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AnHomauus. B cTatbe peAAOKeH MeXaHM3M QYHKLMOHMPOBAHMS HEVPOHHOM
CeT, BKAIOYAIOIIell HOBYIO KOPY, 0a3aAbHbIe TAaHTAM, MO3>KEUOK M TAAAMYC.
MexaHK3M I03BOASIET OOBSACHUTD y4acTHe MO3)Ke4Ka B BBIMOAHEHUY 3aAa4,
ACCOLMMPOBABIINXCS C 0Q3aABHBIMU FAHTAMSIMU U HEOKOPTEKCOM.
Ha ¢yHKIMOHMpPOBaHME HEMIPOHOB B CETY BAUSIET AODaMIH, MOAYAV YOI
s dexTuBHOCTD cHanTHYeCKON nepepaunt. ChOpMYyAMPOBaHBI IpaBUAA
AAUTEABHON MoAdUKaLy 3PpHEeKTUBHOCTY CUHANITUYECKUX BXOAOB
K HeJIpOHaM MO3)Ke4Ka U LIUIMKOBBIM KAETKaM BXOAHOTO sIApa 0a3aAbHBIX
TaHIAJM€B — CTPMATYMa, KOTOPble OTAMYAIOTCS OT OOLIeNPUHATBHIX. V3 mpaBua
CAEAYeT, 4To akTUBaLysi A 1-peLenTopoB CriocoOCTBYET MHAYKLIMM AAUTEABHOM
MOTEHLALIMM B CMHATICAX, 00pa30BaHHBIX MIIMCTHIMU BOAOKHAMMY, HECYIIMU
CEHCOPHYI0 MHPOPMALMIO K KAETKaM-3epHaM KOPbI MO3)KeuKa 1 HellpOHaM
rAyOOKMX sIA€P MO3)XKeuKa (IIpM YCAOBMM MX MHTMOMPOBAHUS CO CTOPOHBI
KAeToK IlypkuHbe). B pesyabrare ycuamuBaeTcs AMCHHANTHYeCKoe (depes
TaAaMIYeCKe SIAPA) BO30Y)KAEHIE KAETOK-MUILEHET MO3>KeuKa B HEOKOPTEKCE,
cTpuaTyMe 1 AOpaMUHEpruYecKUX CTPYKTYpax. YCUAEHMEe TaAaMO-CTPUATHOTO
BO30Y>KA€EHS, 2 TaKXKe aKTUBaLMst Al-peLenTopoB Ha CTPUMOHUIPAABHBIX
KAETKaX U A2-peLienTOpOB Ha CTPMOMAAAMAAPHBIX KAETKAX CIIOCOOCTBYIOT
MHAYKLIIM AAVTEABHOV TOTEHLMALIMY U AAUTEABHO AeTipeccuy 3 PeKTUBHOCTI
KOPTUKAAbHbBIX BXOAOB K 3TVM HelIPOHAM COOTBETCTBEHHO. BcaeACTBMe aTOTO
00AeryaeTcsi CMHeprMYHOe PacTOPMaXKMBaHKE 10 IPSIMOMY U HEIPSIMOMY
IyTU Yepe3 Oa3aAbHble TAHTAUM T€X TAAAMUYECKMX KAETOK U CBSA3aHHBIX
C HUMU HelIPOHOB HEOKOPTEKCA, KOTOPbIE MEPBOHAYAABHO OBIAU CUABHO
aKTUBUPOBAHbI CEHCOPHBIMU CcTUMYyAaMU. OAHOBPEMEHHO YCUAMBAETCS
VMHIMOMPOBAHME CO CTOPOHBI 0a3aAbHBIX TAHTAMEB aKTUBHOCTY OCTAABHBIX
HeJPOHOB TaAamyca 1 Kopbl. CXOAHBIM 00pa3oM QYHKLIMOHVPYIOT HEJIPOHHbIE
CeTU, KaKAasl U3 KOTOPBIX BKAIOYAeT TONorpaduyecKu CBsizaHHble 00AaCTU
HOBOJI KOPBI, TaAaMyca 1 0a3aAbHBIX raHTAMEB. II0CKOABKY KA€TKU-3€pHa,
KaK ¥ AoaMUHEPruyecKyie HEMPOHBI PEarnpyIoT Ha YCAOBHBIN CEHCOPHBIN
CUTHAA Y TOAKPETASIIOIINI CTUMYA, U3 IIPEeAAATaeMOro MeXaHM3Ma CAeAYeT,
YTO MO3)KE€YOK BMeCTe C 0a3aAbHBIMM FAHTAUSIMU MOXXET y4acTBOBAaThb
B (popMupOBaHUY ONIPEAEAEHHBIX MAaTTEPHOB HEMPOHHOI aKTMBHOCTHU
B 00AaCTSIX HEOKOPTEKCA, KOTOPbIE OIIPEAEASIIOT CEHCOPHOE BOCIIpUATHE
¥ BBIOOP AENCTBUSL

Karoueswote crosa: MO3>Ke4O0K, 6asaAbHbIE TaHTAUN, CUHAIITU4YeCKasAa
IIAAQCTUYHOCTD, AO(i)aM]/IH, Me)KHeI;IpOHHbIe CBA3U.
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Abstract. The article describes a mechanism of functioning of the neural
network that includes the neocortex, basal ganglia, cerebellum, and thalamus.
This mechanism explains the role of the cerebellum in the performance
of tasks previously associated with the basal ganglia and neocortex. Rules for
long-term modifications of the efficacy of synaptic inputs to cerebellar neurons
and spiny cells of the striatum, an input nucleus of the basal ganglia, have
been formulated. These rules differ from those generally accepted. It follows
from the proposed modulation rules that the activation of D1 receptors
promotes the induction of LTP in synapses formed by mossy fibers carrying
sensory information to cerebellar granule cells as well as neurons of the deep
cerebellar nuclei (providing that they are inhibited by Purkinje cells).
This results in the enhanced disynaptic (through the thalamic nuclei) excitation
of the cerebellum target cells in the neocortex, striatum and dopaminergic
structures. An increase in thalamo-striatal excitation, as well as the activation
of D1 receptors on striatonigral cells and D2 receptors on striatopallidal cells,
promotes the induction of LTP and LTD of the efficacy of cortical inputs to
these neurons, respectively. As a consequence, synergistic disinhibition via
the direct and indirect pathways through the basal ganglia is facilitated for
those thalamic cells and associated neocortical neurons that were initially
strongly activated by sensory stimuli. Simultaneously, the inhibition of the
activity of remaining thalamic and neocortical neurons by the basal ganglia
must be increased. The mechanism of functioning is similar for diverse
the neuronal networks, each of which includes topographically connected
areas of the neocortex, thalamus and basal ganglia. Since cerebellar granule
cells as well as dopaminergic neurons respond to a conditioned sensory signal
and reinforcing stimulus, it follows from the proposed mechanism that the
cerebellum, together with the basal ganglia, may form the patterns of neuronal
activity in neocortical areas determining sensory perception and choice of
action.

Keywords: cerebellum, basal ganglia, synaptic plasticity, dopamine, interneuronal
connections.

(BI' AU MO3>KEYOK) BBIITOAHSIET OMPEAEAEHHbIE
byHKMK. B KaXXA011 13 3TUX CTPYKTYP hopMupo-

CoBpeMeHHbIE KICCAEAOBAHMSI TIOKA3aAHU, YTO
MO3)Xe4YOK aKTUBMPYETCS IIPY BHIIIOAHEHUY 3aAQY,
KOTOpBIE aCCOLIMMPOBAAM C YHaCTHEM TOABKO 0a-
3aapHbIX raHrAues (BI), n HaobopoT (Bostan, Strick
2018). AKTMBHOCTb HEIPOHOB OIpPeAEAEHHBIX
y4yacTkoB BI' 60AbIIe KOppeAMpyeT C KOTHUTYBHBI-
MU U CEHCOPHBIMU QYHKUMSIMU, Y€M C MOTOPHOI
(Middleton, Strick 2000). [ToAaraoT, YTO B OCHOBE
3TUX 3P PEeKTOB AeKaT CBA3U MEXAY HelIpOHAMU
BbI' 1 MO3Xeuka, KOTOpbIe Yepe3 TaAaMyC OKa3blI-
BaIOT Ha HEOKOPTEKC B3aIMO3aBUCHMOE U AOTIOA-
Hsmomiee BAugHue (Bostan, Strick 2018). B yactHocTy,
MO3)XEYOK MO>KET BOBAEKATbCSI B HEMOTOPHbIE
byHKUMY 6AAroAapsl MOAMCUHANITUYECKUM PeLy-
MIPOKHBIM CBsI35M C pedpoHTarbHOIT Kopoit ([ThK)
(Heskje et al. 2020). I'Tpu aTOM Ka)kpas U3 CTPYKTYP
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BaHle BBIXOAHBIX CUTHAAOB, OIPEAEASIOLINX
BO3AEVICTBME Ha CTPYKTYPbI-MUIIEH!, 3aBUCUT
0T MOP(OAOTNYIECKOI, IAEKTPOPUNOAOTNYECKON
1 HEMPOXUMUYECKON OPraHM3aLuy 1 0COOEHHOCTEN
MAQCTUYECKUX ITePeCTPOEK CUHAITUIECKUX CBsI3eil
mexAy Herponamu (Silkis 2000; 2001). CoraacHo
COBpEMEHHBIM NPEACTABAEHMSIM, 3aBUCSILAS OT
AKTUBHOCTU MOAMPUKaLMs 3PPeKTUBHOCTY CU-
HAINITMYEeCKOM IlepeAauu B BUAE AAUTEABHON IIO-
renuuanuu (AIT) u pauteabHon penpeccun (AA)
B Pa3HbIX CTPYKTYpPax LIeHTPAAbHO HEPBHOW CH-
CTEMBI SIBASIETCSI OAHMM U3 MEXaHM3MOB 00y4eHus
(Grasselli, Hanse 2014).

IToaararoT, YTO KOMITAEKCHBIV XapaKTep y4acTyus
MO3)KeuKa B 00y4eHMM 3aBUCUT OT MOAMUKALINN
CUHAIICOB MEXAY Pa3AMYHBIMYU dA€MEHTaMMU 3TOM
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. I Curvkuc

cTpykTypsl (D’Angelo et al. 2016). VmeloTcst axc-
NepYMEHTaAbHbIE CBUAETEABCTBA MOAMUKALIMN
93¢ PeKTUBHOCTM CHHAINICOB MEXAY KAETKaAMU-
sepHamu (K3) u kaerkamu ITypkunbe (KIT) B kope
Mo3xeuka, Mexxay KIT 1 HeltpoHamM rAyOOKUX sIAEp
mo3sskeuka ([SIM), a Tak’ke CMHAINCOB, 0Opa3oBaH-
HBIX HECYIVIMU CEHCOPHYIO MH(OPMALIVIO MILIN-
cteiMu BoAoKHamu (MB) Ha K3 u Henmponax I'SIM
(D’Angelo et al. 2016). [TokasaHo, 4TO AASI MOTOP-
HOTro 00yYeHVsI KpUTUYHO SIBASIETCS TAQCTUYHOCTD
Ha B030yauTeapHOM Bxope MB-T'SIM (Bagnall,
du Lac 2006), a npu 3pUTeABHO-BECTUOYASIPHOM
00yueHNM HEOOXOAMMA MHAYKLIVSI AAUTEABHOM
noreHuanuu Bo3oyxaenus (AITB) Ha Bxopax
K K3 1 x KIT (Gao et al. 2012).

[Tpu oOyueHUM Cyl[eCTBEHHOE BAUSIHME Ha
(dYHKLVOHMPOBaHYEe HEMIPOHHBIX CETel, BKAIOYA-
IOLIVIX pa3Hble B3aMIMOCBSI3aHHbIE CTPYKTYPBI,
OKa3bIBaeT AO(QaMUH, BBIAEASIOIMIICS B OTBET Ha
YCAOBHBIII CUTHAA U Ha TIOAKPENAEHNe U CII0CO0-
CTBYIOLIUI AAUTEABHON MOAYASLMM 3D PeKTUB-
HOCTM CUHAINTUYECKOV mepepadyu. BausHue po-
¢damuHa Ha 00y4eHye I ABUTATEABHYIO aKTMBHOCTD
nccaepyercs: B ocHoBHOM Ha BbI. B 3apauy HacTos-
1jert paboThI BXOAMA aHAAM3 BO3MOKHBIX MEXaHU3-
MOB y4acTusi AOPaMUH-3aBUCHMOI MOAYASILIMN
3P PEeKTUBHOCTY CUHAIITUYECKO IIepeAau B PYHK-
LMOHMPOBaHMY HEMIPOHHO CeTH, BKAIOYAIOLIell He
TOABKO bI, HEOKOPTEKC 1 TaAAMYC, HO U MO3)KEUOK.

ITpu pelieHnM MOCTaBAEHHO 3aAaU¥ OBIAY VIC-
IIOAb30BaHbI PE3YABTATHI ITPEALIECTBYIOLIMX PAOOT.
BbIA mpepaAO’KeH MexaHN3M (PYHKLIMOHMPOBAHUS
HEIIPOHHOII ceTy MO3’Keuka, cocrosmien us K3,
KTT, nertponos I'IM u unrepneitponos (Silkis 2000).
BbiAu cpopMyAaMpoBaHbI paBuAa MOAVGUKALIMN
BO30YAUTEABHBIX 1 TOPMO3HBIX BXOAOB K HEMIpOHaM
Mo3keuka pasubix TuoB (Silkis 2000). BeiA mpea-
AOXKeH BO3MO>KHBIV MEXaHM3M y4acTUsi AopaMuHa
B QYHKLMIOHVMPOBaHUY ITAPAAAEABHBIX HEVIPOHHBIX
uerneit Kopa-bI-raaamyc-kopa (K-BI-T-K), BkAo-
yawmux pasHbie 0b6AacTu Heokoprekca, BI' u Ta-
AaMyca, KOTOpble BOBA€YEHBI B 00pabOTKY CEHCOP-
Holt uudopmauuu u Bei6op aBrkenns (Silkis 2001;
2007; 2015). B atux pabotax OpIAY UCIIOAB30BAHBI
chopMyAMpOBaHHbIE HAMY NTPaBMAA MOAVUKALIN
1 A0daMUH-3aBUCUMON MOAYASILIMM 3P PEKTUB-
HOCTY BO30YAUTEABHBIX BXOAOB 113 HEOKOPTEKCA
K IIMIIMKOBBIM HEPOHaM CTpuatyMma (BXOAHON
crpykrypsl BI') (Silkis 2001). Taxoxe 66141 cop-
MYAMPOBaHBI IIPaBYAQ MOAV(DUKALIMN VI MOAYASILIN
CUHAINITNYeCKMX BXOAOB K HEIIpOHaM HEOKOPTeKCa
u runmokamia (Silkis 1998; Sil’kis 2003). ITpaBuaa
MOAYAMPYIOLIEro BAUsIHMS AodaMuHa Ha addek-
TUBHOCTb BX0A0B K K3, KIT u Heriponam I'IM
chopMyAMpOBaHbI B HacTOseN pabore.

UnmeepamusHas gﬁusuwloeu,q, 2021, m. 2, Ne 2

Opranusanus Me>XHelpOHHBIX CBsA3€il B CeTH,
BKAIOYAIOLIEIl MO3)K€4YO0K, 0a3aAbHbIe FAHTAMM,
HEOKOPTEKC, TAAAMYC U A0paMMHepI1UYecKme

CTPYKTYPbI

Cxema opraHmsaluy Me)XHePOHHBIX CBs3€ll
B CeTU, BKAIOYAOLIel MO3)XeuoK, bI, Heokoprexkc,
TaAamyc 1 poopaMUHepruiecKye CTPYKTYPbL, IPeA-
CTaBA€HHas Ha pUCYHKe 1, cocTaBA€Ha Ha OCHOBa-
HUY U3BECTHBIX 9KCIIEPMMEHTAABHBIX AQHHBIX.
C 1eAbIo YIPOLIeHNSI B CXeMY He BKAIOYEHBI VH-
TEepHENPOHBI, HO CAEAYeT VMIMETb B BUAY, UTO UX
BKA2A B QYHKLMOHMPOBaHue Mo3Xeuyka u BI' s1B-
ASIeTCSI CYLIeCTBEHHBIM. MO3)KeUOK CBsI3aH C Heo-
koprekcom u BI' yepes Tasamyc (Bostan, Strick
2018). Heitponbl rAyOOKMX sIAEP MO3>KeuKa (Aare-
PaABHOTO, MEAVIAABHOTO Y MIHTEPIIO3UTYC) MHHED-
BUPYIOT TakKyue IpOeLMpYyIollinecs B pa3Hble
00AaCTM HOBOJI KOPBI SIAPa TaAaMyca, KaK MHTpa-
AaMVHApHOe, BEHTPOAATEPAABHOE, 3aAHee AaTe-
paAbHOe, BHyTpeHHee KoAeHuyaToe TeAo (Bohne et
al. 2019). Bo30y»xAeHue 13 HEOKOPTEKCa MOCTYIa-
€T B MO3)Xe4yoK uepes siapa MocTa (M), kyaa mpo-
eLVPYIOTCSI HeIPOHbI MOTOPHOM, IIEPBUYHOI CO-
MaTOCEHCOPHOIL, 3pUTEABHON M CAYXOBOJI 00AaCTe
kopsl (Glickstein 1997; Guell et al. 2020). AkcoHHbie
KoAAaTepaAu HellpoHoB SIM (t. e. MB) okaHunBa-
forcs Ha K3 u Ha Hentponax ['SIM (Shinoda et al.
2000). Bxoap 3 [YIM KOHBeprupyIoT Ha HelfpoOHaxX
M ¢ Bxopamu u3 HeoKopTeKkca. Takum obpasom
dbopmupyercs uens K-AM-K3-TAM-T-K.

Mossxeuok cBsa3aH ¢ bI' yepes Heltpons! 1M,
KOTOpble ACMHAITUYECK! (Uepe3 TaAaMyc) BO3-
Oy>KAQioT WKMKOBble KaeTKM cTpuaryma (Chen
etal. 2014). Taxxe akconsl HeltpoHoB [IM mpoewn-
PYIOTCS B HAPY>KHYI0 4acTb 6aepHoro mapa (Hoshi
et al. 2005), HelpOHBI KOTOPOTO OKA3bIBAIOT MHTHU-
Oupylolee BAUSHYE HA HEVIPOHBI PETUKYASIPHOM
vyacTu yepHoro BeiectBa (UBp) — BbIXOAHOTO sApa
BI' u Ha HeilpoHbl cybTaramuueckoro sapa (CTA)
(puc. 1). Heitpousr CT sBASIIOTCSI CUABHBIM
VICTOYHUKOM AMCHHanTuyeckoro (uepes SAM)
B030yXAeHus Kak sipep BI, Tak u HeltpoHos [IM
(Bostan, Strick 2018).

Henpounnsie nenu K-BI-T-K cxemaTnueckn
IIpEACTaBAEHBI Ha pUCYHKE 2. BBIAEASIIOT ABa ITyTU
yepes bI. Hauaao npsmomy pacTopMakuBarolemMy
YTV AQIOT CTPMOHMTPAAbHbIE LIUITVMKOBbIE KAETKM,
Ha KOTOPBIX IIPEVMYIIECTBEHHO PAaCIIOAAralTCs
AodpamurHoBbIe Al-perienitopsl. Hauaao Hempsimo-
MY MHTMOVPYIOIIeMYy IYTU AQIOT CTPUOIIAAAUAAD-
Hble KAETKM, Ha KOTOPBIX pPacroAararnTcs Aoda-
MuHoBbie A2-pererrropst (Parent, Hazrati 1995).

Bakubpim cBomcTtBoM uemnein K-BI'-T-K
1 MO3Xe4oK-T-K-M03)keuoK sIBAsIeTCsI VX ToIorpa-
¢dbuyeckast oprauusanus U 3aMKHYTOCTb (puc. 3).
Tomnorpaduyeckass opraHuzanuus IPOSBASIETCS
B TOM, UTO B IIPOEKLIIOHHbIE CEHCOPHbIE TaAAMMU-
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Puc. 1. YnpoleHHas cxema OpraHU3aL ME>KHEVPOHHBIX CBsI3€ll B HEIPOHHOM CeTH, BKAIOYAIOL[ell HOBYIO KOPY,
0a3aAbHbIe [AHTAMM, MO3)KEYOK U TAAAMYC.

Mossxeuok: K3 — kaetku-sepua; KIT — xaetku ITypkutbe; ISIM — raybokue siapa Mo3xeuka; MB — mumcToie
BOAOKHa; [IB — mapaaaeAapHbie BoAOKHa. BI' — 0a3aapHble raHramu. BIIIH — HapysKHast 4acThb OAEAHOTO 1apa;
UBp 1 UBK — peTuxyasipHas ¥ KOMIIAKTHasI YaCTb YEPHOTO BellecTBa COOTBeTCTBeHHO; BITIT — BeHTpaabHOE

noae nokpeiuky; AM — sapa mocta; TAA. — tasamyc; CTA — cybrasammuyeckoe sApo. AuHuy,
OKaHYMBaIOLMeCs] O€ABIMY U YePHBIMU KPY)XKaMyl — BO30YAUTEAbHbIE Y1 TOPMO3HbIE BXOABI COOTBETCTBEHHO;
LITPUX-TTYHKTUPHBbIE AMHIM CO CTpeAKaMn — pAodamuHepruyecke BXoabl. LIITpuxoBeiMy AMHUSIMU
orpaHuyeHbl M0o3>keuoK U BI. VIHTepHellpOHbI He IPEeACTABAEHBI C LJeAbIO YIIPOIEeHM s

Fig. 1. A simplified scheme of the organization of interneuronal connections in the neural network, including
the neocortex, basal ganglia, cerebellum and thalamus.
Cerebellum: GCs (K3), granule cells; PCs (KIT), Purkinje cells; DCN (I'SIM), deep cerebellar nuclei; MFs (MB),
mossy fibers; PFs (I1B), parallel fibers. BG (BI'), basal ganglia. GPe (B1lIn), external part of the globus pallidus;
SNr and SNc (UBp and YUBk), substantia nigra pars reticulata and compacta, respectively; VTA (BIIIT), ventral
tegmental area; PN (IM), pons nuclei; Thal. (TAA.), thalamus; STN (CT), subthalamic nucleus. Lines ending
in white and black circles denote excitatory and inhibitory inputs, respectively; dash-dotted lines with arrows,
dopaminergic inputs. The cerebellum and BG are limited by dashed lines. Interneurons are not given to simplify
the diagram

Jeckue sIApa (Hapy>KHOe U BHyTpeHHee KOAeHYaThIe
TeAa), B CBI3aHHOE C MOTOPHON KOPOI1 BEHTPOAA-
TepaAbHOe SIAPO U B cBsi3aHHOe ¢ [1HK meanopop-
3aAbHOE SIAPO BO30Y>KAeHMe TOCTYIAeT M3 Pa3HbIX
spep ['SIM (Bohne et al. 2019; Cavdar et al. 2014;
Halverson et al. 2010; Nakamura 2018). Apdepen-
TBI U3 BEHTPOAATEPAABHOTO TAAAMUYECKOTO SIAPa
KOHBEPIrMpyKT Ha HEVPOHAX AOP3aAbHOU
(MoTopHoOI) yacTu cTpuaryma c adpdepeHTamu
n3 motopHoit Kopel (McFarland, Haber 2000).
HeitpoHbl BHYTpeHHEr0 KOA€HYATOr0 TeAA MHHEP-
BUPYIOT CAYXOBble 00AQCTM KOPBI U CTPUATYMa
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(Smith et al. 2019). 3aMKHYTOCTb 1ieTieit TPOSIBASI-
€TCs1 B TOM, UTO 00A2CTV HEOKOPTEKCA, IIPOELPY-
foujecs B BI' MAM MO3)KeUOK, TOAYYAIOT BO30YX-
A€Hle 13 TeX TaAAaMUYECKUX SIAeP, B KOTOpbIe
npoenupyroTcs yyacTku UBp nan IYIM, akTMBHOCTD
KOTOPBIX 3aBUCUT OT 3TUX 00AACTel HEOKOPTEKCa
(Kelly, Strick 2003). Baaropaps Tonorpagduieckon
OpraHM3alUyu B KaKAOM U3 Lielell MMEITCs
B3aMMOCBsI3aHHblE KOTHUTUBHbBIE, CEHCOPHbIE
u motopHbie obaactu (Bostan, Strick 2018)
(puc. 3). Tak GopMUPYIOTCS TapaAAEABHBIE MOAY-
AU, KOTOPbIE BOBAEYEHBI B pa3HbI€ 3aAUN.
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Puc. 2. PazHoHampaBAeHHas1 AOPaMMH-3aBUCHMast MOAVUKALIMS CUABHBIX M CAAOBIX KOPTMKO-CTPUATHBIX BXOAOB,
TIPMBOASIIITAS K Pa3HON PeOpraHM3aLvy aKTUBHOCTM B LIl Kopa — 6a3aAbHble TAHTANM — TaAaMyC — KOpa.
Crp. — crpuarym. D1 u D2 — podamunossie perentopsl. ITIT u HIT — npsaMort pacTropMakuBaoommi
U HENIPSIMOY MHTMOUpYowmuit yTu Yepe3 BI' cooTBETCTBEHHO. YTOAILLIEHHbIE AUHUM — CUABHbIE
BO30YAMTEAbHbIE M TOPMO3HbIE BXOABL [TyHKTUpPHBIE AMHUM — CAa0ble BO30YAUTEAbHbIE M TOPMO3HbIE BXOABL
OcraAabHble 0003HaYeHNs KaK Ha puc. 1

Fig. 2. Bidirectional dopamine-dependent modifications of strong and weak cortico-striatal inputs leading
to different activity reorganization in the cortico-basal ganglia-thalamocortical circuits.
Str. (Crp.), striatum. D1 and D2 (A1 and A2), dopamine receptors. DP and IP (ITIT and HIT), direct disinhibitory
and indirect inhibitory pathways through the BG, respectively. Bold lines denote strong excitatory and inhibitory
inputs. Dotted lines denote weak excitatory and inhibitory inputs. For other abbreviations see Fig. 1

Mo3Ke4OoK MO’KeT BAMSITH Ha BBIAEAEHME
AodaMyHa, TOCKOABKY MMEIOTCS IIPSIMbIE BO30YXK-
aarote poekunu u3 [SIM B poodamuuepruveckue
CTPYKTYpPbl — BEHTPAAbHOE IIOA€ MOKPBILIKNI
¥l KOMITaKTHYIO0 4acTh YyepHoro BeulecTna (Carta et
al. 2019) (puc. 1). Ctumyasitus Bxopa us I'SIM
B BEHTPAaAbHOE IOA€ MOKPBILIKM IIPUBOAMAA
K YBEAMYEHUIO aKTUBHOCTU AODaMUHEPrUYeCKUX
kAeToK (Carta et al. 2019) u K yBeAU€HMIO BBIAEAE-
Hus poodpamunHa B meanaabHou [1oK (Rogers et al.
2011). Hevtpouel IIM MOTryT BAUSTD Ha BBIAEAEHME
AodaMyHa 1 OITOCPEAOBAHHO, 32 CUET IepeAaun
B0o30yxpeHuss no uenu [AM-T-K-CTA-
AodaMMHepruyecke KAeTKY, a TAKXKe 3a CYeT
BAMstHYA Ha CTS] yepes Hapy>KHYI0 4acTb OA€AHOTO
mapa. Ba)kHO OTMeTUTD, YTO aKTMBHOCTDb HEVIPOHOB
I'!IM 3aBucut ot TopMo>keHus1 co cTopoHbl KIT
(cm. puc. 1). ITo aton mpuunne KIT taxoxke moryt
BAVATD Ha BbIAeA€HMe AOaMIHA, 2 MO3YKEUOK MOXK-
HO PacCMaTpVBaTh KaK YaCTb LIeMV MOAKPEIACHN.

Humeepamusuas ¢pusuoroeus, 2021, m. 2, Ne 2

B03MOXXHBIIT MeXaHN3M BAMSHUSA A0daMuHa
Ha CMHANTUYeCKYI0 MAACTUYHOCTb B MO3)KeYKe
1 GYHKIVIOHMPOBaHME HEMIPOHHOI CeTn
MO3)Ke4Ka

CoraacHo 13BeCTHBIM 13 AUTEPATYPBI SKCIIEPH-
MEHTaAbHbIM AQHHBIM, 3HAK MOAMDUKALIY CUHATT-
TUYECKIX BXOAOB K HellpoHaMm Mo3xeuka (AT nan
A/A) 3aBUCUT OT BBI3BAHHOT'O CTUMYAOM YBEAUYEHNS
BHYTpPUKAETO4HOIT KoHLeHTparmu Ca?*. TTokasaHo,
4YTO BBICOKOYACTOTHAS CTUMYASLMS MB npuBoauT
K AI'lB Ha cunanTuyeckom Bxope MB-K3 (D’Angelo
et al. 2005). DT pAaHHBIE TO3BOASIIOT IIOAAraTh, YTO
aast K3 mpaBuaa mopudbukaiiumu Takue ke, Kakue
6b1AM CPOPMYAMPOBAHBI AASI HEIPOHOB HEOKOP-
tekca u runmnokamia (Silkis 1998). Aas KIT u neit-
poHoB I'IM nokasaHo, 4YTO NMPU OTHOCUTEABHO
HM3KOI1 BHYTPUKAETOYHOM KoHLleHTpauuyu Ca®* ee
yBeAUueHe, BbI3BAHHOE CTUMYASILEN, CII0Co0-
cTBYeT UHAYKLuYU ATTB 1 AAUTEABHOIT AeTipeccun
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Puc. 3. Tonorpaduueckas opraHusanysi CBA3ell B 3aMKHYTBIX HEMPOHHBIX LIETISX, BKAIOYAIOIIX
COOTBETCTBYIOLIME YYaCTKU MO3>KeUKa, 0a3aAbHBIX FAHTANEB, HEOKOPTEKCA,
Tasamyca 1 AopaMUHEPTNYECKUX CTPYKTYP.

BA u MASl — BeHTpoAaTepaAbHOe U MEAMOAOP3aAbHOE Aapa Taramyca cooTBeTcTBeHHO; HKT 1 BKT —
Hapy)XHOe U BHyTPEHHee KOAEHYATOEe TEAO COOTBETCTBEHHO. ABOJHbIE AMHIY, 3aKaHUMBAIOLIMECS OeABIMU
KPY’KKaMI, — PeLMIIPOKHbIE TAAAMO-KOPTUKAAbHbIE ¥l KOPKOBO-KOPKOBbIE CBS3M.
OcraabHble 0003Ha4YeHV KaK Ha puc. 1 u 2

Fig. 3. Topographic organization of connections in closed neural circuits, including the corresponding parts
of the cerebellum, basal ganglia, neocortex, thalamus and dopaminergic structures.
VL and MDN (BA and MAZ), ventrolateral and mediodorsal thalamic nuclei, respectively; LGB and MGB
(HKT and BKT), lateral and medial geniculate body, respectively. Double lines ending with white circles denote
reciprocal thalamo-cortical and cortico-cortical connections. For other abbreviations see Fig. 1 and Fig. 2

topmoxenns (AAT) (Hashimoto, Kano 2001; Pugh,
Raman 2008). B aTom caydae nmpaBuaa MopuduKa-
1y 9GdeKTUBHOCTY CUHAMITUYECKMX BXOAOB K KIT
u HeyipoHaM I'/IM Takue ke, KaK AAsI HEMIPOHOB
kopb! ¥ runnokamna. Aas KII u Heitponos I['IM
MTOKa3aHO TAKOKe, YTO IPY OTHOCUTEABHO BBICOKOI
KoHLeHTpauuu Ca?* xapakTep MoaMbVKaLMK BXO-
AOB K HEJIpOHaM 3TVX THUIIOB IPOTUBOIIOAO>KEH IO
3HaKy TOMY, KOTOPbII UMeEeT MeCTO MPY HU3KOM
koHLeHTpauyu Ca** (Hashimoto, Kano 2001; Pugh,
Raman 2008). C yueToM aTUX AQHHBIX B CpopMy-
AVIPOBaHHBIX HAMM IIpaBMAaX MOAMdUKaLMK BXO-
0B K KIT u Heitponam ['SIM 3Hak usmeHeHus ad-
(HEeKTUBHOCTM CUHATICOB AASI BBICOKMX U HUBKUX
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KoHueHTpaunit Ca** pasHoHanpaBAeHHbin (Silkis
2000). /13 aTux paBMUA CAEAYET, UTO B CAy4ae
nuaykiun ATTB Ha Bxope K3-KIT TopmosHoe pent-
ctBue co ctoponbl KIT Ha Heliponsl [YIM po0AxHO
BO3pacTu. B pe3yabraTte BHYTPUKAETOUHAS KOH-
ueHtpauus Ca** B HeripoHax [SIM 6yaeT cpaBHuU-
TEeAbHO HeOOABIIOI, TaK 4YTO Ha Bxope MB-T'SAM
AoaxHa MHAYLMpoBaThbes AlB, a Ha Bxope KIT-TAM
AOAKHA MHAyLMpoBaTbcs AAT. Takoil BbIBOA Ka-
JKeTCSI NMapaAOKCAAbHBIM, IIOCKOABKY YCUAEHME
TOPMO3HOT'O BAMSIHMSI Ha HEMPOHBI HEOKOPTEKCA
VAV TMIIIIOKAaMIIA NPersiTCTBYeT MHAYKUuy Al
VIAVI IPUBOAVT K YMEHBLIEHUIO €€ BBIPaXXeHHOCTU
(Arima-Yoshida et al. 2011). OpAHaKO BBIBOA
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U3 NPEAAOKEHHBIX HaMU IpaBUA MoauduKanuu
BxoA0B MB-TAIM u KII-I'IM coraacyeTcs ¢ akc-
NEPUMEHTAABHBIMY AQHHBIMU. TaK, T0Ka3aHo, 4YTO
B MHAYKUVM ATIB Ha Heliponax I'IM yyacTByer He
TOABKO BO30Y>XA€HMe, HO U TopMOXXeHue (Zheng,
Raman 2010). Ecau 0o6b1yHast Teranusauys MB He
npuBoaraa K mHAyKuuu AIlB Ha Bxope MB-TAM,
TO 3QdeKTUBHOCTD BO30Y>KAeHMs HellpoHoB [SIM
YBEAMUMBAAACH IIPM COBIIAAEHUM CUTHAAOB 0T MB
¢ TopMO3HBIM BX0AOM OT KIT 1 ycuaeHun Topmos-
HOT'O BO3AENCTBYA Ha HelIpoHbI I'SIM co cTOpOHBI
KIT (Wu, Raman 2017).

Aodamunepruyeckie BOAOKHa MHHEPBUPYIOT
HeripoHbl Kopbl Mo3xeuka (K3, KIT u unTepHeit-
poubl), a Takke Herpoubl [SIM (Locke et al. 2018).
Ha K3 u Henponax I'IM pacnoaaramoTcs
Al-peuentopsl (Locke et al. 2018; Yang et al. 2011),
KOTOpBbIe cBsI3aHbl ¢ Gs-Oeakamu. VI3 mpaBua mMo-
ayasinum (Sil’kis 2003) caeayerT, 4TO ecaM TOCTCU-
HanTuyeckas KoHueHTpauys Ca** cpaBHUTEABHO
HeBeAMKa, akTuBauus Al-peLenTopoB AOAXKHA
Croco0CTBOBATh yBeANYeHUIO BbipaskeHHOCTH ATB
B cuHancax MB-K3 n MB-T/IM. IToka3aHo, 4TO
Al-perLenToppl aKTUBUPYIOTCA MPU MAABIX KOH-
LeHTpaLMsIX AopaMuHa, TOraa Kak A2-perenTopsl
AKTUBMPYIOTCSI TOABKO IIPY OOABLION KOHLIEHTPa-
uuu (Korchounov et al. 2010). [TosTomy nipu 00y-
YeHIN, AQXKe eCAY BbIAE€AeHME AODaMIHA HEBEAU-
KO, OH MOXXEeT BO3AEVICTBOBATh Ha A l-pelienTopbl
1 criocobcTBoBaTh MHAYKLUMM AITB Ha Bxopax
MB-K3 u MB-T“IM. 9To npuBeAeT K yBeAUYEHMIO
akTuBHOCTU K3 1 Heltponos I'YIM. B pesyabrare
MOBBILLIEHNS MTOA AEVICTBUEM AOdaMMHA aKTUB-
HOCTM HelpoHOB ['SIM AOA’KHO yBEeAMUUTBCS BO3-
Oy>KA€EHIe VX KAeTOK-MUILIeHel, BKAIOYast HEMpo-
Hbl AOPaMUHEPTUYECKUX CTPYKTYp. B moap3sy
IIpeAAaraeMoro MexaHusMa BAUSHMS AodaMuHa
Ha aKTMBHOCTb HEVIPOHOB MO3>K€YKa CBUAETEAD-
CTBYIOT AQHHBIE O TOM, YTO II0 Mepe Iporpecca
00yueHts OTBeT, 00YCAOBAEHHBI TOAKPETIAEHNEM,
HAOAIOAQACS Y ABYX TPeTell 3aperucTpUpOBaHHbBIX
K3 (Giovannucci et al. 2017), T. e. ycuanBaAoch
BO30Yy)KA€HMe 3TUX KAeTOK. To, 4YTO BBIXOAHOM
CUTHAA U3 MO3)KeuKa aCCOLMMPYETCsI C CUTHAAOM
MTOAKPETIAEHVS 113 BEHTPAABHOTO ITOASI TOKPBILIKY,
npoaeMoHcTpupoBaHo B paborte (Heffley,
Hull 2019).

Bo3MoXXHBIIT MeXaHN3M BAMAHUA AodaMuHa Ha
GYHKUMOHMPOBaHMeE HEMIPOHHOI ey Kopa —
0a3aAbHbIe TAHTAMM — TAAAMYC — KOpa

Hamu BniepBblie OpIAO YKa3aHO Ha TO, YTO Ipa-
BuAa MoAubUKan 3PpHEeKTUBHOCTU CUABHBIX
KOPTUKO-CTPUATHBIX BXOAOB (KOTOpPBIE II03BOASIIOT
oTKpbITh U AMITA-, 1 HMAA-KaHaAbI 1 IpUBECTU

UnmeepamusHas gﬁusuwloeu,q, 2021, m. 2, Ne 2

K 3HAYUTEABHOMY YBEAMYEHUIO BHYTPUKAETOYHO
koHienTpauu Ca?t) Takue ke, Kak AAsT HEIPOHOB
HeoKopTeKca 1 runmnokamna. [IpaBuaa mopnduka-
1111 CAQOBIX KOPTUKO-CTPUATHBIX BXOAOB (KOTOpbIe
MO3BOASIIOT OTKPBITH TOABKO AMITA-KaHaAbI)
IpOTMBONOAOXKHSBI o 3HaKY (Silkis 2001). B ocHo-
Be 3TOro a¢dexra AeXXUT yyacTue B pochopuan-
posanun AMITA- 1 HMAA-peyentopos
MPOTEMHKMHA3, AKTUBHOCTb KOTOPBIX Pa3HOHAIPAaB-
A€HHO 3aBUCHUT OT yBeArueHust KoHueHTpauuu Ca*'.
[Tpu moCTynAeHUM CUTHAAOB OT CEHCOPHBIX CTH-
MYAOB IIePBOHAYaAbHO CUABHO aKTUBUPYIOTCS
TOABKO OIIPEAEAEHHbIE TPYIIIbI TOMOr paduyecKu
CBSI3aHHBIX HEMIPOHOB B TAAAMYCe U HEOKOPTEKCE.
/13 mpaBUA MOAYASILINM CAEAYET, UTO, ECAY KOPTH-
KO-CTpUaTHbIE BXOABI CHABHBIE, aKTUBALIV
Al-pelLienTOpoB Ha CTPMOHUTPAABHBIX KAETKaX
crniocobcTByeT MHAYKLMM ATTB, TOraa Kak aKkTuBa-
111 A2-peLenTopoB Ha CTPMONAAAVAQPHBIX KAET-
Kax criocobctByet nHAyKUu AAB (Silkis 2001).
BcAaeACTBME 3TOrO CUMHEPTUYHO IO MPSIMOMY
1 HempsIMoMy IyTu depe3 BI' AooAKHO ycuanTbes
pacTopMa)kuBaHue co cTopoHbl UBp nepsoHa-
YaAbHO CMABHO aKTUBMPOBAaHHBIX HEMIPOHOB TaAQ-
Myca ¥ CBSI3aHHBIX C HUMM HEVIPOHOB HEOKOPTEKCa
(Silkis 2001) (puc. 2a). EcAu KOPTUKO-CTpUATHBIE
BXOABI CAaOble, akTMBaLus Al-pelenTopos Ha
CTPMOHUTPAABHBIX KAETKAX CIIOCOOCTBYET MHAYK-
uuu AAB, Torpa Kak akTuBauus A2-penentoposn
Ha CTPMOMAAAMAAPHBIX KAETKaX CIIOCOOCTBYET
mHAYKUMM ATTB. B 5TOM cAayyae cHeprMYHO yepe3
o6a mytu B BI' ycuamBaercst UHrMOMpoBaHue Co
cTopoHsl YBp Tonorpaduyecky cBsI3aHHBIX IIEPBO-
HayaAbHO CAA00 aKTMBMPOBAHHBIX HEMIPOHOB
Taaamyca u HeokopTekca (puc. 26).

Takum 06pasom, 13 MPEAAOSKEHHOTO MeXaH3-
ma ¢yHkumoHupoBanus Lenu K-BI-T-K caeayer,
4YTO BCAEACTBUE BBIAE€AEHUSI A0daMMHA B CTpUa-
TyMe YBEAUYMBAETCS aKTMBHOCTb [IEPBOHAYAABHO
CUABHO aKTMBMPOBAHHBIX CTMMYAOM HENPOHOB
TaAamyca 1 Kopsl (puc. 2a), TOrAa Kak akTVBHOCTb
OCTAABHBIX KAETOK OAHOBPEMEHHO YMEHbIIAETCs
(puc. 20). B pesyabraTe B KOpe MPOUCXOAUT KOH-
TPaCTHOE BBIAEAEHIE ONPEAEAEHHOIO MaTTepHa
AKTUBHOCTH, KOTOPBIIT IPEACTaBASIET COOOM Hell-
pPOHHOEe OTOOpa’keHle CEHCOPHOTO CTUMYAA.
MBbl moAaraem, 4TO MapaAAeAbHbIe HelIPOHHBIE LieTn
K-BI-T-K, Bkarovarouiye GpoHTaAbHbIE, CCHCOPHBIE,
MOTOpPHBbIE 00AQCTV HEOKOPTEKCA U CBsI3aHHbIE
¢ HuMU sippa Taaamyca u BI' (puc. 3), pyHximonn-
pPYIOT cXOAHBIM oOpasoMm. Llemnp, BKAoUamomas
MOTOpHBIE 00AACTH, YYaCTBYET B BbIOOPE ABVDKEHUS,
a lleny, BKAIOYAIOLIVe 3pDUTEAbHBIE U1 CAYXOBbIE
00AaCTH, YUaCTBYIOT B 00pabOTKe COOTBETCTBEHHO
3puTeAabHON U cayxoBot nHpopmanuu (Silkis 2001;
2007; 2015).
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OTAMYMA npepsaraeMpIX MeXaHU3MOB
(GYHKIMOHMPOBaHUS HEVIPOHHON CeTH
MO3’Ke€4YKa 1 HeMIPOHHOI Lenu Kopa —
0a3aAbHbIE TAHTAUY — TAAAMYC — KOpPa
0T 0OLIENPUHATHIX MEXaHNU3MOB UX
GYHKIMOHMPOBaHUA

VcmoAb3yeMble B HACTOsILEN paboTe MeXaHuU3-
Mbl QYHKUMOHMpOBaHus HeltpoHHo uemu K-BI-T-K
Y HEIIPOHHOJI CEeTU MO3>KeUKa, KOTOPbI€e SIBASIIOTCS
COCTaBHBIMU YaCTAMMU CETU, BKAIOYAIOLEN BCe
YIIOMSIHYTbIe CTPYKTYPBI, 6a3upytorcs Ha chopmy-
AVIPOBaHHBIX HaMU IpaBMAaX MOAMDUKALNMK CU-
HAaIICOB, OTAUYHBIX OT IIPABMUA, IIPYMEHSI€MbIX
APYTVMM aBTOpaMu. BcaeacTBMe aTOrO Ipeaaara-
eMblil XapakTep GOpMUPOBaHMS BBIXOAHBIX CUT-
HaAOB B KQXXAOM U3 CTPYKTYP NPUHLMIIMAABHO
OTAMYAETCs OT 00LIenpuHsTOrO. Tak, B 001enpu-
HSITBIX MOAEASIX (PYHKLMOHMPOBAHUS Liemneil
K-BI-T-K aktuBauus Al-peLentopos Ha CTPUO-
HUT'PAABHBIX KAETKAX CIIOCOOCTBYET BBIMTOAHEHUIO
ABIDKEHIUSI, 2 BO3AENCTBUE Ha A2-pelenTopsl Ha
CTPUOTIAAAMAQPHBIX KAETKaX IPENATCTBYeT BbI-
noaHeHuio ABvkeHus (Gurney et al. 2001). Opna-
KO TaKasi TUIIOTe3a He COTAaCyeTcsl C AQHHBIMU
0 TOM, UTO OAVIH U TOT >Ke HePOH MOTOPHO KOPBI
(cBsI3aHHBIN C OIIPEAEAEHHBIM ABVDKEHMEM) BO3-
Oy’kpaeT 06a TMIa IUIMKOBBIX KAeTOK (Doig et al.
2010; Parent, Hazrati 1995). Kpome Toro, B 0011ie-
IPUHSATBIX MOAEASIX IT0 YMOAYAHMIO IIOAPa3yMeBa-
€TCsI, UTO KOPTUKO-CTPUATHBIE BXOABI CUABHBIE,
a caabple He paccMaTpuBawTCA. VI3 mpeaAOXKeH-
HOTO HaMM MeXaHu3Ma QYHKLMOHVPOBaHUS LieNn
K-BI-T-K (Silkis 2001) caeayert, 4TO mpu y4acTun
AodaMuHa HIUITMKOBbIE KAETKY CTpUaTyMa 060mX
TUIOB QYHKLMOHUPYIOT CUHEPTUYHO, 00ecreunBas
BBIIIOAHEHVE OIIPEAEAEHHOT'O ABVDKEHMS M OAHO-
BpeMEHHOE IOAABAEHME APYIUX ABVKEHUIL.
B noab3y atoro npepsoxxeHHoro B 2001 ropy me-
XaHM3Ma CBUAETEABCTBYIOT IIOAyY€HHbBIE II03AHee
AQHHBIE O TOM, YTO IPU BBIITOAHEHUN ABVI>KEHMUS
AKTUBMPYIOTCS ¥ CTPUOHUTPAABHBIE, I CTPMOIAA-
AvpapHble mmnukoBbie KaeTku (Cui et al. 2013;
Tecuapetla et al. 2016).

B 06111enprHATHIX MOAEASIX PYHKLIVOHMPOBAHMS
HEIIPOHHOV CeTU MO3>KeUKa MPEANIOAAraeTCsl, YTO
NOCTYNA€HME CUTHaAQ U3 HIDKHel 0AMBBI K KIT
U YBEAMYEHVIE TIOCTCUHAIITUYECKOV KOHLIEHTpaLK
Ca* HeoOX0AMMO AASI MHAYKUMM AAB Ha BXxoae
K3-KIT1, cumxenns aktuBHocTy KIT 1 ocaabaeHMs
TopmoskeHust HeripoHoB ['SIM (Grasselli, Hansel
2014). B pesyAabTaTe BO3pacTeT aKTUBHOCTDb Hel-
poHoB ['fIM, yBeANuMTCSI aKTMBHOCTDb HEIPOHOB
MOTOPHO KOPBI U 0OAETYNTCSI BBIIOAHEHVE ABU-
>)KeHMs. VI3 mpeAAOKeHHOTO HaMM MeXaHM3Ma
GYHKLMOHMPOBAHUS HEIPOHHON CETU MO3)KeuKa
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(Silkis 2000) caeayeT, uto Ha Bxoae K3-KIT HeoO-
xoaMMo MHAyuMpoBatb He AAB, a AIB. Ilpu aTom
OAHOBpPEMEHHO OyAyT MHAYLMpoBaTbcst AAT Ha
Bxoae KIT-TAM u ATlB B cunancax MB-TAM. I'To-
cAeAymolliee yBeAdeHe aKTMBHOCTY HEVIPOHOB
['IM npuBepeT K yCUAEHUIO BO30Y)KAEHUS UX
KAETOK-MMILEeHell B TaAaMycCe, CTpUaTyMe U AO-
dbaMyHepruyeckux CTpykrypax. Takum obpasom,
AASL YCUAEHMSI BO30Y>KAEHVS HEIPOHOB HEOKOP-
Tekca (uepes TaAaMyc), a Takke pAodamuHeprmde-
CKIX KAETOK HEOOXOAVMBI TOPMO3HOE BAMSTHUE Ha
['sIM co croponsl KIT 1 AoocTaTOUHO BBICOKAS aK-
tuBHOCTDb KII. B noAb3y npeaAo’keHHOro HaMu
MexaHu3Ma QYHKLMOHUPOBAHMSI HEMIPOHHOM CeTU
MO3’KeUKa CBUAETEABCTBYET PsIA AQHHBIX. Tak, mmo-
Ka3aHO, YTO Y MYTAHTHBIX MBILIE C OTCYyTCTBMEM
KIT ymeHb1IeHO BpIpeA€HME AOAMIHA B MEAVIAAD-
Hou1 ITpK (Rogers et al. 2013). [TokasaHo Taxkxe,
4TO AASI 3pUTEABHO-BECTUOYASIPHOTO 00OyUYeHMsI Ha
Bxope K3-KIT Heobxopuma nuaykuus AITB, a He
AAB (Gao et al. 2012). Boaee Toro, ABUraTeAbHOE
obOyueHre HapyuaAoCh mocAe 6aokapbl AIB Ha
Bxopae K3-KIT (Grasselli, Hansel 2014; Schonewille
et al. 2011). ITpoBepenHoe B pabote (Inagaki,
Hirata 2017) mopeAMpoOBaHMe TAKOKE TTOKA3aA0, YTO
nHaykuua AITB B cunarncax K3-KIT nam nopasae-
Hue B HUX A/AB AOAXKHBI YCUAUTD CUTHAABI, YIIPaB-
ASIIOIIVE ABVDKEHIEM TAA3.

Oco0eHHOCTH B3aNMO3aBUCHMOTO
GYHKIMOHMPOBaHYS MO3)KeuKa, 6a3aAbHbIX
TAHTANEB M HEOKOPTEKCa MPH 00ydeHun

Heo6x0AMMOCTD NMAAQCTUYECKUX IIEPECTPOEK
B HEJIPOHHBIX LIETISIX, BKAIOYAIOLIMX HEOKOPTeKC, BI
Y MO3)KEYOK, AASL PSIAQ MOTOPHBIX Y KOTHUTUBHBIX
byHkumit ob6cyxpaercs B pabore (Caligiore et al.
2017). Kak yKa3aHo BbIlII€e, HA TIAQCTUYECKYE ITepe-
cTporiku BausieT AoopamuH. CoraacHo rpepaarae-
MOMY MeXaHM3My, IpU 00y4YeHU B pe3yAbTaTe
BbIAEAEHNS AODaMMHA AOAXKHA YBEAUYUTHCS aK-
TUBHOCTb HelipoHoB [IM. 5To mpusepet
K YCUAEHUIO BO30Y>KAEHVS UX KAETOK-MUILIEHeN
B A0aMMHEPIMYECKUX CTPYKTYpax U Taaamyce,
a 3aTeM B HEOKOPTeKcCe U cTpuaryme. baaropaps
YCUAEHMIO TaAaMO-CTPUATHBIX BXOAOB HEVPOHBI
I'IM MOryT BAMATD Ha aKTMBHOCTb HEMPOHHbBIX
genen K-BI-T-K, Bkaouamme MOTOpHbIE, 3pU-
TEAbHbIE U CAYXOBble 00AACTM HEOKOpTeKca
U CBSI3aHHBIE C HIMM IINIVKOBbIe KAETKM B Pa3HBIX
y4yacTkax ctpuaryma (puc. 3). AeiicTBUTEABHO HO-
Ka3aHO, YTO CTUMYASILIVSI ACUHAIITUYECKOTO ITyTU
113 MO3K€YKa B CTPMATYM Uepes3 MHTPaAaMUHApHOe
SIAPO TaAaMycCa MeHsIeT KOPOTKOAQTEHTHbIE OT-
BeTHI IIPYMEPHO Y IOAOBUHBI HEJIPOHOB MOTOPHO
4acTM CTpUATyMa U ClocoOCTBYeT MHAYKLVM ATTB
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Ha KOPTUKO-CTpuaTHbIX Bxopax (Chen et al. 2014).
B cBOI0 0uyepeAb, 3TO AOASKHO IIPUBECTY K CUHEP-
TMYHOMY pacTopMakuBaHMio yepe3 bI' He ToABKO
HEJIPOHOB TaAaMycCa U CBSI3aHHBIX C HUMMU HeVpo-
HOB HeokopTekca, Ho 1 CTfl, koTopoe Bo36yxAa-
et Aoopamunepruveckue kaetku (puc. 1 u puc. 2).
AOnoAHUTEABHOE BbIAEA€HYE AODaMIHA AOAXKHO
CII0COOCTBOBATD YAYUIIEHVIO O0yYeHMSI.

MeTOAOM BM3YyaAM3alMy MOKa3aHO, YTO IIPU
Pa3AMYHBIX CTPATErUsIX YAYULIEHMS BbIIIOAHEHUS
32AaUM B aKTMBHOCTb BOBAEKAIOTCSI pa3Hble y4acT-
ku terneir BI' — moskeuok — Heokoprekc (Fermin
et al. 2016), mpuyemM aKTUBHOCTb HEIPOHOB B TO-
norpaduyecku cBsi3aHHbIX obAacTsax BI, moskeu-
Ka ¥ HEOKOPTEKCA MEHSIeTCS BO BpeMsl 00y4YeHNsL.
BuavyaAe akTMBMpYeTCs Liellb, BKAIOYAIOIAsl BEH-
TpoMepMaAabHyo 1K, BeHTpaAbHBINT CTpUATYyM
U 33AHIOI0 4acTbh Mo3)Xeuka. [lo Mepe mporpecca
00yuyeHMsI aKTUBUPYETCsl aCCOLMAaTVBHASI KOTHU-
THUBHAasI Llellb, BKAIOYAIOLAsl AOP30AATEPAABHYIO
1K, Aop3oMeAVaABHBI CTPUATYM U AQTEPAABHYIO
3aAHIOIO YaCTb MO3)KeYKa. 3aTeM aKTMBHOCTb CMe-
IIaeTCsA B MOTOPHYIO YaCTh Ljei, KOTOpasi BKAIO-
yaeT AOTIOAHUTEABHYIO MOTOPHYIO 00AACTb KOPBbI,
CKOPAYITY CTpMATyMa U ITIEPEAHIOI0 YaCTh MO3YKeY-
Ka (Bostan, Strick 2018). Mb1 moAaraem, 4To B OC-
HOBe 3TOTO 3ddeKTa MOXKET AeKATh CIIMPAAbHAS
opraHmsanus cesiseit BI' c oodpamuHepruyeckumm
CTPYKTYpaMU. YKasaHye Ha CYIeCTBOBaHMe CIIU-
paAbHOI opraHmsauuu paHo B pabote (Joel,
Weiner 2000). BcAeACTBUe Takoil OpraHM3aLun
Aaumbndeckasa nenb K-BI-T-K moxeT BAUATD
Ha ITPOLIeCChI B aCCOLMATMBHBIX I MOTOPHO LIETISIX
K-BI-T-K (cm. puc. 3). M03>ke40K BKAIOYAETCS
B 3TU [IPOLIECChI OAArOAAPsI CBA3SIM (Yepe3 TaAaMycC)
¢ BI' u HeoxopTekcoM, a TaKKe ¢ AoodpamMuHeprmye-
CcKMU CTpyKTypamu. CoraacHo IpeaA0KeHHOMY
B HaCTOsIILeN paboTe MexaHU3My BAUSHUSA Aoda-
MMHa Ha QYHKLMOHMPOBAHME HEIPOHHOM CETH,
BKAIOYaroLIlelt Mo3)ke4oK, bI, Heokoprekc 1 Taramyc,
BBI3BAHHOE IIOBBIIIEH)EM aKTVBHOCTY HEVIPOHOB
['IM yBeAnueHue BpipeAeHUs AOPaMMHA U aKTH-
Bayus Al-peuentopoB Ha K3 u Heltponax I'AM
B AOTIOAHEHME K AeVICTBUIO AOaMIHA HA MOTOPHYIO
uenb K-BI-T-K AOAKHBI 0OAETYUTH BHITIOAHEHME
ABIVDKEHVSL.

3akAuenue

B HacToseit paboTe NpeAAO’KeH MeXaHU3M
GYHKLMOHUPOBAHUS CXOAHBIM 00pa3oM OpraHu-
30BaHHBIX ITAPAAAEABHBIX HEVIPOHHBIX LieIlel,
Ka)KAQs1 13 KOTOPBIX BKAIOYAeT TOMOrpaduiecKn
B3aMMOCBsI3aHHbIe 00AACTY HOBOY KOpbl, BT, M03-
JKe4Ka U TaAamyca. Y MAEKONUTAILIMX 3TU Lienu
y4acTBYIOT B GOpMUPOBAHUY ABUTATEABHON aKTVUB-
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HOCTHU, 00paboTKe CEHCOPHOI MHMOPMALU, KOT-
HUTUBHBIX MpolieccaX. Takue 3SAeMeHTbI CeTU, KaK
MO3XXeuoK, Taaamyc u BI, siBasitoTcs pmaorenerun-
4eCKU APEBHMMM CTPYKTYpaMu, U GOpMUpPOBaHME
CBsI3€ll MEXXAY HUMU ITPEALIIECTBOBAAO 0Opa3oBa-
HIO VX CBsi3ell ¢ HeoKopTeKcoM. C yueToM AaHHBIX
O TOM, YTO CHABHbIE TAAAMO-CTPUATHBIE BXOABI
MOT'YT BO30Y>KAQTh LIMIMKOBbIE KA€TKU CTPUATY-
Ma He3aBMCUMO OT HAAMYMSI BXOAQ K HUIM 113 HEOKOP-
tekca (Chen et al. 2014), ecTb OCHOBaHMS ITOAAraTh,
4TO MexaHM3M ¢yHKUMoHMpoBaHus Bl B oTcyTCTBUE
HEOKOPTEKCA AOAXEH OBITh aHAAOTUYEH TOMY,
KOTOPBIN XapaKTePeH AASI CETU C HEOKOPTEKCOM.
B TakoMm cayuae nmapasAeAbHbIe 3aMKHYTbIE LieIy,
CBA3bIBalOlMe MO3)KeuoK, Taramyc u bl, moryr
(bYHKLUMOHMPOBATh KaK YaCTHBIE CAYYal MIPEAAO-
YKEHHOTO B HacTosiIel paboTe yHUULIMPOBAHHO-
IO MeXaH3Ma AASI CETH, BKAIOYAOLIell HOBYIO KOpY.
AAsI TOHMMaHKSI MEXaHM3MOB 00PabOTKU CEHCOP-
HOVl MHbOpMaLUM U BbIOOpa ABUrATEABHOI
AKTMBHOCTM Y Pa3HbBIX KAACCOB IIO3BOHOYHBIX He-
00XOAMMO YYUTBIBATh UX IIOAOXKEHYE B pUAOTeHe-
TUYECKOM PsIAY, MOpdoAOryecKre 0COOeHHOCTHI
MO3TrOBBIX CTPYKTYP M XapaKTep OpraHmsanumn
B3aMIMOAEICTBUI MeXAY HuMu. HanpuMmep, y ntu,
KOTOpbI€e B GMAOTEHETUYECKOM PSIAY PACIIOAOKEHBI
OAU3KO K MAEKOIIUTAOIUM, €CTh AUIIb aHAAOT
HOBOI1 KOPBI, Ha3bIBa€MbII1 TAAAMYMOM. B BoKaAb-
HOM O0y4eHM! NeBYMX NTUL] yYaCTBYET aHATOMU-
4eCK! OTpeAeAeHHasI U PYHKLIMIOHAABHO BBIAEAEH-
Has Lienb, KoTopasi romoaornyHa tenu K-BI-T-K
y Maexonmraomux (Gale, Perkel 2010). OpHa yacTb
9TOI Lienu, Ha3biBaeMasi 00AaCThio X, UMEeT MHO-
I'O CXOAHBIX CBOJMICTB C XapaKTepUCTUKAMU CTpHa-
Tyma 1 OAEAHOTO 1Iapa Y MAEKOITMTAIOLINX, BKAIO-
yasl TUNBI KAETOK M CBsI3eMl MEXAY HUMU
(Gale, Perkel 2010). Tlpu sTOoM y mTuUL, Kak
U Y MAEKOIIUTAIOLIVX, CBSI3aHHBIE C [IEHXEM YaCTU
CTpUaTyMa U MaAAMyMa IOAYYAIOT MHGOPMALIMIO
OT TOI1 00AaCTM AOP3aABHOTO TaAAMYCa, Ha KOTO-
PYIO OHM 3aTeM IIPOELVIPYIOTCS U B KOTOPYIO ITOCTY-
naet Bo30Oy>xaeHue u3 mozxeuka (Nicholson et al.
2018). Taxum 06pasom, y ITHLL Ljeny, CBSI3bIBAIOIVE
MO3)XeuoK, Taramyc, bI' 1 maaanym, Tonorpadu-
YecKu OpraHu30BaHbl. He MCKAIOUEHO, 4TO OAaro-
Aaps TonorpaduuecKoit OpraHmM3alum CBsi3eit
y ITUL, KaK ¥ MAEKOIIMTAOLNX, B Pa3Hble BUABI
ITOBEAEHMSI BOBAEUEHBI PA3AYHBIE TAPAAAEABHBIE
HelpOHHbIE LIeTN.

M3BecTHO, uTO HeltpoHbl [YIM yepes BeHTpoOAa-
TepaAbHOE U AQTEPOAOP3AABHOE sIAPA TaAaMyca
cBsizaHbl ¢ moAeM CA1 runmokamria 1 ¢ peTpocIae-
HuaAbHOM Kopoit (Bohne et al. 2019). B poaabHertiiem
B QHAAVM3MPYEMYIO HEVIPOHHYIO CeThb ITPEANIOAAraeT-
Cs1 BKAIOYMTD VI TAKYIO (PMAOTEHETUUECKM APEBHIOIO
CTPYKTYDY, KaK runnokamiL. Haanmanewm ceaseit IIM
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C MMHAQAVIHOM OOBSICHSIIOT y4acTue MO3)KeuKa
B aBep3uBHOM oOyuenun (Farley et al. 2018).
VHakTMBaLMsI LIEHTPAABHOIO SIADA MUHAAAVHBI,
KOTOPOE CBSI3aHO C MO3)XEUYKOM uepe3 M, yxyA-
IIAAQ CBSI3bIBAEMBINT C MO3)KEUKOM MUIATEABHBIN
pedaekc (Farley et al. 2018). ABTOpbI yKa3aHHO
pPaboThI IOAATAIOT, YTO HEMPOHBI MUHAQAVHBI BAK-
SIIOT Ha 3TOT BUA 00ydeHus: 0Aaropapsi yCMAEHUIO
CEHCOPHOTO BXxoAa (depe3 SIM) B KOpy MO3)KeuKa
n B opHO u3 spep I['IM — wunHTepmosuTyc.
DTU AQHHbIE IO3BOASIOT [T0AAraTh, YTO BKAIOUEHME
TUIMOKAMIA U MUHAQAMHBI B HEVPOHHYIO
1lellb, CBA3bIBAIOIYI0 MO3)KeuoK, bl, HeokopTekc
U TaAaMyC, OyA€eT CII0COOCTBOBATh MTOHMMAHMUIO
MEXaHM3MOB YYaCTUsI MO3)Ke4YKa B TaKUX KOTHMU-
TUBHBIX (PYHKLMSIX, KaK paboyas mamsTh,
IPOCTPAHCTBEHHAsI HABUT ALV, LIeA€HAIIPABAEHHOE
IIOBEAEHME.

AHaAu3 0COOEHHOCTEN MAACTUYECKUX Tepe-
CTPOEK B YKa3aHHBIX HEMIPOHHBIX CETSIX IIPEACTAB-
ASIET IHTEPEC B CBSI3U C TEM, YTO HAPYIIEHUS B UX
bYHKUMOHMPOBaHUM ACCOLMUPYIOT C KOTHUTVBHOM
auchyHkumeit npu 6oaesnn Aaplreiimepa (Zheng
et al. 2017), ¢ aytusmom u mmsodpenuen (Strata
2015). VMisMeHeHMsT aKTUBHOCTU He TOABKO B BI,
HO U B L€l MO3)KEYOK — TaAaMyC — Kopa
HAOAIOAQIOTCSA Y MALVIEHTOB ¢ 6oAe3HbIo [TapkuH-
coHa npu TpeMope nokos (Dirkx et al. 2016),
a TIepeHOC aHOMAABHOI aKTUBHOCTH 113 MO3)KeYKa
B BI' Mmoxer npuBectu K puctouuu (Chen et al.
2014). TToHMMaHKe MEeXaHU3MOB, A€XKaIUX B OC-
HOBE ITATOAOTMY€eCKOro QYHKLMOHUPOBAHMS Hel-
POHHBIX CeTell IIPY pa3AMYHBIX HEBPOAOTMYECKUX
3200A€BaHMSX, MOXKET OBITH TOAE3HBIM AASI ITOVC-
Ka IIOAXOAOB K OCAQOAEHMIO CMMIITOMOB 3TUX
3a00AeBaHMIL.

Cnuncoxk cokpaieHuit

BI' — 6asaapHblie raurauy; [FIM — raybokue siapa mosxeuka; AAB u AAT — AAUTEAbHAsT Aerpeccust
9¢PeKTUBHOCTU BO3OYAUTEABHON M TOPMO3HOI CHHAIITUYECKON Iepepaun cooTBeTcTBeHHOo; AllB u Allt —
AAUTeABHas ToTeHLMaLusi 3¢ deKTUBHOCTY BO3OYAUTEABHOI I TOPMO3HOU CUHAIITIYECKO ITePeAAYNt COOTBETCTBEHHO;
K-BI-T-K — HelipoHHasi ceTb KOpa — 0a3aAbHble FTAHTAUM — TaAaMyC — Kopa; K3 — KaeTKu 3epHa KOPbI MO3)KeUKa;
KIT — xaetka I[Typxunbe; MB — minctoie BoaokHa; [1GK — npedponrtasbhas kopa; CTA — cybrasammueckoe
AApo; UBp — peTuxyasipHas yacTb 4epHOro BellecTBa; IM — sAppa MocTa
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