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PaccMotpeHa posib cTpuaTyma B IBUTATEIbHOM HaydeHHU. COBpeMeHHbIe MOJIEKYISIPHO-TCHE-
TUYECKHE MOAXObI ITO3BOJIMIN OJIVXKe B3IISHYTh HA yJ4acTHe HeiipOHOB IIPSIMOTO M HENPSIMOTO
MyTU B pa3jINYHBIX acleKTax JABUTaTeJIbHOro HaydeHus. McciaemoBaHUS Ha >KMBOTHBIX CBUJE-
TEJILCTBYIOT O TOM, UTO IPU KPUTUYECKOM Yy4acTUM ITO0(PaMUHEPTrUIECKON CUCTEMbl HEIpOHBI
MPSIMOTO IMYTU UTPAIOT KIIOUEBYIO POJIb B GOPMUPOBAHUM U TTOAIEPKAHUY YACTO BBHITIOTHSIEMBIX
B JaHHOM KOHTEKCTe ABUKEHUI BILJIOTh IO yU4AaCTUS B MEXaHM3MaxX 00ecIieueHusI Ipoliecca UxX aB-
TOMaTU3alluN, a HEMPOHBI HEIIPSIMOIO IIYTH — B COOOpa3yloleMcs ¢ KOHKPETHOM CUTyaluein
TMOKOM BOBJICUCHUU OTIPEACICHHBIX IBUKCHUI. DTU 3P EeKThl aAKTUBHOCTH IBYX ITyTEi, BEPOSIT-
HO, JOCTUTAIOTCS 3a CYET UX KOMIIEMEHTAPHOIO BIUSIHUS Ha MEXaHU3Mbl 0OeCIIeUeHHUs TTI0BE-
JIEHYECKOi1 BapraOeIbHOCTH.

Karouesbie crosa: ctpuaTym, HaydeHUe, MTHCTPYMEHTAJIBHBIN YCIIOBHBIN pedJieKe, MpUBbIYKa, Ha-
BBIK, O0a3ajbHble TaHIJINU, IPOSKIIMOHHBIE HEMPOHBI CTpUaTyMa, 1oaMuH, YepHOE BEIIECTBO,

BEHTPaJIbHas1 00J1aCTh IMOKPBIILIKU
DOI: 10.31857/S004446772202006X

B nipenpinymieit padore (MBnuena, 2021) Ob11
NpUBEIEH KpaTKuii 0030p JaHHBIX O CBSI3SX
CTpyUaTyMa M PacCMOTPEHBbI MCCIEIOBaHUS, B
KOTOPBIX B LIECHTPE BHUMaHWSI HAXOAUJIACh POJib
cTpMaTyMa B OpraHM3allii ABUTATEJIbHOMN (PyHK-
ouu. B Toi ctaTrbe MBI OrpaHUYMIINCH PACCMOT-
peHueM paboT, B KOTOPHIX B 3KCIIEPMMEHTaIb-
HOM IMOBEACHYECKOM MOJIEIN B SBHOM BMJIC HE
MNPUCYTCTBOBaJIO HaydyeHue. B 3ToM TekcTte MBI
nepeiaeM K pacCMOTPEHMIO JAHHBIX 00 y9acTUU
cTpuaTyMa B JBUTaT€JIbHOM HAy4YEHHUH, I1OJY-
YEHHBIX B MCCJIEJOBAHMIX HA XKMBOTHBIX.

YuacTtue cTpuatyma B Ipolieccax JIBUTraTesb-
HOro Hay4dyeHHsI Ha OCHOBE BO3HarpaxiueHusl B
HacTosilliee BpeMs SIBJISIETCSI CTEpXKHEM, Ha KO-
TOPOM NIEPXKaTCs KIJIOYEBbIC MPENCTABIEHUS O
dyHKMAX 6a3zanbHbIX raHmueB (bIY). Tak, Ha
NPOTSLKEHUM JIMTEIbHOTO BPEMEHU CTpUATyM
TECHO CBSI3bIBaJIM C OIpeeIeHHbIMU aclieKTaMu
IBUXXEHMSI; HA BXOJE CTpUATyM MOJydyaeT WH-
¢dopmanuio OT Bcex OTAEIOB HEOKOpPTEKCa, a
TaK>Ke U3 TMINoKaMIla U MUHOAJUHBI, a HA BbI-
XOJIe CBSI3aH IJIaBHBIM 00pa30oM C JIBUTATEIbHbBI-
MU CTPYKTYypaMu; CTPUATYM SIBJISIETCSI IJIaBHOM

MUIIEHBIO 1J1s1 fodpamuHeprudeckux (I E) Heii-
POHOB CpeIHEero Mo3ra U 110 YpOoBHIO 1o aMuHa
(J1A) TIpeBOCXOIMT BCE MO3TOBBIE CTPYKTYPHI;
JA Xe, B CBOIO ouepenb, IpU BCel Heompene-
JICHHOCTM MEXaHM3MOB y4acTHsI B MPOIIeccax Ha-
yaenust (Maiiopos, 2018; snuesa, 2021) cBs13aH ¢
MpoIecCaMy MOAKPEIICHUS U IBVKSHUS.

MPOEKIIMOHHBIE HEMPOHBI:
D1- 1 D2-5KCITPECCUPYIOIINE
KJIETKH

B niepByio ouepeab Mbl pacCMOTPUM PabOTHI,
HamnpaBJIeHHbIE Ha YCTaHOBJIEHUE OCO00 poJiv B
JIBUTATEIbHOM Hay4eHUU MPOEKIIMOHHBIX HEli-
POHOB, 3KcIpeccupytommx D1- nnu D2-peuen-
TOPBI, YACTO i1 KPAaTKOCTU Ha3bIBAEMbIX HEMi-
poHamu mnpsgmoro (ITIT) m HempsiMoro nytu
(HIT) cooTBeTcTBEHHO. B 3KCIIiepMMeEHTaIbHBIX
YCIOBUSIX, HE MpeaycMaTpyBalolIuX lieJeHa-
MpaBJeHHOTO OOy4YeHUsI XKUBOTHBIX, pe3yJbTa-
TaMU PA3JIUYHBIX BO3ICHCTBUUA Ha HEUPOHBI
OpSIMOTO W HEMPSIMOTO TIyTU SIBJISIIOTCSI, KakK
MpaBuIO, TIPOTUBOIOJOXHBIE JIBUTraTEIbHbBIE
a¢deKThl, YTO B LEJIOM CBUJIETEILCTBYET B
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MOJb3y KJIACCUYECKUX MPEACTABICHUN O CONECH-
CTBUM ABVXKSHUIO CO CTOPOHHI IpsiMoro nytu bI'
U O TIOJNaBJICHUM TEHASHLUU K BBIMOJHEHUIO
IByKeHUs: — co ctopoHbl HIT; ¢ apyroit ctopo-
HbI, PErucTpalus KJIeTOYHOI aKTUBHOCTH WJIU
€€ KOpPPEJISITOB IMOUTH 0e3 UCKITIOYEeHUM 1eMOH-
CTpUpPYET OYEHb CXOJAHbIEC MAaTTEPHbl aKTUBHOCTU
JIBYX ITyTel B CBSI3M ¢ aBr:kKeHueM (Bariselli et al.,
2019, Usnuena, 2021). OgHo 13 caMbIX NEPBBIX
WUCCIIEAOBAaHMI pOJX ABYX IyTeld cTpuaTryma B
Hay4YeHMHU ObLIO ocylecTBIeHO KpaBuiieM 1 co-
aBT. (Kravitz et al., 2012), oHM oITOTeHETUYECKN
ouaTepaibHO cTUMynauUpoBain (1-CeKyHIHBIM
MYJICOM ITOCTOSIHHOTO CBETa) HEMPOHBI MPSIMO-
r0 WIW HEIPSIMOTO IIyTU JOP30MEIUaIbHOTO
cTpraTyMa B MOMEHT IIPUOJIMKEHUS (KUBOTHOTO
K EMKOCTHOMY AAaTYMKY U [IOKA3aJM1 MOBBIIICHUE
YucJia KOHTAaKTOB C JaTYMKOM B Cydyae aKTuBa-
muu I1I1 1, Hao6opoT, CHIKeHME — TP aKTUBa-
uuu HII, u cnenanu BbIBOI O TOM, YTO CTUMYJISI-
s I noakperuisieT, a HEMPSIMOIO — CIIYKUT
HakazaHueM. Ilozxxe BudeHTe u COaBT. B CXOl-
HOM MOBEAEHYECKOI CUTyallMu B OTBET Ha HaXKa-
TUE XWBOTHBIM IeAalu CTUMYJIUPOBAIN (YyKe
CBETOBBIMU MMIIYJIbCAMM) HEAPOHBI JOP30J1aTe-
paJbHOTO CTpUATyMa U CAEJAIN APYTUe BHIBOIbI
Ha OCHOBAaHUM CBOUX JAHHBIX: OHU MPEANOoJI0-
KWJIM, YTO CTUMYJISILIUS 000UX TIyTEU SBJISICTCS
BO3HArpaXxnarolieil, HO TOAKPEIUISTIOmiA 3@ -
¢deKT nposBiseTcs IMO-pPa3HOMY, UYTO UHTEPHpPE-
TUPYETCS aBTOPaMU Kak MOJKpeIJICeHHE pa3ainy-
HBIX CTpaTeruii AeMCTBMSI, B YaCTHOCTU, OoJiee
reHepaau30BaHHON CTpaTeruu Mpu CTUMYJISLIUN
HeiiponoB HII (Vicente et al., 2016).

Temy KJItoueBOIi pOJIM aKTUBHOCTU OOOUX ITy-
TeW B ITpoLieccax MOAKPEIIEHUS /HaKa3aH s UH-
TepecHo pasBuBaioT Mtrtpu um Hagman (Yttri,
Dudman, 2016). B ux ucciieroBaHUU MBIIIb C
(GUKCUPOBAaHHO TOJOBOM  CaMOCTOSITEILHO
WHULIMUpOBaJa MepeMelleHne JKOUCTUKaA IS
MOJy4YeHUsI KaIlIi BO3HArpakJaeHUsl; KOpOTKas
(conocTaBrMasi Mo BpEMEHU C ABUXKEHUEM) CTU-
MYJISIIUST HEMPOHOB 1IOP30MEANAJIBHOIO CTpUA-
TyMa OCYIIECTBJIsIJIach MPUOJIU3UTEILHO B OJ-
HOM TpETU caMbIX ObICTPBIX IBUKEHUI B MOMEHT
MPEeBbIIIEHUS TOpora CKOPOCTU JBUXKEHUS,
YCTAaHOBJIEHHOTO 3KCIIEpUMEHTAaTOpaMM; OHU
nokasaju, 4to nogooHas ctumyasauus ITTT no-
BBIIIAET CKOPOCTh ABMxKeHui, a HIT — cHuKaer,
U, 4YTO BaXKHO, aBTOPHI yOEIUTEILHO apryMeHTH -
PYIOT, 4TO 3TO BJMWSIHWE OCYIIECTBISETCS II0-
CPEICTBOM MEXaHW3MOB Haydye€HUs, a HE uepes
npsIMOe BJIWSIHME Ha WCIIOJHSIEMOE JIBUXKEHUE.
B pa6ore baxypuHa u coant. (Bachurin et al.,
2020) uccienoBaluCh JIM3aTeIbHbIE ABUKESHUS B
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YCIOBUSIX pediiekca Ha BpeMs 1 Takxke ImokKasa-
HBI pa3HoOHAaIpaBjieHHble 3(P@MEKThl CTUMYIISI-
U HEHMPOHOB O0OMX ITyTeil BEHTpoJaTepalib-
HOTO CTpUaTyMa Ha UHULIMALIMIO TBUKECHUS, HO
peyub 31eCh UAET YK€ O HenocpeoCcmeeHHOM BIUSI-
HUU Ha aBukKeHue. Takum o0pa3oM, B 3TUX UC-
CJIeIOBAaHUSIX C MpUMEHEHUEeM M30UpaTeabHO
ctumynsiuum T1IT m HIT B ssBHOM Buae mpociie-
KMBAIOTCSI pa3sHOHampaBieHHbIe 3(PPEKThl aK-
tTuBanun D1- n D2-3knpeccupyrommx Helpo-
HOB B pa3HbIX OTAEJIaX CTpUaTyMa, HO TaKXKe BbI-
SBJISIETCS HEOAHO3HAYHOCTh MEXaHU3MOB TaKUX
3¢ PeKTOB.

I[TuoHepckoe wucciaenoBaHWEe AaKTUBHOCTU
HEWPOHOB MPSIMOTO U HEMPSIMOTO ITyTH 10P3aib-
HOro cTpuaTyMa IIpM MHCTPYMEHTaJbHOM Ha-
ydeHuu Ob110 TipoBeaeHo Kyu u coast. (Cui et al.,
2013) Ha MbIIIax, HAy4YUBLIMXCS MOJIy4aTh BO3-
HarpaxaeHue rnocie 10 HaxaTuii MpoOu3BOJILHO
Ha MpaBylo WX JIEBYIO TMelalb, OCYIIECTBISIEMbIX
CIIOHTAHHO. DTO MO3BOJIMJIO aBTOpaM OLIEHUTH
aKTUBHOCTb HEMPOHOB MPSIMOTO U HEIPSIMOTO
OYTU OPU CXOOHBIX IO (PU3MUECKUM I1apaMeT-
paM ABWXKEHUSIX, COBEpPIIAEMBIX B pa3jinyalo-
IIMXCSI MOTUBALIMOHHBIX COCTOSIHUSIX (HAmpu-
Mep, MpaBblii MOBOPOT 3a €10l K KOPMYIIKE U
NpaBblii K€ MOBOPOT 0 KOPMYILKHU K TIeAaTN).
OHu OOHAPYXWJIM, YTO HEMPOHBI 000OUX ITyTEi
NEMOHCTPUPYIOT CXOAHYIO KapTUHY KpaTKOBpe-
MEHHOM akTHWBallMU B MEpUOA MHULMALMU WH-
CTpyMeHTaJbHOIro ABMKeHUs1. [TogoOHas akTu-
BallMs HeHipOHOB 000OMX MyTeil MpealiecTBoBajla
VHULIALMY ITOBOPOTA Tejla JKMBOTHOTO (puc. 1(a)).
Bckope ObUIO OIyOJIMKOBAHO MCCJIEIOBaHNUE
Hcomypsl u coaBt. (Isomura et al., 2013), ko-
TOpbIE pa3Nyaii HEMPOHBI MPSIMOIO U HETIPsI-
MOTI0 MyTH A0p30JiaTepaIbHOTO CTpUaTyMa KpbiC
C MOMOIbl0 Apyroro Meronaa (MPUMEHSUIMCH
IOKCTaKJIETOYHOE MEYeHMEe U BUIyaIu3allus
crietupuueckoit M-PHK); oHu mokazanu, 4to
MpU CaMOCTOSITEJIbHOM MHULIMALIMU KUBOTHBIM
WHCTPYMEHTAJILHOTO ABUKEHUS (TTPUTITUBAHUE
pbluara) akTUBHOCTb HEWpPOHOB OOOMX ITyTei
NpUypodYeHa K MOMEHTY UHULIMALIMU U MOJYJIV-
pyeTcsl BO3HArpaXkJIeHWEM CXOIHBbIM OOpa3oM,
YTO MPOTHUBOPEUYMNIIO UX EPBOHAYAILHOM TUIIO-
Te3e. Takke OHM OOpalllalOT BHMMaHHE Ha He-
OOJIbIITYIO TEHACHILIMIO JISI HEMPOHOB IBUTATE)b-
Horo Tura npearnojoxureabHo HIT K 6onblieit
MPOJOJDKUTEIBHOCTA IO BPEMEHU HapacTaHUs
OT Hayaja U3MEHEHMUs 10 TTMKa aKTUBHOCTHU O
cpaBHeHMIO ¢ D1-3KcnpeccupylolmmMu HEMpo-
Hamu. Takum o6pa3oM, B yCIOBUSIX BbIyUEHHbBIX
JIBM>KEHUI HaOMI0gaeTcsl Bce TOT XXe IMmapamgokc,
KOIla CTUMYJISIUSI HEHPOHOB MPSIMOrO U He-
Ne 2
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MPSIMOTO TTyTH OKa3bIBaeT, KaK MpaBWIO (HO CM.
Vicente et al., 2016), pasHoHaIpaBJIeHHOE I€ii-
CTBHUE, a Pe3yJbTaThl PErUCTPALIIN aKTUBHOCTU
CBUIIETEILCTBYIOT 00 OYEHb CXOTHOI TMHAMUKE
AKTMBHOCTHU 3THX JIBYX I'PYITIIT HEPOHOB.

OcBoeHME HOBBIX ITPOCTBIX OCHCTBUI, IIPHU-
BOISIIMX K BO3HAIPAXKICHUIO, MHAYLIUPOBAJIO Y
MbIleit, mo HaomoneHuo HIsH 1 coaBT., 11a-
CTUYHOCTB KaK B D1-, Tak 1 B D2-3Kkcrnipeccupy-
omx HelipoHax (raBHBIM obOpa3oM B JIMC),
HO OHH IIOKa3aju, YTO 3TU WU3MEHEHUS ObLIU
pa3HOHarpaBJIeHHbBIMU: TTOCJIe O0y4YeHUsI OTHO-
meHue AMPA/NMDA mnosbicunoch y D1- u
CHU3MWJIOCH ¥ D2-3KcTpeccrupyrommx IMpoeKIIn-
OHHBIX HelipoHOB (Shan et al., 2014).

A mpu BbIpabOTKe peaklMu MU30aBJIEeHUS Ha
HavyaJIbHOM CTaJuMK MOTEHLIMUPOBAINCH BXOAbI K
D2-skcnpeccupyloliuM HelipoHaM J10p3ajibHO-
ro cTpuaTyMma, Ha cTaauu xe c(hopMUpOBaHHOMN
peaklMM 3Ta MOTEHLMAalUs HUBEIUPOBAJIACD,
HO YCMJMBaJIUCh BXoAbl K DI1-3cnpeccupyio-
M HelipoHam (Diao et al., 2021).

B nmouckax crenuguyeckoil pojii HelipOHOB
NpsSIMOTO YU HENPSIMOTO MyTH CTpuaTyMa B opra-
HU3alUu ABWKeHUS [IXXKWH U coaBT. B MPOIOJI-
KeHue HayaToii paHee padotsl (Jin, Costa, 2010)
PETrMCTPUPOBAIN aKTUBHOCTb KJIETOK 10pP3alib-
HOro cTpuaryma, Tenepb WIACHTUUUUPYS WX
MOCPENCTBOM OINTOr€HETUYECKON CTUMYJISILIUU,
npu TpeboBaHUU K (KMBOTHBIM KaK MOXHO 0oJiee
OBICTPO BBIITOJIHUTD ITOCAEA0BATEAbHOCTD U3 Y-
ThIpeX Haxatuii Ha regajsb (Jin et al., 2014); oHu
0OHapyXMJIM HEKOTOPbIE€ pa3inynsi aKTUBHOCTHU
B CBSI3U C MHUILIMALIMEH 1 3aBeplIeHUEM T10CTe-
JIOBaTEJIbHOCTU: B TO BpeMs KakK HeilpoHbl TTIT
NpUOIU3UTEILHO TIOPOBHY pearupoBajv U B Ha-
yajie U B KOHIIE TTOCIea0BaTeIbHOCTU HaXXaTUI,
akTUBHOCTh HelipoHOB HII ObL1a OoJibliie mpu-
ypoueHa K Hayajly Mocje10BaTeIbHOCTU, TaKXKe
rcciienoBaTesii MokKaszaju MnpeodsagaHue Top-
MOXEHMsSI pas3psiga Ha MPOTSLKEHWM BbIMOJIHE-
HUSI MBILIBIO BCEi NIBUraTejibHOW MocjenoBa-
TEJILHOCTU B aKTUBHOCTU HeipoHoB HII u, Ha-
MPOTUB, YCTOMYMBYIO aKTUBal1io HeiipoHoB TTI1T
(puc. 1(0)).

Tekyanetna u coant. (Tecuapetla et al., 2016)
HCCen0oBali, KakK OTHOCUTEJIbHO KpaTKOBpe-
MEHHbIE CTPOTO IIPUYPOYEHHBIE K OIIpeAcACHHO
(1)2136 ITOBEIICHUS OIITOTCHETUYECCKHNE BJIUSIHMS HA
AKTUBHOCTb HCVIpOHOB npAMOro M HEIIPAMOTIo
MYTU AOP3aJIbHOTO CTpHaTyMa CKaXKyTcCsl Ha OCy-
HIECTBJICHNU CITIOHTAHHOI'O MHCTPYMEHTAJILHOTO
YCIOBHOPE(MISKTOPHOIO MOBeAcHUS (B peXUMe
MOAKPEIUICHUS ITOCIeI0BaTEeIbHOCTU M3 BOChMU
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Haxatuii (fixed ratio 8)). OHuM 1TOKa3a1M, 4YTO TSI -
TUCEKYH/IHAsl aKTUBAIUSI KPaTKOBPEMEHHBIMU
CBETOBBIMU MMITyIbcaMu HelipoHoB I1I1 npu ne-
pexode MbludU OM KOPMYUWKU K nedaru yBeTndnBa-
€T BpeMs IoaxoAa K pblyary 3a c4eT OCTaHOBKU
JKMUBOTHOTO B MOMEHT CTHUMYJISILIMM, a aKTUBa-
nus HeipoHoB HIT mpuBomuT K mpekpanieHuIo
CJIeIOBaHUS K pblUary M 4acTo — K OTXOIY OT Me-
CTOpacmojIoXeHUs negaau u Kopmyiku. [pu-
MedJaTeJIbHO, YTO U COBMECTHOE, M OCYIIECTB-
JICHHOE 10 OTIEJIBHOCTH TOPMOKEHHE 000X ITy-
Teil MOCTOSIHHO MEHCTBYIOIIMM CBETOM TaKXe
MMPUBOAWIIO K YBEJIMYCHUIO BPEMEHM WHUIIMA-
LIMM TTOCJIEIOBATEIbHOCTHA HAaXaTWil. AHAIIOTUY-
Hasl 110 TTapaMeTpaM aKTUBALIUST 8 MOMEHM Nepeo-
20 U3 cepuu HaXcamus Ha nedaab TIPUBOIUT B CITy-
yae HewponoB IIIl kK yBeanmueHuio uymcna
HaxaTtuii, a HeiipoHoB HII — x oTka3y ot Haxka-
THUIA, M TAKXKEe HEPEIKO — K BBIXOAY 13 30HBI pac-
MTOJIOXKEHUSI TIeJaii M KOPMYIIKU (MHTEPECHO,
yTO TOpMOKeHUe HelipoHoB HIT oka3piBaeT TOT
Xe 3¢pdeKT). ABTOPHI IeIal0T BBIBOO O HEOOXO-
IUMOCTA COBMECTHOM KOMIUIEMEHTApHOI aK-
TUBHOCTU OOOMX ITyTeH IJIST HOPMAJIbHOTO OCY-
IIECTBJICHUS IBVDKCHUS M HE CYUTAIOT U30BITOY -
HOE YMCJIO HaXXaTWil Ha pblyar Mpyu aKTUBALIUK
HelipoHoB [1I1 cieacTBreM mpoleccoB caMo-
CTUMYJISILIVH.

bosiee cinoxHasi mocyienoBaTeIbHOCTb CIIOH-
TaHHO MHULIMMPYEMbIX HaXKaTUii Ha reaaand Obl-
Jia BbIOpaHa Ay o0yuyeHUs XUBOTHBIX B paboTe
T'ennec u coant. (Geddes et al., 2018): ot mbllei
TpeOOBAJIOCh  BBIMOJHUTL  IOCIEA0BATEIbHO
CHayaJsa JBa HaxKaTusl Ha JIEBYIO Tefajb, a 3aTeM —
JIBa HaXkaTus Ha MpaBylo, MOCJIe YEro OHU MOJIy-
yaJii BO3HarpaxjaeHWe y IPOTUBOMOJOXHOM
CTeHKU Kamephbl; Tpu O0y4YeHUU XKUBOTHBIX Ta-
KON TeTEepOreHHON HBUTAaTEJIbHOW IOCJIenoBa-
TE€JIbHOCTWA aBTOPbI HANESIWCh MOACTYIUTHCS K
WU3YYECHUIO POJIU MPSIMOTO U HEMPSIMOIO B IMyTH B
opraHM3aliMy JBurarejabHoit nepapxuu. MM yna-
JIOCh TI0Ka3aTh, YTO B MHULIMALIMU BCeil moclie-
JIOBATEJIbHOCTH B LI€JIOM OOJIBIIYIO POJIb UTPAIOT
Heuponsl I1I1 ctpuaTtyma, a npu nepexkyItoueHuu
C OTHOI MOAIIOCeI0BATENBbHOCTH (JiBa HaXKaTHSI
Ha JIeBYIO IlefaJib) Ha APYTyio (IBa — Ha IIPaBylo)
CYLLIECTBEHHO OOJIbIIIYI0 aKTUBHOCTh ITPOSIBJISI-
10T HeiipoHbl HII. ITocne paspymienust D1- uiu
D2-sknpeccupytolinx HEMPOHOB BBIMOJIHEHUE
XOPOLIIO MPeaBAPUTEIbHO BBIyYEHHOI TTOCJIe10Ba-
TE€JIbHOCTY CWIBHO YXYAIIAJI0Ch, IPUYEM JIBYCTO-
poHHee pa3pylueHue HeiipoHoB I1IT mpuBoguiio K
HECMOCOOHOCTU MPaBUJIbHO HayaTb I1OCJEI0Ba-
TEJIbHOCTD:. JKUBOTHbIE MPEUMYIIIECTBEHHO HaXKU-
MaJIi Ha Tenalib, TPEAIIeCTBYIONIYIO MOJy4eHUIO
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Puc. 1. CxemaTtunueckoe TpeacTaBiIeHUe WIM PEKOHCTPYKIIMS TaHHBIX O CIIaiilkoBOil aKTUBHOCTU HEMPOHOB TIPS -
MOTO (CIipaBa) U HEMPSIMOTO (CJIeBa) MyTU CTPUATyMa B pa3HbIX 9KCIIEPUMEHTAIBHBIX CUTyalusIX. BepTukanbHas
MMYHKTUPHAas JIMHUS — BpeMs NeHCTBUS YCIOBHOTO cTuMysia. OTMETKU Ha OCU aOCLUCC — MHCTPYMEHTAIbHbIE
nBrKeHus. (a) — OnHooOpa3Has aktuBauus HeitpoHos 111 u HIT npu nuiieBom nHctpymMeHTaabHOM Y P o naH-
HBIM Cui et al., 2013. (6) — PekoHcTpyKums maHHbIX Jin et al., 2014, Kkorma XXMBOTHOE COBepIIIaeT OBICTPYIO CEPUIO
U3 YeThIpeX HaXkaTuil Ha neaajib. (B) — AKTUBHOCTh HelipoHoB I1I1 u HII B oTBeT Ha yCaOBHBIN CTUMYJI IIPU Ha-
JIMYMM JIBUTATEILHOM peaKklMu (CIUIOLIHAS JIMHUSI) ¥ TIPU OLIMOOYHOM MpOoITycKe (ITyHKTUpPHAs JUHUS) (110 JaH-
HEIM Sippy et al., 2015). (r) — I[ToyTn UCKITIOYNTEIbHAS aKTUBALIMS TOJBKO HelipoHOB HII B oTBeT Ha yCIIOBHEIM
ctumyn (rmo gaHHeIM Owesson-White et al., 2016). Ha aTom ¢dparMeHnTe (B OTJIMYME OT BCEX OPYrMx) — CIipaBa
npencraBjieHa akTUBHOCTb HelipoHoB HII. (1) — AktuBHOCTH HelipoHoB I1I1 Gosbiiie mpuypoyeHa K MOMEHTY
nBrkKeHUs, a HeiipoHB HIT — k MexxcTuMynbHYMy MHTepBaly (peKOHCTPYKIIMS JaHHBIX Sheng et al., 2019). (e) —
Tlpu HaMYMKM U B OTCYTCTBUE BO3HATPAXIEHUSI HEMPOHBI MPSIMOTO M HEMPSIMOTO MYTU BEeIyT ceOsl Mo-pa3HOMY
(o nanubsiM Nonomura et al., 2018). [TyHKTupoMm o603HaYeHa aKTUBHOCTb MPU HETTOAKPETUICHHBIX IBUKEHUSIX.
(x) — Tonbko Heitponsl HIT akTUBHUPYIOTCS TpeMMYIIeCTBEHHO IIPU TPeOyeMoii CMeHe eaajii BHYTPU CEpUM Ha-
XaTtuii (peKoHCcTpyKuus o naHHbIM Geddes et al., 2018). (3) — AktuBHOCTB HelipoHoB I1I1 mpuoGpeTaeT TeHAEH-
LIMI0 K OrepexkeHuo akTuBHOcTU HeiipoHoB HIT nipu (hopmupoBanuu npuBsiuku (no maHHbiM O’Hare et al.,
2016).

Fig. 1. Schematic representation or reconstruction of data on the spike activity of neurons in the direct (right) and
indirect (left) striatum pathways in different experimental situations. The vertical dashed line is the initiation of the
conditioned stimulus. The marks on the abscissa are instrumental movements. (a) — Uniform activation of neurons
of direct and indirect pathways in food instrumental UR according to Cui et al., 2013. (06) — Reconstruction of the
data of Jin et al., 2014, when the animal makes a quick series of four pedal presses. (B) Activity of neurons of direct
and indirect pathways in response to a conditioned stimulus in the presence of a motor response (solid line) and in
the presence of an erroneous omission (dashed line) (according to Sippy et al., 2015). (r) — Almost exclusive activa-
tion of only neurons of indirect pathway in response to a conditioned stimulus (according to Owesson-White et al.,
2016). In this fragment (unlike all others), the activity of NP neurons is shown on the right. () — The activity of the
neurons of direct pathways is more confined to the movement, and the activity of the neuron of indirect pathways —
to the interstimulus interval (data reconstruction by Sheng et al., 2019). (e) — In the presence and in the absence of
reward, neurons in the direct and indirect pathways demostrate different activity (according to Nonomura et al.,
2018). The dotted line indicates the activity with unrewarded movements. (;x) — Only neurons of indirect pathways
are activated predominantly with the required change of the lever within a series of presses (reconstruction according
to the data of Geddes et al., 2018). (3) — The activity of neurons of direct pathways tends to outstrip the activity of
indirect pathway neurons during habit formation (according to O’Hare et al., 2016).
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BO3HArpaxkIeHUs, a IBYCTOPOHHEE pas3pylleHUe
HeiipoHoB HIT Hapymiamo cBoeBpeMeHHOE Tiepe-
KJIIOYEHME C JIeBOM Meaaan Ha npaByio. [1ono6-
HO paHee YIMOMSIHYyTOMY MccienoBaHuio Tekya-
MEeTJIbl, B 9TOi paboTe TaKxKe MCCIIeI0BalIOCh
BIUSTHUE KOPOTKOM (3HAYUTEIIHLHO O0Jiee KOPOT-
koit y I'eqmec u coaBt. (Geddes et al., 2018))
OINTOT€HETUYECKON CTUMYJISIHUM TPOCKIIMOH-
HBIX HEApOHOB CTpHUaTyMa, CTPOTO MPUYyPOUYCH-
HOI K OIIpeneIcHHOMY MOMEHTY ITOBEICHUS, B
JaHHOM CJIydae MCCJIeIOBATENIM BBISICHSIIIN T10-
CJICICTBUSI aKTHUBALIMM TI0CJIE KaXXJIOTO IO OT-
TIeTbHOCTY HaXKaTHsI Ha TIe1aJib B Pa3HbIX MOITBIT-
Kax. OOHapyXeHO, YTO CTUMYJISILIUS HEHpPOHOB
I1IT mpuBOINT K BCTaBKaM JOITOJTHUTEIbHBIX Ha-
JKaTUii B TIOATIOCIEAOBATEIBHOCTH, a CTUMYJISILIMST
HeitponoB HII npexkpaiaeT onqHy mmonmnocie1oBa-
TeJIbHOCTb, He M3MeHsIsI Apyroii (puc. 1 (K)).

bosiee ecrectBeHHa )11 JKMBOTHOIO CHUTya-
111¢, KOrma BMECTO Habopa AJMCKPETHBIX KOPOT-
KUX ABMKEHUI BBITTOJHSIETCS HENpepbIBHAS I10-
CJIeIOBATEJIbHOCTb IUJIABHO CMEHSIOIIMUX JpYT
npyra asmkeHuit. Jlonen-Xyapra u coanT. (Lo-
pez-Huerta et al., 2021) uccieqoBaau BIUSHUS
ONITOT€HETUYECKUX BO3ICHCTBUIA Ha HEHPOHBDI
MPSIMOTO M HETIPSIMOTO MYTH B UTICU- U KOHTpa-
JlaTepajJbHOM JOP3aJIbHOM CTpUATyMe IPU Bbl-
MOJIHEHU U MBIIIBIO TPEOYIOIIETO CyIleCTBEHHOMN
JIOBKOCTHU ABMXKEHUSI JOCTaBaHUS MIPUMaHKU ye-
pe3 1enb. OHU ToKa3aiau, YTO CTUMYJSLUS U
TOpMOXeHUue akTuBHOCTU D1- u D2- skcnpec-
CUDYIOIIMX HEWPOHOB B Pa3HBIX MOJIyLIAPUSIX
MO-pa3HOMY BJIMSIIOT Ha BBIMOJIHEHME ABUKEHUS,
OIHAKO MHTEepIpeTalys JaHHbIX B OTHOILLIEHUU
crieuu@UKU STOTO BIMSHUS MPEACTABISIET
OonpeeIeHHYIO CJIOXHOCTb U3-3a TOro, YTO MC-
MoJIb30BaHHAsE UMW MPOJAOJLKUTENIbHaAs (U To-
CTOSIHHBIM CBE€TOM) CTUMYJSLIMS OTHOTO OO0JIb-
1IIOTO MyJia HEMPOHOB HE BIIOJIHE aJeKBaTHA MO~
BEAEHUYECKOM CUTyalluud OBICTPO MEHSIOLIecs
MOCae10BaTEIbHOCTU IBUKEHUM, KOTOPYIO KU-
BOTHOE€ COBEpIIaeT JJjis1 JOCTaBaHUS IUILEBOTO
KOMKa.

OrmnpeneseHHbIe pa3Iddus B aKTUBHOCTU D1-
1 D2-sknpeccupylolmiux HEMPOHOB yIaJIOCh BbI-
saBUTh U Cunmnu u coasT. (Sippy et al., 2015) B no-
BOJIBHO MPOCTOM TMOBEICHYECKOM CUTYallWU.
MMu ObUT UCIIONB30BAH YCJIOBHBI CTUMYNT —
KpaTkoBpeMeHHoe (1 MC) OTKJIOHeHue BHO-
pMCCHI, €CJIU MbIIIb B OTBET HA HETO B TEUECHUE
OIHOM CEKyH/Ibl HaUMHaJIa JIn3aTeJIbHbIE TBUKE-
HUS, OHa MoJy4daja Karuio Boabl. McciaenoBate-
JIM U3MEPSIIU MEMOpPaHHbIN MOTEHLIMAT KJIETOK
JIOp30JaTepaIbHOTO CTpUAaTyMa U OOHAPYKUJIU,
yto HelipoHbl ITIT pearupyrorT Ha CTUMYJISILIMIO
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BUOpUCCHI OoJiee KPYThIM HapacTaHUEM MEM-
OpaHHOTrO MOTeHIMAaIa IO CpaBHEHUIO C HEHpO-
Hamu HII. Takke oHM 1ToKa3anu, 4TO KOpOTKasi
onTOoreHeTH4ecKast CTuMysinus HelipoHos TTIT
MOXET HapaBHE CO CTUMYJISIIUeil BUOpuUcC y
00OyYEeHHBIX XXMBOTHBIX BBI3bIBATh JIN3aTEJIbHbIC
nBrkeHusi. UHTepecHo, 4TO B Cliy4ae HEBBITIOJ-
HEHUS XKMBOTHBIM JIBIDKCHUSI HA CTUMYJ peak-
nus HevipoHoB I1I1 coxpaHsiiach, B OTIMUME OT
peaknnu HeripoHoB HIT (puc. 1 (B)).

OBeccoH-YaliT U coaBT. MPUOETIU K MOUCKY
cnieuuduku yyactusa D1- u D2-skcnipeccupyro-
LIMX HEMPOHOB BEHTPaAJIbLHOIO CTpUaTyMa B UH-
CTPYMEHTaJIbHOM ITOBEIEHUH C TIOMOIbIO MYJIb-
TUMOJAJILHOTO CEHCOpa, II03BOJIMBIIETO UM
OBICTPO B OMHOM M TOM XKE& TOYKE OTCJICKUBATh
JIMHAMUKY KOHLeHTpauuu JIA, peructpupoBaTh
CINaliKoOBYIO0 aKTUBHOCTb KJIETOK, a TaKXKe OIpe-
JIeJISITh 3KCIIPECCUPYEeMbIE 3TUMU KJIETKaMU pe-
uentopsl JA (Owesson-White et al., 2016). Ouu
0OHapyXWJIM, YTO B OTBET HA 3BYKOBOM YCJIOB-
HBIII CTUMYJI, KOTOPBIA MPENABEIIACT ITOSIBICHUE
yepe3 ABe CEKyH/Abl Meaaau sl CaMOCTUMYJISI-
LIMU, aKTUBUPYIOTCS IpeuMyllecTBeHHO D2-
9KCHpPECCUPYIOLIME HEHPOHBI; TAKXKE OHM TTOKa-
3aJIM, YTO CpeAu KJIeTOK, aKTUBHOCTb KOTOPBIX
MpuypoyeHa K MOMEHTY HaxaTusl Ha Iielaib,
IIPUCYTCTBYIOT 00a TuIa HeipoHOB (puc. 1 (T)).

Hpyroii moaxon K pelieHnIo 3TOM e mpooJie-
Mbl TipuMeHsoT OnbaeHOypr u CabaTuHu
(Oldenburg, Sabatini, 2015). Mx nHTepecoBaia
AKTUBHOCTh HEMPOHOB MEPBUYHOU MOTOPHOM
KOpPBI B OTBET Ha aKTUBALIMIO HEUPOHOB MPSIMOTO
1 HEMNPSIMOIO MYTU B JOp3aJlbHOM CTpUaTyme, u
OHU MPUMEHSUIM [JIUTEJIbHYIO OITOreHEeTUuYe-
CKYIO CTUMYJSLUIO (MIOCTOSHHBIM CBETOM B
cTpraTyMe); Y O0JpPCTBYIOIIMX XUBOTHBIX C 3a-
KPETJICHHOU TOJIOBOW PETUCTPUPOBATIN aKTUB-
HOCTb HEMPOHOB KOPHbI B (pOHE 1 MPU BBIMOTHE-
HUU XWUBOTHBIM UHCTPYMEHTAJIbHOTO IBUKEHU S
B OTBET Ha KOPOTKU M 3ByKOBOI cTuMya. OHU Ae-
JIAlIOT BBIBOJ, O TOM, YTO KJjlaccuuecKasi MOIEsb
MOATBEPKIAETCS WX JaHHBIMU, OIHAKO, OHM
TakKe Tl0Ka3ajiu, YTO CTUMYJISIUMS HEeWpOHOB
HIT onocpenyeT KpaTKOBpeMEHHOE MOBBILIIEHUE
aKTUBHOCTU HEKOTOPOH COBOKYMHOCTU KJIETOK
KOpBI B CaMOM Havajie cTumyssinuu. Ocoboe ke
BHUMaHue OHM OOpalaloT Ha pe3yJibTaTbl KC-
CJIEAOBAHUS AaKTUBHOCTU HEHPOHOB MOTOPHOM
KOPBI B CBSI3UM C MHCTPYMEHTAJIbHbBIM JIBUKEHU -
€M: a UMEHHO Ha TO, YTO MOIYJSLMSI KOPKOBOM
aKTUBHOCTHU cO CTOpOoHbI bI' MUHMMabHA B Me-
pUOd COBEpIIEHUSI ABUKEHUSI, YTO BbIpakKeH-
HOCTb aKTUBAILIUU B CBSI3U C UHCTPYMEHTIbHBIM
IBUXEHWEM Ha (hOHE CTUMYJISILIMM HENPSIMOTO
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IyTU BO3pacCTaeT, a IpSIMOrO — CHUXaeTcs, U
yro npu 3toM ctumynsous IIIT mpeumyie-
CTBEHHO MOIYJIUPYET pa3psil HeilpOHOB, KOTO-
pble aKTUBHBI B CBSI3U C ABUKEHUEM, Y€TO HETb-
3 ckazaTtbh o ctumynsauuu HII, ckopee MoxxHO
OTMETHTh, UTO Ha poHe ctumysrsiumu HIT n3me-
HSIETCSI TIOIMHOXKECTBO KJIETOK, pearupyrolImx
Ha TOH B CUTYyallMU yCTIieXa: CTUPACTCS peaKIvsl y
onHux, nosiBisieTcs y apyrux (Oldenburg, Saba-
tini, 2015).

IIIenr u coant. (Sheng et al., 2019) Ha nipoTs-
JKEHUU HECKOJIbKMX AHEH perucTpupoBaiud aK-
TUBHOCTb OJHOI'O U TOTO XK€ aHCamOJs1 Helpo-
HOB J10p30JIaTePaIbHOTO CTpUaTyMa IO XOIy
(opmupoBaHUsI MYHCTPYMEHTAJIbHOTO pedJiekca,
KOT/Ia MBIIIIY B OTBET Ha 3ByKOBOI CTUMYJT TOJIK-
HbI ObLIIU TI€peaHel JIaroil TOJKHYThb pbluar ajs
MOJIyYEHU ST KaIlJI BOJIbI; OT (KMBOTHBIX TpeOOBa-
JIOCh BO3JIEPKUBATHCS OT ABUXKEHUS B MEXKCTHU-
MYJIbHBII UHTEePBaJI, T.K. CIIOHTAHHOE ABUXKEHUE
B 3TOT WHTEpPBaJ MPUBOAWIIO K MPOJOHTHPOBA-
HUIO BPEMEHM N0 clieaymollero ctumyna. OHu
OOHaApyXXWJIM, YTO IO XOIy CTaOWIM3aluu WH-
CTPYMEHTAJILHOTO TIOBEAEHUS TapajUIeIbHO
dopmupyeTcss U 6ojiee CTaOMIbHBIA aHCaMOJIb
KJIETOK, COXPaHSIOIIMX OOLIYyI0 KapTUHY TMar-
TepHa aKTMBHOCTW Ha TPOTSDKEHUM THEMH, Npu
3TOM HEMPOHBI HEMPSIMOTO ITYTH (BBISIBIASIEMBIC Y
D2-Cre-Mbiiueii, a He y A2a-Cre, 4TO B MocJIe/-
HUE TOJbl AeTaeTCs PEAKO, T.K. IPU 3TOM OKa3bl-
BalOTCS 3a/IEMICTBOBAHHBIMU U XOJIMHEPTrUYECKUe
WHTEPHEUPOHbI) MPEUMYIIECTBEHHO aKTWUBHbBI B
MEXCTUMYJIbHbBIN TIepuol, KOrga Hy>XXHO BO3IEp-
JKMBaTbCS OT IBVDKEHUS, @ HEMPOHBI IPSIMOTO ITy-
TU TIPEUMYILIECTBEHHO aKTUBUPYIOTCS B TIE€PUO/T
WHCTPYMEHTAJILHOTO IBUKEHMSI; KOTHA K€ IBU-
ratejibHasi 3agadya U3MeEHseTCsl, HallpuMep, KO-
IJla MEHsIeTCsl HarpaBJieHUEe OTKJIOHEHUS pblya-
ra, pe3ko rnpeodpasyeTrcs 1 KapTuHa aKTUBHOCTU
Bcero aHcam0Jis1 HelipoHoB (puc. 1 (1)). JaHHbIE
0 XEMOTE€HETUYECKOMY MOJaBJIC€HUIO aKTUBHO-
CTHU UCCJIEAyEeMbIX TUITOB HEHPOHOB MOATBEPA-
JIV TaHHbIE pEerucTpal o0 NpUYacTHOCTU HEM-
POHOB TIPSIMOTO MYTW K WHULMALMU WHCTPY-
MEHTJIbHOIO JBWXXEHUS, a HEeNpsIMOro — K
MOAaBJIEHUIO MEXCTUMYJIbHBIX peakuuii. K co-
KaJICHU10, CTPOMHOCTh MOCTPOEHUST HECKOJIBKO
paccTpauBaeT TO 0OCTOSITEILCTBO, UTO B aHAJIO-
TMYHBIX YCIOBUSIX B BApMAHTE BKCIIEPUMEHTA C
JIPYTMMU MOCJIEAYIOIIUMU U3MEHEHUSIMU JBUTA-
TEeJIbHOM 3ama4yu, KapTUHbI aKTMBallMU aHCaM-
Oneit D1- u D2-3kcnipeccupyolmx HEMPOHOB
repes CMEeHOM 3adauyu NPpaKTUYeCKU Hepazaudu-
Mbl. AHAJIOTMYHasl CTaOWIM3alUsl HEUPOHHBIX
aHcaMOJeit Mo Mepe HaydeHUsI ObLIa IIPOJEMOH -
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CTPUPOBAHA U B YCIIOBUSIX KJIACCUUYECKOTO O0Y-
ciopnuBaHud (Shin et al., 2020).

HexoTtopas Hagexma Ha paspelleHue napa-
JIOKCa OMHOBPEMEHHOM aKTUBALMU IBYX TTPOTU-
BOIOJIOKHO C€0s1 MPOSIBIISIIONINX TTPU CTUMYJISI-
LIAU ITyTeit BOSHUKAET B CBSI3U C UCCJIEAOBAHUEM
HoHoMypbl 1 coaBT. OHM TakKe TTOoKa3aJIu OTHO-
BpeMEHHYI0 akTuBanuio D1- u D2-3kcnpeccupy-
IOLINX HEMPOHOB AOP30OMENNATBHOTO CTpHUAaTyMa B
OTBET Ha 3aMyCKaoIUii IBWKEHUE CTUMYJI, HO B
OTHOIIIEHWM peaKlIMA Ha BO3HArpaxkJaeHue MmoKa-
3JIM OTYETJIMBBIE PA3INYMI B WX AKTMBHOCTH
(Nonomura et al., 2018). B aToMm nccienoBaHun
KUBOTHOE (MBIIIb) JTOJDKHO OBIIIO TSHYTH JIMOO
TOJIKATh MepeIHeH JIaroii ppryar B yCJIOBUSIX YET-
KO CTPYKTYpPHUPOBAHHOI ITOCPEICTBOM YCJIOB-
HBIX CTUMYJIOB (ITYCKOBOTO CTUMYJIa U CUTHajIa
oOpaTHOIi CBSI3W) 3aa4U C BEPOSITHOCTHBIM BO3-
HarpaxxaieHueM U MepuoandecKruM MepeKroye-
HUeM 0e3 MpeaynpeXaalllero CurHajia pexu-
MOB BO3HarpaxkaeHwsl IJisi WHCTPYMEHTATbHBIX
IBUXeHW. OHU Toka3anu, 4yTo HeurpoHsl TTT1
MPEeUMYIIECTBEHHO aKTUBUPYIOTCSI B OTBET Ha
BO3HArpaXXJaeHue W MPOSBISIOT TEHACHIIMIO K
CHWXEHUIO aKTMBHOCTWM B OTCYTCTBME BO3HAa-
rpaxneHusi, a Heiponsl HII, HanpoTuB, akTu-
BUPYIOTCS, KOT/Ia 3ByYUT CUTHAJ, O3HAYaIOLIUA
OTMeHY Bo3HarpaxaeHus (puc. 1 (e)), Takke ak-
TUBHOCTbD TTOCJIEAHUX KOPPEJIUPYET HE TOIBKO C
TEKYIIUM, HO U C MPEAbIAYIIUM OTPULIATEIbHBIM
pe3yJabTaTOM MWHCTPYMEHTAJIbHOW peakluu, U
0oJ1ee TOro — € MOCJAEAYIOLIUM MOBEAEHYECKUM
BbIOOpOM. Takke OHM MmoKa3ajii, YTO ONTOTeHe-
TUYECKasl aKTUBaLMs CTPUATHBIX MPOEKIUNA
NpsSIMOrOo W HETPSIMOTO MYyTH, HAaYMHAOLIasICs
BCKOpE MocJie Hayajla 3By4yaHus CUTHaJIa O HaJIu-
YUU WJIUM OTCYTCTBMM BO3HarpaxiaeHus (Bpems
CTUMYJISILMU NOAOUPAIOCHh MO MPUHIIUITY COOT-
BETCTBUSI €CTECTBEHHOI aKTMBHOCTH, YCTAaHOB-
JIECHHOI B YyXX€ YITOMSIHYTBIX BKCIEPUMEHTaX C
perucrpaliyeii), NOBbIIIAET BEPOSITHOCTD Tepe-
KJIIOUEHUS Ha ApYyroe ABMKEHUE B cllydae aKTh-
Bauuu HII, n HECKOJILKO CHUXAeT MPU CTUMY-
asuum TITT. HaGmoneHust o pa3HOHaIpaBieH-
HOW AaKTMBHOCTM HEUPOHOB TIIPSAMOIO WU
HENpsIMOTo MyTH B OTBET HA CUTHAJI O HATUYUU
win o6 OTMEHE Harpajbl B HEKOTOPOM CTeleH!’
cornacyrorcsd ¢ HabmoaeHusiMu IlluHa u coaBT.
(Shin et al., 2018) o MPOTUBOMNOJOXHON’ AMHA-
MUKE aKTUBHOCTHU 3TUX TUIIOB HelipoHoB JIMC B
CBSI3U C LIEHHOCTbHIO BO3HATPaXKAEHUS IIPU KJlac-
CUYECKOM OOYyCJIOBJIMBAaHWUM, OMHAKO OHU HE CO-
miacyeTcs ¢ BoiBogaMu McoMypbl 1 COaBT. (CM.
BBbIllIE€), CIeJJaHHBIMM Ha OCHOBE JIaHHBIX OoJiee
OM3KOro Mo Nu3aiiHy MCCIeNOBaHUS WHCTPY-
Ne 2
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MeHTaJlbHOro YP ¢ perucrpanueit akTHMBHOCTU
HeHpoOHOB OoJiee JaTepalibHO 00JacTU IOp-
3aJIbHOTO CTpUATyMa, YTO MOXET ObITh MPUYM-
HOI pacxoxaeHuii. BaxkHo He paccMaTpuBaTh
3TU HaAOJIONEHUsI B OTPHIBE OT YCJIIOBUI MOBE-
JIEHYECKOI 3a/1auM, B KOTOPOIi OHM OBIJIM IOy~
YeHBI, 1, BYaCTHOCTHU, 0CO00€ 3HAYCHUE JIJIST BbI-
SIBJICHUSI TAKMX 3aKOHOMEPHOCTEI MOXET UMETh
MPUCYTCTBUE MEPEKIIOUCHMS Oe3 peayIpexie-
HUS B OKCIIEpUMEHTAJIbHOI TTpouieaype y HoHo-
mypsl (Nonomura et al., 2018). Cornacnao IlluH n
coaBT. HelipoHsl HII BHOcAT Gojiee BecOMBIN
BKJIaJ B TIOBEICHYECKYIO adanTaluio B 3aBUCH-
MOCTH OT TeKyuiero peayiabrata (Shin et al.,
2018), 1, BOBMOXHO, 3TOT BKJIaJl CTAHOBHUTCS 00-
Jiee 3HAYMMBIM, €CJIM B TTIOBEICHUYECKOI 3amade
MPUCYTCTBYET NepekaoueHne. banskue 3akito-
yeHUsT ObUIU CIeaHbl B UCCIeIOBAaHUM Ha TIPU-
MaTax Ha OCHOBaHUM (papMaKOJIOTUIECKUX BO3-
nevicrBuit Ha D1- m D2-peuenropsl (Ueda et al.,
2017).

Eiie 6ombllie YCIOXHSIIOT CUTyalluIo Pe3yiib-
TaThl padboThl Kcs1o u coaBT. (Xiao et al., 2020): B
TO BpeMsI KaK JaHHbIE OOJIBIIMHCTBA UCCea0Ba-
HUIA, TOTMycKasi pa3Hble MHTEPIIPETAllM aKTUB-
HocTu HelipoHoB HII, BmosHe ormnpeneaeHHO
MOATBEPKIAIOT y4acTre HEPOHOB IPSIMOTO ITy-
TU B CONEHCTBUU IBUXEHHUIO, 3TOT KOJIJIEKTUB
aBTOPOB JIeJIaeT BbIBO O TOM, UTO aKTHUBalIUs T'e-
HETUYECKU MpenoIpeneieHHou nomnyasuuu D1 -
9KCHPECCUPYIOLIUX HEUPOHOB CTPUOCOM JOP-
3aJIbHOTO CTpuaTyMa IIOJaBJIsIET JBWXKEHUE U
NeHACTBYeT KaK “HeraTMBHOE IOJAKperjeHue” B
CUTyallMsIX TMPENIo4YTeHUsI MecTa M BbIOOpa
TMOWJIKU.

Yetkoe pasneneHue Ha IIIT u HIT B Mo3re
NpUMaTOB — Topas3fo OoJiee CIOXHas U 3TUYe-
CKM COMHMUTEJIbHAS 3a/7a4ya, OIHAKO, 0COOEHHO-
CTH CBSI3€M oNpeieIeHHBIX PETUOHOB CTpUaTyMa
MO3BOJISIOT ClieJaTh HEKOTOPbIE BBIBOJIbI O CIIE-
nuduke GyHKIMOHMPOBAHUS ABYX myTeit. Tak,
B OTHOLIEHUM 3adHEH 4YacTuU XBOCTATOTO spa
aHaTOMUYECKWE MCCAeNOBaHUS IOKa3aau, 4TO
€€ HEMpOHbI 0YEHb JJOKAJIbHO 1 TUIOTHO MPOELI-
pyeTcs Ha KayioJlop3oJaTepaibHYI0 00J1acTb pe-
TUKYJIsIpHOUN yactTu SN U KaylaJibHOBEHTpPaJlb-
HbI OJIENHBIN 11ap, KOTOPBIM TakKXKe JJOKJIbHO
MpoeLMpyeTcsl Ha KayaoJiaTepalbHYIO 4YacTh pe-
TUKYJISIpHOU YyacTu yepHoro BenecTna (Kim et al.,
2017). DnexTpodusnosornieckue uccieanoBa-
HUSI TIOATBEPAWJIU, UTO 3TU CBSI3U SBJISIOTCS
TOPMO3HBIMU U1 TIPEACTABJISIIOT COOOI TIPsSIMOIA
nyTh (Yasuda, Hikosaka, 2015) 1 HeTIpssIMOi1 ITyTh
(Kim et al., 2017). MccnenoBaHust 3TUX PETMOHOB
oKas3aju, 4ro “ruioxue” (He BO3HarpaxkaaeMble)
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00BEKTHI KOAUPYIOTCSI HEipOHAMU HEITPSIMOTO ITy-
T, TOIJA KaK peakliMy Ha “Xopollre” OObEeKThI
PETUCTPUPYIOTCS NPEUMYIIECTBEHHO B aKTUBHO-
ctu HelipoHOB mpsiMoro nyTtu (Kim et al., 2017),
1 B COOTBETCTBUM C KJIACCUUYECKUMU IIPEACTaB-
JIEHUSIMU O (PYHKUMSIX ABYX MyTei, aKTUBHOCTh
HEMPOHOB cTpUaTyMa B OTBET Ha “Tioxue” 00b-
€KTbI TIPUBOAUT K TOPMOXKEHUIO CaKKad K HUM, a
aKTHMBAlIM B OTBET Ha “Xopoine” 0ObeKTHI, Ha-
00opoT, 3aIycKaeT cakKaipbl.

B 1iesioM ricciienoBaHust aKTUBHOCTH JIBYX I10-
OYyJISIUNA MTPOEeKIMOHHBIX HEMPOHOB CTpUATyMa
IpU BHOBb BBIYYEHHBIX NBUKCHUSIX BbISIBJISIIOT
Te XK€ IIPO0IEeMBbI, KOTOPBIE ObLIN C(HOPMYITMPO-
BaHBbI 110 UTOraMm 00630pa Mccael10BaHUN TBUKE-
HMI o0lero nmoseaeH4Yeckoro pernepryapa (MB-
nueBa, 2021): 6onee WM MeHee OMHOBPEMEHHYIO
aKTUBaLIMIO HEHPOHOB 0O0OMX IIyTeil BO BpeMms
IBVXKEHMS TIPU TOM, 4TO 3¢ (PeKThl OMHOOOpa3-
HBIX BJAMSHUNA (CTUMYJISILIUMA WU TOPMOKEHMSI)
OKa3bIBalOTCs pa3HOHAIIPABJIECHHBIMU JUJIST ABYX
nyrteii. OgHaKoO JaHHBIE TT0 HAYYEHUIO HECKOJIb-
KO 0OoJjiee pa3HOOOpa3HBI, U 3a HEKOTOPOM MX
HeCTPOTOl  yraablBaeTCsl  HEYTO  OOllee.
B yactHOCTHM, BO3HMKAET BIleyaTJeHUE BOCIIPO-
M3BOAVMMOCTHU TEMbI Y4acTUsI HEPOHOB HEIpsI-
MOIO MyTW B IOBEICHYECKOM MEPEKIJIIOUECHUU:
BuueHnte u coaBT. oTMedaroT OoJiee reHepaau30-
BaHHYIO JBUTATEIbHYIO CTPATEryio IpU BO3HA-
rpaxpamouieidi ctumyassuuu Heiipono HII
(Vicente et al., 2016), B uccinenoBanumn Tekya-
TMeTJIbI U COABT. aKTUBALIMSI HEMPOHOB HEMPSIMO-
ro MyTu NpUBOAMIA K MPEKPAIICHUIO TEKYIINX
JIEeMCTBUI 1 K OTKA3y OT BBIIIOJIHEHUS ITOCTIEaY-
IOLLMX JIBUTaTeJIbHBIX 3JIEMEHTOB CEPUU, a TAKKE
HEPEeNKO — K BBIXOAY U3 30HbI PACIIOI0XKEHUS I1e-
nanu u kopmyiiku (Tecuapetla et al., 2016); I'en-
JIeC U COaBT. OTMEYalOT BbIpaXEHHYIO aKTUB-
HOCTb HEMPOHOB UMEHHO HEIMPSIMOIO IIyTU IIpu
TpeOyeMOM B poleaype epexoae oT OAHOM I1e-
nmanm K gpyroii (Geddes et al., 2018); mpomeMoH-
CTpYMpPOBaHHAasl aKTUBALMS HEMNPSMOIOo IyTU B
ncciaenopanun OBeccoH-Yailit (Owesson-White
et al., 2016) cornacyercsi C mepexoa0oM XUBOTHO-
ro B orBeT Ha YC K mejaju Ojisi CaMOCTUMYJISI-
uuu. Hakonel, yyactue HelipoHoB HII B moBe-
JIEHYECKOM TePeKIIOYEHU N HaX0IUTCs B (poKyce
pabdotel HoHomypsl u coaBT. (Nonomura et al.,
2018) u Yenbl u coamt. (Ueda et al., 2017).
He npotuBopeyar 3ToMy OCOOEHHOCTU BOBIIC-
YeHUS HEMPOHOB MOTOPHOI KOPbI B IBUraTe/Ib-
HBII OTBET MPU CTUMYJISIIMU HEMPOHOB MPSIMO-
ro U Hempsmoro nytu B padore OnbaeHOypr u
Cabartunu (Oldenburg, Sabatini, 2015).
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B 3akiioueHue 3TOro noapasiaesia ynoMsHeM
paboTy, B KOTOpPOI INMpEeaAMETOM HCCIeI0BaHUS
OBLIO MHCTPYMEHTAJbHOE Haydye€HHE, a OCHOB-
HBIE pe3yabTaThl oMy4YeHb! ex vivo (O’Hare et al.,
2016): cHayajia y (KMBOTHBIX BbIpaOaThIBaIU npu-
6blYKY HaXKUMaTh Ha Tielajib, IIOTOM UX yMEPILl-
BJISITIM, Cpe3bl MO3Ta oOpabdaThIBaJiM, YTOOHI 3a-
MOJHUTH KJIETKM MHIAUMKATOPOM KaJlbliusl, TTOCe
3TOr0 Ha HUX U3Y4YaJii OTBEThl HEPOHOB CTpUA-
TyMa Ha 3JIEKTPUYECKYIO CTHUMYJSILIMIO KOPBI.
Pesynbrarhl oKa3aauch HOBOJBHO MHTEPECHBI-
MU: aBTOPbI YTBEPKIAAIOT, YTO OHPEAEIUIN OCO-
OE€HHOCTHM, KOTOpPbhIE 3HAYMMO KOPPEIUPYIOT C
MOBEICHUEM N0 NPpUBbiuKe B KaXKIOM UHIUBULY-
aJlbHOM ciydae. Tak, IPUBBIYHOE IIOBEACHUE
KOppPEIUpPYeT C YCUJICHUEM KOPKOBBIX CBs3eil
oboux ImyTeii Jop3ojaTepaJbHOI0 CTpMaryma, a
TakKe ¢ TeHIeHLMel K O0ojlee paHHEW aKTUBa-
uuu HelipoHoB I1I1 1o cpaBHEHMIO C HEMipOHAMM
HIT (puc. 1 (3)). ABTOpBI CUUTAIOT, YTO “CTpHa-
TYM OKa3bIBaeT IIMPOKHUE, CIeUU(PUUHbIC IS
KaXXI0ro IMyTU MOIYJIMPYIOIIME BO3IEHCTBUS Ha
BXOJSIIYI0 aKTMBHOCTb, Mpeodpasyss chopMu-
pPOBaHHOE ABUTATEIbHOE MOBEACHME B MIPUBBIY-
Ky”. IlpencraBnsieTcs IIOYTH HEBEPOSITHBIM, YTO
Takue BBIBOJbI MOXHO CIeJaTh HA OCHOBE U3Y-
yeHus cpe3oB. Ho B oTHomeHnn maHHoOM pabo-
Thl CJIOXKHOCTHU C MHTepIIpeTalueii JaHHbIX MO-
ryT BOBHUKHYTh y YUTATEJS ellle 40 aHaJIn3a Ma-
HUITYJISLAA UMCCIegoBaTejien co cpe3amMu, a
MMEHHO Ha CTaAMK OLIEHKU METOIO0B HAYYCHMUSI.
MpbI BBIAEIMIIM KYPCHUBOM CJIOBO “IIPUBBLIYKA”,
KOTOPO€ OCHOBATEIbHO 3aKPEIMJIOCh B HCCJIE-
JOBAaHUSIX POJM CTpuaTymMa B HaydeHUM, M Ha
HEM HaJo OCTAHOBUTHCS OTAEIbHO. DTO IIOHSI-
THUE aKTMBHO HMCIIOJb3YETCS B paMKax HIMPOKO
pacrpoCcTpaHeHHON KOHLENLWU O AUXOTOMUU
MPOLECCOB HAayYeHMsI C MOAKPEIUICHUEM: pedb
UAET O pa3deieHUU MHCTPYMEHTAIbHOIO MOBE-
JIIeH1S Ha TaK Ha3blBaeMble lieJeHaIlpaBIeHHOE
MoBeIeHUEe U MoBeAeHue 10 mpuBbiuke. Ipen-
MoJaraeTcsi, YTo B MEPBOM Ciaydae IIOBeACHUE
HampapJISIETCS. LIEAbI0 — HOCAeOVIOUUM TIOTyde-
HUEM Harpaabl WY IPYyTMM OJ1aronpusiTHbIM U3-
MEHEHUEM Cpedbl, BTOPOE — npedulecmaeyouumu
JIBUXKEHMIO CTUMYJIaMMU.

CTPUATYM U IMTPUBBIYKA
1. Ilpobaemot ¢ “nosedenuem no npueviure”

O NOHYTUM TIPUBBIYKUA HYXXKHO TTOTOBOPUTH
noapoOHee B CBSI3U C TEM, YTO CTPUATYM CUMTA-
IOT KJII0YEBBIM YYACTHMKOM Iipoliecca ¢GopMu-
pPOBaHUA 1, BOBMOXHO, p€aJIn3dallu IIPUBbIYKH.
OcHoBy ITpo0eMbl COCTaBJISIET INIOOATBHOE Je-
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JIeHWe TOBEICHUS Ha IBE OOJbIIME KaTeropuu:
LIeJICHAIIpaBJICHHOE ITIOBEJICHUE W ITIOBEICHMUE,
OCYIIECTBJISIIONIEECST 10 TPUHLMITY “CTUMYJI-
peaknus” (mo npuBbluke) (Graybiel, 2008; Daw,
2018; Balleine, 2019). DTu TUITHI TOBEACHMS Ya-
CTO HE pa3JINyaloTCs 10 BHEIITHUM ITPOSIBJICHU -
SIM U TSI X pa3lieJIeHUs] UCITOIb3YIOTCS CTIeI-
aJlbHO pa3paboTaHHBIC TOIXOIbI: HAIIPUMED,
o0ydyeHHne U TECTUPOBaHUE B KPECTOOOpa3HOM
JIAOMPUHTE, TECTUPOBAHNE OOYYECHHBIX XKUBOT-
HBIX B CUTYyallMM yralleHUs mocje o0eclieHnBa-
HUST BO3HArpaxXiaeHWsi, TECTUPOBAHUE IIOCIE
ocnabneHuns yCiaoBHOI ¢BsI3M (contingency deg-
radation) (Dickinson, 1985; Knowlton, Patter-
son, 2018). Y BBy KOCBEHHOI'O XapakTepa Ta-
KX OIIEHOK MCCJIeA0BaTeIN, CTOSBIINE Y UCTO-
KOB pPa3BUTUSI 3KCIEPUMEHTAJIBHOTO ITOAXOMa,
HacTanuBalOT Ha TOM, YTO BaXKHO IPUMEHSTH He
oguH TecT (Yin, Knowlton, 2006). OgHako Ha
MMpaKTUKe HEPeoKo IPUMEHSIETCS EeIMHCTBEH-
HBII TECT, U €r0 Pe3yJIbTaThl JOMYCKAIOT CYIIe-
CTBEHHOE€  MHOTrooOpa3ue  WMHTepIpeTalunii
(Goodman, Packard, 2019; Vandaele et al., 2019;
Schreiner et al., 2020).

M Bos3Bpamasgich Kk padore O’Xape U COaBT.
(O’Hare et al., 2016), oTMETUM, YTO UMM TaKXKe
OBLJI MCITOJIb30BaH TOJILKO OAWH TECT, U MpOoJe-
MOHCTPHMPOBAaHHbIE B HEM pPa3JIMUMs HEOIHO-
3HauyHbl. TeHIeHI U0 K (GOPMUPOBAHUIO LieJie-
HamnpapJIECHHOTO MOBEICHWS WU MOBEICHUS 1O
MPUBbIYKE OHU (POPMUPOBAIN Y ABYX TPYIIIT KU~
BOTHBIX ITOCPEICTBOM JBYX PEXMMOB MOJAa4Yu
BO3HarpaxkaAeHWs: OAHY I'PYIIITY OHU HOAKPETLISI-
JIU B peXUME CIydYaliHOTO COOTHOIIEHUS (IBU-
KEHMI U BO3HArpaxaeHus1), a IPyryro — ciaydaii-
Horo wuHTepBaia (Dickinson et al., 1985).
ITo 5101 cxeMe 006e rpynbl XKUBOTHBIX MOJyda-
IOT NPUOJIU3ZUTEIBHO PABHOE KOJIMYECTBO BO3-
HarpaxaeHus 3a OIbIT U 00€ rpynmbl MOJy4aroT
€ro HeperyJsipHO; OTJMYUE COCTOUT B TOM, UTO
NpU TOAKPEIJIEHUU B PeXHUME CIy4ailHOTO CO-
OTHOILIEHUSI JKMBOTHOE MOJIyYaeT ey 3a onpeoe-
JAEHHOe HUCA0 Hadcamuil Ha NieJajib IIPU TOM, 4TO
9TO YMCJIO KaXKIBIN pa3 BEIOMpaeTCs cydailHo, a
NpU MOAKPEIUVIEHUU B PeXUME CIIy4dailHOro MH-
TepBaJja, XXKMBOTHOE IOoJIydaeT Harpaay cpasy no-
cie nepeoeo Hax)camus no UcmeueHuu onpeoeneH-
HO20 UHmMepsana, NNUTEIbHOCTh UHTEpBaa TaK-
Xe 3agaercsa ciaydaiitHo. K moBemeHYeCKuUM
JMTAaHHBIM, KOTOPbIE€ MTPUBOASIT aBTOPbI, BO3HUKA-
IOT BOITPOCHI: B 00€UX rpyIimnax ux XKMBOTHbBIE B
YCIOBUSIX 00ECLIEHUBAHUS Harpaabl HaXKMMaloT
Ha Te1ajib yauie, YeM B YCIOBUSIX 0€3 MpoLeaypbl
obeclieHMBaHUS, U B TPyIIIie, B KOTOPO hopMu-
poBajiach IPUBBIYKA, TaKMX >KMBOTHBIX OOJIb-
Ne 2
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LIMHCTBO, UMEHHO 3TO U MPUBOAUT K 3HAYMMBbIM
pa3auyusaM MeXAy I'pyHIiaMu; OIHAKO HE Takas
rnoBeJeHYecKast 3aKOHOMEPHOCTD JIEXKUT B OCHO-
Be MeTO/1a pa3AesieHUs LieJieHAIpaBJIeHHbIX Ieii-
CTBUIM M A€MCTBUI O MPUBBIYKE: JIOTUKA METOIA
HUKaK He OOBbSICHSIET OoJiee YacThIX HaxKaTUi B
ycioBUsIX obecuieHnBaHus Harpansl (Dickinson,
1985), ona mpeamnosaraeT, 4YTo KMBOTHEIE, OCii-
CTBYIOILIIE II0 TIPUBBLIYKE, OyAyT B IIPUOIU3U-
TEJILHO pPaBHOM TeMIle HaXXMMaThb Ha MNelajb B
HaKOPMJIECHHOM M HEHAaKOPMJIEHHOM COCTOSI-
HUU, a XKUBOTHBIE, AeHCTBYIOIIME LieJIeHAIpaB-
JIECHHO, B YCJIOBHUSX OOECIIEHMBAHUS Harpaibl
OyIoyT HaXuMaTthb Ha Nefajib pexce. Takas pe3kasi
HEOJHO3HAYHOCTh JaHHBIX, O€3yCIIOBHO, TPeOy-
eT OTIAEJIbHOIO BHUMAHUSI U HE MOXET CITYXXUTh
OCHOBOI [IJISI HPOBEPKHU ITOCAEAYIOIINX MPEAIo-
JnoxeHuii. 1 nogo6HbIe cuTyanuu B paboTax Imo
npobJjieMe MEXaHM3MOB ITOBEASHMSI 110 TIPUBbIU-
K€ BCTpEeYaloTCsl HEPEIKO.

2. Hccnedosarnus mexanuzmos yuacmus
cmpuamyma 6 noeeodenuu no npuebluKe

OnHO M3 TMepBbIX SKCIEPUMEHTATbHBIX IO -
TBEPKICHUI ydacTusl 1O0p3aJIbHOTO CTpUaTymMa B
KOHTpOJIe aBTOMAaTU3UPOBAHHOIO TIOBEICHMS
ObLIO TIpuBeAeHO B UcciaenoBaHuu Ilakkapna u
MakTIayda (Packard, McGaugh, 1996). Ouu no-
Kas3ajiv, 4YTo B KpeCTOOOpa3HOM JJaOMPUHTE KPbI-
Cbl B Hayajie OOyuyeHUsI OPUEHTUPYIOTCS TJIaB-
HbIM 00pa3oM Ha OKpyxXKalolilie CTUuMyJibl (place
strategy), a Ipu AJIUTEIbLHOM OOYYEHUU UCTIOIb-
3YIOT CTpaTeruio IoBOpoTa B 3ay4YeHHOM Ha-
npasjieHuu (response strategy), HO MOcJie MHAK-
TUBALIMM JOP3aJIbHOTO CTpUaTymMa OHU CHOBa
HAUMHAIOT OPMEHTUPOBAThCS HA BHEIITHUE CTUMY-
Jibl. TTo3xe ObLTO OOHApPYKEHO, YTO AOP3aIbHbIN
CTPUATyM B 3TOM OTHOILIEHUU HEOTHOPOIECH U B
OpraHuzalMilo aBTOMAaTU3UPOBAHHBIX OTBETOB B
OoJibllieii CTeNeHU BOBJIEYEH J0p30JiaTepaibHbIi
crpuatym (JAJIC) (Yin, Knowlton, 2006; Gray-
biel, Grafnon, 2015; Knowlton, Patterson, 2018;
Balleine, 2019; Crego et al., 2020), B To BpeMs
Kak nop3omenuaiibHblil ctpuaryM (JIMC) urpaer
BaXKHYIO pOJIb B OpraHu3alliu 1ieJieHarpaBIeHHO-
ro MOBEACHMSI; 3TO TIOATBEPXKIAIN U HCCea0oBa-
HUSI C TIOMOIILIbIO TTOAXOJO0B IO Ppa300IIEHUIO Ieki-
CTBUS U €ro pesyjbrara (o0eclieHMBaHWE BO3HA-
rpaKaeHus, Aerpagalusl yCIoBHOPeMIeKTOPHOM
cBa3u, Hammond, 1980; Dickinson, 1985); u Ha
OCHOBaHMHU OOJBIIOTO 3KCMEPUMEHTAIbHOTO
MaTepuasa ObLI cliejlaH BbIBOI O TOM, YTO CTpa-
TeTusl TIOBOPOTa B 3ay4eHHYIO CTOPOHY U HEMO-
TUBUPOBAHHbIC HAXKATHs Ha Teaaib pasaessiioT
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o0t Helipodu3nogornueckuii cyocrpar, a
nmenHo JAJIC (cm. 0630p Yin, Knowlton, 2006).
JJIC rppI3yHOB B OOIIMX YepTaX COOTHOCUTCS CO
CKOpJIynoi (putamen) y IpUMaToOB U 3HAYUTEITb-
HBIH TIACT paboT IPYyIIbl XMKOCAKHU TTO3BOJISICT
3aKJIIOYUTh, YTO CKOpPJyMa orocpeayetr hopMu-
poBaHUe TIPUBBIYKU Y 00€3bsSIH U, BEPOSITHO, Ye-
JIOBeKa, a XBOCTaToe siApo (COOTHOCSIIEEeCS C
JMC rppI3yHOB) BOBJICUEHO B OpraHU3aIUIO 1Ie-
JICHAIIpaBJICHHOTO TOBeAeHUusT (CM. 0O030pHI
Kim, Hikosaka, 2015; Hikosaka et al., 2019).

OTU TIpencTaBlieHUs] B OOILIMX 4yepTax IIOJ-
TBEePXKIAI0TCSI HOBLIMUY JaHHLIMU (Smith, Gray-
biel, 2013; Hawes et al., 2015; Rueda-Orozco,
Robbe, 2015; Martiros et al., 2018; Vandaele et
al., 2019; Crego et al., 2020; Garr, Delamater,
2020), xoTs1 3HaUUTEIbHASI HEOIIPEASACHHOCTDh B
pacrpede/ieHUu poJjieii MeXAy CTpyKTypaMu U
HOACTPYKTYpaMHM  KOPTUKOCTpHATONAIIMAAP-
HOM CUCTEeMbl Ha pa3HbIX cTagusx GoOpMUPOBa-
HUSI U TIOAACPXKAHUSI MPUBBIYKU COXPAHSIETCS
(Ashby et al., 2007; Atallah et al., 2006; Vandaele
et al., 2019; Crego et al., 2020; Garr, Delamater,
2020; Yu et al., 2021).

CuHanTuyeckre IIpeoOpa3oBaHUsS IO XOOY
aBTOMAaTH3alMu AeicTBUS npoucxoadaTt u B IMC
(Diao et al., 2021; Yu et al., 2021). IIpennpunu-
MalOTCSI TIOMBITKU M3YyYeHUST CIeUn(pUIECKOro
yJacTusi HEHpOHOB CTPMOCOM B OpTraHM3aluu
MOBENCHUS I10 TIPUHLUITY “‘CTUMYI-peakius”’
(Jenrette et al., 2019; Nadel et al., 2020). Ilpen-
roJyiaraeMble  KJICTOYHO-MOJIEKYJISIpHBIE MeXa-
HM3MBI TPUBBIYKY TPUBENCHBI B 0030pe Malvaez
(2020), omHako, CBSI3b PACCMOTPEHHBIX CHUT-
HaJIbHBIX KaCKAallOB C TIPUBBIYKOI OCTaeTCs IO,
OOJBIIIMM BOIIPOCOM, YYUTHIBASI YIIOMSIHYTBIE
paHee MeTomoJiorndeckue mpoosieMbl. Heobxo-
IUMOCTh MPEOHOJICHUS 3TUX MPOOJIeM BBIXOIUT
ceityac Ha TIepBOe MECTO, TeM 0oJjiee UTO UIAEH O
3HAYMMOCTH MEXaHM3MOB IPUBBIYKM B pa3BU-
TUU Pa3HOOOpPA3HBIX MATOJOTUYECKUX COCTOSI-
HUIT 4eJI0BeKa MOJIy4JaloT BCe OOJIBIIYIO TOITY-
JIIPHOCTh B KIMHUYECKUX WCCIICTOBAHMSIX
(Knowlton, Patterson, 2018; Burnette et al., 2021;
Klugah-Brown et al., 2020; Sigurdsson et al.,
2020; Wang et al., 2020; Lipton et al., 2019; Ceceli
et al., 2020).

HABBIK U CTPUATYM

JeneHue WHCTPYMEHTAJbHOI YCJIIOBHOpE-
(JIeKTOpHOI1 IesATETbHOCTU Ha MTPOU3BOJIbHYIO U
aBTOMaTHU3UPOBAHHYIO SIBJISIETCS JIEHTMOTHUBOM
HUccliefOBaHU XUKOCAKU C KOJUIeraMu, IpoBe-
JIEHHBIX IIaBHBIM 00pa3oM Ha obe3bsgHax (Kim,
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Hikosaka, 2015). Takoe neieHue BO MHOIOM
COBITAIaeT C OOCYKIABIIEICST BBIIIE TUXOTOMMU-
el “meneHarpaBlIeHHOE ITOBEIeHUE — TIOBEIe-
HME T10 IIPUBBIYKE”, BIUIOTh 10 pa3aeIsieMbIX 00-
JIacTeil cTpMaTtymMa, HO U MMeeT CYIIeCTBEeHHBIS
ormmuusa (Garr, Delamater, 2019), a Takke co-
MPSKEHO CO CBOMMM CIIOKHOCTSIMU. Tak, Ha-
npuMmep, B cBoeM oO3ope Kum m Xumkocaka
(Kim, Hikosaka, 2015) mnpuBOASIT CIIMCOK
CBOMCTB, KOTOPBIE 8 COBOKYNHOCMU OTIAYAIOT
IMPOU3BOJIbHBIC ICHUCTBUSI OT aBTOMATU3UPOBaH-
HBIX: OOy4YeHHE MM MPOUCXOOUT OBICTPO, OCY-
IIECTBIISIIOTCS OHM 3HAYUTEJIbHO MeIJICHHEe,
YacTo C OIIMOKAaMU B HEM3MEHHBIX YCIOBUSIX,
HAIIPaBJISTIOTCS TIPEUMYIIIECTBEHHO MO KOHTPO-
JIeM 3peHUsT Ha OCHOBAaHUM TIPOCTPAHCTBEHHOTO
B3aMHOTO PaCHOJOXEHUS Tejla, €ro JacTeil u
LIEJICBBIX OOBEKTOB, B MCHBIIICI CTCIICHU 3aBU-
CAT OT HWCIIOJIHUTEIBHOIO opraHa (Harpumep,
MOTYT TIOYTH OTMHAKOBO BBITIOJHSITHCS ITPaBOM
U JIeBOIi pyKoii/naroii), OH1 He 3alIOMUHAIOTCSI
HAIO0JITO, TIPOU3BOJIBHBIC ACUCTBUSI OCYIIECTB-
JISTFOTCSI OCO3HAHHO.

PaccMmoTtpuMm rcciegoBaHue, aBTOPbl KOTOPO-
ro Ha3bIBalOT (popMUpyeEMOe IIOBEACHUE ABUTA-
TEJIbHOM MPUBBIYKOM W MOATBEPXKAAIOT 3TO pe-
3yJbTaTaM1 TECTUPOBAHWUSI B YCIOBUSIX yraiie-
HUSI TocJie OOECLEHUBAHUS BO3HATrPaXKIEHUS
(Rueda-Orozco, Robbe, 2015). OHu oOyyanu
KPbIC BXOJUTh B 30HY IMOJIYyUYE€HUS BO3HATpaXKIe-
HUsI Ha TpeadaHe He paHbllle 3apaHee Mpeaonpe-
JIEJIEHHOTO BPEMEHM MOCJIe Hadyasia ero IBUXKEeHMUS,
o0OyyeHre 3aHMMaJl0 MHOTO BpeMeHHU (mopsiaka
cra ceccuii ¢ He MeHee yeM 40 TonbITKaMu), B pe-
3yJbTaTe€ >KUBOTHOE OCBOMJIO CTE€PEOTUITHBIN
JIIBUTATENIbHBIM MAaTTePH, KOTOPBI YHOBJIECTBO-
pseT TIPOBEpKe Ha MPUBBIYKY. bblUlo MokasaHo,
YTO TOJILKO MOCJI€ IJIUTEIbHOrO OOYyYeHMs aK-
TUBHOCTb HelipoHoB IJIC TecHO Koppeaupyer
KaK CO CKOPOCTbIO, TaK U C MOJOXEHUEM KUBOT-
Horo. Tak:ke aBTOpbl MPUBOAAT ClieAylollee Ha-
omoneHue: “OxuaaeMblii KOPPEISIT BBIMOJHE-
HUSI 1O MPUBBIYKE COCTOUT B TOM, YTO ITOC]E
CJIyJaiiHOU OIIMOKM OIILITHbIE >KMBOTHHIE He-
MEIJIEHHO KOPPEKTUPYIOT CBOM TTOKa3aTeu Tpu
clIeyIollleM MCIbITAHUU... DTa HeMeAJIeHHas
ajarTainus MoBeAeHUs Hapylllajdach MOCJE UHb-
ekl MyclimmoJia. B 1ieoM noclie HapylieHus
akTUBHOCTU HelipoHoB IJIC MycLIMMOI0M, CIIO-
COOHOCTb KMBOTHBIX BBIINOJHSATh MOCJIEA0Ba-
TEeJILHOCTb OblIa COXpaHeHa, HO WCHOJHEHUE
CTaJIo O4eHb BapuabdeIbHbBIM. DTa IOBLILIEHHAs
W3MEHUYMBOCTb ObLjIa CBSI3aHA C TPYAHOCTBIO XK1 -
BOTHBLIX B TOM, UTOOBI OexXaTb C IpaBUJIbHON
CKOPOCTbhIO B HY>KHOE BpPEMS M C HapylleHUEM
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KOPPEKTUPOBKM TOCJIe HENPaBWIbLHBIX TOIbI-
TOK”. DTO 3aMeUaHMe MpearojaraeT OTCyTCTBUE
PUTUIHOCTU M3ydaeMOM “IBUTATEILHOW Npu-
BBIUKM’, KaK MUHHUMYM, B OIIpelIeIeHHBIX ac-
nekrax. 1 BeposiTHO, B JaHHOM cJiyyae Oosiee
YMECTHO TOBOPUTH O HABbIKE.

_ OOyyaa KppIC Ha YCKOPAIOLIEMCS POTOPOIE,
MuH 1 coaBT. MoKa3ajiv, 4TO B pe3yJbTaTe yIpo-
YeHUsI HaBblKa TOTEHLUMUPYIOTCS IperumMylle-
CTBEHHO BO30yIUTEJIbHbIE BXOAbl K HEWpOHaM
Henpsmoro iyt IJIC, B To BpeMst Kak BbIpabo-
TaHHOE TOBe/IeHMe HaUMHAeT MEeHbIIe 3aBUCETh
OT akTUBHOCTU D1-3Kcrnpeccupytommx Helpo-
HoB ITIT (Yin et al., 2009). 3omMmep 1 cOaBT. BbI-
SBUJIW W3MEHEHUSI B ypOBHE CBA3bIBaHUs DI-
pEeLEenTOPOB B TOP30MEANATIBHOM CTpUATyMeE B
caMoM Haudaje (popMUpOBaHUSI HaBbikKa, a D2-
peLenTOpoOB — B 1OP30JaTeEpaIbHOM CTpUaTyMe
rnocJjie 3aBepiieHns BbIpadboTKu (Sommer et al.,
2014); a Jlropue u coaBT., pa3pymasg D1- niu
D2-skcnpeccupyloiye HeHpOHbI JOP3aTbHOTO
cTpyaTyMa 10 OOydeHUsl WM TIocje, MoKa3alu
3HAYUTENIBHO 0O0JIee TSKENbIe MTOCIENCTBUS pa3-
pYLIEHUST TEPBBIX: XXWBOTHBIE C YCTpaHEHUEM
D1-skcnpeccupylomux HEWpPOHOB He oOy4a-
JIUCh U HE MPOSIBIISIJIN TEHAEHIIMU K BOCCTAHOB-
JICHUIO HaBbIKa, €CJIU ObUIM Hay4YeHbI 10 BO3/AEIi-
CTBUSI, XKMBOTHBIE C TIOpaxXeHueM D2-3kcripec-
CUDYIOIIMX HEUPOHOB OOyYaMCh 3HAYUTEIBLHO
MelJIeHHee, HO K KOHIly Iiepuoda OOydeHUs
NpUOIMXKAIUCH K YPOBHIO BBIMIOJHEHMS 3a1a4u
KOHTPOJIbHBIMM KMBOTHBIMU, a TIPU pa3pylie-
HUU MocJie 00yYyeHUs 1UX TToKa3aTeu T0BOJbHO
ObICTpO BoccTaHaBiauBaiauch (Durieux et al.,
2012). bonee noKaibHbIE pa3pylIeHUsT BbISIBUIN
clienyollylo creuuduKy: BblpaOOTKa HaBbIKa
CYLLIECTBEHHO 3aMeJjIsieTcs MpUu pas3pylleHUUn
D1-3kcnpeccupytox HeiiponoB HJIC, a paspy-
meHue D2-skcnpeccupyromux HelipoHoB [IMC
CYLLIECTBEHHO CKa3bIBAETCSl Ha pe3yJibTaTax Bbl-
MOJHEHUS 3a/1a41 TOJBKO B IEPBBIN IEHb O0yUe-
Hus1. U3ydyeHure ¢ MOMOIIbIO BOJIOKOHHOM (hOTO-
METPUM TUMHAMUKH BXOAOB M3 aCCOLIMATUBHbBIX 1
MOTOPHBIX 00JIacTeii KOpPbl COOTBETCTBEHHO B
JIMC u JIC nmoka3zajio, 4TO 3TU JIB€ KOPTUKO-
CTpYaTHBIE TTOJICUCTEMbI MO-Pa3HOMY BOBJEUE-
HbI B hopMuUpoBaHue HaBbika: KyrndepmmMuar u
coaBT. nokasanu (Kupferschmidt et al., 2017),
YTO B IE€PBbI JeHb 00y4YeHUsI HA pOTOPOAE MO-
TOpHbIE 00JIAaCTU BOBJIEKAIOTCS Cpasy, a BKIIO-
YEHHOCTh aCCOLIMAaTUBHBIX 00JacTeil 1OCTUTAET
MrKa K KOHILy TPEHUPOBKHU, BCKOPE y4acThe ac-
COLIMAaTUBHBIX 00JacTel CHOBa yMEHbIIAETCS,
MpU 3TOM ObLjIa MPOJAEMOHCTPUPOBAHA OTYETIIV-
Basl CBSI3b MEXIY CKOPOCTbIO HAYYEHUS U TeM-
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IOM JIeMOOMIN3alIMM aCCOLIMAaTUBHBIX BXOJIOB B
JAMC. Ot mjaHHBIE B 1IEJIOM CBUACTEIBCTBYIOT B
MMOJIb3Y BKJIIOUEHUSI 00OMX PErMOHOB IOP3aib-
HOTO CTpUaTyMa Ha Ha4aJIbHOM 3Tare OCBOCHMS
HaBBIKa 1 TIOCJICAYIOIIETO MOCTEIIEHHOTO pa3BU-
THUSI aBTOHOMMHU CEHCOMOTOPHOTO 3BeHAa I10 Mepe
KOHCOJIUIAIIMKA HaBbIKa, BO3MOXHO, BILIOTh J0
aBTOHOMMM CEHCOMOTOPHOI KOopHI (Ashby et al.,
2007), yTo MOrI0 OBI COTIJlacOBaTh HEKOTOpPHIE
MMPOTUBOPEYNST B pe3yjbraTax. [aKoil BBIBOI
MMOATBEPKIAECTCA W TIOCICIHUMM ITaHHBIMU Ha
yenoBeke (Pinsard et al., 2019; Choi et al., 2020).

HecrannaptHblit nogxon npumeHsitoT Haka-
Mypa u coanT. (Nakamura et al., 2017): oHu uc-
MMOJb30BAUIA MOTOPU30BAHHBIA BpallalOINCs
OapabaH, OBUTrasiCb BIepel BHYTPU KOTOPOIO
>KMUBOTHOE MOTJIO IOCTUYb MECTa IOJIyYeHUsI MU~
Th€BOT0 BO3HArpaxkJAeHUsl, 11araTb OHO JOJIKHO
OBLIIO MO CTYIEHbKaM, PACCTOSIHUE MEXIY KOTO-
pPbIMU U MATTEPH UX YepeaoBaHUSI U3MEHSIIUCH
3KCHepuMeHTaTopaMu. bbLio rmokaszaHo, 4To Ta-
KO€ M3MEHEeHMEe TMOopsaKa CTYIeHEel TIocie
YCHEIITHOI0 OCBOEHU S XKMUBOTHBIM MPEIbIIYILIETO
rnaTTepHa B IEpBOM Xe OIbITE MPUBOAUT K 3HA-
YUTEJbHOMY YyBeJIW4YeHUIO c-Fos-1mojioxXuTeab-
HBIX HeiipoHOB Kak B IJIC, tak u B JIMC; nipu
3TOM HelpoHbl 06oux nyteii JJIC 6b11u 3aTpo-
HYThl IPpUMEPHO onuMHakKoBo. MHTepecHO, 4TO
Ha 7- IeHb OCBOEHUSI HOBOM MoOCIeA0BaTE/lb-
HOCTU YMCJIO aKTUBUPOBAHHBIX HEWPOHOB CYy-
mectBeHHO cHu3miIoch B AJIC, Ho He B JIMC.
Bo3MoxxHO, 31ech UMEIOT 3HaYeHKE COBCEM JIPY-
rasg CTpyKTypa W JWHaMUKa MOTUBAlLIMU, IO
CpaBHEHMIO C TOM, UTO IMPUCYTCTBYET IIPU HayUe-
HUUW Ha pOTOpOJIE.

XOTSl CylLIEeCTBYeT CHpaBelIMBOE MHEHHUE O
TOM, 4TO 3aJa4yu Ha OoOy4yeHUEe NUCKPETHOM Io-
CJIeIOBATEJIbHOCTU CKOPEE BbISIBISIOT, KaK Mpo-
THO3UPYIOTCSI BPEMEHHbIE 3aKOHOMEPHOCTU B
OKpYyXarollen cpene, HO BPSL JIU SBJISIIOTCS XO-
POLIMMU MOJEISIMU JIOBKUX HETIPEPBIBHBIX T10-
clieqoBaTeJIbHbIX AENCTBUIA, KaKMMHU OOBIYHO
oniBaroT HaBbIKM (Krakauer et al., 2019), skcre-
PUMEHTaJIbHO HaBbIK YAaCTO U3Yy4yaeTcs KakK (PrK-
CUpOBaHHAasl MOCJEA0BATEIbHOCTh OIIpeAeieH-
HbIX OBW>XXEeHUI. UMEHHO Ha poiu cTpuaTyma B
BbICTPauBaHUM JIBUTATEILHOMU IIOCIEI0BaTEIb-
HOCTHU C(POKYCUPOBAHO BHUMaHME B UCCIIEAOBA-
Huu PotBain u coaBT. (Rothwell et al., 2015);
OHMU BBISIBWIU CIIeLU(PUUECKYIO POJIb HEMPOHOB
npsiMoro 1yTy JIJIC B BBINOJTHEHUU BblyYeHHOM
MOCJIeN0OBATEIbHOCTU JBUXEHUI U TOoKa3alu
y4yacTue NPOCKIUMA U3 BTOPUYHOU MOTOPHOM
KOpbl B MHULMALMKU WCIIOJIHEHUSI MOCJIeA0Ba-
TEJILHOCTH, a TaKXKe YCUJIEHME CUHAINTUYECKUX
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cBa3eit mexay Kopoit u AJIC B mpouecce ¢op-
MUPOBaHMS O4EPEeTHOCTU AeicTBUil. MapTupoc
U COaBT. O0ydYaJiM pa3HBbIX KMBOTHBIX Pa3HBIM
BapuaHTaM (PUKCUPOBAHHBIX ITOCIIEIOBATEIb-
HOCTEM U3 TPEX HAXKATUM HA IBE MEeJAJIN; HE pa3-
neJisisi HEMPOHBI MPSMOTO M HEIMPSIMOTO ITYTH,
OHU TT0Ka3aJii, YTO BHE 3aBUCUMOCTH OT KOH-
KPETHOM BBIMIOJHIEMOM KpPBICOM IIOCIEea0Ba-
TEJIbHOCTHY HA CTaAUM MPOYHO C(hOPMUPOBAHHO-
ro JBUTaTeIbHOrO TMarrepHa Heliponsl JAJIC ak-
TUBUPYIOTCS MPEUMMYIIECTBEHHO B Hadajle U B
KOHIIE TIPaBUJILHO BBITIOJHSIEMOM IIOC/Ien0OBa-
tenbHOCTH (Martiros et al., 2018). B panee ymo-
MSHYTBIX HaMu nccnegoBanusgx (Jin et al., 2014;
Rueda-Orozco, Robbe, 2015; Geddes et al., 2018;
Vandaele et al., 2019) BbiIoiHEHUE TTOCAEA0BA-
TEbHOCTU ABVDKEHWM KMBOTHBIX TaKXKe JOBOIM -
JIOCh IO aBTOMaTH3Ma, B HEKOTOPBIX M3 HUX MTPO-
BOIMJIOCH TECTUPOBAHME HA YyBCTBUTEIILHOCTD K
obecueHnBaHuO Harpaabl. OCHOBHBIM pPe3yJib-
TaTOM, OOBEAUHSIOIINM 3THU 1 O0JIee paHHUE pa-
ooter (HammpuMep, Jin, Costa, 2010), sBiIsIeTcst
aKTMBHOCTb, TIPUYpOYEHHAsI K Hadaly W/Wiu
OKOHYAHUIO JBUTATEIbHOM ITOCIIeIOBATEILHO-
CTU. DTU HUCCIAEOOBAaHUS YKPEIUISIOT ITO3ULINU
MpENCTaBICHUI O TOM, YTO B OpraHU3alny Oeii-
CTBUSI CTPUATYM MOXET UTPaTh POJIb “cBETOdO-
pa”, CAaHKIIMOHMPYIOMIETO 3aITyCK M ITpeKpalie-
HMe nocaenoBatenbHocTr aeiictuii (Calabresi,
Di Filippo, 2010). OgHako oOCTOSITEIBPHOE WC-
ciegoBanne Canec-KapOoHenn M coaBT., cIie-
LIUAJILHO MPEANIPUHSITOE I IPOSICHEHUSI 3TOTO
BOITPOCA, CTABUT 101, COMHEHME MPaBWILHOCTh
Takoro mipenacrtasiieHus (Sales-Carbonell et al.,
2018).

B Goubliioii cepuu pabot XuKocaka U COaBT.
U3yvyaJii 3aKOHOMEPHOCTH (POPMUPOBAHUS ABU-
raTejibHbIX TocaeaoBaTeabHOCTEN U yyactue bI'
B (popMupoBaHuM HaBbika (cM. 0630pbl Kim,
Hikosaka, 2015; Hikosaka et al., 2019). Onu no-
Ka3ajii, 4TO Ha HaYaJIbHOW CTaJuM HaydyeHUs B
OoJibllield CTENEeHU 3adeMCTBOBAHBI TEpPEIHUE
OTJIeJIbI XBOCTATOTO S/ipa, a Ha CTaauu chopMu-
pPOBAaHHOTO HaBblKa — €ro 3aJHss 4YacTh
(“xBoct”). B 0030pHOIT padore 2015-ro roza
Kum n Xukocaka oOpaimaroT BHUMaHUE Ha TO,
YTO 3aKOHOMEPHOCTM, OITMCAHHBbIC IS JIBUTA-
TeJIbHbIX HaBBIKOB, BO MHOTOM CXOJHbI C 3aKO-
HOMEPHOCTSIMU (POPMUPOBAHUSI HaBbIKA pPa3in-
yeHusi/BeigeaeHuss oobekToB (Kim, Hikosaka,
2015). OTHOCUTENBHO 3TOU KaTeropuu HaBbIKOB
0Cco00ro yrioMMHaHUS 3aCly>kKMBaeT COBCEM He-
naBHee ucciegoBaHue KyHumarcy v coasT., T0-
Ka3aBILIMMHU MPU O0YyYeHU U 00€3bsTH YCIIOKHEH-
HOM BepcuM 3aJauyM pazivdyeHusl “xopommx” u
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“moxnx” 0oO0OBEKTOB (00 MCCIIeHOBAHUSIX POJIM
MPSIMOTO U HETIPSIMOTO ITyTU B 3TOM ITOBEICHUM
TOBOPWJIOCH BBIIIE), 4YTO MHGOPMALIMSI O 3pU-
TEeJIbHOM OKPYXXEHUM TepenacTcss Ha MPOeKIIM-
OHHBIE HEWPOHBI CTpUAaTyMa IIOCPEICTBOM
OBICTPOPA3PSIKAIOLINXCS MHTEPHEHPOHOB U TIPU
BKCIIEPMMEHTAIbHOM TPEPhIBAHUU UX CBSI3U C
MPOEKIIMOHHBIMU HEPOHAMU XKMBOTHOE TePSIET
CITOCOOHOCTh K ocBoeHMIO HaBbika (Kunimatsu
et al., 2021).

J1s1 HaBbIKa XapakKTepHO ellle OAHO He YIIO-
MSIHYTO€ HaMU paHee CBOMCTBO: KOOPIMHAIIUS
MHOTOYMCJIEHHbIX, YacTO OJHOBPEMEHHBIX,
JIBVZKEHUN MTpU OeHACTBUU. DTOMY BONPOCY I1O-
CBsllIeHO uccienoBaHue Jlemke u coanT. (Lemke
et al., 2019). OHu perucTpupoBaju aKTUBHOCTb
HEUPOHOB MEPBUYHOK MOTOPHOM Kopbl (M1) u
JIop3oJiaTepajbHOr0o CTpUaTyMa Ha MpOTSKEHUU
BCEro Iepuoja HaydeHUsl HaBBIKY JOCTaBaHUS
yepes IeJib IPUMaHKU Yy KpbIC, U HaOJoaaIu
TMOSIBJICHHE CKOOPAMHUPOBAHHOI HU3KOYACTOT-
Hoit akTuBHOCTU B M1 u IJIC, koTtopast ObL1a
CBsI3aHa C TOSIBJICHHMEM OBICTPBIX M TIOC/IeI0Ba-
TeJIbHBIX KPYITHBIX IBUXKEHUI, TPU 3TOM pa3Bu-
TUE JIOBKMX TOHKHUX IBUXXEHUI HE 3aBHCEIO0 OT
3TOIl aKTUBHOCTHU. ABTOPBI IPYroro MccienoBa-
HUSI ydyacTusl cTpuatyma B (hOpMUpPOBAHUU Ha-
BbIKa JJOCTaBaHMs TIPUMaHKU OTIPEIeIISIIN TUHA-
MUKY cyObeauHUYHOTO coctaBa NMDA-penen-
topoB JIC B 06oux moJiymiapusix B IpuBSI3Ke
K JlaTepaliu3aluyd TPEHUPYeMOM KOHEUHOCTHU
(Kent et al., 2013). bbu1o MokaszaHo, B YaCTHO-
CTH, UTO B KOHTpPa- U UIICUJIaTepabHbIX OTAEIaX
cTpyaTyMa MHpPOMCXOIST MPOTUBOIIOJIOXHO Ha-
MpaBJICHHbIE U3MEHEHUSI CYOBEIMHUYHOTO CO-
cTaBa, KOTOpbIe HAOII0IAIOTCS yXKe U Ha paHHEH
CTaIuU HaydyeHUsl, YTO aBTOPHI CMEJIO CBSI3bIBA-
10T C 00JIerTYeHUEeM UJIM, HA00OPOT, BOCTIPETISIT-
CTBOBAHUEM JJI1 MHAYLIMPOBAHUS COIMTPOBOX/IA-
IOIUX HaydYeHUe IUIACTUYECKUX W3MEHEHUI.
®dakTop narepaau3alluM TakKKe OLIEHUBAJICS B
pabote XeiiB u coanT. (Hawe et al., 2015), o0y-
YaBIIMX KPBIC TTOBOPOTY B OMpENeICHHYIO CTO-
pOHY B T-00pa3HOM JJaOUPUHTE U OLIEHUBABIINX
CUMHAITUYECKYIO TUIACTUYHOCTh B 3aBUCUMOCTU
OT MoJylIapusi, perTMoHa A0P3ajJbHOIO CTPpUATY-
Ma U OT CTaAuu HaydyeHUs; OHM TTOATBEPIUIN
Oosiee paHHIOIO 3a1elicTBoBaHHOCTh JIMC 1 BBI-
SIBUJIU PA3JIMYUS B TUIACTUYECKUX U3MEHEHUSIX B
pa3HbIX MOJYLIApUSX M B Pa3HbIX PErvoHax
cTpuaryma.

Ha ocHoBaHMU pacCMOTpeHHBIX pabOT MOXK-
HO 3aKJIIOYUTh, YTO B (pOPMUPOBAHWM HaBbIKa
Benyuyo poiab urpaet IJIC; saBasercsa v ero
y4aCTuC€ KPUTUYHBIM YK€ B HadyaJl€ HAYYCHUA U
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COXpaHSIEeT JIM aKTUBHOCTh CTPYKTYPhI CBOIO 3HA-
YUMOCTb JIJIS1 BHITIOJIHEHU S ACMCTBUS MO TIPOILIe-
CTBUM IJIUTEIBHOTO BPEMEHU I10CJE TOCTUKE-
HUSI CTaAuM aBTOMaTM3allMM, OCTaeTcs IIoKa
npenmMeToM oocyxnenus; JIMC, onHako, TakKe
Yype3BbIYaiiHO BaXkKeH, 0COOEHHO Ha paHHEi cTa-
IUU HaydeHUs U TIpU CIielMain3aluyd HaBbIKa.
IIpnoOpeTeHne HaBbIKA, KaK MPaBUIO, CBSI3aHO
¢ (bopMupoBaHUEM ONpENEeISHHON IBUTATEIb-
HOM ITOCIea0BaTEAbHOCTU, U B OOJIBIIIOM YHUCTE
KUCCIIEAOBAaHMI YITIOMMHAETCS XapaKTePHbIi I1aT-
TepH aKTUBHOCTM HEHPOHOB CTpuUaTyma, MpHU-
YPOUEHHBIN K Hadajly U 3aBEPLICHUIO COOTBET-
cTByIOIIEeH odepenHocTn aprzkeHuii (Jin, Costa,
2010; Martiros et al., 2018; Vandaele et al., 2019),
OIHU aBTOPbI paCCMaTPUBAIOT €ro 10 aHAJIOIUK1
¢ curHaamu cBetodopa (Calabresi, Di Filippo,
2010), mpeanuchIBaIOIEro0 U3MEHEHUS JIBUKE-
HUA, IpYTUE CIIPABEMINBO YTBEPXKOAIOT, YTO TO-
IIa Takas akTUBHOCTb JOJKHA OBITH OTYETIUBO
JUCKPETHOM M SIBHO OTJIMYMMOI OT APYTUX BU-
OB aKTMBHOCTHU, U YyOE€IUTEIbHO ITOKa3bIBAIOT,
YTO 3TO YCJIOBHUE HE COOJIONAETCS B IOITYJISILIN-
OHHOM KapTWHE pa3psnga HEMPOHOB CTpUaryma
(Sales-Carbonell et al., 2018). IpyrumMu BeCKMUMH
JOBOJaMU MNPOTUB TaKOW aHaJIOIUMM SIBJISIIOTCS
CBMAETEJILCTBA TIOJIHOM COXPAHHOCTHU IOCIEA0-
BaTeJIbHOTO IOBEACHYECKOro MaTTepHa IIoCie
nHaktuBaumm JJIC (Rueda-Orozco, Robbe,
2015), mocie Om0Kambpl BBIXOMHOTrOo 3BeHa bI
(Desmurget, Turner, 2010), a Tak:Ke COBIIaJIcHUE
Mo BpeMeHU (a He orepexkeHne co ctopoHb! bI,
KaK JOJDKHO ObLIO Obl OBITH B Cliydae BEpPHOIt
aHaJIOTMM C CUTHAJIOM cBeTodopa) Havaia IBU-
raTrejibHOM aKTUBHOCTU M aKTUBHOCTHU HAa BbIXO-
ne BI, mpoaeMOHCTpUpPOBaHHOE B HEKOTOPHIX
paborax (Hampumep, Anderson, Horak, 1985).
JucKyccum Takoro poaa BO3BpalllaloT HAc K TEME
y4acTus CTpraTyMa B IIOBEACHYECKOM rMOKOCTH.

[NMTACTUYHOCTb ITOBEJEHHUA

B ssBHOM Bue BOIIpPOCHl O TMOKOCTH TTOBEAe-
HUSI CTaBITCS, KOTJla Ha MTOBEIEHYECKOM YPOBHE
KUCCJIEAYIOT Pa3JIMYHOIO poja Mepeaesku, nepe-
KJIIOUEHMSI, YEPENOBaHUS, YCIOBHOE TOPMOXKe-
HUe, yraleHue 1 ap.

HMurepecHo, 4T0 pabOTHI C TAKOTO poaa METO-
JIUYECKUMU ITOAX0JaMU MpeodiagaoT B UCCe-
JOBaHUAX POJU TaJaMMUYCECKMX BXOJOB B CTpUa-
tym (Kato et al., 2018; Saund et al., 2017). Bo3-
MOXHO, 3TO CBSI3aHO C T€M, YTO JBYCTOPOHHMUE
BO3MICHCTBUS HA UHTPAJaMUHAPHBIE siIpa Cylle-
CTBEHHO M3MECHSIIOT MOBEICHME, a OMHOCTOPOH-
HHMUEC, KaK IIpaBuWJI0, HE€ II03BOJAIOT BBLIABUTDH
Ne 2
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onpeneneHHBIX 3¢ dexkToB HA HaydeHUe (Edlow
et al., 2013; Schiffet al., 2007; IllarroBasoBa u ap.,
1996). Ilo pesyabraTaM 3TUX METOAMYECKU
OYEHb MCKYCHBIX pa0OT aBTOPHI JIeJ1al0T BHIBOIbI
0 BaXKHOI1 pOJIM BXOJIOB B CTPUATYM M3 TajlaMyca
B peryJjisiliuu noBpeaeH4Yeckoi ruokoctu. Ha yua-
CTUE TaJaMUYECKUX SIAEP B MOMYISIUMU TUIa-
CTMYHOCTU TIOBEICHUSI Hapsily C MeauaTbHOM
npedpOHTATBLHON KOPOU U CTPUATYMOM YyKa3bl-
BaeTcs 1 B padbote Hakaitambl u coast. (Nakaya-
ma et al., 2018).

JlopeH ¢ CcOTpymHMKAMM COIIOCTaBJISLIM pe-
3yJbTaThl ONTOI€HETUYECKOIM aKTUBALIMU MPOCK-
HoHHBIX HelipoHoB AJIC nipu nepenenke nopsia-
Ka BBIINOJHEHUS MOCAEA0BATEIbHOCTU HaXaTHUs
Ha JBe TelaJIv U ToKa3ajlu pa3HOHarpaBIeHHbIS
3¢ dEeKThl CTUMYISLUN TIPSIMOTO M HEIPSIMOIo
nyTu: aktTuBauus HelipoHoB I1I1 obneryana me-
pedeaky 4depeloBaHMS HaxKaTUii Ha Iedaaiu, a
akTuBalus HeiipoHoB HII cyiiecTBeHHO 3aMen-
Jisiia, OMHAKO, HY»KHO OTMETUTh, YTO UHTEpIpe-
TalMsl JaHHBIX 3TOTO MCCJIEIOBaHUS 3aTPYIHSI-
€TCSI HECKOJIBKO HEOPEXKHO OMMCAaHHOM METOI-
KOI, BBIOPAHHBIM PEXMMOM CTUMYJISLUW, a
TaK>Ke Ha yIUBJISHUE HECYIIECTBEHHON AMHAMU -
KOI1 ITOBeICHYSCKUX TTI0Ka3aTesieil mepeieiku BO
Bcex rpymrax (Laurent et al., 2017), 1 310 npe-
MSTCTBYET COIOCTaBJICHUIO Pe3yJbTaTOB C JaH-
HBIMU APYTUX UCCIIETOBAHUA.

Maramajsiec ¥ COaBT. M3y4yalu cCHeluduKy
yuyactusi D1- nu D2-3kcnpeccupyrommx Helpo-
HOB B yralleHMU MHCTpYMEHTaJIbHOIro peduiekca,
onpenesssi ypoBeHb 3a1eiCTBOBAHHOCTH 00eUX
MOMYJISIIIUA HEWPOHOB TIOP3aJIbHOTO CTPUATyMa
M0 TI0KAa3aTeJIsIM TPAHCKPHUTTIIMOHHON aKTUBHO-
CTM B TOT WIM WHOU mepuon oOydeHus. OHU
OpUXOAST K BbIBOAY, 4To D2-3Kcrpeccupylo-
1€ HEMPOHBI OKA3bIBAIOT BJIMSTHUAE HA HEMPO-
HBI TIPSIMOTO IIYyTH, CIIOCOOCTBYSI MOJABIICHUIO
HEXEJATEJIbHOW B HOBOW CUTYallMU THIACTUYHO-
CTU U “3a4aI0T HOBOE HAIIPaBJIEHUE MTPOU3BOJIb-
HOMY JIEICTBUIO”, TEM CAaMbIM CITOCOOCTBYS THO-
KocTu noBeaeHus1 (Matamales et al., 2020). ITo-
XOXuil BbiBOA nenaror [luk u  coaBT. B
OTHOIIIEHUW HEWPOHOB MPSIMOTO M HETIPSIMOTO
nytu 3agHeit yactu JIMC (Peak et al., 2020): onu
MOKa3aJiv, 4YTO YPOBEHb MapKepa MIaCTUYEeCKUX
usMeHeHmii Zif268 B pesynbrare MHCTPYMEH-
TaJbHOTO Hay4yeHUsI MOBBIIIAETCS TOJAbKO B HEli-
ponax I'lT1, a Takke TIPeanoIOXUIN, YTO HEHpo-
Hbl HIT ygacTBytoT B monnepxanuu 1oBeaecHYEe-
CKOW miacTUYHOCTU. WM, HakoHeEl, aBTOPHI
WCCIIEJOBAHUI Ha TTOBEAEHYECKMX MOJENSIX C
SIBHOM cuUTyallMeid BbIOOpa TakxKe IPUXOIST

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

K Oim3kuM  3akmodeHussM (Nonomura et al.,
2018; Kwak, Jung, 2019).

OLIEHKA KAYECTBA U PE3VJIbTATA
JENCTBHUA (M HE TOJIbKO OLIEHKA)

Kak yxe ymomMuHasioch, CTpUaTyM SIBJISIETCS
KJItoueBoli muieHbto A JIE-HeilpoHOB cpen-
Hero Mosra. PasHbIMM MeTogaMu MNPOJEMOH-
cTpyupoBaHo, 4to mnonyisiuus JIE-HelipoHOB
CpemHero Mo3ra SBJSeTCsl Pa3HOPOMHOW Mo
MHOTMM Mpu3HakaM (Hampumep, Poulin et al.,
2018; Menegas et al., 2018).

HayyeHue u nBukeHHe — OCHOBHbIE (DYHK-
LIMM, C KOTOPbIMU TE€CHO CBsI3aHA aKTUBHOCTb
JE-HelipoHOB cpeHero Mo3ra, rJiaBHOI MUIIe-
HbIO KOTOpbIX sBjsieTcsi cTpuaTym. CorjlacHO
HauOoJiee IMTUPYEMOM ceroaHs KoHuenuuu JIA
CIY>KUT YHUBEPCAIbHBIM OOydYalollUM CHUTHa-
JIOM, KOIUPYIOIIMM OIIUOKY MpeacKa3aHusl BO3-
HarpaxaeHus (OI1B) (Schultz, 2013). B nocnen-
Hee BpeMsi OCOOEHHO IIMPOKO OOCyXAaloTCs
npupoa, GopMbl 1 cama BO3MOXKHOCTb COCYIIIE-
ctBOBaHUs curHaia 06 OTIB u npyrux BUAOB aK-
TuBHOCTHU J|E-crcTeMbl, B mepBYyIO ouepenb CBsI-
3aHHBIX ¢ 3amyckoM aBuxkeHus (Flagel et al.,
2011; Syed et al., 2016; Dodson et al., 2016; Cod-
dington, Dudman, 2018; da Silva et al., 2018; Lee
et al., 2019; Mohebi et al., 2019; Lee et al., 2020;
Kutlu et al., 2021). C omHOI CTOpOHBI, TeOpUsI 00
OIIB (Schultz, 2013) HaxoAUT BCe HOBBIE MO~
tBepxKaeHust (Watabe-Uchida et al., 2017; Stein-
berg et al., 2013; Chang et al., 2016; Eshel et al.,
2016), ¢ npyroii CTOpOHBI, OBICTPO HaKaruIMBa-
IOTCSl TaHHbIE, TPOTUBOpPEYAIe TOU TeopUuu
Wi Tpedylolye ee yrouHeHus. BaxkHo To, 4TO
JNaHHbIE B MOJIb3Yy yyacTusi JIA B uHULIMALIMK/Op-
raHu3alMy IBUKEHUST MOTYyYeHbl, KaK MpaBUIo,
Ha CBOOOIHOITOIBUXKHBIX SKMBOTHBIX M B HUX CH-
CTEMaTUYECKU JIEMOHCTPUPYETCSI, YTO BbIOpOC
HA/aktuBanusi  J1E-cuctemMbl  mpeaniecTBy-
et/conytcTByeT nBuxeHuto (Cacciapaglia et al.,
2011; Flagel et al., 2011; Ivlieva et al., 2014; Ole-
son et al., 2012; Pasquereau, Turner, 2014; Schultz
et al., 1983; Howe, Dombeck, 2016; da Silva
et al., 2018; Tye et al., 2013; Diao et al., 2021;
Maiiopos, Cepkos, 2016; Maiiopos, 2021) u na-
K€ KOHTPOJIMPYET KJIIOUEBbIE MapaMeTphbl JBU-
xeHus (Hughes et al., 2020), B To BpeMsI Kak aK-
TUBHOCTb, acconuupyoiiasics ¢ OIlB, 6b11a BbI-
sSIBJleHa MW AaKTUBHO WCCJIeAOBaHa, IJIaBHbIM
obpa3oM, B yCIOBUSIX Kjaccudeckoro YP, rme
IBUXEHME Topa3no MeHee 3HauuMmo. MBI pac-
CMOTPUM HOBbIE TaHHbIE, IPUHUMAsSI BO BHUMa-
HUE, 4TO, BO-MEPBbIX, JIA KOHTpOJUpYET MO-
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JIBVKHOCTD MPAKTUYECKN Yy BCEX MHOTOKJIETOU-
HbIX XuBOTHBIX (Caveney et al., 2006), Bo-
BTOpHIX, JIE-cucTemMa cpemHero Mmo3ra MJIeKOIIM -
TAIOIIMX MMOJIyYaeT IMPSIMbIE BXOIbI OTO BCEX IBU-
rateabHbIX cucteM Mo3ra (Watabe-Uchida et al.,
2012; Coddington, Dudman, 2019), 1, B-TpeTbuX,
P TMTApKUHCOHU3ME OCHOBHOM yaap MpuHUMAa-
eT Ha ce0s1 HurpoctpuatHas JIE-cucrema (Her-
nandez et al., 2019).

Panee (MBinuesa, 2021) Mbl yXe yTOMUHAIU
HCCJIEAOBaHUS, B KOTOPBIX IMTPOJAEMOHCTPUPOBA-
Ha aktuBauus 1 E-cuctembl iepen nHULIMauein
CIOHTAHHBIX ABMXEHUI B pa3HbIX YCIOBUSIX
(Howe u Dombek, 2016; da Silva et al., 2018), on-
HaKoO Takke TOKa3aHO (pa3HOE CHUXEHUE aK-
TuBHOCTHU JIE-HEelipOHOB HEMocpeaCTBEHHO Me-
pen nBrxeHneM (Dodson et al., 2016). KogauHr-
TOH U JlagMaH perucTpupoBaii aKTUBHOCTU
A E-HelipoHOB y XXWBOTHBIX C (DUKCUPOBAHHOM
ronoBoi (Coddington, Dudman, 2018), Haxons-
IIMXCS B 3aKPEMJIEHHON Ha MPY>XKWHE KOP3WHKE.
OHM TOXEe ToKa3zalu CHUXEHUE aKTUBHOCTHU
OOJIBIIMHCTBA UCCIIEAOBAaHHBIX HEMPOHOB SNpcC
B CAaMOM HayvaJjie IBUXEHMS, BaKTUBHOCTHU YaCTU
HeilpoHoB VTA HabGiaooaanoch aHaJIOTUYHOE
TOPMOXEHHUE; BaXKHO, YTO TakKas KapTWHa Ha-
Osroganach TOJIBKO A0 BBEAECHUS B 9KCIIEPUMEHT
BO3HarpaxaamIimx ctuMyjaoB. Ilocjie oHU BbI-
padaThIBaJiM CJIeIOBOM KiaccuuyeckKuili YP u mo-
KazajM, YTO y 4YacTW KJIETOK K CBSI3aHHOMY C
IBUXXEeHUEM (JIh3aTeSibHble TBUKEHUS U COMpPO-
BOXAOIIUE UX IBUXKEHUS Tejla) TOPMOKEHUIO
nobaBisieTcsl mpeaBapsiolas ero Koporkasi ak-
TUBaLys. B 1ieyioM 1o pesyjabTaTaM paboThl OHU
JleJaloT BbIBOI 00 OTIENbHBIX MCTOUHMKAX IJIS
aKTUBHOCTU, CBSI3aHHOIN C NBUXKEHUEM, U aK-
TUBHOCTH B OTBET HAa CTUMYJISILUIO (3BYK, BOY),
npeanosnaraloT uHTerpuposanue JIE-HelipoHa-
MU COOTBETCTBYIOIIUX BXOJOB M yKa3bIBalOT Ha
pacxoXAeHWe CBOUX IAaHHBIX C MTpeliCKa3aHUIMU
Teopun o6 OIIB (maxe B ycCaoBUSIX Kjaccude-
ckoro YP). CnenoBoii kiiaccuueckuii YP Taxke
OBLJI MCITOJIb30BaH B KayeCcTBE MOBEAEHYECKOM
Mojaenu B ucciaenosanuu JIu u coanrt. (Lee et al.,
2020), OHM ONTOTEHETUYECKU BBI3bIBAJIM KpaT-
KOBPEMEHHOE TOPMOXEHNE aKTUBHOCTU HEMPO-
HoB VTA u natepanbHoii yactu SNpc Kak nepen
rnopaveit MUIllEBOro CTUMYJIa, TaK 1 cpasy nocle,
U TI0Ka3aju, YTO TOPMOKEHUE aKTUBHOCTU He-
MOCPENCTBEHHO IMOC/Ie MoAauYM BO3HATPAXKICHMS
OKa3bIBaeT 0oJiee BbIpa’KeHHOE BIUSIHME Ha MO-
clienymoliiee nopeaeHue (aHatoruaHoe 3pexTy
YMEHbIIIEHUS HOPLIUH MOJIOKA), 3TO OTHOCUJIOCh
K o0ouM siapam, HO 111 SNpc ObLJIO TakKe Mpo-
JNIEMOHCTPUPOBAHO 3aMETHOE BJIMUSHHUE TOPMO-
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JKeHMsI Ha TeKyIlre IBUXXKEHUSI B MIEPUOI Mepe
BO3HarpaxjaeHrueM, Ha OCHOBaAaHUM 3TOTO clielaH
BBIBOJI O OoJiee BhIpaxkeHHOM BKJiaae JIA B mpo-
1iecCchl HayuyeHUs1. Takske OTMETUM, UTO 1 3TU aB-
TOPBI 3aSIBJISIIOT 00 ONpeae/IeHHBIX PACXOXICHM -
SIX CBOUX pE3yJIbTAaTOB C 3aKOHOMEPHOCTSIMU,
npenckazaHHbeIMu Teopueii 06 OTTB.

CayHzepc ¥ COaBT. TT0Ka3aJIu, YTO B OTCYTCTBHE
KaK1X Obl TO HU OBbUIO BHEILIHUX BO3HAIrpakaaro-
IIUX CTUMYJIOB CEpUU COYETAaHUI KOPOTKOM ONTO-
reHeTUUYECKOI aKTUBaLMKU JO0(aMHUHOBBIX HEHpPO-
HOB C MpeabsiBIICHUEM AUCKPETHOTO CEHCOPHOTO
cTumya (CBeT+3BYyK) ObLIIO JOCTATOYHO JJIsI TO-
ro, 4YTOOBbI B MOCJIEAYIOIIEM 3TOT CTUMYJI BbI3bI-
BaJl akTuBauuio JIE-HelipoHoB. UHTEepecHO, 4TO
oOycJIoBJIeHHAas1 peakiusi MpUOIMXKEeHUsT K UC-
TOUYHUKY cBeTa (“IlaBioBckoe mpuOIUXKeHue”)
BO3HUKaJa BcieacTBue couetaHuii YC co cTtu-
myJisinumeii JIE-HeiipoHoB VTA, HO He KOMITaKT-
Hoit yactu SN (Saunders et al., 2018). Ilpenno-
saraercsi, yto JJE-Heliponsl VTA nonydaroT Kak
CUJIbHbIE BXOJIHbIE CUTHAJIbI O 6€3yCIOBHBIX BO3-
HarpaxaalllX CTUMYJaX, CIIOCOOHBIX 6€30ro-
BOpPOYHO akTuBUpoOBaTh JAE-KjieTku, Tak U cia-
ObIe BXOJbI OT HEUTPAJIbHBIX CTUMYJIOB (Maiio-
poB, 2018; Galaj, Ranaldi, 2021). ITocpeacTBom
COYETaHHOI CTUMYJISILUU CJIaOblii CUTHAJI yCU-
JIMBAETCS U IpeodpeTaeT CoCOOHOCTh aKTUBU-
poBaTh JE-HelipoHbl VTA, BbI3bIBasl YCJIOBHbIN
orBeT. O0ydyeHre MPOUCXOAUT, KOTna Takasi COB-
MECTHasi CTUMYJISILUS MHULMKUPYET aKTUBALIMIO
BHYTPMKJIETOUHBIX KacKadoOB BTOPUYHBIX I10-
CPENHMKOB, UTO MPUBOAUT K YCUJICHUIO TJIyTa-
MaTHBIX cuHancoB Ha JIE-HelipoHax (Nisanov et
al., 2020; Galaj, Ranaldi, 2021).

Tenepp nepeitaemM K pacCMOTpPEeHUIO padoT, B
KOTOPBIX UCCIEA0BAJICSI UHCTPYMEHTAIbHbINA Y P
1 OCHOBHBIM ObLT BOIIPOC O MPUPO/IE MPUYPOUYEH-
HOM K ABMKeHMIO akTuBHOCTU JIE-HelipoHoB. Ko-
CTa U COAaBT. B OOJIbIIION CEpUU IKCIIEPUMEHTOB B
KayecTBe MOBEIEHYECKON MOJAEIN UCIOIb30BaIU
CMOHTaHHO MHULIMMPYEMYIO TTOCIEeA0BaTEIbHOCTh
13 BOCbMU HaxkaTuil Ha negaib. OHU TOKa3aiu,
yto JIA HeiipoHbsl SNpc AEeMOHCTPUPYIOT Mpe-
UMYIIECTBEHHO KpaTKOBpPEeMEHHbIE aKTHBallM-
OHHBbIE peaKlMU Tepel HayajloM BbIITOJHEHUS
nocinepoBatenbHocTH (Jin, Costa, 2010, da Silva
et al., 2018), omnToreHeTMYeCKOE TOPMOXKEHUE
HE-HelipoHOB (5 ¢) McclienoBaHHOU CTPYKTYPhI
NpPEeTsITCTBOBAJIO WHUIMALUU TI0CTea0BaTEb-
HOCTH, HO HE BJIMSJIO Ha BBITIOJIHEHHUE YXKe 3aMy-
IIEHHOI N0 Hayajla CTUMYJSIUW MocjenoBa-
tesbHOCTHU (da Silva et al., 2018). (DT naHHbIE
YKPEIWJIKU TpelcTaBieHusT 00 aHaJloTUU C CUT-
HaJloM cBeTodopa, 0 KOTOPOU TOBOPUJIOCH BbI-
Ne 2
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me: Calabresi, Di Filippo, 2010). IlpnmMmeuaTesns-
HBII TTOAXOMA K PelIeHUIO MPOoOJeMbl CBI3U aK-
TuBHOCTH JE-HEHpOHOB C IBMKEHUEM WU C
MpencKa3aHueM Harpaabl TPeajoXWiIn 3aia u
coasT. (Syed et al., 2016): oHu oOy4Janu KUBOT-
HBIX IPOCOBBIBATh HOC B OTBEPCTHE M CIyIIATh
YCIOBHBIM CUTHAJ, KOTOPBIA WHCTPYKTHUPOBAI
UX JTMOO HEMEIJICHHO BBINOJHSATH HaXXaTUsl Ha
OIIHY M3 meaajeil, 1M00 ocTaBaThCsl HEIOIBUX-
HBIMU Ha MIPOTS>KEHUM KOPOTKOTO BPEMEHU, CO-
IMOCTaBUMOTO CO BpEMEHEM HazkaTusl Ha TIeIaIu.
bruro mokazaHo, 9yTo Me3omMondeckas 1 E-cui-
cTeMa HauMHaeT aKTUBMPOBAThCS BO BCEX CITyda-
SIX B CBSI3W ¢ MHULIMALIAEI IBUXKEHUSI, T.€. B CH-
TyalliM, KOTJa XXWBOTHOE€ B OTBET Ha CUTHAalI
IOJDKHO XIaTh, HAYalo pOCTa KOHIIEHTpalUu
JA oTKJIanpIBaJOCh Ha BpeMsI OKUITAHWST; TAKKE
OHU OOHAPYXUJIM pa3IMuusI B IUHAMUKE U3MeE-
HeHUsT KoHIeHTpauuu JIA B TIpaBUJIBHBIX U
OIIMOOYHBIX MOITBITKAX EIIIe IO TTOSIBJICHUST CUTHA-
JIOB, TIOATBEPKIAIOIINX OLIMOOYHOCTh ACHCTBUIA.
Toi1 xxe TipoGeMe TTOCBsIIIeHa cepyst padoT, B KO-
TOPBIX MCCIICAOBATENISIM YIAJIOCh BBIICIUTD B aK-
tuBHOCTU JIE-HeiipoHOB, NpOeUpyONIXCcs B
JJIC, KOMITOHEHT, OYE€BUIHO CBSI3aHHBIN C IBU-
KeHreM (C KOHTpajaTepajlbHBIM ITOBOPOTOM,
Parker et al., 2016), oHM TaKKe IIPOBEIU JOMOJ -
HUTEJIbHOE MCCIIeIOBaHNE, YTOOBI JOKA3aTh, YTO
aTa akTMBHOCTH He omnpeneisiercsas OIIB (Lee
et al., 2019).

O ponau JE-HeiipoHOB B n30eraHuM roBOPUT
Ha3BaHUEe cTaTbu MeHerac u coanT. (Menegas
etal., 2018), KoTopble Ha MbIIIaX B CUTyallMu
BbIOOpa MCCEI0BAIM aKTUBHOCTb HUTPOCTPHU-
aTHOI MOJCUCTEMBI, paHEe BbIICJICHHOM MU IO
MOpP(}OJIOrMYeCKMM OCHOBaHMUSIM (B Hell Teya
HE-HelfipoHOB pacriojiokeHbl B JaTepaibHOM
yactu SNpc, a MX aKCOHbI HAalPaBJISIIOTCS B XBO-
CTOBYIO YacCTb Kaydo-ITyTaMeHa); OJHaKoO, C WX
yTBEPXKIEHHUEM O TOM, UTO 1o¢haMUHOBBIE Heli-
POHBI MOAKPEIUISIIOT peakldio u30eraHusi, He
JIET'KO COIJIaCUThCS: MOKa3aJii OHU, 110 CYyTH, 00-
paTHOE TOMY, YTO ITOKa3aHOo Ha NTUIIAX, a UMEH-
HO TO, 4YTO JeCTBHUE, 32 KOTOPBIM CJIe1yeT CTU-
myssiuus JIE-akcoHOB B n3ydeHHOIT o0i1acTu, ¢
MEHbIIIe BepOSITHOCTbIO OyAeT MoBTOpeHo. Ta-
KWe BO3AEUCTBUS OlepaliMOHAIbHO OIlpeaess-
I0T Kak HakaszaHue. TpakTyss HakazaHUE Kak
NoAKperieHre n30eraHus “rmocpencTBOM Mexa-
Hu3Ma IlaBioBcKoro mpenckasaHusi”, aBTOPBI
He MOPUBOAAT BMIOUPUYECKUX WIU TEOpETUYe-
CKHX IOBO/OB.

O06 0CcoOeHHOCTSX pa3HbIX momnysauuit J1E-
HEUPOHOB rOBOPUT U cepusl pabOT XUKOCAKU U
coaBT. (Matsumoto, Hikosaka, 2009, Kim et al.,
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2014, 2015). OHu nmoka3anu, YTO Ha “TOJOBKY” U
“XBOCT” XBOCTATOIO siipa 00€3bsIH MPOCLUPY-
[oTCcs1 oTaenabHbie rpyribl JE-HeitpoHoB (Kim
et al., 2014), u T Tpynnsl NOCHIJIAIOT B CTpUa-
TYM (PyHKIIMOHAJIBHO pa3JIMYHbIC CUTHAJIBI (00-
HOBJISIEMBII B TIPOTUBOBEC yCcTOMYMBOMY (update
Vs sustain)), KOTOpbIe MMO-pPa3HOMY YJacTBYIOT B
¢opMUPOBaHUU KPATKOCPOUHO 1 JOJATOCPOU-
Hoit mamsatu (Kim et al., 2015). HeiipoHsl, Kogu-
pytoune “ooHoBnssembrii” I E-curnan, n3doupa-
TEJIbHO YYyBCTBUTEIbHBI K IIPOTHO3UPYEMOMY
Bo3HarpaxaeHuio (kogupyiot OI1B), B To Bpems
KaK HeWpoHHI ¢ “ycroiunBeiM” [ E-curHamom
WMEIOT TEHACHILIMIO COXPaHSTh “HUCTOPUYECKU
croxuBmuecss” (cPOopMHUPOBAaHHBIM B pPeE3yiIb-
TaTe IJIUTEIbHOrO O0y4eHMsI MHOTO JHEM Ha3am)
peaknny Ha Bo3HarpaxaeHue (Kim et al., 2015).
MHTepecHO COMOCTaBUTb 3TO HAOIIOAEHHE C
GU3NOTOrNYECKUMM CBOMCTBAMU MHPOEKIUNA K
JE-HeitpoHaM 4epHOTO BeIlIeCTBa OT HEIPOHOB
CTPUOCOM: DBaHC M COABT. MOKAa3aJii, YTO BCJIE
3a TOPMO3HOM Iay30i, BBI3BAHHOM CTUMYJISILI -
eit HeitpoHOB cTpuocoM, B JIE-HelipoHax mipu-
CYTCTBYyeT CHIIBbHBIN 3 dexT otnaun (Evans et al.,
2020), 1 MOXHO TIPEANOJIOXNTh, 9TO “YCTONYM-
BbIN” JIA-cuUTHAaI, OTMEUYSHHBINA Y 00€3bsTH, MO-
JKET OIMOCPEAOBaThCSl MOAOOHBIM MEXaHU3MOM.
MuTtepecHO, 4TO 34eCh MOTYT OBITH BOBJICUEHBI
KJIETKU CTPUOCOM, KOTOPhIE BCE Yallle 00cyXKaa-
IOTCS B CBSI3U C MX y4aCTUEM B MeXaHU3MaX IIpu-
BbIYKM. OTMEUYEHO U €Ile OMHO Pa3indyue 3TUX,
OMNKCAHHBIX Y 00€3bsIH, TPYIII HEMPOHOB YEPHO-
ro BelleCTBa: CTUMYJIbI, IPeABEIIAIOIINE YTPO3Y,
MOAAaBJSIOT aKTUBHOCTH J| E-HelipoHOB B epen-
HEll BEHTpOMeAUaJIbHOI YacTU, HO BO30Y>KIal0T
JE-HeitpoHBI B 3aIHEN Hop3oJaTepaibHOM Ja-
ctu KoMmnakTHoit yact SN. (Matsumoto, Hiko-
saka, 2009).

OnHako, KaK 1 ¢ MPOEeKIIMOHHBIMU HEelipoHa-
MU CTpUaTyma, BOIIPOC O CTENEHU (PYHKIIMO-
HaJIbHOI TeTepOreHHOCTH W KJlacTepu3aliu
HelipoHoB HE-simep cpenHero mMosra ocTaeTcs
OTKPBITBIM. DHTeNXapl M COaBT. CUMTAIOT, YTO
Ha 3TOT BOMPOC MOXHO TOJYYUTh OTBET, U3ydast
peakiiM1 HEUPOHOB B YCIIOBUSIX 00Jiee CIOXKHBIX
cpenbl U 3aa4M, HallpuMep, B BUPTyaJbHOM Jia-
OMpUHTE; OHM MOKa3aju, YTO MOJAABJSIOLIUN
MPOLEHT KJIETOK OT YK CJIa 3apETrUCTPUPOBAHHBIX
pearupyeT Ha BO3HarpaxjaeHue B COOTBETCTBUU
¢ 3akoHoMepHocTssmMu OIIB, a B OTHOILIEHUU
JIPYrMX KOMIIOHEHTOB peaklMii UM y1ajioCh BbI-
JIeJIUTh HECKOJIbKO KJIAaCTEPOB, HaIlpuMep, KJie-
TOK C peakliveii B COOTBETCTBUM C ITapaMeTpaMu
IBUXEHMSI, Ha YCJIOBHBIM ctumyn u np. (Engel-
hard et al., 2019). Cpeau HUX HY>KHO OTMETUTh
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Puc. 2. VMnynbcHasE aKTMBHOCTH OOJIBIIMHCTBA
HelipoHOB VTA, 1eMOHCTPUPYIOIINX TOPMOXEHME
B ITepHMOM, HAXOXIEHUs JIarbl B TpyOKe. [Tormysiim-
OHHasl aKTUBHOCTH HelipoHOB VTA B Hauajie I1BU-
JKEHUsI, 3apeTUCTPUPOBAHHBIX MTPU MOAUMDUKAIIN
HaBbIKa. [leprCTUMYIbHBIE TUCTOIPAMMBI BBIPOB-
HEHHbIC (BEPTUKAIbHBIC JMHUW) OTHOCUTEIHLHO
HayaJjla MPOCOBBIBAHUSI JIATbl B TPYOKY U CIJIaXKeH-
HbIE METOIOM CKOJIB3SIIEH CpeaHeil TTo TpeM TOY-
kaM. CHM3Y: ycpenHeHHBbIe 3HaUueHMsI OMHa, MOJy-
YeHHbIe Ha MHTEPBaJIe 10 TiepeceyeHus Jaroii 1aT-
YUKa I TePUCTUMYJIBHON TMCTOrpaMMBI CBEPXY
nepen Tpolenypoil criuaxuBaHus. CpaBHeHUE
TPYMITILI “yCIiex” ¢ KOHTPOJIEM U IPYMIION “Heyna-
ya” mpoBonwiu ¢ miomoiibio ANOVA u Dunnett Te-
cra. Paz6pockl naHsl B Bune 95% mOBEpUTEITHLHOTO
uHTepBana. ** — p <0.01, *** — p <0.001. Hlupuxa
OMHa Ha BCeX TUCTOrpaMMax pucyHka 20 mc.

Fig. 2. PETHs of population activity (three points
moving average window) of neurons reducing firing
rate when the forepaw is in the tube recorded with
the skill modification in early movement; PETHs
and corresponding average discharge rates (under
them) for control runs (no gap) are shown in white,
for successful and unsuccessful (with gap) runs — in
gray and black, respectively. Averaging for bottom
row is carried out at intervals before the vertical lines
on the corresponding PETHs for unsmoothed data
(comparison of control, successful and unsuccessful
runs before inserting the forepaw into the tube).
Spreads are 95% confidence interval. ** — p < 0.01,
**% — p<0.001 (ANOVA and Dunnett test).

KJIacTep HEMPOHOB, aKTUBHOCTh KOTOPHIX aBTO-
PBI CBSI3BIBAIOT C TOUHOCTBIO BBIIOJTHEHUS 3a0a-
4y (aKKypaTHOCTbBIO): MHTEPECHO, YTO MOBbIIIIE-
HUE 4aCTOTHI pa3psijia 3TUX KJIETOK KOPpeIUpyeT
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C yBEIMYEHMEM 4Mcia ommboK. B 3T0ii cBsA3n
MPUBEIEM TaKKe Halll Pe3yJIbTaThl.

MBI u3yyajqu aKTUBHOCTb HelipoHOB VTA
KpbIChI, 00y4yasl ee JOCTaBaHUIO IMUIIEBOTO Iia-
puka (IeaeTbl) U3 y3Koit ropu30HTaIbHOU TPyO-
KU. JleTaqbHbI aHaIU3 aKTUBHOCTHA HEMPOHOB
BO BpeMsI OCJIEA0BATEIbHOM CMEHBI IBUXKCHUM
MpyY JO0CTaBaHWUU MUILIM U3 TPYOKHM moKazall, 4To
aKTUBHOCTb OOJIBIIMHCTBA HEPOHOB HAYMHAET
CHUKATbCSI B pa3Hble MOMEHTBI BbIITOJHEHUS
3TOM HENPEPBIBHOM IOCIEIOBATEIbHOCTU IBU-
>KeHU; cyMMapHasi aKTUBHOCTb KJIETOK C TaKUM
naTrepHoM (POPMUPYET TJIaBHOE, MPAKTUUECKU
JIMHEeiHOe CHMXK€HUE aKTUBHOCTM K MOMEHTY
BbleMa Nuiu. Korga >KuBOTHOE BBIIOJIHSLIO 60-
Jiee CJIOKHYIO 3a/layy — B KOHIIE JBUTraTeIbHOM
MOCe10BaTeIbHOCTU JOJLKHO ObLIO MPOHECTU
MUILY Yyepe3 1ieJib, HE YPOHUB €€, — aKTUBHOCTb
Ha cTapTe ObLIa HECKOJIbKO BbIIIE, HO CHMXa-
Jlach 0oJiee pe3KO K MOMEHTY KpUTHUUECKOM (a-
3bl nBuxkeHus (Menues, UBnuena, 2018). U B
MOATBEPKAeHUE HAOMI0NeHUST DHTIeXapa U COo-
aBT. (Engelhard et al., 2019) o1mn0OKM KMBOTHbBIE
coBepllaid Ha (poHEe 3HAYUTEIbHO 00JIee BhICO-
KOW aKTMBHOCTHM HEUPOHOB BEHTPAJIBHOM TET-
MeHTaJibHOM o61actu (puc. 2). Korna boBa u co-
aBT. MPUMEHSUIM OINTOr€HETUYECKYI0 CTUMYJISI-
o JIE-HelipoHOB KoMITakTHOM yacTu SN BO
BpeMs OCTaBaHUS MUILIM B CXOAHbIX YCIOXHEH -
HBIX YCJOBMSX (MUIlAa MoMellajlach Ha TOHKOM
CTOJIOMKE), OHU OOHAPYKMJIM 3aMETHOE CHIXKe-
HUE Pe3yJIbTaTUBHOCTU MHUILEA00bIBATEIbHbBIX
IBWKCHUA U CHEJIaJIM OYEHb MHTEPECHBIN BbI-
BOJI: CpeIU MPOYEro OHU YTBEPXKIAIOT, UTO CTU-
myasiust JIE-HelpoHOB ycKopsieT mepexoj OT
OAHOI0 MPOMEXYTOUHOIO ABMXKEHUS K IPYrOMY
B JBUTraTeJbHOM mnocaeaoBarenbHocT (Bova
et al., 2020).

IIpobGnema pa3HOPOTHOCTU AOMAMMHOBEIX
3(phEeKTOB B pa3HbIX perMoHax cTpuaTyMa Haxo-
IUTCS U B LIEHTPE BHUMaHUsI XaMuaa W COaBT.
(Hamid et al., 2021): B mmoyie 3peHUsI uccienoBa-
TeJiel Haxoauiaach OOJbIIas MIOLIAAb CTPUATY-
ma (Bxawovaromass AMC u JJIC) nomeineHHOM
Ha Bpalarouiuiics 6apadbaH MbIIIW; OHU OOHa-
PYXWIH, 4YTO 10(paMUHOBBI CUTHAJ (PETUCTPU-
PYEMBII C TOMOIIBIO KTBILIMEBOTO MHAUKATOPA
B akcoHax JIE-HelipoHOB, a TakXe ¢ MOMOIIbIO
CBETOBOI N0(aMMHOBOM METKH) paclpocTpa-
HsIeTCS BOJTHOOOpa3HO, HAYMHASICh B OJHOM pe-
TMOHE CTpMaTyMa U MjaBHO CMEIAsiCh B APYTOiA.
Korga y >KMBOTHBIX BbIpaOaTbhIiBald ITUILIEBEIE
KJIAaCCUYECKUI U MHCTPYMEHTAJIbHBIN pediek-
Chl, B OTBET HA BO3HArpaXKAAIOLINi CTUMYT PUK-
CUPOBAJIUCh pa3HOHAIpaBJeHHbIE BOJHBI: TIPU
Ne 2
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WHCTPYMEHTAJIbLHOM OOYC/JIOBJIMBAHMM BOJHA
nHnIuuposaiack B IMC u pacrpocTpaHsiach
JlaTepajbHO, U, HA00OPOT, IIPU KJIACCUYECKOM
JlaTepajlbHO BO3HUKIIIAs BOJHA PacOpoOCTpaHsI-
Jlach MEIMAJILHO, IPU 3TOM B Hayajle Hay4eHUs
TpaeKTOpUsl BOJIH CUJIbHO BApbUPOBAJIa, a B KOH-
e — ObLIa cTabMIbHO OTHOOOpPa3HOIi. ABTOPKI
(Hamid et al., 2021) paccMaTpuBaloT 3T pa3iu-
YUsl B CBSI3U C IMOHSATUSIMU KOHTPOJIUPYEMOCTU
COOBITUIT MU ar€HTHOCTMU.

Takum o6paszom, [dE-HeiipoHBI M3MEHSIOT
YacTOTy pa3psiga U B CBI3U C ABMXKEHHEM, U B
CBSI3U C pe3yjabTaTaMu OeHCTBUS. BhIpaxkeH-
HOCTb T€X WIW OPYIMX peakuuil B aKTUBHOCTH
OTJIEIbHBIX KJIETOK B OOJIBIIONI CTEIIEHU 3aBUCUT
OT KPUTUYHOCTHU OEMCTBUS B JAHHOM ITOBEICH-
YeCKO MOJIeIN U OT IpuHamiexxHocTtu J E-Heii-
POHOB K TOM WM MHOM KJI€TOYHO! MONYJISILINN;
3TU pasjiMyaromecs Mexay CO00M rpynmnbl Heli-
POHOB, BEPOSITHO, MOTYT OBITh OTJIMYHBI IPYT OT
Jpyra v mo ApyruM Ipu3HaKam; ¢ Kakoil crerne-
HBIO OITpeeIcHHOCTH 3Th nonyasauuu JdE-Heii-
POHOB MOTYT OBITb pa3aeieHbl MeXIy COO0Oii,
OCTaEeTCs IMIPEAMETOM IUCKYCCUI U JAIbHEHIIINX
UCCJIEIOBAHUA.

OBCYXIEHHWE

HeiipoHbl cTpuaTymMa OpUMHUMAIOT BaxKHOE
y4yacTue B MIpoliecce IBUraTeJIbHOIO HaydyeHUs].
AKTUBHOCTh HEMPOHOB IIPSIMOTO U HEMPSIMOTO
ITyTH 4YaCTO AEMOHCTPUPYET CXOAHBIN NMaTTepH, B
TO BpeMs KaK pe3yJbTaTbl U30MpaTeIbHOIO BO3-
JIeMCTBUSI Ha 3TU HEMPOHbBI YaCTO MMEIOT pa3HOHA-
MNpaBJICHHYIO JMHAMUKY, TAKUM 00pa30M, OCHOB-
HbIE BBIBOIBI IIpeAbIAyllIei paboThl O MapamoK-
CaJIbHOI OMHOBPEMEHHOM aKTMBAlLIMM HEWPOHOB
000ouX IyTeil BO BpeMsl IBUXKEHUS MOTYT ObITh
pacipocTpaHeHbl Ha CYIIECTBEHHYIO YacTh KMC-
cliefoBaHUI BhIpaOOTAHHBIX ABMKeHUI. OnHa-
KO B aKTUBHOCTU HEMPOHOB IIPSIMOTO U HEIIPSI-
MOI'O MYTH IPU BHOBb BBIYYEHHBIX JBUXKCHUSIX
MIPUCYTCTBYIOT U pa3jinyusl: TaK, IIPU BBITIOJIHE-
HUU XUBOTHBIM ITPOCTHIX 3a7a4 YPOBEHDb pa3psi-
Jla HEAPOHOB TIPSIMOTO ITYTU HECKOJILKO IpeBa-
JIMpYET OPpU MHULMALMU ABVKEHUS WU UMEET
TEHIIEHILIMIO OIlepeXaTh aKTUBALUIO HEHPOHOB
HenpsiMmoro 1ytu (Sippy et al., 2015; Isomura et
al., 2013; O’Hare et al., 2016; Sheng et al., 2019);
TaK>Ke MOXHO TOBOPUTH 00 y4acTUM HEHPOHOB
HII B nmoBeneHueckoii ruokoctu (Vicente et al.,
2016; Tecuapetla et al., 2016; Geddes et al., 2018;
Owesson-White et al., 2016; Nonomura et al.,
2018; Matamales et al., 2020; Peak et al., 2020).

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

Crtpuatym UrpaeT poJjib B BLIOOpE MMOBEIeHYE-
CKOTO MOTHBA, HO €T0 YYacTHe B TEKYIIEM BbIOO-
pe HOCUT CKopee 0o0JIerJaroniunii, 4eM CaHKIINO-
Hupyoluii xapakrep (Anderson, Horak, 1985;
Thura, Cisek, 2017; Hormigo et al., 2021); u,
cKopee BCero, 0codasi poyib CTpuaTyMa COCTOUT
B HaIpaBJICHHOM M3MEHEHUU BEPOSITHOCTHU T10-
CJIeYIOIIETO BEIOOpA 3TOTO K€ MOBEACHYECKOTO
rmaTTepHa B 3aBUCUMOCTU OT €ro pesyJbTara
(Kim et al., 2017; Nonomura et al., 2018).
To ecTth, BepoATHO, YTO ydyacTHe CTpUaTyma B
coctaBe BI' B BEBIOOpEe BO MHOTOM SIBJISICTCS KOC-
BEHHBIM, HO OYeHb 3HauMMbIM (Anderson,
Horak, 1985; Dudman, Krakauer, 2016; Thura,
Cisek, 2017; Kwak, Jung, 2019; Hormigo et al.,
2021). Bo3amoxHO, TaKoif MEXaHW3M MOXKET WT-
paTh 0Cco0yIO POJIb B BEIOOpE “ITO YMOJIYaHMIO”,
KoTZHa Ha “IIPOM3BOJILHBIN " BEIOOP HET BpEeMEHU
U/UIA BBIOOP OCYIICCTBISICTCS MO NPUBbIYKE
(Hardwik et al., 2019; Crego et al., 2020).

BeposrtHo, mipeobiagaHue akTWBALUU HEM-
poHoB III1 B Gosbliieit cTerneHru MOaIepKUBAET
peanu3yeMble B TaHHBII MOMEHT IBUTATEJIbHbIE
nporpaMmsl, a ycuseHue aktusHoctu HIT cme-
IIaeT TEHAEHIIUIO K BO30YXKIE€HUIO HEHPOHOB, B
MEHBIIIEH CTEMeHU CBSI3aHHBIX C JTOMWHUPYIO-
MM JIBUTATEIbHBIM MAaTTEPHOM, BIJIOTh A0 Me-
pekJoueHusT Ha apyroe aBuxkeHue (Vicente
et al., 2016; Ueda et al., 2017; Nonomura et al.,
2018) unu npyroe noseaeHue (Tekuapetla et al.,
2016). He uckiiroueHO, 4TO MpU yraleHUu 1 Te-
penenkax YP oTyacT BOBIIEKaOTCs TE XKe MeXa-
Hu3Mbl (Matamales et al., 2020; Peak et al.,
2020). B Hameit npeapiayiieit 0630pHoi pabote
(UBnueBa, 2021) Mbl 0OpaTUIi BHUMaHUE Ha TO,
YTO MaHUMYJSILIUM UMEHHO ¢ HeipoHamu HII
YyacTO MPUBOAWJIM K M3MEHEHMUSM UCCIea0Ba-
Tenbckoro mnoBeneHus: (Alcacer et al., 2017;
Durieux et al., 2012; Lemos et al., 2016), 3tu ke
HEUPOHBI NIPOSBIISLIA U3BMEHEHUS] aKTUBHOCTH B
CBSI3U C OpPUEHTUPOBOYHBIM TToBeAeHUeEM (Park-
er et al., 2018).

[lonbiTaemMcst M3I0XUTH MOpPEAIOJaracMyro
MOCJEA0BATEIbHOCTb COOBITUIA MPU BBIMOJIHE-
HUM UHCTPYMEHTAJIbHOTO IBVKEHUS:

1) MHunmanus MTHCTPYMEHTAJIBHOTO JIBUKE-
HUSI TIPOUMCXOIUT MPU KPUTUYECKOM Y4acTHUU
HeipoHoB npsiMoro nytu bI' Ha (poHe BhICOKOIt
KOoHLleHTpaluu JIA B cTpuaryme, 1OCTaTOYHOM
IUTST akTUBaLMM HU3KoadduHHBIX D1-penenTto-
poB (Maiiopos, 2021); BIusist Ha 3TU peLENTOPHI,
nodaMuH DPeTsITCTBYET Mepexony KJIETKU B BO3-
OyXIIEHHO€ COCTOSIHME€, OAHAKO MpPU TOCTUXKE-
HUW KJIETKOW MOpPOroBOTO YpPOBHS Te€HEepaluu
craiikoB, 1o¢aMUH CYIIIECTBEHHO MOBBIIIAET €€
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Bo30yguMocTh (cM. 0030p Gerfen, Surmeier,
2010) n, BepoSITHO, TAKUM OOpa3oM BIUSIET Ha
napameTpsl ABrkeHus (Hughes et al., 2020). I1a-
pajiebHO 3TO MOXKET IOBbIIIATh BEPOSITHOCTh
MOBTOPEHMS OOHAXIbl MCIIOJHEHHOIO JIBMKE-
HUSI T10 TIPUHLMITY: pa3 ABMXKEHHE ObLIO MPOU3-
BeleHO, OHO He Oecrione3Ho. M yem yaiie nBu-
>KEHHE BbIMOJIHsIETCS Ha (hOHE BBICOKOTO YPOBHSI
A, TeM BbIIe 3PEKTUBHOCTH BO30YKIAIOIITNX
BXOIOB K COOTBeTCTBY101IUM D 1-3cnpeccupyio-
muM HeiipoHaM (Shen et al., 2007; Mawase et al.,
2017) u, cnegoBaTeIbHO, BBIIIIE BEPOSITHOCTD ITO-
BTOPHOTO BBINOJHEHMs ABMXKeHUsA. EcTb ocHO-
BaHUS CUMTATh, YTO “3aKperyieHne” IBUKEHUS
yepe3 MPsSIMOIi ITyTh MOXET 1 He 3aBUCETh HEIlO-
CPEACTBEHHO OT IIOCJEAYIONIEeTO BO3HATrpaKie-
aug (Ueda et al., 2017; Kim et al., 2015; Evans
et al., 2020). B 1o XKe BpeMs B HMcCClIeHOBaHUU
SAruimTel ¢ KojuleraMuy mokKa3aHo, YTO IJIacTh-
YyeCcKMe M3MEHEHUSI B MPOCLIMOHHBIX HEepoHax
cTpyaTyMa IPOMCXOAAT, Korma no(gaMHUHOBBII
CUTHAJI IOCTYNaeT BO BPEMEHHOM OKHE, OTKPbI-
BaloOILIEMCSl Cpa3y MOCJIe COYETAHHOM CTUMYJISI-
oy Bo3Oy:kmaromux BxomgoB (Yagishita et al.,
2014). OgHako 3TOT pe3yabTaT M ITOCTPOEHHEBIE
Ha €ro OCHOBaHUU KOMIIbIOTEPHBIE MOIEIU
(Urakubo et al., 2020) He ncKII09al0OT BO3MOXK-
HOCTHY U3MEHEHUI 1 Ha (pOHE yXKe MOBBIIIEHHOM
KOHLeHTpauuu 1A, Tak Kak B yCJIOBUSIX ITPOBE-
JIEeHUS COYETAaHUN CTUMYJISILMU B NPUCYTCTBUU
anmauuupoBaHHoro A ucciaegoBaTean MOIy-
YUJIU CXOMHbBIE 110 aMIUIUTY/IE MJIaCTUYECKUE T1e-
pecTpoiiku; pucyTcTBre A B cCMHANITUYECKOM
eI K MOMEHTY CTUMYJISIIUMM TE€OPEeTUYECKU
MOXKET M 00JIeTYUTh NpobieMy COBHAACHMS aK-
TuBHOCTU. BO3MOXHO, Takas mpobjieMa MOXKeT
pelIaThCs U 3a CYET BblaeaeHus JIA 1moa BAusHU -
€M CUHXPOHHOI aKTUBHOCTU XOJUHEPTUYECKUX
nHTepHeiipoHoB crpuaryma (Threlfell et al.,
2012). Bo3Bpaiasice K MHUIIUNPYEMOMY JIBVKE -
HUIO: €T0 YIPABJISIEMOCTb MOXET 00eCcIieurBaTh-
Ccsd TIapaJIeJIbHOM aKTUBALMEW HEMPOHOB HeE-
MPSIMOTIO ITYyTU, TP 3TOM IIEpBOHAYAIbHbINA BO3-
oyxnarommnii 3p@PeKT Takoil aKTUBAMKM Ha
OIS0 HEMPOHOB MOTOPHOIT KOpHI (Olden-
burg, Sabatini, 2015) MOXeT CIyXHTb “TOI4-
KOM”, BBIBOISIIIM TE€JIO U3 COCTOSIHUSI TTOKOSI.

2) Ve B HayaJie BBIITOJHEHUSI IBUKEHUS aK-
tuBalusl JIE-HelipOoHOB HauMHAET CHUWXKAThCH,
YTO BeJET K IMTOJABJIEHUIO aKTUBHOCTU HEMPOHOB
ITIT 1 crocoO¢cTByeT OOJIbLIEMY BOBJIECYECHUIO
kietok HII. DTo B CBOIO ouepenb MOXKET Ipe-
MSITCTBOBATh BBIIIOJTHEHUIO KOHKYPEHTHBIX JIBU-
KEHUI 1 CIIOCOOCTBOBATh OOJIbIIEH TOYHOCTHU
BeiOpanHoro aBuxkeHus1 (Hikosaka et al., 2000;
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Dodson et al., 2016; Usmuesa, Usnues, 2018,
Engelhard et al., 2019). Takxxe 3T0 MOXET coaeii-
CTBOBaTh MOBBIIIEHUIO YYBCTBUTEAbHOCTU HEi-
POHOB HEMpPSIMOTO ITyTU K CUTHAJIaM O pe3yJibTa-
T€ BBIIMMOJHEHHOIO AEHUCTBUSI U TaKUM 00pa3zoM
obecrneynBaTh 3aBUCUMOCTb 3HakKa ILIaCTUYe-
CKMX U3MEHEHUI OT COOBLITMI, CIIEAYIOIIMX 3a
IBUXKEeHMWEM (IO MpUYMHE, BO-TIEPBbIX, BBICOKO-
ro cpoacrsa D2-peuenropoB K JA (Richfield
et al., 1989), Bo-BTOpBIX, UX “HACTPOEHHOCTU”’
Ha BBISIBJICHME OTPMLIATEIbHOW AMHAMUKU aK-
tuBHOCTH JIE-cucremnr (Lee et al., 2021; Yapo
et al., 2017), a Takke m3-3a TOrO, YTO B 3aBHCH-
MOCTH OT ypoBHS nodamMmHa B D2-skcnpeccu-
pYIOIIMX HEMpOHaX CTpuMarymMa MOXET pa3BU-
BaTbCsl JIMOO AUTEIbHAs MOTeHUMalLMs, Ju0O0
JuiTenbHas genpeccud B yeaoBugx STDP (Shen
et al., 2008). IToMmumo 3TOrO, aKTUBAIIUS HEMPO-
HoB HII MoXeT HEeCKOJIbKO M3MEHUTh MaTTEepH
AKTUBALlMA HEUPOHOB IIEPBUYHONA MOTOPHOM
kopsl (Oldenburg, Sabatini, 2015), 9To B ycinoBu-
SIX HEOTIpeAeJeHHOCTU (IIpUBEAET JIU ABMKEHUE
K OXXHIaeMOMY Pe3yabTaTy) MOXET CIIOCOOCTBO-
BaTh Iepexoay K BBIIIOJHEHUIO IPYTOTO JIBUKE-
aug (Hartmann et al., 2015).

3) PesynbTaT AEiCTBUS B BUIE ITOIYYEHHOTO
WM HEe IMOJyYeHHOI'O MUILEBOTO BO3HArpaxKie-
HMSI MOKET, B IIEPBYIO OUepenb, ObITh OIIOCPeI0-
BaH OBICTPHIMU BXOJAaMH M3 UHTpaJaMUHAPHBIX
sqep Taaamyca U MEINOI0P3aIbHOIO TaJlaMUye-
CKOTO s11ipa, 1 yXe 1osxe — JIE-HelipoHaMu wiu
MeXaHn3MaMU 0CBOOOXAeHN JIA B TepMUHAJISIX
yepe3 IMOCPEACTBO TajJlaMUYECKMX ITPOEKLU U
XOJIMHEPIrUYEeCKUX HHTEPHENMPOHOB CcTpuaTyMa
(Threlfell et al., 2012; Cover et al., 2019).

Takum oOpa3oM, IIpeanoiaraeTcsi, YTo KiaeT-
ku III1 urparot Ka04YeByI0 poidb B MHULIMAIINN
IBVDKEHUS U “coOXpaHeHUM”’ BCEro IMpruoOpeTeH-
HOT'O ABUTATEIBHOTO peliepTryapa ocoOu, YTO
MOKET, HAalIpuMep, OOBbSICHUTH OBICTPOE BOCCTA-
HOBJICHHME CTapbIX HAaBBIKOB, a KJICTKW HETIPSIMOTO
IIyTU BOBJIEYEHBI B IIPOLIECC TMOKOIO YIIpaBJe-
HUS IBVKCHUSIMU.

Heckonbko MeHsIs1 pakypc, MonbITaeMcs pac-
CMOTpPETH Ipolecc GOPpMUPOBAHUS HaBbIKA KaK
npoiuecc AMHAMWYHOM ONMTUMM3alMu OajaHca
JIBYX ITyTE: MOXKXHO IMPEATIOJOXKHUTb, YTO IMPSIMOM
MNyTh UTpaeT KJIIYEBYIO POJb B MOMAJAEPKaHUU
4acTo BBITIOJHsIEMbIX (Os1aronapsi cBoeit ahdek-
TUBHOCTHM) B JAHHOM KOHTEKCTE JBWXXEHUM
BILIOTb 0 y4acTus (BepOsSITHO, HA PaBHBIX C KO-
poii) B MexaHu3Max obecriedyeHMs Tpolecca ux
aproMatu3zauuu  (Smith, Graybiel, 2013;
Charlesworth et al., 2012; Ashby et al., 2007; Jen-
rette et al., 2019; Nadel et al., 2020), a HenipsiMOii
Ne 2
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IMyTh, B TOM YHCJIE M Yepe3 BIUSTHUE Ha HEUPOHBI
kopnl (Oldenburg, Sabatini, 2016), crtocoOCTBYeT
reHepanuy BapuaOeJbHOCTU, WU IBUTATEIIb-
Hoit reHepasm3anuu (Vicente et al., 2016); ocy-
ILIECTBJICHUE e NEeHCTBUS B YCIOBUSIX OIpeEe-
JICHHOTO BapbHMPOBAHUS €r0 IapaMeTpoB, MO3-
BOJISIIOIIETO “HEPBHOM CHUCTEME WHTEHCHUBHO
HaOMpaTh MOTOKM pelenuuu’, CIIOCOOCTBYET
oTpabOTKE CTAOMIBHOM peanu3aliu JSHCTBUS
BILJIOTh IO peIleHUs 3a1a4i CTaHIapPTHOTO BHI-
MMOJITHEHUSI B HECTAHIAPTHBIX YCIIOBUSIX, O KOTO-
poii roBoput bepHiuteitn (1947), u B onipeneie-
HUM TIOCTYJMPYEMBIX UM “JIOKYCOB KOPPEKIIM-
OHHOI1 B3BICKATEJIbHOCTU KPUTHUYHON MOXKET
0Ka3aTbCsl aKTUBHOCTh MMEHHO HEHpOHOB He-
MPSIMOTO TTYyTU. BO3MOXHO, YTO HEMpPSIMOT M
npsimoii 1yt bI' Kputnyecku BoBIeueHBI B 00a
Ipoliecca perysiiuy IBUTATeIbHON M3MEHYM-
BOCTH, O KOTOpPBIX TOBOpsAT JlaBaje M COaBT.
(Dhawale et al., 2019): “BboicTpblii IpoLecc MO-
IyJIMPyeT U3MEHYMBOCTh B 3aBUCUMOCTH OT pe-
3yJIbTATOB ITOCJIEAHUX MOITBITOK, YBEJIMIMBASI €€,
KOTJa pe3yJIbTaTUBHOCTb HU3Kasi, 1 HA00OPOT.
Bonee memneHHBII poliece perympyeT TMHAMM-
Ky OBICTpPOTO TIpoliecca Ha OCHOBE HEOIpeaeIcH-
HOCTHM JlaH1a(hTa BO3HATPaXKISHUS B TaHHOM 3a-
nmage”. Y, BO3MOXKXHO, B OBICTPOM IIPOLIECCE BEIy-
mas poib y HeiipornoB HII, a B MmemnenHoM — y
HeiiponoB I1I1 (Giaromapsi, B IiepBylo odepenb,
TUTACTUYECKUM U3MEHEHUSIM B HUX).

Eumie ogHa BaxkHasi mpo0OJjieMa, KOTOPYIO 3a-
TparuBaeT bepHIuTeliH, 00CcyxXnast popMUpoBa-
HUE HaBbIKa, 3TO MepelmudpoBKa odpas3a OBU-
KEHUSI U “BbISIBJIEHUE TTOTPEOHBIX CEHCOPHBIX
Koppekuuii”. OH nuieT: “...CKOJb YIrOTHO $IC-
HbI1 00pa3 IBUraTeIbHOIO COCTaBa JABWKEHUS
He JaeT ellle HUKAKOTO MOHSTUS O KOPPEKIIUSIX U
nepemmr@poBKax, HEOOXOAUMBIX IJIsI €r0 OCy-
1ecTBAeHUs”. MOXHO TIPeAIogoXuTh, 4YTO Ha
YpPOBHE cTpuaTyMa 3Ta npobiyieMa periaeTcs Ipu
nocterneHHou nepenadye ¢yHkuuit or IMC k
IJIC uim y mpuMaToB OT XBOCTATOIoO siapa K
ckopJymne (putamen) (MK OT TOJIOBBI XBOCTATO-
ro siipa K ero 3aaHei yactu (“xsocrty”)). Cyie-
CTBYIOT CBUIETEIbCTBA TOTO, UTO HaydeHUE KU-
HEMaTUYECKUM M AMHAMMYECKUM COCTaBJISIIO-
UM JBUXEHUS TPOUCXOIUT OTHOCUTEIbHO
He3aBucumo (Krakauer et al., 1999), u BecbMa
YMO3PUTEIBbHO, HO MOXHO TPEATNOJ0XUTb, YTO
JAMC B 6osbllIelt cTeNeHW OTBEYaeT 3a IepBhIe,
a JIJIC — 3a Bropnie. C 3TUM corjiacyeTcs 3Hauu-
TeJIbHAsl pOJib 3pUTEIbHOTO KOHTPOJIS (KakK OT-
CJIeXXMBaHUE TPAEKTOPUM) [IJIsI KOPPEKTHOTO BbI-
MOJIHEHUSI HEaBTOMAaTU3UPOBAHHBIX JICUCTBUIA,
Ha KOTOpy1o oOpanaioT BHUMaHue Kum u Xuko-
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caka (2015), u yMeHbIIIEHHE POJIA TaKOro KOH-
TPOJISI TI0O Mepe aBTOMAaTU3allMM JBVKCHUIA.
(Ha ypoBHe uesoBeka Mpu 3TOM MOXKHO TOBO-
PUTH O TTIOCTETIEHHOM BBIXOE O peae/ICHHBIX ac-
MEKTOB IBMXXEHUSI U3-TI0M CO3HATEILHOTO KOH-
tpois (Kim, Hikosaka, 2015).

OTcyTcTBHE BO3MOXHOCTH TOBOPUTH O CO3HA-
HUM XKMBOTHBIX HE UCKJTIOYAET CYlLIIECTBOBAHUS Y
HUX POJICTBEHHBIX MEXaHNW3MOB MEPEKIIOUCHUS
aBTOMATHU3UPOBAHHBIX W TIPOU3BOJBHBIX IIPO-
eccoB. HekoTopwie CBSI3M CTpUaTyma, BbISIB-
JICHHbI€ B MCCJIEAOBAHUSIX Ha XMBOTHBIX, U UX
0COOEHHOCTH MOTYT OBbITh KaHIUAATaMU Ha POJIb
VYaCTHUKOB B MEXaHWU3MaxX MepeKIIIOUYeHUs
MEXIy TMTPOU3BOJIbHBIM U aBTOMAaTU3UPOBAHHBIM
KoHTposieM. Hanmpumep, XUHTUPSIH U COABT. MO-
Ka3ajii, 4TO BXOMAbl U3 OTAEIOB KOPbI, KOTOpPHIE
MOTYT ObITb BOBJICYEHBI B 0OECIeUeHUEe B3auMO-
NEeNCTBUSI MEXITY pPa3IudYHbIMU KOPKOBBIMU CE€-
TSIMU, TPOELMPYIOTCS B LEHTPaIbHbIE, OYEHb
OrpaHUYE€HHbIE PETMOHbBI TOP3ILHOIO CTpUATY-
Ma — IO KOHTPACTY C BXOJIaMU U3 OTIEI0B KOPHI,
0oJiee TECHO CBSI3aHHBIX C CEHCOPHBIMU TMPOEK-
LIMSIMU, LIUPOKO PaCHPOCTPaHSIOIIUMUCS IO
nepudepuu crpuatyma (Hintiryan et al., 2016).
A mo manHbIM Paiira u Cunbepbepra HelpoHbI
AMC nojy4yaroT MyJbTUMOAAJIbHBbIE BXOIbI, Y
HelipoHoB xe [JIC oHu 3apeructpupoBaiu
TOJILKO pEaKUMU Ha TaKTWIbHbIE CTUMYJIbI
(Reig, Silberberg et al., 2014). ITo nanHbIM Ky-
HUMATCy M COaBT., HEHWPOHBI IPSMOIro MNyTHU
cTpraTyMa B OOJIBIIION CTeTIeHU KOHTPOJIUPYIOT -
cs ObicTpopaspsokaiumucsas [TAMK-epruue-
ckuMmu uHTepHeliponamu (FSI) u ponb nocnen-
HUX KPUTUYHA B MOAYJISIIIUMA OTBETOB HA CTUMY-
Jibl co cTopoHbl KoHTekcTa (Kunimatsu et al.,
2021). I'lpu aToM y KpbIC OJIOKaga MPOeKIrit OT
FSI K npoexlMoHHbIM HelipoHaM TMPUBOIUT K
YCUJIEHMIO aKTUBHOCTM HelipoHoB HII, 1 Bepo-
SITHO, 3TU MHTEpPHEHpPOHBI OOecreuynBaloT 10-
BOJIbHO TOHKYIO W CIEUU(UUYHYIO PEryJsILUIO
OajlaHca akTWUBHOCTM ABYX IyTeit (Damodaran
et al., 2014) u MoryT NpyHMMAaTh y4yacTUe BO B3a-
UMOJICMCTBUM MEXaHU3MOB, OOeCHeuuBaIOInX
aBTOMaTHU3M UM MPOU3BOJBHOCTb IOBEACHUS.
bouibliioii nHTEpec B 3TOM KOHTEKCTE MpeacTaB-
JISIIOT OCOOEHHOCTW CHHAIICOB OT HEWPOHOB
MPSIMOTO Y HETIPSIMOTO MYTU Ha KJIIETKU PETUKY-
JIIPHOI 4aCTW YEpHOIro BellecTBa, MO3BOJSIO-
mue Bxogam oT IIIT B Gonblieli cTerieHu KOH-
TPOJMPOBaTh YacTOTy pas3psna (aMIUIMTYOy), a
ot HIT — BpeMeHHY10 NPpUYPOYEHHOCTh aKTUB-
HocTH (Simmons et al., 2020); 6oee npeackasy-
eMbl (1Mo cpaBHeHUIO ¢ HelipoHamu I1IT) u Bpe-
MEHHBIE aCIIeKThl BJIUSHUS CO CTOPOHBI HEMPO-
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HoB HII na JAE-ueitponsr (Evans et al., 2020),
YTO KOCBEHHO MOIKPEIUISIET MPEAIIOIOXKeHUE 00
yyactum HeliponoB HII B mipenompeneneHun
MOMEHTA BBITTOJTHEHUS 3aTJIAHUPOBAHHOTO IBU -
xenwus (Bakhurin et al., 2020) 3a cuet, Hanpu-
Mep, TIpeIoTBpAIleHUsI €ro aBTOMAaTUYECKOTO
3amycka.

AxtuBHOCTh [IE-HEpOHOB B CBOIO ouepenb
OYeHb MHOIOI'pDAaHHA: OHM M3MEHSIOT YacTOTy
pa3psiga B OTBET Ha LIUPOKMI CIIEKTP BHELITHUX
CTUMYJIOB, UMEIOIIMX PAa3HYIO0 3HAYUMMOCTb, Cpe-
N KOTOPBIX OCOOEHHO BBIACISIOTCS CTUMYIIHI,
CBsSI3aHHbIE C BO3HArpaxiIeHUWeM; TakXe OHU
IpeoOPa3yloT aKTUBHOCTh U B CBSI3U C IBUZKCHMU -
€M; 3HaK 3TUX U3MEHEHUIl CUJIBbHO 3aBUCHUT OT
TOHYAMIIMX HIOAHCOB Ha pa3HbIX M3ydyaeMbIX
YPOBHSIX: HallpuMep, OT 0COOeHHOCTel (He Bce-
I7a IBHBIX) ITOBEIEHYSCKOM CUTyally, OT MHIU -
BUIyaJbHBIX OCOOCHHOCTENM KHUBOTHOIO, OT
MPUHAIIEKHOCTU M3y4yaeMOi KJIETKH K Ompeie-
JICHHOM HEMPOHHOM MONyJasLUMH, OT BIUSHUIA
Ha YpOBHe MpecuHarca u T.1. (Hanpumep, Flagel
et al., 2011; Howe, Dombek, 2016; Dodson et al.,
2016; Kim et al., 2015; Mohebi et al., 2019); MHO-
rouyrcjieHHble Monychl akTuBHOCTU JIE-Helipo-
HOB He cBsizaHbI ¢ KonupoBaHuem OIIB naxe B
ycioBusix kinaccuueckoro YP  (Coddington,
Dudman, 2018, 2019; Lee et al., 2020). ®a3Hbie
OTBETHI HA CEHCOPHYIO CTUMYJISIIIMIO U U3MEHE-
HUSI UMIYJIbCALIMU B CBSI3U C IBUKEHUEM MOTYT
OBITh 9KCIIEPUMEHTAIBHO pa3aeieHbl BO BpeMe-
HU, BEPOSITHO, OHU OIIPEACIISIIOTCS PA3IMYHBIMU
BXOJAMMU; CTEIIEHb Cerperaluuy 3TUX MeXaHU3-
MOB SIBJISICTCSI IPEAMETOM AUCKYCCUii (CM. 0030p
Coddington, Dudman, 2019).

BripaxkeHHOCTh U3MEHEHUI, ITPUYPOYESHHBIX
K IBUXKE€HUIO B aKTMUBHOCTH OTAENbHbIX I E-Kite-
TOK B OOJIBIIOI CTeIIEHU 3aBUCUT OT KPUTUUYHO-
CTU ICUCTBUS B JAHHOM IMTOBEACHUYECKOM MOAEIN
1 COOTBETCTBEHHO TaKue U3MEHEHUs OoJiee sIB-
Hbl TIpM WHCTpyMeHTaibHOM YP. boisee nuc-
KpeTHhIE AeHCTBUSI COIPOBOXKIAIOTCS KOPOTKHU--
MU (a3HBIMM H3MEHEHUSIMU O0(PaMUHOBOIO
CHUTHaJa; I0cJiefoBaTeIbHOCTU TJIABHO CMEHSI-
IOLIUX OPYT Apyra IBUKEHU COIIPOBOXIAIOTCS
IJIaBHBIMU U3MEHEHUSIMU YpOBH:I JIA B Ipoek-
HUOHHBIX cTpykTypax (Howe et al., 2013), oGec-
Me4eHHbIMH, BEPOSITHO, TT0CJIeJ0BaTEIbHBIM BO-
BJIeYEHUEM OTIeJIbHbIX KieToK (MBnueB, UBnu-
eBa, 2018). Ilpenmonaraercsi, 4TO aKTUBALUS
I E-cucteMbl CIIOCOOCTBYET OBICTPOMY 3aIlyCKy
HauboJjiee BEPOSITHOTO B JaHHOM KOHTEKCTE
npuxenus (Tye et al., 2013; Hamid et al., 2016;
Howard et al., 2017), a ¢a3HOe CHMUKEHUE YacTO-
THI pa3psiia 10PaMUHOBBLIX HEHAPOHOB OTHOCH-
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TeJIbHO (DOHOBOTO YPOBHSI WJIM TMTOCJIC TIpeIBapy-
TENbHOM aKTWBALlUU CIIOCOOCTBYET OOJIbIICH
touHocTu neiictBus (MBnmeBa, MBaues, 2018;
Engehardt et al., 2019; Dodson et al., 2016); co-
OTBETCTBEHHO B MHULIMAIIUY IBUXKEHUS, TIPOUC-
XOJsIIero Ha (poHe BBICOKOW KOHIIEHTpAlLIMKU
JA, x104eBylo posib UrpatoT 3¢ deKThl Meaua-
Topa Ha D1-3kcrnipeccupyronme HepOHbI CTPU-
aTymMa, a B €ero KOPpeKTUPOBKE — Ha HEUPOHBI
HemnpsiMoro myTh. McKyccTBeHHasi aKTUBalIMs
JE-HeitpoHOB, CYIIECTBEHHO BBIXOHSIAas 3a
npeaeabl  (GU3MOIOrMYeCKOTo Iuara3oHa I10
BpEMEHM, MHTCHCUBHOCTHU U TIaTTEPHY, “TOpPO-
MUT” TIEPEXO0Ibl OT OMHOM IBUTATEIILHOI CTaIuu
K npyroii (Bova et al., 2020).

He menee BaxkeH Bkian JIA B peryasiliuiio 1BU-
KeHUIT yepe3 BIMSHNUE Ha MEXaHU3MBbI IIJIaCTUY -
Hoctn (Coddington, Dudman, 2018, 2019;
Chang et al., 2016; Hamid et al., 2016, 2021;
Saunders et al., 2018; Xiao et al., 2018; Mohebi
et al., 2019). UccnenoBaHusi M1aCTUYHOCTU Hei-
POHOB CTpUaTyMa U BXOJAOB K HUM B NOCJIETHUE
roabl BCTYMWIM B HOBYIO 3IIOXYy, KOIZIa CTajo
BO3MOXHO MOACTYINUTHCSI K M3YYEHUIO CHUHAII-
TUYECKOM W CTPYKTYPHOI TIUIACTUYHOCTH Ha
OOIPCTBYIOIIMX XKUBOTHBIX B IIpolecce Haydye-
HUs1. MHOTOOGOpAa3Me IIacTUIECKMX Ipeodpas3o-
BaHM1, pa3HOPOIHOCTb PETMOHOB U KJIETOYHOTO
cocTaBa CTpuaTyMa, a TakkKe MHOTOJMKOCTb U
CJIOXKHAsA IMHAMMKa MPOILIeCCOB HaydeHUs OyayT
B COBOKYITHOCTU HPUBOIUTH K OOJILIIMM IIPO-
GieMaM ¢ MHTepIpeTalyeil HOBBIX JaHHBIX, OJI-
HAKO COBJIaflaHue C 3TUMU TPYTHOCTSIMHU CTaAHET
OOJIBIIIMM IIarOM Ha MYTH K MOHUMAaHMIO MeXa-
HU3MOB y4acTHs cTpUaTyMa B HaydeHUU.

SAK/IIOYEHHME

ITpu nBMKEHUSIX B CUTyallMM HAyYeHUs B aK-
TUBHOCTU HEUPOHOB CTpUaTyMa MpPOSBISIOTCS
3aKOHOMEPHOCTH, BO MHOTOM OJIM3KME TEM, UYTO
HaOJIIOJAI0TCI MPU ABUXKEHUSIX MOBCEIHEBHOTO
noBeaeH4Yeckoro penepryapa. OnHako Npu Ha-
y4eHUU OoJiee BBIMYKJIO MPOSIBISIETCS ydacTue
HEUPOHOB HETIPSIMOTO ITyTHU B 00eCIIeYeHUU TMo-
KOCTU TIOBEJAEHMSI: UX aKTUBHOCTh B OOJIblIEH
CTEIEHU CBsi3aHa C CUTyallUsIMU yralleHusl, ne-
pEKJIIOUeHUS, MepeaeaKU, TeHepaau3alun U T.11.
Mpe1 nipenrnosiaraem, 4yto HelipoHsl ITTIT urpator
KJIIOUEBYIO POJIb B (hOPMUPOBAHUU U TTOAAEPXKA-
HWUUW 4acCTO BBIMOJIHSIEMBIX B TAHHOM KOHTEKCTE
IBUXEHUI BIJIOTh O Y4YacTUsS B MeXaHM3Max
obecrieyeHus1 mpoliecca MX aBTOMaTU3alluM, a
Heiiponbl HIT — B cooGpasyrolieMcsi ¢ KOHKPET-
HOI cuTyanueil TMOKOM BOBJICYEHUU UJTU BpEMEH-
Ne 2
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HOM MCKJIIOYEHU Y ONpeAeICHHbIX IBMKEHUM. DTH
3¢ deKThI aAKTUBHOCTHU JBYX ITyT€i, BEPOSITHO, TO-
CTUTAIOTCS 3a CYET UX KOMIUIEMEHTApHOIO BJIMSI-
HUSI Ha MeXaHM3Mbl oOecrieueHusl IoBeAecHYE-
CKOM BapnabeIbHOCTH WJIM IBUTATEIILHOMN reHe-
panuzaluu; OCYIIeCTBJIEHUE K€ JeHMCTBUSI B
YCIOBUSIX OIPEeAe/IEHHOTO BapbUpPOBaHUsS €ro
napamMeTpoOB, ITO3BOJISIIONIETO “HEPBHOM CHCTE-
M€ WHTEHCHMBHO HaOWpaTh IOTOKU pelenuun’
(bepHiureiin, 1947), cnocobcTBYyeT OTpabOTKe
CTaOMJILHOM peanm3aluy OeHCTBHUS BIIJIOTH IO
pelleHus 3a4a4M CTaHAAPTHOTO BHIIOJIHEHUS B
HEeCTaHIAPTHBIX YCIOBUSIX.

C HeKOoTOpoO# CTeIeHbIO OIpeae/IEHHOCTU
MOXHO TOBOPUTb O TOM, YTO BbICOKME KOHIIEH-
Tpauuu JIA B cTpyatyme yepes BIAMSTHUE Ha Heli-
ponbl ITIT obGneryaroT MHULMALIMIO OEHACTBUSI U
IlacTUYeCcKre MepecTPOMKM, CITOCOOCTBYIOIIME
0oJiee BEpOSITHOMY BBIITOJIHEHUIO JAHHOTO JIeii-
CTBUS B OyayleM; a JJisl peryjasiiuu akTUBHOCTHU
HEUpPOHOB HEMPSIMOTO MyTH OOJIblliee 3HAYECHUE
WMEIOT TMHAMUWYEeCKUEe U3MEHEHUsT YPOBHS A,
a He KOHILIEHTpall1sl MeauaTopa Kak TakoBasl.

Ha HacTos1uii MOMEHT O4eBUIHO, YTO MeXa-
HU3Mbl YYacTUsI CTpUMATyMa B IIPOU3BOJILHOM
JBVKEHUU HE MOTYT OBITb YIOBJIETBOPUTEIHHO
MIPOSICHEHBI, C OJHOII CTOPOHKI, 6e3 ompeacse-
HUSI POJM Pa3IMYHBLIX BUIOB WHTEPHEUPOHOB
cTpuatyma, 6e3 ornpeaesieHus1 IPUHLMIIOB “pa3-
JeJIeHUSI Tpyaa” MeXIy CTPUOCOMaMU U MaTpUK-
com, Mexxny JJIC n JIMC, a TakKe BBISIBJICHHS 3a-
KOHOMEPHOCTE MOIYJISITOPHBIX BIUSIHUIL CO CTO-
poOHBI Oo(paMMHA UM aLCTWIXOJIWHA, C APYroi
CTOPOHBI, HEOOXOAMMO KaK MOXHO CKOpee Oompe-
JENUTbCS C TEM, KaKOU KPyT SIBIACHUI CTOUT 3a
MOHSATUEM IPUBBIYKU. “30eCh TOJBKO HYXHO
MOCTOSIHHO HOMHWTH: HAAO IIPUNTU B IBUKE-
HUE, YTO JIMIIb B IBUKEHUM CLICTUISIIOTCS KaKK1e-
TO BEIY TaK, YTO HAM MOXKET OTKPbIThCS Uaes”, —
ropoputT Mamapnpamswiu (2002, ctp. 252).

CITMCOK JIMTEPATYPbI

beprnwmetin H.A. O mocTpoeHUU ABUXEHUU. M.:
Hayxka, 1947.

Henues /1.A., Heruesa H.IO. T1naBHOE CHMKEHME aK-
TUBHOCTU HEHMPOHOB BEHTPAJIbHOI 00J1aCTHU TO-
KPBILIKW CPEIHETO MO3Tra B MPOILECCE BBIMOIHE-
HUS TUIIEO00bIBATEIBHOTO IBIDKEHUS. 2KypH.
BBICIII. HEPBH. AedrenabHocTu uM. WM.I1. IlaBio-
Ba.2018. 68 (3): 265-272.
https://doi.org/10.7868/S0044467718030012

Heauesa H.IO. Ponb ctpyaTyma B OpraHu3aluu rnpo-
U3BOJIbHOTO NIBYXXKeHUS. 2KypH. BBICII. HEPB.
nmeart. 2021. 71 (2): 164—183.
https://doi.org/10.31857/S00444677210200522021

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

Maiiopoé B.U. ®ynkuun nodpaMruHa B MHCTPYMEH-
TaJIbHOM YCJIIOBHOM peduekce. 2KypH. BBICIII.
HepBH. aesateabHocTu uM. WM.II1. ITaBnoBa. 2018.
68 (4): 404—414.
https://doi.org/10.1134/S0044467718040093

Maiiopoe B.A. Moneib HEMipOHHOIO MeXaHM3Ma MH-
CTpyMEHTAJIM3allMM IBUKEHU1, BBI3BAHHBIX CTH-
MYJISILAE IBUTraTeJIbHOM KOphl. 2KypH. BBICII.
HepBH. negarenbHocT uM. W.I1. ITaBimosa. 2021.
71 (2): 202-212.
https://doi.org/10.31857/S0044467721020064

Maiiopoe B.HU., Cepxoeé A.H. AKTUBHOCTb HEIipOHOB
BEHTPAJIbHOM TErMEHTAJIbHON 00J1aCTH CPETHETO
MO3Ta TP IIePBOM BHITIOJIHEHUHU YCIIOBHOTO pe-
(¢nekca akTuBHOro usberanusi. KypH. BBICII.
HepBH. gegareabHocty uM. W.II1. I1aBnoBa. 2016.
66 (6): 725—729.
https://doi.org/7868/S004446771606006X

Mamapoaweuau M. Dcrtetka MbIUieHus. Puro-
codckue ureHus. CI16.: AzOyka-kiiaccuka, 2002.
832 c.

Illanosanoeéa K.b., Ilomunosea E.B., Hwobrxaueea T.A.
OCOOEHHOCTH BIMSTHUST XOJTMHEPTUUECKOM CHCTe-
MBI HEOCTpHAaTyMa KphIC Ha 00y4eHUe aKTUBHOMY
M30eTaHrIo B HOPME U MIPU pa3pylIeHUN UHTpaJIa-
MUWHapHBIX saep Tajgamyca. Poc. ¢u3mosn. XypH.
M. U.M. CeuenoBa. 1996. 82 (1): 1—12.

Alcacer C., Andreoli L., Sebastianutto I., Jakobsson J.,
Fieblinger T., Cenci M.A. Chemogenetic stimula-
tion of striatal projection neurons modulates re-
sponses to Parkinson’s disease therapy. J Clin In-
vest. 2017. 127 (2): 720—734.
https://doi.org/10.1172/JCI190132

Anderson M.E., Horak F.B. Influence of the globus
pallidus on arm movements in monkeys. I11. Tim-
ing of movement-related information. J Neuro-
physiol. 1985. 54 (2): 433—48.
https://doi.org/10.1152/jn.1985.54.2.433

Ashby FEG., Ennis J.M., Spiering B.J. A neurobiological
theory of automaticity in perceptual categoriza-
tion. Psychol Rev. 2007. 114 (3): 632—56.
https://doi.org/10.1037/0033-295X.114.3.632

Atallah H.E., Lopez-Paniagua D., Rudy J.W,
O’Reilly R.C. Separate neural substrates for skill
learning and performance in the ventral and dorsal
striatum. Nat Neurosci. 2007. 10 (1): 126—31.
https://doi.org/10.1038/nn1817

Bakhurin K.1., Li X., Friedman A.D., Lusk N.A., Wat-
son G.D., Kim N., Yin H. H. Opponent regulation
of action performance and timing by striatonigral
and striatopallidal pathways. Elife. 2020. 9:e54831.
https://doi.org/10.7554/eLife.54831

Balleine B.W. The Meaning of Behavior: Discriminat-
ing Reflex and Volition in the Brain. Neuron.
2019. 104(1): 47—62.
https://doi.org/10.1016/j.neuron.2019.09.024

Bariselli S., Fobbs W.C., Creed M.C., Kravitz A.V. A
competitive model for striatal action selection.

Ne2 2022



180 NBJIIMEBA

Brain Res. 2019. 1713: 70—79.
https://doi.org/10.1016/j.brainres.2018.10.009

Bova A., Gaidica M., Hurst A., Iwai Y., Hunter J., Lev-
enthal D.K. Precisely timed dopamine signals es-
tablish distinct kinematic representations of skilled
movements. Elife. 2020. 9:e61591.
https://doi.org/10.7554 /eLife.61591

Burnette E.M., Grodin E.N., Schacht J.P., Ray L.A.
Clinical and Neural Correlates of Reward and Re-
lief Drinking. Alcohol Clin Exp Res. 2021. 45(1):
194—-203.
https://doi.org/10.1111/acer.14495

Cacciapaglia F, Wightman R.M., Carelli R.M. Rapid
dopamine signaling differentially modulates dis-
tinct microcircuits within the nucleus accumbens
during sucrose-directed behavior. J Neurosci.
2011. 31(39): 13860—13869.
https://doi.org/10.1523/INEUROSCI.1340-11.2011

Calabresi P., Di Filippo M. Neuroscience: Brain’s traf-
fic lights. Nature. 2010. 466(7305): 449.
https://doi.org/10.1038/466449a

Caveney S., Cladman W., Verellen L., Donly C. Ances-
try of neuronal monoamine transporters in the
Metazoa. Journal of Experimental Biology. 2006.
209: 4858—4868.
https://doi.org/10.1242/jeb.02607

Ceceli A.O., Natsheh J.Y., Cruz D., Tricomi E. The
neurobehavioral mechanisms of motivational con-
trol in attention-deficit/hyperactivity disorder.
Cortex. 2020. 127: 191-207.
https://doi.org/10.1016/j.cortex.2020.02.009

Chang C.Y., Esber G.R., Marrero-Garcia Y., Yau H.J.,
Bonci A., Schoenbaum G. Brief optogenetic inhibi-
tion of dopamine neurons mimics endogenous
negative reward prediction errors. Nature neuro-
science. 2016. 19 (1): 111.
https://doi.org/10.1038/nn.4191

Choi Y., Shin E.Y., Kim S. Spatiotemporal dissociation
of fMRI activity in the caudate nucleus underlies
human de novo motor skill learning. Proc Natl
Acad Sci U S A. 2020. 117 (38): 23886—23897.
https://doi.org/10.1073/pnas.2003963117

Coddington L.T., Dudman J.T. The timing of action
determines reward prediction signals in identified
midbrain dopamine neurons. Nat Neurosci. 2018.
21(11): 1563—1573.
https://doi.org/10.1038 /s41593-018-0245-7

Coddington L.T., Dudman J.T. Learning from Action:
Reconsidering Movement Signaling in Midbrain
Dopamine Neuron Activity. Neuron. 2019. 104
(1): 63-77.
https://doi.org/10.1016/j.neuron.2019.08.036

Cover K.K., Gyawali U., Kerkhoff W.G., Patton M.H.,
Mu C., White M.G., Marquardt A.E., Roberts B.M.,
Cheer J.F., Mathur B.N. Activation of the Rostral
Intralaminar Thalamus Drives Reinforcement
through Striatal Dopamine Release. Cell Rep.

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

2019. 26 (6): 1389—1398.¢e3.
https://doi.org/10.1016/j.celrep.2019.01.044

Crego A.C.G., Stocek F, Marchuk A.G., Carmichael J.E.,
van der Meer M.A.A., Smith K.S. Complementary
Control over Habits and Behavioral Vigor by Pha-
sic Activity in the Dorsolateral Striatum. J Neuro-
sci. 2020. 40 (10): 2139—2153.
https://doi.org/10.1523/JNEUROSCI.1313-19.2019

Cui G., Jun S.B., Jin X., Pham M.D., Vogel S.S.,
Lovinger D.M., Costa R.M. Concurrent activation
of striatal direct and indirect pathways during ac-
tion initiation. Nature. 2013. 494 (7436): 238—242.
https://doi.org/10.1038 /nature 11846

Damodaran S., Evans R.C., Blackwell K.T. Synchro-
nized firing of fast-spiking interneurons is critical
to maintain balanced firing between direct and in-
direct pathway neurons of the striatum. J Neuro-
physiol. 2014. 111 (4): 836—48.
https://doi.org/10.1152/jn.00382.2013

Daw N.D. Are we of two minds? Nat Neurosci. 2018.
21 (11): 1497—1499.
https://doi.org/10.1038/s41593-018-0258-2

Desmurget M., Turner R.S. Motor sequences and the
basal ganglia: kinematics, not habits. J Neurosci.
2010. 30 (22): 7685—90.
https://doi.org/10.1523/INEUROSCI.0163-10.2010

Dhawale A.K., Miyamoto Y.R., Smith M.A., Olveczky B.P.
Adaptive Regulation of Motor Variability. Curr
Biol. 2019. 29 (21): 3551—3562.¢7.
https://doi.org/10.1016/j.cub.2019.08.052

Diao Z., Yao L., Cheng Q., Wu M., Di Y., Qian Z., Wei C.,
Liu Y., Tian Y., Ren W, Involvement of Midbrain
Dopamine Neuron Activity in Negative Rein-
forcement Learning in Mice. Mol Neurobiol.
2021. 58 (11): 5667—5681.
https://doi.org/10.1007/s12035-021-02515-6

Dickinson A. Actions and habits: the development of
behavioural autonomy Philosophical Transactions
of the Royal Society of London. Series B, Biolog-
icalSciences. 1985. 308 (1135): 67—78.

Dodson P.D., Dreyer J.K., Jennings K.A., Syed E.C.,
Wade-Martins R., Cragg S.J., Bolam J.P,
Magill P.J. Representation of spontaneous move-
ment by dopaminergic neurons is cell-type selec-
tive and disrupted in parkinsonism. Proceedings of
the National Academy of Sciences. 2016. 113 (15).
P. E2180—E2188.
https://doi.org/10.1073/pnas.1515941113

Dudman J.T., Krakauer J.W. The basal ganglia: from
motor commands to the control of vigor. Curr
Opin Neurobiol. 2016. 37: 158—166.
https://doi.org/10.1016/j.conb.2016.02.005

Durieux P.E, Schiffmann S.N., de Kerchove d’Exaerde A.
Differential regulation of motor control and re-
sponse to dopaminergic drugs by D1R and D2R
neurons in distinct dorsal striatum subregions.
EMBO J. 2012. 31 (3): 640—653.
https://doi.org/10.1038 /embo;j.2011.400

Ne 2

TOM 72 2022



POJIb CTPUATYMA B IBUTATEJIbHOM HAYYEHUU 181

Edlow B.L., Haynes R.L., Takahashi E., Klein J.P,
Cummings P, Benner T., Greer D.M., Greenberg S.M.,
Wu O., Kinney H.C., Folkerth R.D. Disconnection
of the ascending arousal system in traumatic co-
ma. J Neuropathol Exp Neurol. 2013. 72 (6):
505-23.
https://doi.org/10.1097/NEN.0b013e3182945bf6

Engelhard B., Finkelstein J., Cox J., Fleming W., Jang H.J.,
Ornelas S., Koay S.A., Thiberge S.Y., Daw N.D.,
Tank D.W., Witten I.B. Specialized coding of sen-
sory, motor and cognitive variables in VTA dopa-
mine neurons. Nature. 2019. 570 (7762): 509—513.
https://doi.org/10.1038 /s41586-019-1261-9

Eshel N., Tian J., Bukwich M., Uchida N. Dopamine
neurons share common response function for re-
ward prediction error. Nat Neurosci. 2016. 19 (3):
479—-86.
https://doi.org/10.1038 /nn.4239

Evans R.C., Twedell E.L., Zhu M., Ascencio J., Zhang R.,
Khalig Z.M. Functional Dissection of Basal Gan-
glia Inhibitory Inputs onto Substantia Nigra Do-
paminergic Neurons. Cell Rep. 2020. 32 (11):
108156.
https://doi.org/10.1016/j.celrep.2020.108156

Flagel S.B., Clark J.J., Robinson T.E., Mayo L., Czuj A.,
Willuhn 1., Akers C.A., Clinton S.M., Phillips P.E.,
Akil H. A selective role for dopamine in stimulus-
reward learning. Nature. 2011. 469 (7328): 53—7.
https://doi.org/10.1038 /nature09588

Galaj E., Ranaldi R. Neurobiology of reward-related
learning. Neurosci Biobehav Rev. 2021. 124: 224—
234,
https://doi.org/10.1016/j.neubiorev.2021.02.007

Garr E., Delamater A.R. Exploring the relationship be-
tween actions, habits, and automaticity in an ac-
tion sequence task. Learn Mem. 2019. 26 (4): 128—
132.
https://doi.org/10.1101/Im.048645.118

Garr E., Delamater A.R. Chemogenetic inhibition in
the dorsal striatum reveals regional specificity of
direct and indirect pathway control of action se-
quencing. Neurobiol Learn Mem. 2020. 169:
107169.
https://doi.org/10.1016/j.nlm.2020.107169

Geddes C.E., Li H., Jin X. Optogenetic Editing Reveals
the Hierarchical Organization of Learned Action
Sequences. Cell. 2018. 174 (1): 32—43.¢el5.
https://doi.org/10.1016/j.cell.2018.06.012

Gerfen C.R., Surmeier D.J. Modulation of striatal pro-
jection systems by dopamine. Annual review of
neuroscience. 2011. 34: 441—466.

Goodman J., Packard M.G. There Is More Than One
Kind of Extinction Learning. Front Syst Neurosci.
2019. 13: 16.
https://doi.org/10.3389/fnsys.2019.00016

Graybiel A. M. Habits, rituals, and the evaluative brain.
Annu Rev Neurosci. 2008. 31: 359—87.
https://doi.org/10.1146/annurev.neuro.29.051605.112851

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

Graybiel A.M., Grafton S.T. The striatum: where skills
and habits meet. Cold Spring Harb Perspect Biol.
2015. 7 (8): a021691.
https://doi.org/10.1101/cshperspect.a021691

Hamid A.A., Pettibone J.R., Mabrouk O.S., Hetrick V.L.,
Schmidt R., Vander Weele C.M., Kennedy R.T.,
Aragona B.J., Berke J.D. Mesolimbic dopamine
signals the value of work. Nat Neurosci. 2016. 19
(1): 117-26.
https://doi.org/10.1038 /nn.4173

Hamid A.A., Frank M.J., Moore C.I. Wave-like dopa-
mine dynamics as a mechanism for spatiotemporal
credit assignment. Cell. 2021. 184 (10): 2733—
2749 e16.
https://doi.org/10.1016/j.cell.2021.03.046

Hammond L.J. The effect of contingency upon the ap-
petitive conditioning of free-operant behavior. J
Exp Anal Behav. 1980. 34 (3): 297—304.
https://doi.org/10.1901/jeab.1980.34-297

Hardwick R.M., Forrence A.D., Krakauer J.W.,
Haith A.M. Time-dependent competition be-
tween goal-directed and habitual response prepa-
ration. Nat Hum Behav. 2019. 3 (12): 1252—1262.
https://doi.org/10.1038/s41562-019-0725-0

Hartmann C., Lazar A., Nessler B., Triesch J. Where’s
the Noise? Key Features of Spontaneous Activity
and Neural Variability Arise through Learningin a
Deterministic Network. PLoS Comput Biol. 2015.
11 (12): €1004640.
https://doi.org/10.1371 /journal.pcbi.1004640

Hawes S.L., Evans R.C., Unruh B.A., Benkert E.FE.,
Gillani F., Dumas T.C., Blackwell K. T. Multimodal
Plasticity in Dorsal Striatum While Learning a
Lateralized Navigation Task. J Neurosci. 2015. 35
(29): 10535—49.
https://doi.org/10.1523/INEUROSCI.4415-14.2015

Hernandez L.F., Obeso 1., Costa R.M., Redgrave P,
Obeso J.A. Dopaminergic Vulnerability in Parkin-
son Disease: The Cost of Humans’ Habitual Per-
formance. Trends Neurosci. 2019. 42 (6): 375—
383.
https://doi.org/10.1016/j.tins.2019.03.007

Hikosaka O., Takikawa Y., Kawagoe R. Role of the bas-
al ganglia in the control of purposive saccadic eye
movements. Physiol Rev. 2000. 80: 953—978.

Hikosaka O., Kim H.F., Amita H., Yasuda M., Isoda M.,
Tachibana Y., Yoshida A. Direct and indirect path-
ways for choosing objects and actions. Eur J Neu-
rosci. 2019. 49 (5): 637—645.
https://doi.org/10.1111/ejn.13876

Hikosaka O., Yasuda M., Nakamura K., Isoda M.,
Kim H.F, Terao Y., Amita H., Maeda K. Multiple
neuronal circuits for variable object-action choic-
es based on short- and long-term memories. Proc
Natl Acad Sci U S A. 2019. 116 (52): 26313—20.
https://doi.org/10.1073/pnas.1902283116

Hintiryan H., Foster N.N., Bowman 1., Bay M., Song M.Y.,
Gou L., Yamashita S., Bienkowski M.S., Zingg B.,

Ne2 2022



182 NBJIIMEBA

Zhu M., Yang X. W., Shih J.C., Toga A.W., Dong H.-W.
The mouse cortico-striatal projectome. Nat Neu-
rosci. 2016. 19 (8): 1100—1114.
https://doi.org/10.1038/nn.4332

Hormigo S., Zhou J., Chabbert D., Shanmugasundaram B.,
Castro-Alamancos M.A. Basal Ganglia Output Has
a Permissive Non-Driving Role in a Signaled Lo-
comotor Action Mediated by the Midbrain. J
Neurosci. 2021. 41 (7): 1529—1552.
https://doi.org/10.1523/INEUROSCI.1067-20.2020

Howard C.D., Li H., Geddes C.E., Jin X. Dynamic Ni-
grostriatal Dopamine Biases Action Selection.
Neuron. 2017. 93 (6): 1436—1450.e8.
https://doi.org/10.1016/j.neuron.2017.02.029

Howe M.W., Tierney P.L., Sandberg S.G., Phillips P.E.,
Graybiel A.M. Prolonged dopamine signalling in
striatum signals proximity and value of distant re-
wards. Nature. 2013. 500 (7464): 575—579.
https://doi.org/10.1038 /nature 12475

Howe M.W., Dombeck D.A. Rapid signalling in distinct
dopaminergic axons during locomotion and re-
ward. Nature. 2016. 535 (7613): 505—510.
https://doi.org/10.1038 /nature 18942

Hughes R.N., Bakhurin K.1., Petter E.A., Watson G.D.R.,
Kim N., Friedman A.D., Yin H.H. Ventral Tegmen-
tal Dopamine Neurons Control the Impulse Vec-
tor during Motivated Behavior. Curr Biol. 2020. 30
(14): 2681—-2694.¢5.
https://doi.org/10.1016/j.cub.2020.05.003

Isomura Y., Takekawa T., Harukuni R., Handa T,
Aizawa H., Takada M., Fukai T. Reward-modulat-
ed motor information in identified striatum neu-
rons. J Neurosci. 2013. 33 (25): 10209-20.
https://doi.org/10.1523/INEUROSCI.0381-13.2013

IWvlieva N.Y., Timofeeva N.O., Iviiev D.A. The Dopa-
mine Impels Us to Action as Suggested by the
Neuronal Activity in the Ventral Tegmental Area
during Avoidance Conditioning. The Russian
Journal of Cognitive Science. 2014. 1 (1-2): 54—64.

Jenrette T.A., Logue J.B., Horner K. A. Lesions of the
Patch Compartment of Dorsolateral Striatum
Disrupt Stimulus-Response Learning. Neurosci-
ence. 2019. 415: 161—-172.
https://doi.org/10.1016 /j.neuroscience.2019.07.033

Jin X., Costa R.M. Start/stop signals emerge in ni-
grostriatal circuits during sequence learning. Na-
ture. 2010.466: 457—462.
https://doi.org/10.1038 /nature09263

Jin X., Tecuapetla F., Costa R.M. Basal ganglia subcir-
cuits distinctively encode the parsing and concat-
enation of action sequences. Nat Neurosci. 2014.
17 (3): 423-30.
https://doi.org/10.1038/nn.3632

Kato S., Fukabori R., Nishizawa K., Okada K., Yoshio-
ka N., Sugawara M., Maejima Y., Shimomura K.,
Okamoto M., Eifuku S., Kobayashi K. Action Se-
lection and Flexible Switching Controlled by the
Intralaminar Thalamic Neurons. Cell Rep. 2018.

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

22 (9): 2370—2382.
https://doi.org/10.1016/j.celrep.2018.02.016

Kent K., Deng Q., McNeill T. H. Unilateral skill acqui-
sition induces bilateral NMDA receptor subunit
composition shifts in the rat sensorimotor stria-
tum. Brain Res. 2013. 1517: 77—86.
https://doi.org/10.1016/j.brainres.2013.04.021

Kim H.F., Ghazizadeh A., Hikosaka O. Separate groups
of dopamine neurons innervate caudate head and
tail encoding flexible and stable value memories.
Front. Neuroanat. 2014. 8. 120.
https://doi.org/10.3389/fnana.2014.00120

Kim H.F, Ghazizadeh A., Hikosaka O. Dopamine
Neurons Encoding Long-Term Memory of Object
Value for Habitual Behavior. Cell. 2015. 163 (5):
1165—1175.
https://doi.org/10.1016/j.cell.2015.10.063

Kim H.F, Hikosaka O. Parallel basal ganglia circuits
for voluntary and automatic behaviour to reach re-
wards. Brain. 2015. 138 (Pt 7): 1776—800.
https://doi.org/10.1093 /brain/awv134

Kim H.F, Amita H., Hikosaka O. Indirect Pathway of
Caudal Basal Ganglia for Rejection of Valueless
Visual Objects. Neuron. 2017. 94 (4): 920—930.e3.
https://doi.org/10.1016/j.neuron.2017.04.033

Klugah-Brown B., Di X., Zweerings J., Mathiak K.,
Becker B., Biswal B. Common and separable neu-
ral alterations in substance use disorders: A coor-
dinate-based meta-analyses of functional neuro-
imaging studies in humans. Hum Brain Mapp.
2020. 41 (16): 4459—44717.
https://doi.org/10.1002/hbm.25085

Knowlton B.J., Patterson T.K. Habit Formation and the
Striatum. Curr Top Behav Neurosci. 2018. 37:
275-295.
https://doi.org/10.1007/7854 _2016_451

Krakauer J.W., Ghilardi M.F, Ghez C. Independent
learning of internal models for kinematic and dy-
namic control of reaching. Nat Neurosci. 1999. 2
(11): 1026—31.
https://doi.org/10.1038/14826

Krakauer J.W., Hadjiosif A.M., Xu J., Wong A.L.,
Haith A.M. Motor Learning. Compr Physiol.
2019. 9 (2): 613—663.
https://doi.org/10.1002/cphy.c170043

Kravitz A.V., Tye L.D., Kreitzer A.C. Distinct roles for
direct and indirect pathway striatal neurons in re-
inforcement. Nat Neurosci. 2012. 15(6): 816-8.
https://doi.org/10.1038 /nn.3100

Kunimatsu J., Yamamoto S., Maeda K., Hikosaka O.
Environment-based object values learned by lo-
cal network in the striatum tail. Proc Natl Acad
Sci U S A. 2021. 118 (4): €2013623118.
https://doi.org/10.1073/pnas.2013623118

Kupferschmidt D.A., Juczewski K., Cui G., Johnson KA.,
Lovinger D.M. Parallel, but Dissociable, Process-
ing in Discrete Corticostriatal Inputs Encodes

Ne 2

TOM 72 2022



POJIb CTPUATYMA B IBUTATEJIbHOM HAYYEHUU 183

Skill Learning. Neuron. 2017. 96 (2): 476—489.e5.
https://doi.org/10.1016/j.neuron.2017.09.040

Kutlu M.G., Zachry J.E., Melugin P.R., Cajigas S.A.,
Chevee M .F,, Kelly S.J., Kutlu B., Tian L., Sicilia-
no C.A., Calipari E.S. Dopamine release in the nu-
cleus accumbens core signals perceived saliency.
Curr Biol. 2021.31 (21): 4748—4761.e8.
https://doi.org/10.1016/j.cub.2021.08.052

Kwak S., Jung M.W. Distinct roles of striatal direct and
indirect pathways in value-based decision making.
Elife. 2019. 8: e46050.
https://doi.org/10.7554/¢Life.46050

Laurent M., De Backer J.F,, Rial D., Schiffmann S.N.,
de Kerchove d’Exaerde A. Bidirectional Control of
Reversal in a Dual Action Task by Direct and In-
direct Pathway Activation in the Dorsolateral Stri-
atum in Mice. Front Behav Neurosci. 2017. 11: 256.
https://doi.org/10.3389/fnbeh.2017.00256

Lee R.S., Mattar M.G., Parker N.F, Witten I.B., Daw N.D.
Reward prediction error does not explain move-
ment selectivity in DMS-projecting dopamine
neurons. Elife. 2019. 8: €42992.
https://doi.org/10.7554/eLife.42992

Lee K., Claar L.D., Hachisuka A., Bakhurin K 1.,
Nguyen J., Trott J.M., Gill J.L., Masmanidis S.C.
Temporally restricted dopaminergic control of re-
ward-conditioned movements. Nat Neurosci.
2020. 23 (2): 209-216.
https://doi.org/10.1038/s41593-019-0567-0

Lee S.J., Lodder B., Chen Y., Patriarchi T., Tian L.,
Sabatini B.L. Cell-type-specific asynchronous
modulation of PKA by dopamine in learning. Na-
ture. 2021. 590 (7846): 451—456.
https://doi.org/10.1038/s41586-020-03050-5

Lemke S.M., Ramanathan D.S., Guo L., Won S.J.,
Ganguly K. Emergent modular neural control
drives coordinated motor actions. Nat Neurosci.
2019. 22 (7): 1122—1131.
https://doi.org/10.1038/s41593-019-0407-2

Lemos J.C., Friend D.M., Kaplan A.R., Shin J.H., Ru-
binstein M., Kravitz A.V., Alvarez V.A. Enhanced
GABA Transmission Drives Bradykinesia Follow-
ing Loss of Dopamine D2 Receptor Signaling.
Neuron. 2016. 90 (4): 824—838.
https://doi.org/10.1016/j.neuron.2016.04.040

Lipton D.M., Gonzales B.J., Citri A. Dorsal Striatal
Circuits for Habits, Compulsions and Addictions.
Front Syst Neurosci. 2019. 13: 28.
https://doi.org/10.3389/fnsys.2019.00028

Lopez-Huerta V.G., Denton J.A., Nakano Y., Jaidar O.,
Garcia-Munoz M., Arbuthnott G. W, Striatal bilater-
al control of skilled forelimb movement. Cell Rep.
2021. 34 (3): 108651.
https://doi.org/10.1016/j.celrep.2020.108651

Malvaez M. Neural substrates of habit. J Neurosci Res.
2020. 98 (6): 986—997.
https://doi.org/10.1002/jnr.24552

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

Martiros N., Burgess A.A., Graybiel A.M. Inversely Ac-
tive Striatal Projection Neurons and Interneurons
Selectively Delimit Useful Behavioral Sequences.
Curr Biol. 2018. 28 (4): 560—573.e5.
https://doi.org/10.1016/j.cub.2018.01.031

Matamales M., McGovern A.E., Mi J.D., Mazzone S.B.,
Balleine B.W., Bertran-Gonzalez J. Local D2- to
D1-neuron transmodulation updates goal-direct-
ed learning in the striatum. Science. 2020. 367
(6477): 549-—-555.
https://doi.org/10.1126/science.aaz5751

Matsumoto M., Hikosaka O. Two types of dopamine
neuron distinctly convey positive and negative
motivational signals. Nature. 2009. 459: 837—841.
https://doi.org/10.1038 /nature08028

Mawase FE, Uehara S., Bastian A.J., Celnik P. Motor
Learning Enhances Use-Dependent Plasticity. J
Neurosci. 2017. 37 (10): 2673—2685.
https://doi.org/10.1523/INEUROSCI.3303-16.2017

Menegas W., Akiti K., Amo R., Uchida N., Watabe-
Uchida M. Dopamine neurons projecting to the
posterior striatum reinforce avoidance of threaten-
ing stimuli. Nat Neurosci. 2018. 21 (10): 1421—
1430.
https://doi.org/10.1038/s41593-018-0222-1

Mohebi A., Pettibone J.R., Hamid A.A., Wong J.T., Vin-
son L.T., Patriarchi T., Tian L., Kennedy R.T,
Berke J.D. Dissociable dopamine dynamics for
learning and motivation. Nature. 2019. 570 (7759):
65—70.
https://doi.org/10.1038 /s41586-019-1235-y

Nadel J.A., Pawelko S.S., Copes-Finke D., Neidhart M.,
Howard C.D. Lesion of striatal patches disrupts
habitual behaviors and increases behavioral vari-
ability. PLoS One. 2020. 15 (1): e0224715.
https://doi.org/10.1371 /journal.pone.0224715

Nakamura T., Nagata M., Yagi T., Graybiel A.M., Ya-
mamori T., Kitsukawa T. Learning new sequential
stepping patterns requires striatal plasticity during
the earliest phase of acquisition. Eur J Neurosci.
2017. 45(7): 901-911.
https://doi.org/10.1111/ejn.13537

Nakayama H., Ibariez-Tallon I., Heintz N. Cell-Type-
Specific Contributions of Medial Prefrontal Neu-
rons to Flexible Behaviors. J Neurosci. 2018. 38
(19): 4490—4504.
https://doi.org/10.1523/INEUROSCI.3537-17.2018

Nisanov R., Schelbaum E., Morris D., Ranaldi R.
CaMKII antagonism in the ventral tegmental area
impairs acquisition of conditioned approach
learning in rats. Neurobiol Learn Mem. 2020. 175:
107299.
https://doi.org/10.1016/j.nlm.2020.107299

Nonomura S., Nishizawa K., Sakai Y., Kawaguchi Y.,
Kato S., Uchigashima M., Watanabe M., Yamanaka K.,
Enomoto K., Chiken S., Sano H., Soma S., Yoshida J.,
Samejima K., Ogawa M., Kobayashi K., Nambu A.,
Isomura Y., Kimura M. Monitoring and Updating

Ne2 2022



184 NBJIIMEBA

of Action Selection for Goal-Directed Behavior
through the Striatal Direct and Indirect Pathways.
Neuron. 2018. 99 (6): 1302—1314.e5.
https://doi.org/10.1016/j.neuron.2018.08.002

Oldenburg 1.A., Sabatini B.L. Antagonistic but Not
Symmetric Regulation of Primary Motor Cortex
by Basal Ganglia Direct and Indirect Pathways.
Neuron. 2015. 86 (5): 1174—81.
https://doi.org/10.1016/j.neuron.2015.05.008

O’Hare J.K., Ade K K., Sukharnikova T., Van Hooser S.D.,
Palmeri M. L., Yin H.H., Calakos N. Pathway-Spe-
cific Striatal Substrates for Habitual Behavior.
Neuron. 2016. 89 (3): 472—9.
https://doi.org/10.1016/j.neuron.2015.12.032

Oleson E.B., Gentry R.N., Chioma V.C., Cheer J.F.
Subsecond dopamine release in the nucleus ac-
cumbens predicts conditioned punishment and its
successful avoidance. J Neurosci. 2012. 32 (42):
14804-8.
https://doi.org/10.1523/JINEUROSCI.3087-12.2012

Owesson-White C., Belle A.M., Herr N.R., Peele J.L.,
Gowrishankar P, Carelli R.M., Wightman R.M.
Cue-Evoked Dopamine Release Rapidly Modu-
lates D2 Neurons in the Nucleus Accumbens
During Motivated Behavior. J Neurosci. 2016. 36
(22): 6011-21.
https://doi.org/10.1523/JNEUROSCI.0393-16.2016

Packard M.G., McGaugh J.L. Inactivation of hippo-
campus or caudate nucleus with lidocaine differ-
entially affects expression of place and response
learning. Neurobiol Learn Mem. 1996. 65: 65—72.
https://doi.org/10.1006/nlme.1996.0007

Parker N.F, Cameron C.M., Taliaferro J.P, Lee J.,
Choi J.Y., Davidson T.J., Daw N.D., Witten 1.B.
Reward and choice encoding in terminals of mid-
brain dopamine neurons depends on striatal tar-
get. Nat Neurosci. 2016. 19 (6): 845—54.
https://doi.org/10.1038 /nn.4287

Parker J.G., Marshall J.D., Ahanonu B., Wu Y.W.,
Kim T.H., Grewe B.F,, Zhang Y., Li J.Z., Ding J.B.,
Ehlers M.D., Schnitzer M.J. Diametric neural en-
semble dynamics in parkinsonian and dyskinetic
states. Nature. 2018. 557 (7704): 177—182.
https://doi.org/10.1038/s41586-018-0090-6

Pasquereau B., Turner R.S. Dopamine neurons en-
code errors in predicting movement trigger occur-
rence. Journal of neurophysiology. 2014. 113 (4):
1110—1123.

Peak J., Hart G., Balleine B.W. From learning to ac-
tion: the integration of dorsal striatal input and
output pathways in instrumental conditioning.
Eur J Neurosci. 2019. 49 (5): 658—671.
https://doi.org/10.1111/ejn.13964

Pinsard B., Boutin A., Gabitov E., Lungu O., Benali H.,
Doyon J. Consolidation alters motor sequence-
specific distributed representations. Elife. 2019. 8:
€39324.
https://doi.org/10.7554 /eLife.39324

KYPHAJI BEICHIEVM HEPBHOW OEATEJIBHOCTU

Poulin J.F, Caronia G., Hofer C., Cui Q., Helm B., Ra-
makrishnan C., Chan C.S., Dombeck D.A., Deisse-
roth K., Awatramani R. Mapping projections of
molecularly defined dopamine neuron subtypes
using intersectional genetic approaches. Nat Neu-
rosci. 2018. 21 (9): 1260—1271.
https://doi.org/10.1038/s41593-018-0203-4

Reig R., Silberberg G. Multisensory integration in the
mouse striatum. Neuron. 2014 Sep 3; 83 (5):
1200—12.
https://doi.org/10.1016/j.neuron.2014.07.033

Richfield E.K., Penney J.B., Young A. B. Anatomical
and affinity state comparisons between dopamine
D1 and D2 receptors in the rat central nervous sys-
tem. Neuroscience. 1989. 30 (3): 767—777.

Rothwell PE., Hayton S.J., Sun G.L., Fuccillo M.V,
Lim B.K., Malenka R.C. Input- and Output-Spe-
cific Regulation of Serial Order Performance by
Corticostriatal Circuits. Neuron. 2015. 88 (2):
345-56.
https://doi.org/10.1016/j.neuron.2015.09.035

Rueda-Orozco P.E., Robbe D. The striatum multiplex-
es contextual and kinematic information to con-
strain motor habits execution. Nat Neurosci. 2015.
18 (3): 453—60.
https://doi.org/10.1038/nn.3924

Sales-Carbonell C., Taouali W., Khalki L., Pasquet M.O.,
Petit L.F., Moreau T., Rueda-Orozco P.E., Robbe D.
No Discrete Start/Stop Signals in the Dorsal Stri-
atum of Mice Performing a Learned Action. Curr
Biol. 2018. 28 (19): 3044—3055.e5.
https://doi.org/10.1016/j.cub.2018.07.038

Saund J., Dautan D., Rostron C., Urcelay G.P., Gerd-
Jikov T.V. Thalamic inputs to dorsomedial striatum
are involved in inhibitory control: evidence from
the five-choice serial reaction time task in rats.
Psychopharmacology (Berl). 2017. 234 (16):
2399-2407.
https://doi.org/10.1007/s00213-017-4627-4

Saunders B.T., Richard J.M., Margolis E.B., Janak P.H.
Dopamine neurons create Pavlovian conditioned
stimuli with circuit-defined motivational proper-
ties. Nat Neurosci. 2018. 21 (8): 1072—1083.
https://doi.org/10.1038/s41593-018-0191-4

Schiff N.D., Giacino J.T., Kalmar K., Victor J.D., Baker K.,
Gerber M., Fritz B., Eisenberg B., Biondi T., O’Con-
nor J., Kobylarz E.J., Farris S., Machado A., Mc-
Cagg C., Plum FE, Fins J.J., Rezai A.R. Behavioural
improvements with thalamic stimulation after se-
vere traumatic brain injury. Nature. 2007. 448
(7153): 600—3.
https://doi.org/10.1038 /nature06041

Schreiner D.C., Renteria R., Gremel C.M. Fractionat-
ing the all-or-nothing definition of goal-directed
and habitual decision-making. J Neurosci Res.
2020. 98 (6): 998—1006.
https://doi.org/10.1002/jnr.24545

Ne 2

TOM 72 2022



POJIb CTPUATYMA B IBUTATEJIbHOM HAYYEHUU 185

Schultz W., Ruffieux A., Aebischer P. The activity of
pars compacta neurons of the monkey substantia
nigra in relation to motor activation. Exp Brain
Res. 1983. 51: 377—387.

Schultz W. Updating dopamine reward signals. Cur-
rent opinion in neurobiology. 2013. 23 (2): 229—
238.

Shan Q., Ge M., Christie M.J., Balleine B.W, The ac-
quisition of goal-directed actions generates oppos-
ing plasticity in direct and indirect pathways in
dorsomedial striatum. J Neurosci. 2014. 34: 9196—
9201.

Shen W., Flajolet M., Greengard P., Surmeier D. J. Di-
chotomous dopaminergic control of striatal syn-
aptic plasticity. Science. 2008. 321 (5890): 848—
851.
https://doi.org/10.1126/science.1160575

Sheng M.J., Lu D., Shen Z. M., Poo M.M. Emergence
of stable striatal D1R and D2R neuronal ensem-
bles with distinct firing sequence during motor
learning. Proc Natl Acad Sci U S A. 2019. 116 (22):
11038—11047.
https://doi.org/10.1073/pnas.1901712116

Shin J.H., Kim D., Jung M.W. Differential coding of
reward and movement information in the dorso-
medial striatal direct and indirect pathways. Nat
Commun. 2018. 9(1):404.
https://doi.org/10.1038/s41467-017-02817-1

ShinJ.H., Song M., Paik S.B., Jung M.W, Spatial orga-
nization of functional clusters representing reward
and movement information in the striatal direct
and indirect pathways. Proc Natl Acad Sci U S A.
2020. 117 (43): 27004—27015.
https://doi.org/10.1073/pnas.2010361117

Sigurdsson H.P., Jackson S.R., Kim S., Dyke K., Jack-
son G.M. A feasibility study for somatomotor cor-
tical mapping in Tourette syndrome using neuro-
navigated transcranial magnetic stimulation. Cor-
tex. 2020. 129: 175—187.
https://doi.org/10.1016/j.cortex.2020.04.014

da Silva J.A. Tecuapetla F., Paixdo V., Costa R.M. Do-
pamine neuron activity before action initiation
gates and invigorates future movements. Nature.
2018. 554 (7691): 244—248.
https://doi.org/10.1038 /nature25457

Simmons D.V., Higgs M.H., Lebby S., Wilson C.J. Indi-
rect pathway control of firing rate and pattern in
the substantia nigra pars reticulata. J Neurophysi-
ol. 2020. 123 (2): 800—814.
https://doi.org/10.1152/jn.00678.2019

Sippy T., Lapray D., Crochet S., Petersen C.C. Cell-
Type-Specific Sensorimotor Processing in Striatal
Projection Neurons during Goal-Directed Behav-
ior. Neuron. 2015. 88 (2): 298—305.
https://doi.org/10.1016/j.neuron.2015.08.039

Smith K.S., Graybiel A.M. A dual operator view of ha-
bitual behavior reflecting cortical and striatal dy-

XYPHAJI BBICIIIEM HEPBHOWM JEATEIBHOCTU

TOM 72

namics. Neuron. 2013. 79 (2): 361—-74.
https://doi.org/10.1016/j.neuron.2013.05.038

Sommer W.H., Costa R.M., Hansson A.C. Dopamine
systems adaptation during acquisition and consol-
idation of a skill. Front Integr Neurosci. 2014. 8:
87.
https://doi.org/10.3389/fnint.2014.00087

Steinberg E.E., Keiflin R., Boivin J.R., Witten I.B., De-
isseroth K., Janak P.H. A causal link between pre-
diction errors, dopamine neurons and learning.
Nature neuroscience. 2013. 16 (7): 966—973.
https://doi.org/10.1038/nn.3413

Syed E.C., Grima L.L., Magill PJ., Bogacz R., Brown P,
Walton M.E. Action initiation shapes mesolimbic
dopamine encoding of future rewards. Nat Neuro-
sci. 2016. 19 (1): 34-36.
https://doi.org/10.1038 /nn.4187

Tecuapetla F., Jin X., Lima S.Q., Costa R.M. Comple-
mentary Contributions of Striatal Projection
Pathways to Action Initiation and Execution. Cell.
2016 Jul 28; 166 (3): 703—715.
https://doi.org/10.1016/j.cell.2016.06.032

Threlfell S., Lalic T., Platt N.J., Jennings K. A., Deisse-
roth K., Cragg S.J. Striatal dopamine release is
triggered by synchronized activity in cholinergic
interneurons. Neuron. 2012. 75 (1): 58—64.
https://doi.org/10.1016/j.neuron.2012.04.038

Thura D., Cisek P. The Basal Ganglia Do Not Select
Reach Targets but Control the Urgency of Com-
mitment. Neuron. 2017. 95 (5): 1160—1170.e5.
https://doi.org/10.1016/j.neuron.2017.07.039

Tye K.M., Mirzabekov J.J., Warden M.R., Ferenczi E.A.,
Tsai H.C., Finkelstein J., Kim S.Y., Adhikari A.,
Thompson K.R., Andalman A.S., Gunaydin L.A.,
Witten I.B., Deisseroth K. Dopamine neurons
modulate neural encoding and expression of de-
pression-related behavior. Nature. 2013. 493
(7433): 537—541.
https://doi.org/10.1038 /nature 11740

Ueda Y., Yamanaka K., Noritake A., Enomoto K., Mat-
sumoto N., Yamada H., Samejima K., Inokawa H.,
Hori Y., Nakamura K., Kimura M. Distinct Func-
tions of the Primate Putamen Direct and Indirect
Pathways in Adaptive Outcome-Based Action Se-
lection. Front Neuroanat. 2017. 11: 66.
https://doi.org/10.3389/fnana.2017.00066

Vandaele Y., Mahajan N.R., Ottenheimer D.J., Rich-
ard J.M., Mysore S.P., Janak P.H. Distinct recruit-
ment of dorsomedial and dorsolateral striatum
erodes with extended training. Elife. 2019. 8:
€49536.
https://doi.org/10.7554 /eLife.49536

Vicente A.M., Galvao-Ferreira P, Tecuapetla F., Costa R. M.
Direct and indirect dorsolateral striatum pathways
reinforce different action strategies. Curr Biol.
2016. 26 (7): R267—9.
https://doi.org/10.1016/j.cub.2016.02.036

Ne2 2022



186 NBJIIMEBA

Wang Y., Qin Y., Li H., Yao D., Sun B., Li Z., Li X.,
Dai Y., Wen C., Zhang L., Zhang C., Zhu T., Luo C.
The Modulation of Reward and Habit Systems by
Acupuncture in Adolescents with Internet Addic-
tion. Neural Plast. 2020 Mar 13; 2020: 7409417.
https://doi.org/10.1155/2020/7409417

Watabe-Uchida M., Eshel N., Uchida N. Neural Cir-
cuitry of Reward Prediction Error. Annu Rev
Neurosci. 2017. 40: 373—394.

Xiao L., Chattree G., Oscos FG., Cao M., Wanat M.J.,
Roberts T.F. A Basal Ganglia Circuit Sufficient to
Guide Birdsong Learning. Neuron. 2018 Apr 4; 98
(1): 208—221.e5.
https://doi.org/10.1016/j.neuron.2018.02.020

Xiao X., Deng H., Furlan A., Yang T., Zhang X., Hwang G.R.,
Tucciarone J., Wu P, He M., Palaniswamy R., Ra-
makrishnan C., Ritola K., Hantman A., Deisseroth K.,
Osten P, Huang Z.J., Li B. A Genetically Defined
Compartmentalized Striatal Direct Pathway for
Negative Reinforcement. Cell. 2020. 183 (1): 211—
227.e20.
https://doi.org/10.1016/j.cell.2020.08.032

Yagishita S., Hayashi-Takagi A., Ellis-Davies G.C.R.,
Urakubo H., Ishii S., Kasai H: A critical time win-
dow for dopamine actions on the structural plas-
ticity of dendritic spines. Science 2014. 345: 1616—
1620.

Yapo C., Nair A.G., Clement L., Castro L.R., Hellgren
Kotaleski J., Vincent P. Detection of phasic dopa-

mine by D1 and D2 striatal medium spiny neu-
rons. J Physiol. 2017. 595 (24): 7451—-7475.
https://doi.org/10.1113/JP274475

Yasuda M., Hikosaka O. Functional territories in pri-
mate substantia nigra pars reticulata separately sig-
naling stable and flexible values. J Neurophysiol.
2015. 113 (6): 1681—-96.
https://doi.org/10.1152/jn.00674.2014

Yin H.H., Knowlton B.J. The role of the basal ganglia
in habit formation. Nat Rev Neurosci. 2006 7 (6):
464-76.
https://doi.org/10.1038/nrn1919

Yin H.H., Mulcare S.P., Hildrio M.R., Clouse E., Hol-
loway T., Davis M.I., Hansson A.C., Lovinger D.M.,
Costa R.M. Dynamic reorganization of striatal cir-
cuits during the acquisition and consolidation of a
skill. Nat Neurosci. 2009. 12 (3): 333—41.
https://doi.org/10.1038 /nn.2261

Yttri E.A., Dudman J.T. Opponent and bidirectional
control of movement velocity in the basal ganglia.
Nature. 2016. 533 (7603): 402—6.
https://doi.org/10.1038 /nature17639

Yu X.,, Chen S., Shan Q. Depression in the Direct
Pathway of the Dorsomedial Striatum Permits the
Formation of Habitual Action. Cereb Cortex.
2021. bhab031.
https://doi.org/10.1093/cercor/bhab031

ROLE OF STRIATUM IN MOTOR LEARNING

N. Yu. Ivlieva®#

4Institute of Higher Nervous Activity and Neurophysiology of RAS, Moscow, Russia
#e-mail: nivliieva@mail.ru

The striatum plays an important role in motor learning; however, the mechanisms and specificity
of its participation in learning processes are unknown. Recently developed molecular genetic ap-
proaches have made it possible to take a closer look at the participation of neurons in the direct and
indirect pathways in various aspects of motor learning, and on the role of modulatory systems in
them. In this paper, we reviewed the bulk of data from animal studies. It is assumed that neurons of
the direct pathway play a key role in the formation and maintenance of movements frequently per-
formed in this context, up to participation in the mechanisms of their automation, and neurons of
the indirect pathway play a key role in the flexible involvement of certain movements in accordance
with a specific situation with the critical participation of the dopaminergic system in these process-
es. These effects of the activity of the two pathways are probably due to their complementary influ-

ence on the mechanisms of behavioral variability.

Keywords: striatum, learning, instrumental conditioning, habit, skill, basal ganglia, medium spiny
neurons, dopamine, substantia nigra, ventral tegmental area
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