEKTPOLIOK, CHIIbHBIE XMMHUYECKHE BO3-
NeHCTBUS. DTO COCTOSHHUE XapaKTEepHU3yeTcs Pe3KUM
yCHJICHHEM OOOpPOHHUTENBHBIX PEaKIUi, COMPOBOX-
JAIOMIMXCS TTOBBIIIEHUEM BO30yIMMOCTH OCHOBHBIX
DJIEMEHTOB HEHPOHHON CETH — CEHCOPHBIX JTUOO0 KO-
MaHAHBIX HeHpoHOB [8, 32, 55, 77, 82, 178]. Onuca-
Hbl JIC 000poHHTEIRHOTO pediiekca OTAepTHBAHUS
xabp u cudona y Aplysia [77, 100], pednekca ornep-
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ruBaHus xBocta y Aplysia [178], obopoHuTENBHO-
ro pediekca 3aKpbITHA THEBMOCTOMa BUHOTPATHOMN
ynutku [8, 15, 59], peduekca oTnepruBanus omma-
ToopoB U ronoBHOH yacTh ynmutku Helix lucorum
[33, 34], nusBku [70] u Tputonuu [99]. beino Haii-
JIEHO, YTO CEPOTOHHH MHUIMUpPYET (popmMupoBaHUE
HAC [77], mosToMy HCIOIB30BaHUE ANIIIUKAIUUA Ce-
POTOHHHA B KAa4e€CTBE CEHCHUTHU3UPYIOIIETO CTHMY-
Jia TIO3BOJIMJIO TIPOBECTU MOJIEIBHBIE IKCTIEPUMEHTHI
[81, 87]. AC sBnseTcs Takoi Momennio [45, 82, 154],
KOTOpas IMO3BOJISICT HUCIIOJIb30BaTh OTHOCUTCIBHO
MpoCThle OOBEKTHI, YNOOHBIE I aHAIN3a MeMO-
paHHBIX MeXaHW3MOB (DOPMHPOBAHUS YCTONYMBBIX
04aroB BO30yKJECHHS B HEPBHOW CHUCTEME XUBOT-
Horo. @opmupoBanue JIC compoBo)kgaercs u3Me-
HEHHASIMHM DJJIEKTPUYECKUX XapaKTEPHUCTHK CEHCOp-
HBIX U KOMaHJIHBIX HeﬁpOHOB, 4YTO CBUACTCIBCTBYCT
0 TIOBBITIIEHUHW UX Bo3Oyammoctu [8, 14, 33, 54, 82,
165, 178].

YV annu3un BeipaOaThIBaIM CEHCUTH3ALIUIO C TIOMO-
IIBIO YETHIPEX AIEKTPUUECKUX Pa3ApaKeHUI rOJIOBBI
€XEIHEBHO B TE€UEHHE HYeThIpeX IHEH (KOHTpoIeM
CIIYXWIA MHTaKTHBIC )XKUBOTHEIE). Yepes cyT., u de-
pe3 HeJenro Mocjae TaKoW TPEHUPOBKH Y CEHCUTH3U-
POBaHHBIX )KUBOTHBIX BTATMBaHUE cudoHa OBLIO Cy-
IIECTBEHHO 00JIee MPOJOIKUTEIbHBIM, YeM Y HUX J10
TPEHUPOBKH U Y KOHTPOJIBbHBIX *KUBOTHHIX [100]. Ko-
POTKas MOBPEKIAI0IAst JIEKTPUUECcKas HJIK MEXaHU-
YyecKas CTUMYJISILUS KOXKH allJIM3UY BBI3bIBAJIA MIOBbI-
nieHne 00OpOHUTENBHBIX pedliekcoB ammnM3un. JTa
MOBEACHYECKAass CEHCUTH3AIUs BhIpa)kajach B YBe-
JUYEHUN TPOJOIKUTEILHOCTH pediiekca OTAepru-
BaHMA Kak cudoHa, Tak u xBocTa [178]. OHa HOCMITa
MecTocrenuPpUIecKuil xapakTep U (HyHKIIHMOHAIBLHO
Obla moxoxa Ha rumnepanbresuto. CxogHble U3Me-
HEHUS MPOUCXOIUIIU U IPH TPABMATHIECKUX CTUMY-
nax. Yame Bcero IC obGoponutensHoro pediekca y
BUHOTPAaJHON YJIUTKH BBIpaOaThIBaeTCA MyTeM Ha-
HECeHUS 4-X 3JIEKTPUUYECKUX CTUMYJOB C MHTEPBa-
goM 2 4 B Tedenue 4-x gueit [8, 15]. B pesynbra-
te BbIpaboTku JJC mpoucxoausio 3HauYuTeIbHOE (10
10 pa3) yBenudeHuE BPEMEHH 3aKPBITOTO COCTOSIHUS
MHEBMOCTOMA. BpII0 moOKa3zaHo, YyTO BbIpaOOTaHHas
JC coxpansieTcst B TeUCHHE 2-X HENENb C MOCTETIEH-
HBIM BO3BpAILlCHUEM YPOBHS OOOPOHHUTEIBHBIX pe-
aKIMil K YPOBHIO KOHTPOJBHBIX YIUTOK [9]. AHalo-
THYHO CEHCUTH3aLUs 0OOPOHHUTEIHLHOTO MOBEICHUS
Yy TPUTOHHUH TaK)Xe€ COMPOBOXKAAETCS YMEHBIICHHEM
nopora uHUIManuu noseaenus [99]. Lukn pador mo
n3ydeHuio mexanusmon JIC ObLT IpOBeACH TPYMIION
Hukurtuna [32, 33, 34]. Beipabotky JC mpoBoamin
HaHECEHHEeM XMMHUYECKOT0 CTUMYJIa — KOHIIEHTPHUPO-
BaHHOTO PAacTBOPa XMHHWHA Ha TOJIOBY BUHOTPAIHON
YIUTKH, YTO BBI3BIBANO yBEJIMYEHHE OOOPOHUTEINb-
HBIX peakiui B 1,5-3 paza.
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CeHcuTtuzanus o0OpOHUTEIBHOTO pediekca y am-
JIU3UA MOXKET OBITh BBIpaOOTaHa amNIUIUKAIlUeH ce-
portonuHa [81]. EnuHnYHAasA anminKamus CepoTOHHU-
Ha BBI3BIBAET KPATKOBPEMEHHYIO ceHcuTuzanuto. J[C
BBI3BIBAJIACH IATHIO TAaKUMU aNIUIMKALMIMHU depe3
kaxaeie 15 MmuH. CeHCOpHBIE U MOTOPHBIC HEHPOHBI
B KYJIBTYypE H30JIMPOBAHHBIX KJIETOK JIETKO 00Pa3yroT
CHUHAIITUYECKUE CBS3M, KOTOpBIE KpPAaTKOBPEMEHHO
00JIeryaloTCs €AUHUYHONW aNlUInKAned CEepOTOHM-
Ha, a IPU MOBTOPSOIINXCS aNTUIAKAINSIX CEPOTOHHU-
Ha MPOUCXOIUT JOTOBPEMEHHOE OOJerdyeHue OTBe-
ta [87, 140, 174]. bsuto HaiigeHO, YTO BO3JEHUCT-
BUE HEUPOTOKCHUHOM 3S,7-TUTHIPOKCUTPUNITAMUHOM
(5,7-10T) 3HaunTEeNnbHO yMEHbBIAeT Kak olerde-
HUE, TaK U JerabuTyalHio CEHCOPHBIX HEHPOHOB
[110]. Takue xe moka3aTeabCTBA C MPUMEHEHHUEM
HelipoTokcuHa 5,7-JI0T ObuH MOTYyYEHBI U B 9KCITE-
pUMEHTaxX Ha BUHOTPaAHBIX yIHUTKax [59]. B mammx
JKCIEpPUMEHTaX TakXe OBLJIO MOKa3aHO, YTO MHBEK-
nus HelporokcuHa 5,6-J10T mpemorBpammaet dop-
mupoanue JC [13,14].

3.2. Knemounbste mexanuzmol 00,1208pEeMEHHOTL
cencumuzayuu

Bri3BaHHOE CEpOTOHWHOM OOJIerdyeHue CHHAITH-
YeCKOW Tmepesladyd OT CEeHCOPHOTo HeHWpoHa K MOTO-
HEUPOHY SABJIAETCS OCHOBOM IIOBEJNEHYECKON CEH-
cutuzanuu. B pasnuuHble 3Tambel GOPMHUPOBAHUS
MaMsTH BOBJIEYEHA CUTHajbHas cucteMa HAM® u
IPYTUX BHYTPHUKJIETOUHBIX NMOCpeAHUKOB [145, 168,
183]. Otu mpomeccol TpebyroT aktupanuu [IKA u
nporenakuHaszpl C ([IKC). AxtuBamms IIKC Heo6-
XOIMMa W 3HAaYyWMa ISl HadyajdbHOTO YMEHbBIICHHS
TPAHCIALMU; ISl KPaTKOBPEMEHHOI'O yBEIUYEHUS
cuHTe3a OenkoB (mpomexyTrouHas (aza) TpeOyroT-
csa IIKA u Tupo3mHkuHa3a (3TH cTaguu He TPeOyroT
TPAHCKPHUIILHNH), a MO3IHEE yBEIHMUYEHUE OEIKOBOIO
CHHTE3a, 3aBHCSIIETO OT TPAHCKPUIIIINH, TPeOyroT
ITKA u npocTpaHCTBEHHYIO alIlJIMKAIIUIO CEPOTOHU-
Ha [174, 183]. JonroBpeMeHHbIE U3MEHEHUS BKIIIO-
JaloT TaKke M3MeHeHHe akTuBHOcTH cucteM CRE,
CREB-6enkoB, MAPKwunaznoit axtupHOCTH [31,
112] (cm., Hanpumep, puc. 26 [116]).

Bo MHOrmx uccienoBaHMsSX BBIIEISUINCH MEMO-
pannsle mexanu3mel JC. Ilpexzae Bcero, Obuin 00-
HapyXeHbl H3MeHeHHs S()QEeKTHBHOCTH CHHANTH-
geckor mepenauu [72, 81]. B 2 pa3a mosimanach
ammutyna BIICII, peructpupyemMoro B MOTOHEHpO-
He L7 B OTBET Ha CTUMYJISILIMIO CEHCOPHOT'O0 HEUpPOHA
npu JIC pediiekca otnepruBaHus xabp y arim3nu
[77]. OTOT pe3ylbTaT CBUAETEIBCTBYET O MOBBILIE-
HUU BO30yIMMOCTH CEHCOpHBIX HeiipoHos mnpu [IC.
VYBenudeHne Bo30yIUMOCTH OBUIO TIONYYEHO TaKXkKe
U IPpYTUMHU aBTOpaMu. Tak, B CEHCOPHBIX HEMpoHax
alIM3UM T0ce BHIPAOOTKH CEHCHTHU3ALMH, CIIELH-
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(GUYHON K TpPEeHUPYEeMOW CTOpOHE Tejia, Ha IOJy-
WHTAaKTHOM IIpernapaTe IOKa3aHO CHHUXKEHHE IOpO-
ra renepanuu I/l mpubmmsurensuo wa 10% [178].
B Heckonpko pa3 yBeamuuBanocs yucio 1], rene-
PUPYEMBIX CEHCOPHBIMU HEHPOHAMH B OTBET HA TPsi-
MOYTOJIbHBIC MMITYJIbCHl TOKA TOCJIC CEpUU alllIu-
Kaluii ceporoHnHa y ammm3uu [87]. Drot addekt
OyokupoBajics aHU30MHUITMHOM. J[J1s1 3TOTO pediiekca
OBLTO OOHAPYKEHO TAKKE YMEHBIIICHHE BBIXOISIIETO
K*-Toka yepe3 meHb nmocie ceHcutusanuu [72, 165].

DKcnepuMeHTalbHbIe (PaKThl MO3BOJSIOT TPEIIO-
JIOKUTh, YTO BAXKHYIO pouib B BeipaboTke JIC urpator
Ca-3aBucHMBbIe METa0OIUYECKUE MTPOLIECCHl U B Yac-
tHOCTH Ca/KaJbMONYIUHOBAsI CUCTEMa KOMAaHJIHBIX
HEMPOHOB OOOPOHUTEIHHOTO TTOBEACHUS. Y TalICHHE
Ca®' u3 pacTBOpa, OMBIBAIOIETO FAHTIINH, UM HHIH-
OupoBaHUE KalbMOJYJINHA B MOMEHT CEHCUTHU3HPY-
IOLIETO BO3JIEHCTBUS MPUBOAMIO K OJ0Kaae KpaTKo-
U JIOJITOBPEMEHHBIX 3QQeKToB ceHcuTuszanuu. [lpu
9TOM WHTHOWpOBaHUE ACHCTBHA KalbMOIyJIWHA U
Ca®' mocie HaHEeCEHHs CEHCUTU3MPYIOLIETO pa3apa-
JKEHUS HE TPETATCTBOBAIO BOZHUKHOBEHHIO JOJTO-
BpeMeHHBIX 3 dekToB [33, 34, 38]. [Ipu noaBeneHnn
cepoToHHHa B KoHIeHTpanuu 10 nnu 100 MxM uvepes
1 4 B KOMaHIHBIX HEHPOHAX Pa3BUBAJIOCH CHHAITH-
yeckoe oOJierdieHue, KOTOpOe COXPaHSAJIOCh B Tede-
HUe | 4 B OTBeTax Ha TaKTWJIHLHOE pa3lipakeHue ro-
JIOBBI U B TeU€HHE 2—3 4 B OTBETaX Ha NMPEAbIBICHUE
xuHUHA. CepOTOHUH BBI3BIBAJI YMEHbIIEHHE MHTECH-
cuBHOCTH (hiryopecrienTHOro curnaia Ha Ca’" u npu-
BOJWJI K yBEIUYEHUIO BO3OYIMMOCTH B KOMaHIHBIX
HelipoHax, cxomgHoMy ¢ 3¢ dexramu JIC u O6mokaro-
poB cuHTe3a Oenka [46]. [IpoBeaeHHBIC HCCIIeTOBa-
HUS TOKa3aiHu, 4To pu BeipaboTke JJC B KOMaHIHBIX
HelpoHaxX 000POHUTENHHOTO IMOBEACHHS BOSHUKAIOT
HEHPOPU3NOTOTHIECKUE H3MEHEHHS, KOTOPBIE MO-
TyT JeXaTh B OCHOBE KaK CUTHAJICIEHU(PUIECKOU,
TaK U TeHepaln30BaHHOM ceHcuTuzauuu [33]. DT
JaHHBIE TIO3BOJIAIOT MoJarath, 4To Ca/KalibMoayiu-
HOBas CHCTeMa HETOCPECTBEHHO YYacCTBYET B Pery-
nAUAu MeMOpaHHBIX W CHHAITHYECKUX TPOIECCOB,
MPUBOASIINX K Pa3BUTHIO CEHCHUTHU3AIMU B KOMaH-
IHBIX HevipoHax [34, 38]. HemaBHo Hamu ObLIO TO-
Ka3aHo, YTO NpeABapUTEIbHOE BBEIECHHE AHTUTEI
x Ca?"-caspiBaromeMy Genky S100 mpensrcTByer
dbopmupoBanuto JIC 0O0OpOHHUTENBHBIX PEaKIUi y
BHHOTPAJHONW YIUTKH Oe3 BIHMSHUS HAa IBUTATEIh-
HYI0 aKTUBHOCTB KUBOTHOTO [45, 48].

Ha BuHOTpagHOW YyIUTKE BBISABICH TaKkKe ApY-
ro¥l THI HEPBHBIX KIETOK, KOTOPHIC BOBJICKAIOTCS B
MPOIECC BHIPAOOTKH CEHCUTH3AlMHM, — ATO TaK Ha-
3bIBAEMBIC KOMAH/IHBIC HeﬁpOHBI OGOpOHHTeHBHO-
ro moBeneHus [7]. UM TpUHAMIECKHAT BakHAS POJH
B (hOPMHPOBAHHH JTONTOBPEMEHHOW CEHCHUTHU3AINU.
Hamu n3mepeHus 31eKTpuYecKux napaMmeTpoB MeM-
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OpaH KOMaHAHBIX HEHPOHOB BHHOTPAIHOU YIUTKH
JITa3, [T1a3, JIl1a2 u I1l1a2 moka3pIiBaIoOT, YTO Yepe3
IeHb mocie Beipabotku JJC MeMOpaHHBIN 1 TOPOTO-
BBIY MOTEHIIMAIBI YMEHbINAa0TCA Ha 5—8 MB 1o cpas-
HEHHIO ¢ KOHTPOJIBbHBIMY XUBOTHBIMHU ¥ HadaJbHBIM
yposHeM [12]. Kputnueckuii ypoBeHb Jemosipu3a-
[IUHA OCTaeTCAd HEM3MEHHBIM. J[OCTOBEpHBIX H3MEHE-
Huii B popme [1]], BKITtOUast aMIITUTY Iy U TIPOIOJKHU-
TEJIBHOCTh HE 0OTMeuYeHo. [lo-BuauMoMy, U3BMEHEHUS
MeMOpPaHHOTO M MOPOTOBOTO MOTEHIMATIOB W SIBISI-
I0TCSl OCHOBHOM MPHUUYMHON yBeJIM4YEHHOW BO30yau-
MOCTH KOMaHIHBIX HEHPOHOB.

OneHka BO3MOXKHBIX Y3JOBBIX HEMpPOHHBIX 3Je-
MEHTOB, U3MEHEHHsI KOTOPBIX SBISIOTCS KIIIOUEBBI-
mu 11t [1C, u riccriefoBaHre KJIETOUYHBIX KOPPEIATOB
JIC Oblna mpoBeneHa B (QyHIaMEHTaJIbHOW padoTe
bupna ¢ corpynaukamu [82]. OHu paccMoTpenu Ono-
(hu3ndecKkue CBOMCTBA CEHCOPHBIX HEHPOHOB, MOTO-
HellpoHoB U uHTepHelpona JIIInl7. Beina nomyye-
Ha JIC, B KOTOpOil MOBBHILIEHUE OOOPOHHUTEIBHBIX
peakuuii ObUIO JaTepaIn30BaHO, T.. HaOIIOJaNNCh
MOBBIIIEHHBIE OTBETHl Ha TECTOBYIO CTUMYJIALMIO
TOJIBKO Ha TPEHUPOBAHHOW CTOpOHE. B CEHCOpHBIX
HelpoHax OblI0 OOHapY)KEHO MOBBINICHHE AMILIH-
TYZIBI CJIEAOBOW THIEPIOIAPU3AINH B 3 pa3a, HO HE
OBLIO OTMEUYEHO U3MEHCHUI MEMOpPaHHOTO TTOTSHITH-
ajla ¥ BXOJIHOTO COINPOTHUBIIEHUS. B MOTOHEeHpoHax
aBTOPbI OOHAPYKUIM TUNEPIOIAPU3ALII0 U YMEHb-
uniene nopora reaepauuu 1] u ormeTmiu, uro 6uo-
¢usnueckue ceoiictBa uHTepHelpona JIIInl7 ne me-
HsTUCh. [Ipu 3ToM 3¢ PEeKTHBHOCTh CHHANTHYECKON
nepenayu nocie ¢popmuposanus JC mokaszamna, 4yTo
OHa HE MeHsJIach JJIs mapbl nHTepHerpoH JIIInl7—
MOTOHEUPOH, HO MEHsUIach IJIs Mapbl CEHCOPHBIM
HeWipoH—MoTOoHEe#poH [82]. DTa paboTa mogIepKUBa-
€T BaXXHOCTh CHHAIlCa CEHCOPHBIH HEUPOH — MOTO-
HEHWPOH U COOTBETCTBYET UAEE O MHOKECTBEHHOCTH
Y4aCTKOB INIACTHYHOCTH B HEPBHOW CHCTEME.

4. TOJITOBPEMEHHBIE U3MEHEHUS
BO3BYJIUMOCTHA HEWPOHOB
B XOJE OBYUEHHUS U C BO3PACTOM

4.1. /lonzoepemennvie usmenenus 6030youmocmu
HelpoHoe ¢ xo0e odyuenusn

OxHa U3 KII0YeBBIX MpoOjeM HeHpoOuosorun —
3TO mpobiemMa MaMATH, T.€. MPUOOpETeHHs, XpaHe-
HUAS W TOCIEAYIOIIero BOCIPOM3BEAEHUS HOBOTO
ombiTa. COTJIACHO COBPEMEHHBIM MPEICTaBICHUSIM
¢dbopMupoBaHHue ciella MaMITH OCYIIECTBIAETCA B
HECKOJIbKO IOCIEI0OBATEIbHBIX ITAIllOB, COCTABII-
IOIIUX HPOLECC €€ KOHCOMUAAIMM — IEepexoaa Hu3
KpaTKOBPEMEHHOU (OpPMBI B JOJATOBpeMeHHY0. s
(hopMUpOBaHHs HOBOTO MaTepHasa MmaMsTH Heo0Xo-
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JIUM CUHTE3 OCJIKOB, JISKAIUI B OCHOBE MPOIIECCOB
ee koHcoymaanuu [141]. OgHako ocTaeTcss HEIOHST-
HBIM, TJIe JOJKCH MPOUCXOIUTh JaHHBIM CHHTE3 (B
KaKUX 2JEMEHTaX HEHPOHHOW CeTH), KaKHhe Mporec-
ChI Ha KJICTOYHOM YPOBHE JIOJDKHEI IPEANIECTBOBATh
CUHTE3y OCJIKOB, a KAKUE JIOJKHBI €r0 COMPOBOXKAATh
[6, 112]. B aToM paznene mpeacTaBICHBI UMECIOIITHE-
Cs CBEACHHUSA 00 DTHUX MEXaHHM3Max, ONPEACIAIOMINX
WM CONPOBOXIAIONIUX JITUTEIbHBIC MOIU(DUKAIINN
MOBEJICHUS JI0 U TI0CJIe O0yUYCHUSI.

OrpoMHBIN (pakTHYECKUN Marepual, HaKOIJIeH-
HBI TP MCCIIEOBAHUHM MEXAaHU3MOB MOBEICHUS U
00yueHUs )KUBOTHBIX U YEJIOBEKa, OTBEYACT Ha BOII-
POCHI O TOM, YTO, B KAKOM 00beMe, B KaKoi Joruyec-
KOM II0CJIEZIOBATEIbHOCTH U KaK JIelaeT KOHKPETHas
0co0b. OTHAKO BOIPOC O TOM, KaK OCYIECTBISAETCS
MOBeICHYECKas peaKIysl, KaKk IPOUCXOANT 00ydeHHue,
MMEET JIBa YPOBHS: BHEIIHUH, JOCTYMHBIH OOBIYHO-
My HaOJIOJEHUIO, U BHYTPEHHUM, 1)1 U3YUEHUS KO-
TOPOro TPEeOYIOTCS ClenHaIbHble IKCIEPHUMEHTab-
Hble TOAXOABl. VIMEHHO BHYTpeHHUWH, TITyOWHHBIN
YPOBEHb MPOLECCOB, JIe)KAIUX B OCHOBE IMOBEJICH-
YECKUX PEeaKIil U UX MIACTHYECKUX U3MEHEHHUH pH
00y4YeHHUH MPEJICTABIISICT OOJIBIION UHTEPEC IS HEel-
pobuonorun. OH cBsA3aH ¢ aHATN30M HEHPOHHBIX Me-
XaHU3MOB MOBEACHHS. BOJNBIIMHCTBO XUMHYECKHX
CHHAIICOB 00JIaJal0T CBOMCTBAMH KaK TOMOCHHAIITH-
YEeCKOH, TaK ¥ FeTEPOCHHANTHYECKOI MIACTUYHOCTH.
BcenenctBue oONIHOCTh MEXaHHU3MOB IUIACTUYHOCTH
3a/1a€T BOMPOC: B KAKOW CTENEHH CHHONTHYECKHUE
U3MEHEHHSA COOTBETCTBYIOT OCHOBHBIM OCOOEHHOC-
TSAM, KOTOPBIE MBI Paclo3HaeM KaK XapaKTePUCTUKU
0o0y4eHHns WHTaKTHOTO opranu3ma? HcciemoBaHus
TUTACTHYECKUX MOJU(PUKAIHNA HA KICTOYHOM YPOBHE
MO3BOJIUIIN YCTAHOBUTH, YTO OOy4YEeHHUE JAaeT HA4aJIo
U3MEHEHUAM HEHPOHAIBHOIO CBOMCTBA, BKJIIOYAIO-
MM B ce0sl TOMO- U T€TePOCHHANTUYECKUE U3MEHE-
HUSl 3(QPEKTUBHOCTH CHUHANTHYECKHX cBs3eld. OHHu
BKJIIOYAIOT B ce0sf aKTUBHOCTh HE OJHOW T'PYIIIHI
KJIETOK M UX CBSI3€H, a MHOXKECTBO TaKUX CBsI3el [27,
57, 65, 117]. B mocnegnee BpeMs cTay 3HAYUTEIb-
HO 0OJIbIlIe BHUMAHUS YICNIATh U YTOMY KOMIIOHEHTY
(mocTcMHANTHYECKOMY YPOBHIO) GOPMHUPOBAHUS ac-
COLIMATUBHBIX CBA3CH, COMYTCTBYIOMIMX OOYUYEHHIO.
OTOT ypOBEeHb CBA3aH C M3yUYEHHEM IMHAMHUKH BO3-
OyIuMOCTH HICHTU(GUIMPOBAHHBIX HEHPOHOB MWIH
ONPEJCJICHHBIX 3JIEMEHTOB HEHPOHHOI CeTH KakK BO
BpeMsi 00ydeHHsl, TaK U IPU Pa3IndHbIX 3a00JieBa-
HUAX, & TaK)K€ B XOJi€ OHTOreHe3a (BO3pacTHBIE W3-
MEHEHUS).

[Mpouecc dopmupoBaHUS MIACTHYECKHX IEpe-
CTPOEK HEHPOHOB MpPHU 00YyUYEHHH MOXKET OBITH MOJ-
pa3[eNeH Ha ABEe CTaAuM: KPaTKOBPEMEHHYIO U J10JI-
roppeMeHHy1o. KpaTkoBpemeHHast cTaaus CBs3aHa,
MO-BHIAMMOMY, C aKTHBAallUEH CHUCTEM BTOPHYHBIX
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MOCPETHUKOB M MonuduKaieil cBOHCTB yKe CHH-
Te3upoBaHHBIX OenkoB [25, 72, 116, 183]. [Tockois-
Ky YOP Ha mocTyKkHBaHHE 110 paKOBHHE COXPAaHSIET-
Cs Ha MoBeJeHYEeCKOM ypoBHe o 40 nHeit [29], Ham
MPEACTaBIAIOCh YPE3BBIYAHHO HMHTEPECHBIM TIPO-
CJICJNTh B3aMMOCBSI3b TOBEJCHYCCKUX MOAU(UKa-
LU C UBMEHEHUSAMH JIEKTPUYECKUX XapaKTEPUCTUK
WIeHTU(PUIINPOBAHHBIX HEHPOHOB HEHPOHHOHN CETH
ncciueayeMoro pedrexca Ha TEpHOJ COXpPaHEHHS
MOBE/ICHYECKNX H3MEHEeHH. MBI perucTpupoBain
3JICKTPUUYCSCKHUE XaPAKTEPUCTUKH KOMaHIHbIX HEHPO-
HOB Y ’)KUBOTHBIX Ha pa3HBIX CPOKaX Mociie 00yueHus:
gepes 1, 7, 14, 21, 28, 40, 52 gus nmocie BeIpabOTKH
ycaoBHOTO pediiekca. Beero 6pu10 nccnenosano 150
HelipoHoB. [IpoBefeHHBIE HaMH W3MEpPEHHS 3JEKT-
PUYECKUX XapaKTEPUCTHK HEWPOHOB MOKA3aJH, 4TO
JETONISPU3AUOHHBIA CABUT MEMOpPaHHOTO IIOTEH-
yajga U CHHKEHHE TTOPOTOBOTO MOTEHIIMAIa CoXpa-
HSIOTCS B T€UEHHE Mecsma mociie BeipaboTku YOP,
YTO CBUJIETEIHCTBYET, COOTBETCTBEHHO, O JIIUTEIh-
HOM COXPAaHCHHH MMOBBIIICHHON BO30YIUMOCTH 3TUX
kieTok. Yepes mecsl mociae oOydeHus: pasindus B
QJICKTPUUYCCKUX XaPAKTCPUCTHUKAX DKCIICPUMEHTAJIb-
HBIX ¥ KOHTPOJBHBIX )KUBOTHBIX TAHOBSITCS HEAOCTO-
BepHbIMHU [17].

AHaNOTHYHOE UCCIeAOBaHNE OBLIO IMPOBEIECHO
HaMH OTHOCHTEIIbHO JIOJITOBPEMEHHOW CEHCUTH-
3aruu. PaHee ObUIO MOKa3aHO, YTO MHTCHCHUBHOCTH
00OPOHHUTEIIBHOTO TIOBEACHUS XUBOTHBIX COXpPaHS-
€TCSI TIOBBINNICHHBIM (YBEIUYUBACTCS IJIUTEIHLHOCTD
3aKPBITOTO COCTOSIHUAS THEBMOCTOMA B OTBET Ha TaK-
THJIBHBIA CTUMYI) Ha TPOTSIKEHHH OTHOTO MecsIa
nocie popmupoBanus JC [9]. Dnekrpuueckue xa-
pPaKTEepUCTHKH KOMAaHIHBIX HEHUPOHOB PErUCTPUPO-
BaJId TIepe]] HAYaJOM YETHIPEXTHEBHOW MpOIeay-
pbl CEHCUTHU3allUM, a Takxke Ha 1-#, 4-i, 7-i, 10-i u
14-i1 nHU U yepe3 Mec4ll roclie ee okoH4YaHus. Beero
ObLI0 UccnenoBanHo 120 HEHPOHOB y YIUTOK B pas-
Hble cpoku mocine (opmuposanus JC. BripaboTka
JC mpuBena, Kak U paHee, K JIOCTOBEPHOMY yMEHb-
MIEHUIO0 CPEIHUX 3HAYCHHH MeMOpaHHOTO W MOpO-
FOBOr0 MOTEHLUHANOB B cpeaHeM Ha 5—6 MB. lanb-
HeMIe U3MEpPEHUsl IEKTPUUECKUX XapaKTePUCTUK
HEWpPOHOB TOKa3bIBAIOT COXPAaHEHHE ITUX H3MEHe-
HUW B T€UEeHHE, 110 KpaiiHel mepe 14 nHel mocie BbI-
pabotku JIC, 9TO 03HAYAET JUIUTEILHOE COXPAaHCHHNE
MTOBBIIIIEHHOW BO30YJUMOCTH HeiipoHOB. Uepes me-
csan nocine ¢popmupoBanust C meMOpaHHBIA U TO-
pPOTOBBIN MOTEHIMANBI BO3BPAIAIOTCA HA MPEKHUN
YPOBEHB U HE OTJIMYAIOTCSA OT KOHTpos [18].

ITony4yeHHbIE pe3yabTaThl IO3BOJISIIOT CHEIATh
BBIBOJI, YTO JIJIUTEIILHOEC COXPAaHCHHE IOBEICHYEC-
kux ¢enomernoB npu JC compoBokmaeTcs IIH-
TETbHBIMA M3MCHEHUSMHU DJICKTPHUYECKUX XapaKTe-
PUCTUK KOMAaHIHBIX HEHPOHOB OOOPOHUTEIHLHOTO
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pedraekca 3akpbITHs MHeBMOcTOoMa. JlonroBpemeH-
HBI XapakTep HaOM0gaeMbIX U3MEHEHUH DJICKTPH-
JecKUX xapakTepuctuk Heiiporos mpu JIC [18] cBu-
NETeIBCTBYET, MO-BUIUMOMY, O HEOOXOIUMOCTH
BOBJICUEHUS B 3TOT MPOIECC CHHTE3a HOBBIX OCIIKOB
[32, 77, 159]. D10 moaTBepxkAacTCsa paboTaMu, B KO-
Topheix Habmomanock Hapymenue JIC mpu Omokane
OouocunTe3a 6enkoB [1, 76]. Pe3ynpTaThl, MOTydeH-
Hble B XOJI€ JKCIEPUMEHTOB, IO3BOJISIIOT CIeNaTh
BBIBOJI, YTO JUIMTEIIPHOE COXpPAaHCHHE MOBEIEHYEC-
kux (enomeHoB npu JC conpoBoxIaeTcs W3MEHE-
HUAMU DJICKTPHUYCCKUX XAPAKTCPHUCTUK KOMAHIHBIX
HEHPOHOB AYTd 0OOPOHHUTENBHOTO pediiekca.

4.2. U3menenus 6030youmocmu HelipoHo8
¢ 603pacmom

JaBHO OBIJIO OTMEYEHO, YTO MHOTHE MPOLECCHI
OpH Pa3BUTHM OPTaHM3Ma M NpPU OOYyYEHUH HUAYT
cxomnHbpIM oOpasom [7]. IloaToMy MBI XOTHM 3aTpo-
HYTh BONPOCH O IMHAMUKE WIH 00 M3MEHEHUX
BO30yAMMOCTH HEPBHBIX KJIETOK, MPOHUCXOISIIIUX C
BO3PacTOM M CBSI3aHHBIX C HEKOTOPBIMU aTOJIOTH-
YECKHUMHU COCTOAHUAMMU.

Cuuraercs, 4TO ¢ BO3pacTOM Ja)e B OTCYTCTBHUE
MaTOJIOTUU B paboTe MO3ra HAYMHAIOTCS KOTHUTHB-
Hbl€ HapyLIEHHs1, 0COOEHHO 3TO KacaeTcsl IPOLIECCOB
o0yuenus u namsartu [146, 160]. [TosTomy akryaneH
MOMCK OCHOBHBIX (PYHKIMOHAJBbHBIX HApyLICHUH U
MEXaHU3MOB, BEAYUIUX K MOJOOHBIM HapyIIeHHSIM
[90, 91, 119, 120, 153, 161, 180]. ITockoaeKy mpo-
1IeCChl 00YUYEHHS U MaMATU TECHO CBS3aHbI C THIIIO-
KaMIIOM, TO OOJIbIIIOE BHUMAaHHUE YIENSICTCS aHaJIH-
3y U3MEHEHHH B HEMpoHaX rummokammna Ha MOJEsIX
miekonurtamomux [160]. OgHako TOYHBIE TPUYUHBI
BO3PACTHBIX HapyUIEHUN CITOCOOHOCTH K 00yUEeHHIO
U (OPMUPOBAHUIO AOJITOBPEMEHHON MaMATU HE U3-
BecTHBl. K BO3MOXXHBIM NpUYMHAM Ha KJIETOYHOM
YPOBHE OTHOCST MOBBIIIEHUE C BO3PACTOM COZAEpPIKa-
HUS YPOBHS BHYTPHUKJIETOUHOro Kajbius [157, 176],
HO OCOOEHHO CHIDKEHHE BO30yJAMMOCTH HEpPBHBIX
kietTok [120, 146, 153, 163].

B cepuu noBeneHueCKUX, dNeKTpou3n0IOTHYEC-
KHX ¥ MOJIEKYJISIPHO-OMOXUMUYIECKHUX UCCIIeTOBaHUI
[90, 91, 153] GbuTO HaligeHO, YTO IPU OOYUEHUU KH-
BOTHBIX 3ajJiladyaM, B KOTOPBIX TpeOOBalOCh y4acTUe
runmnokammna, B Heiiponax moneit CA1 u CA3 npo-
HUCXOIMUJIO 3aMETHOE YMEHbBIIICHHE aMIUIUTYIbl MeI-
JICHHOW CIe0BOH (IMOCTIAYETHON) THIEePIIOIAPH-
3aI[Md, OINOCpeAyeMOol anaMHUHHEYYBCTBUTEIbHBIM
KaJbluiakTUBUpyeMbiM  K'-TokoM. YMeHbIeHuUEe
9TOTO TOKa JiejaeT HEeHpOHBI Ooyiee BO30YIUMBI-
MU y HUX JIy4llle 00JIer4aroTCsl OTBETHI, OMOCPEY-
emple NMDA -penientopamu. Ceifgac mpeanpuHAMa-
IOTCSI TIOMBITKH YIYYIIATE OOy4YeHHE, BO3ICUCTBYS
Ha nepeuucienusie [90, 180]. bruto mokaszano, uto
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y MBIIIeH, HOKayTHBIX mo cyOwbeamnune Kvbetal.l
K'-kaHana, yBeln4uBaeTCcsl HeipoHaIbHAast BO30Y 1~
MOCTh, OHHU Jyuiie oOydatorcs [146]. Halineno, uro
KOMIIEHCATOpHBIE M3MEHEHHS KJIETOYHOW BO30YAH-
MOCTH 3a cueT Bo3nelcTBus Ha NMDA-pernenTtopsl
MPUBOJUT K BOCCTAaHOBJIIEHUIO I'OMEOCTAaTHYECKOTO
ypoBHs B HepBHOH cucteMe UpliaT [181]. IlosBu-
JIUCh COOOIIEHNUS, YTO 3TH U3MEHEHHs BO30yIUMOC-
TH Ha BHYTPUKJIETOYHOM YPOBHE PETYIHPYIOTCS CUC-
temoit CREB-6enkoB [64, 186].

3AKIIOYEHHUE

B mocienaue Toap pe3ko BO3poc MHTEpEC K U3y-
YEHUI0 HEWPOHHBIX MPOIECCOB, OMPEACIAIONIUX
JuTTeNbHble Moaudukanuu 3PGPEKTUBHOCTH CH-
HaNTUYIECKON Tepenadd W M3MEHEHHS SHIOTCHHBIX
CBOMCTB HeWpoHa U ero MeMOpaHnsl [6, 88, 116, 161].
UccnenoBanus, mpoBOAWMBIE B paMKaX 3THX JABYX
OCHOBHBIX HalpaBJICHUI, MeMOpaHHbIC XapaKTepHUC-
THKW HEWPOHOB W MapaMeTPhl CHHAIITUYECKOH Tepe-
a9l UTPAIOT BAXXHYIO POJIb B IUTUTEIBHBIX IUIACTH-
YeCKUX MOJUIIMKANUAX Mmopeaenus [2, 31, 51, 60, 66,
72,93, 96, 102, 103, 125, 128, 169, 171]. Ilpu stom
SKCIIEPUMEHTHI OBLIM BBIMTOJIHEHBI KaK Ha IMperapa-
TaX 00y4YeHHBIX )KHBOTHBIX, TAK U B paMKaxX KIJIETOY-
HBIX aHaJOTOB 0OydeHws. MBI IPOJAEeMOHCTPHUPOBA-
JIK, YTO Ha KJICTOYHOM YPOBHE U3MCHECHHS BO BPEMs
BBIPa0OTKHU YCIOBHOTO OOOPOHHUTENBHOTO pediiekca
KaK Ha MOCTYKWBAaHUE 0 PAKOBUHE, TaK U aBEP3HH
K muiie, a taxke npu JIC npoucxonar cXogHbIM 00-
pazom. Pe3ynpTaThl CBHIETENECTBYIOT, UTO B KOMaH-
JTHBIX KJIETKaX HEHpOHHOW ceTH OOOPOHUTEIHHOIO
MOBEJICHUSI BHHOTPAJHOW YJIUTKH MPOUCXOIUT IO-
BBIIICHUE BO30YAMMOCTH. DTO BBIpa)kaeTcs B CHU-
KEHUU MEMOPaHHOrO MOTCHIIMAIa KOMaH/IHbIX Hel-
poHOB U nopora reaepanuu [1]1.

Bonbmee BHMMaHue ynensercs mpobieme mac-
THUYHOCTH BHYTpPEHHEH BO30YyIMMOCTH HEHpOHa Kak
KIFOYEBOTO MOMEHTa B (PYHKLHUSX HEHPOHHOU CEeTH
[166]. DddexTBHOCTE PabOTHI HEHPOHHBIX CETEH
JOJDKHA 3aBHCETh KaK OT CHHANTH4EeCKOH mepena-
Yd, TaK U OT BO30YJIUMOCTH TOCTCHHANTHYECKOTO
HelipoHa. B HacTosmiee BpeMsa KpoMe 3aBUCUMOM OT
aKTUBHOCTH JIOJITOBPEMEHHOW MOTEHUUAaluu OoOHa-
PY’KEHBI TAaK)X€ 3aBHCHMBIE OT aKTMBHOCTH M3MEHE-
HUSl BHYTPEHHEH B030yIuMOCTH (BKJIOYas KpUBBIE
aKTHBAIlMM HATPUEBBIX M KaJUEBbIX KaHAJIOB) MHpa-
MUHBIX HEHpOHOB runmnokamna obmactu CAL [153,
157, 182]. OgauM U3 TPUMEPOB SBISIETCS AMILIH-
TyAa CJIEeI0BOM TMIEpHOsIpHU3alii, apaMeTpbl KO-
TOPOIl MOTYT CBHAETEIbCTBOBATh O CTAOMIBHOCTH U
MJIACTUYHOCTH MEeMOpaHHBIX CBOMCTB 3a CUET BHYT-
penHux MexanuzMoB [120, 146, 163]. I[lomyudensl
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JIOKa3aTeIbCTBA aJaNTUBHOCTH THIEPBO30YyINMOC-
TH CEHCOPHBIX HEHPOHOB AIUIM3UH, BBI3BAHHBIX MOB-
pexnenuem Hepsa [105]. IlokazaHo, 4TO mOATOBpE-
MEHHBbIE W3MEHEHHS BO30yIUMOCTH MOIYT OBITh
OIOCPEIOBaHbl MM J1a)Ke BBI3BAHBI YePe3 BHYTPHUK-
JIETOYHYIO CUTHaNIbHYIO cuctemy [64, 80, 112, 158].
[TosBnAIOTCS 3KCIEepUMEHTaANbHBIE J0Ka3aTelbCTBa
TOTO, YTO B M€XaHU3Max pabOThl MO3ra CyIIEeCTBYET
CHUHEPru3M, KOrzia Hapsay ¢ CHHAaNTHYEeCKOW Iiac-
TUYHOCTBIO B (DOPMHPOBAHUH IJIACTUYHOCTH ydac-
TBYIOT MeMOpaHHBIE HapaMeTpsl HEHPOHOB, OIpe-
JENSIoIIe BHYTPEHHIOW BO30YIUMOCTB, T.€. pPeub
UJIET O TOM, YTO JApyrue o0lacTu HelpoHa — coma,
JEHAPUTHI, aKCOH — TAK)KE YYacTBYIOT B IepepadoT-
Ke nHpopMannu, KOTopasi IpOXOIUT Yepe3 HEPBHYIO
cuctemy [88, 153].

IlosBArOTCA Takke NaHHBIE O TOM, YTO B HEWMpo-
Hax CYyIIECTBYIOT ITOCTOSIHHBIE HaTPUEBBIE TOKH, KO-
TOpbl€ HE MHAKTUBHUPYIOTCS @, BOBMOXHO, Y4acCTBY-
I0T B KOHTpOJIE MeMOpaHHO¥ Bo30yaumocTu [182,
185] 1 BO3MOXHO, MOTYT CYIIECTBEHHO MEHSTHCS
B pe3ynbrate oOydenus [142, 163]. HenaBHo B na-
6opatopuu npod. Kemenema Obuta mokazana cBsi3b
MEXIY MOIYJSIUEH TeTPOJOTOKCUHPE3UCTEHTHOTO
HaTPUEBOI'O0 TOKA M MPONOJKUTEIBHON HEMpOHANIb-
HOM INJIACTUYHOCTBIO B WIACHTU(HUIMPOBAHHBIX MO-
IyIATOPHBIX KJIETKaX MPYJOBHUKA, KOTOPBIE UIPAarOT
BaXHYIO POJIb B MOBEJEHYECKOM COCTOSHUH MOJJe-
pKaHus paBHOBeCHs Ipu nos3anuu [152].

Hamu BriepBbie OBLIO TPOAEMOHCTPUPOBAHO JIJTH-
TenbHOE (HEe MEHee 2-X He/ellb) COXpaHEHHE TOBBI-
IMIEHHOW BO30yAUMOCTH KOMaHJHBIX HEHPOHOB 000-
poHHUTENbHOTO pediekca TMOCiIe acCOUUaTHBHOTO
obyuenus u ¢opmupoBanus J[C, uyTo BBIpakaercs
B COXpPAaHCHHH JEMOJSIPU3ANUOHHOTO CABUTA MEM-
OpaHHOrO NOTCHIMAla W TOHWKCHHOW BEIUYMHE
mopora reHepamuu noTteHnuana aercreus [17, 18].
Pe3ynbTaThl, ONydEeHHBIE B XO/I€ MTPOBEIASHHBIX K-
CIIEPUMEHTOB, TIO3BOJISIOT CIENATh BBIBOJ, YTO JIJTH-
TEHOE COXpPAaHCHHE MOBEJCHYSCKNX (ECHOMEHOB
npu JIC MoXeT OBITh CIIeACTBHEM U3MEHEHUHN 3JIeK-
TPUYCCKUX XAPAKTCPUCTHUK KOMAHJIHBIX HEHPOHOB
IyTu 000pOHUTENBbHOTO pediekca. Takum obpazom,
B paMKax (heHOMEHa JAOJNTOBPEMEHHOH MaMATH, KO-
TOpas, KaKk U3BECTHO, BKIIOYAET B ceOs MPOIECCHI,
CBsI3aHHBIC C OMOCUHTE30M Oeika [22, 111], Mbl uMe-
€M JIeJIO C JJIMTEJIbHBIM COXPaHCHUEM MOBBIIICHHON
BO30yIMMOCTH KOMAaHIHBIX HEHPOHOB 0OOPOHUTEITH-
HOTO peduiekca B TeYeHHE MecsIa Iocle accolua-
TUBHOTO 00yueHus. JluteparypHbie JaHHBIE W TIO-
JyYeHHBIC HAMH PE3YJIBTAaThl MO3BOJIIOT CJenaTh
BBIBOJI, YTO JJIMTEJIBHOEC COXPAHCHUE MOBEICHYEC-
KuX (DeHOMEHOB IpU OOYUCHHUH COIPOBOXKIAETCS HE
n3MeHeHneM J>()(PEeKTUBHOCTH CHHANTHYECKON Tie-
pelavyu ¥ MOBBIMICHHEM BO30yIMMOCTH KOMaHIHBIX
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N3MEHEHUE BO3BYAMMOCTHU

HEHPOHOB 0OOPOHUTEIBLHOTO pediiekca. ITO 03HAYA-

er,

4TO B IIponecc O6y‘IeHI/I51 BOBJICKAXOTCs JJINUTCIIb-

HbIe U3MEHEHHs CBOWCTB MEMOpaHbI ONpeaesIeHHBIX
3JIEMEHTOB HEHPOHHOU CETH, 3aBUCHMBIE OT MeTabo-
JU3Ma KJIETKH, 9YTO MOXXHO 0003HAUNUTh KaK KJIETOY-
Hble (9NEKTPO(U3UOIIOTHIECKHE) KOPPENIAThl Jn-
TEJbHBIX MJIACTHYECKUX MOIU(DUKALMA MOBEACHHUS.

PaGota mognepxana rpantom PODOU (Ne 07-04-
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CIIUCOK COKPAIIIEHUH

BO30YXJAIOIINI MTOCTCUHANTUYCCKUN MMOTCHITHAT,

yC — YCIOBHBIA CTUMYII,

BC — 0e3yCIIOBHBIN CTUMYI,

YP — YCIIOBHBIN pediiekc,

YOP — YCIIOBHBIM 00OpPOHUTEIBHBIN peduiekc,
Ico — TeTepOCHHAITUYECKOE 00JerucHHE,
IITII — IIOCTTETaHUYECKas MOTCHIMALIUSA,

JIT — JJIuTeIbHAas NOTCHIIMAIMS,

IT0 — MOTCHIHMAJ ACUCTBUS,

BIICIT -

TIICIT — TOpMO3HOI MOCTCUHANTUYECKUI MOTEHIUA,
OHC — LEHTpaJbHAs HEPBHASA CUCTEMA,

Ire — UEHTPAJIbHBII I'eHEPATOP PUTMA,

[IKA — TNpPOTEHMHKHHAa3a A,

[IKC — mnpoteuHkuHasza C,

AC — J0JIOBPEMEHHAsl CEHCUTHU3ALUA,
5,7-A0T — 5,7-nuruApOKCUTPUTITAMUHOM.

Changes of the Neuronal Membrane Excitability
as Cellular Mechanisms of Learning and Memory

Kh. L. Gainutdinov, V. V. Andrianov, T. Kh. Gainutdinova

Laboratory of Biophysics of Kazan Physical-Technical Institute of Russian Academy of Sciences

In the presented review given literature and results of own studies of dynamics of electrical characteristics
of neurons, which change are included in processes both an elaboration of learning, and retention of the
long-term memory. Literary datas and our results allow to conclusion, that long-term retention of behav-
ioural reactions during learning is accompanied not only by changing efficiency of synaptic transmission,
as well as increasing of excitability of command neurons of the defensive reflex. This means, that in the
process of learning are involved long-term changes of the characteristics a membrane of certain elements
of neuronal network, dependent from the metabolism of the cells. 9To 03HauaeT, uTo B npouecc 0OyueHus
BOBIICKAIOTCS AJUTEIbHBIC U3MEHEHHS CBOMCTB MEMOpaHbI ONpPEACICHHBIX AIEMEHTOB HEHPOHHOM ceTH,
3aBUCHUMBIC OT MeTabonm3Ma kiIeTkd. Thou phenomena possible mark as cellular (electrophysiological)
correlates of long-term plastic modifications of the behaviour. The analyses of having results demon-
strates an important role of membrane characteristics of neurons (their excitability) and parameters an
synaptic transmission not only in initial stage of learning, as well as in long-term modifications of the

behaviour (long-term memory).

Key words: excitability, membrane potential, threshold potential, simple nervous system, sensor and
command neurons, learning, defensive reflex conditioning, memory.
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