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IMpennoxeH HeMPOHHBIN MEXaHU3M OOYYEHUSI, B KOTOPOM YCJIOBHBIM CUTHAJIOM SIBJISIETCS UM-
CThIN TOH ¢ yacTtoToil F. MexaHusMm 6a3zupyercst Ha 1o¢haMUH-3aBUCUMBIX JJIUTEJIbHBIX NU3MEHE-
HUSIX 3(POEKTUBHOCTU MEKHEIPOHHBIX CBSI3€ B CIIYXOBBIX, JIMMOMYCCKUX M MOTOPHBIX LIETISIX
Kopa — 0a3ajbHbIe TAHIJINY — TaJlaMyC — Kopa. DTH U3MEHEHMs JIEXXaT B OCHOBE IEPECTPOEK pe-
LENTUBHBIX I10JIEMl HEMPOHOB IIEPBUYHOM CIIyXOBOIi KOpPHI (Al) 1 BeIOOpa IBMKEHUS IIPU 00y4e-
Huu. JlodhamMuH, BEIACIMBIINICS B OTBET Ha TOH ¢ yacToToii F 1 Ha monkpensieHue, BO3ACHCTBYSI
Ha JI1 peuenTophl Ha IIUITMKOBBIX KJIeTKAaX CIYXOBOM YacTU JOP3aJIbHOTO CTpHATyMa, CIIoCcOo0-
CTBYET UHAYKIMU JIUTSIBbHOI IToTeHUMauuu 3(p¢GeKTUBHOCTA BXOAOB K 3TUM KJIETKAM TOJILKO
OT HEUPOHOB MoJIsT Al ¢ TTPenmoYTUTEIbHOU YacTOTO HacTpoliku F wnm 61u3koil K Heit. B pe-
3yJIbTaT€ YCWJIMBAETCS pacTOPMaXKMBaHUE CO CTOPOHBLI 0a3aJbHBIX TaHIVIMEB HEMPOHOB BEH-
TpaJbHOI YaCTU BHYTPEHHETO KOJIEHYATOTO TeJjIa ¢ IIPEAIIOYTUTEIbHOM YacTOTO HacTpokiku F u
JIOTIOJIHUTEJILHO YBEIUUYMBAETCSI aKTUBHOCTh TOHOTOITMYECKM CBSI3aHHBIX C HUMU HEMPOHOB MO-
7151 Al. OMHOBPEMEHHO Ha OCTaJIbHBIX KOPTUKO-CTPHUATHBIX BXOJaX pa3BMBAETCs IJIMTEIbHA Ae-
npeccus. BeiiencTBrue 3Toro MUHrMGUPYeETCsl aKTUBHOCTh TeX TOHOTOMMYECKU CBSI3aHHBIX Heiipo-
HOB Tajlamyca U I10JIs1 A1, 4bs TIPEeAITOYTUTEIbHAS YaCcTOTa HACTPOKM oTiandajack ot F. [Tpowus-
BOJIbHOE€ BHMMAaHME 00jerdaer oOy4eHUE 3a CUeT JOMNOIHUTEIBHOIO YBEIUMYCHUSI aKTUBHOCTU
HelpoHOB 11019 Al, YbsT IpEIITOYTUTEIbHASI YaCTOTA HACTPOMKM coBHnamaeT ¢ yactotoi F. Dd-
¢eKT BBI3BaH KaK YCHJICHUEM aKTUBHOCTU IPEe(PPOHTAILHOM KOPHI U €€ B3aMMOIEICTBUS C I10-
JgeMm Al, Tak ¥ BeIAEJIEHUEM JodaMrHa U pacTOpMaKMBaHUEM HEHPOHOB TajlaMyca CO CTOPOHBI
JIUMONYECcKOl 4yacTu 0asajbHbIX TAHIVIMEB, BKJIIOYAIOIIEH BEHTpabHBIM cTpuaTyMm. BiusHue
SMOLMI Ha OOydYeHHUE peajn3yeTcs OJjiaromapsi KOHBEPTeHIMU BXOIOB M3 MUHOAJIWHEL U IIpe-
¢poHTaIBbHOIT KOPBI Ha IMMITMKOBBIX KJIETKaX BEHTPAJILHOIO CTpUAaTyMa, YTO TaKKe CIIOCOOCTBY-
€T pacTOpMaKMBaHUIO HEMPOHOB TajlaMyca. DTH XK€ CTPYKTYPHI BJIMSIOT HA BHIOOP OBVKEHUS B
OTBET Ha TOH ¢ 9acToTol F BcaencTBre cnnpaibHOI opraHm3aliii HEMpOHHBIX Lieneil Kopa — 6a-
3aJIbHbIE TaHIJIUM — TaJlaMyC — Kopa, 6j1arogapsi KOTOpOil U3MEHEHHUSI aKTUBHOCTU B JIMMOUYE-
CKUX LIETISIX MIPUBOAST K U3BMEHEHMSIM CHayalla B CJIYXOBBIX LIENsIX, a 3aTeéM B MOTOPHOI1 LIeIu.
IIpemraraeMelii MexaH3M MOKET JIEXKaTh B OCHOBE BEIOOpA ABMKEHUS B 3aJade Ha pasjIMucHUe
TOHOB. OH MOXET OBITh OJIE3¢H MPU ITIOMCKE CIIOCOOOB JICUEHUSI TOHAILHOTO TUHHUTYCA U IPY-
TMX BUAOB HAPYIICHUI CIIyXOBOTO BOCIPUSITHUSI.

Karoueswie crosa: peuieniTUBHBIC 11011, TTojie Al, oOydyeHue, 6a3ajlbHbIC TAHIJIMU, J0(paMUH, MO-
IUdUKALIISI KOPTUKO-CTPUATHBIX BXOIOB
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CITMCOK COKPAIIIEHU

Al — nepBuuHag ciiyxoBas kopa; BJIM — 6a-
3onarepajibHasg MuHaaiMHa; BKT — BHyTpeHHee
koJsieH4yaTtoe Tesio; BKTB u BKTM — BeHTpasibHas
U MeIMaJIbHasl YaCTU BHYTPEHHETO KOJIEHYaTOro
tena; BII — BeHTpaabHbIN HANTUAYM;

BIIII — BeHTpanbHOE nose nokpbiku; 1T —
umTenbHasa noreHouanus; M — menmonop-
3ajbHOe s1apo Tajlamyca; HJI — HuKHee IByX0-
mue; Hn — neHTpaibHast 4aCTh HMXKHETO IBY-
xommus; ITYH — mpeamoytuTesbHAsT 4acToTa
HacTtpoiiku. ITA — npunexaiee sapo; IIpK —
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npedponTansHas kopa; PII — penentuBHOE 110-
ne; YC — ycnoBHblii curHan; YBp m YBK — petu-
KyJISIpHast 1 KOMIAKTHAsI 4acTh YEPHOIO Bellle-
CTBa COOTBETCTBEHHO.

BBEAEHUME

Panee ceHcopHbIM cucTeMaM (B YaCTHOCTH,
CJIyXOBOIf) TIPUITUCHIBAIIN TOJBKO POJIb aHATU3a-
TOPOB, HO UX HE paccMaTpUBaIN KaK MOTECHIIU-
aJIbHbIE CTPYKTYPBI IJIs 3alIOMWHAHUSI UH(OP-
Maluu B mpolieccax ooyyeHus. OgHaKo HEJaBHO
MOJy4eHbI JaHHBIE B MOIJAEPXKKY TOTO, UTO B 3a-
MOMWHaHWE BOBJIEKAIOTCS Te ke 00JJaCTU MO3Ta,
KOTOpbIE€ YYACTBYIOT B 00pabOTKE CIIYXOBOI MH-
dopmanuu [Huang et al., 2016]. IToBeneHuecku
3HAYMMBbIE acCIleKThl 00paOOTKM 3BYKOBBIX CTHU-
MYJIOB B CJTyXOBOU KOpe XOPOIIIO Pa3BUTHI, a pe-
3yJIbTaThl 00PabOTKU OTOOPaKAIOTCS B BUJIE MaT-
TEPHOB HEWpOHHOI akTUBHOCTU B Kope [Ohl,
Scheich, 2005]. BeizBaHHBIE OOyYE€HUEM MIACTU-
YeCcKUue MepPeCTPOMKN aKTUBHOCTU TIPOUCXOMST
KaK B BBICIIIMX O0JTACTSIX CIyXOBOU KOPHI, TaK U B
nepBudHoM ciayxoBoM mojie Al [Polley et al.,
2007]. B pexnMe pealbHOTrO BpEMEHU BbISIBIIC-
HbI UBMEHEHUs pelenTuBHbIX Toseit (PIT) Heli-
poHOB 1oJisi Al y XOpbKOB, KOTOPbIX O0ydaIn
peakuuu u3dberaHus. DT U3MEHEHUST 3aBUCEIU
OT XapakTepa CTMMYJIa U BBIIIOJHSIEMON 3a1a4u
(BKiIIOYas 1eTEeKTUPOBAHKE YMCTOTO TOHA U pa3-
JudyeHue nByx ToHoB) [Fritz et al., 2007a]. ABTO-
pbl YKa3aHHOM pabOThI MPUILIU K 3aKJTI0YEHUIO,
4YTO (PYHKIMOHAJIBHbIE OCOOEHHOCTH HEMPOHOB
nosas Al To3BOJISIIOT UM AWHAMUYECKU aaarTh-
poBaThCsl K CBOMCTBAM CTHUMYJia IIPU YCIOBHO-
pedaeKTOpHOM KJIaCCUYE€CKOM MJIM MHCTPYMEH-
TaJbHOM 00y4YeHuUr. OCOOEHHOCTU M3MEHEHU
aKTUBHOCTU HEMPOHOB CIyXOBOI KOopbl U ux PII
MNpU 3TUX TUMNAX OOYy4YeHWU OMUCAHBI B paboTe
[Weinberger, 2007a]. B yacTHOCTH, pPOJAEMOH-
CTPYMPOBAHO yBEJIUYEHKUE OTBETOB HEUPOHOB I10-
J1s1 Al TOIBKO Ha Ty 4YaCTOTY TOHA, KOTOpas Mo~
KpeIuislach, a TakKKe yBEJIMUEHUE 4ucia Kie-
TOK, OTBEUYABIINWX HA 3TOT TOH. DT U3MEHEHUSI
paccMaTpMBaIOT KaK pacuiMpeHre HeHpOHHOTO
OTOOpakeHUs TOAKPENnasieMOro ToHa Ha TOHO-
Tonuyeckoit kapre noias Al. BakHo nmomuepk-
HYTb, 4TO crielduieckue uameHenus PIT B mo-
Jie Al IpOUCXOIUIIM JIUIIb MTPU aCCOLIMAaTUBHOM
o0y4YeHUHU, Torma Kak MpeabsBICHUE TOJbKO
ycioBHoro curdHaia (YC), ucnojib3yeMoro Ipu
KJIaCCMYECKOM OOYCJIOBJIMBAHUM B KayecTBeE
MOJIOXKMTEJIbHOTO WJIW OTPULATEIBHOIO, HE
OKa3blBaJlO0 3HAYUTEJbHOIO BIWSHMUS Ha CHU-
HaNTUYEeCKylO0 IUIaCTUYHOCThL [Weinberger,
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2007a]. U3meHeHUs OBIIM BBICOKOCTIEIM(PUY-
HBIMM, M30MpaTeabHBIMU, OBICTPO MpHOOpeTa-
JINCh, COXPAHSIJINCh B TEUYEHME YaCOB, IHEH U
MOTJIM TIOJAAEPKUBATHCSI HEOMPeaeIeHHO JI0JITO,
T.e. 00Jamaay BCeMU XapaKTepUCTUKAMU acco-
nuatuBHOM mamsaTu [Weinberger, 2007a]. C yue-
ToM pesyabratoB pabor [Huang et al., 2016;
Weinberger, 2007a] moOSBISIIOTCSI OCHOBAHUS
MPEaIION0XNUTh, YTO NMpu oO0ydyeHuu nHdopma-
muss 00 YC — ToHe oIpeneleHHO 4YacTOTHI,
OTOOpaXKaeTcst, 3aITOMUHACTCS Y XPaHUTCS B U3-
meHeHHBIX PI1 Heliponos moist Al B Buae yBe-
JIMYEHUSI OTBETOB Ha 3TOT TOH M BOBJICUCHUS
OOJIBIIIETO YHCJIa HEHPOHOB, OTBEYAIOIINX Ha
BTOT TOH.

ITpoBeneHHBI HAMU paHee aHaIU3 BO3MOX-
HBIX MEXaHU3MOB OOpabOTKM YWUCTBIX TOHOB
MO3BOJIWJI yKa3aTh Ha TO, YTO B (POPMUPOBAHUU
PIT HeiipoHoB HUxKHero nByxoamus (HJL), BHyT-
peHHero koJjieHuyatoro tena (BKT) u mona Al
Y4acTBYIOT TakKe 6a3zanbHble TaHIuK (bI'), BbI-
XOJHBIE SJIpa KOTOPBIX OKa3bIBAlOT TOPMO3HOE
BozaeiictBue Ha HelpoHbl BKT 1 HII [Cunbkuc,
2015a]. B cBoto ouyepenb aKTUBHOCTh BBIXOJTHBIX
sanep bI' 3aBUCUT OT aKTMUBHOCTU IIUTIUKOBBIX
KJIETOK BXOOHBIX saep bI' — nop3aibHOro cTpu-
aTymMa M BEHTPaJbHOTO cTpuatyma (Tpuiiexailie-
ro gapa, I14), nmonydaromux Bo30yXIeHUE U3
Kopbl. CorjlacHO TUITIOTETUYECKOMY MEXaHU3MY
yyacTtusi bI' B 06paboTke 4ucThIX TOHOB, B (hOp-
mupoBaHuu PIT HelipoHoB oy Al, a TakKe TO-
HOTOMUWYECKU CBSI3aHHBIX C HUMU HEUPOHOB
BEHTPaJIbHOM YaCTU BHYTPEHHETO KOJEeHYATOro
tena (BKTB), yyacTByloT nohaMUH-3aBUCUMbBIE
I1acTUYECKrE MePecTPOKU aKTUBHOCTU B ac-
COLIMaTMBHOUN HEMPOHHOM 1ienu Kopa — 0a3ajib-
Hble raHrauu — Tagamyc — kopa (K—bI'=T—K),
Bkitovaromeit moine Al, BKTB u mpeumyiie-
CTBEHHO “TIpsiMOIi” TIyTh uepe3 bI', a Takxke 1eH-
TpanbHyto yacth HJI (H11), HelipoHbI KOTOpOit
npoeuupyiorcs B BKTB. B npemioxeHHOI HaMU
MOZEJM B OCHOBE IlacThu4eckux nepecrpoek PIT
HelipoHOB noJisi Al Jexxut momudukauus 3¢-
(EKTUBHOCTU CUHAINITUYECKOI nepenayn Mexmy
BCEMM 3JE€MEHTaMU TajaMO-KOPTUKaJIbHOTO
Kpyra, Mex1y KOpOll W CTpUaTyMOM, a TaKxe
MEXY BBIXOAHBIMU siipaMu bI' 1 ux MuiieHIMuU
B MOJKOPKOBBIX CTPYKTypax W CpeIHEM MO3re.
Kpome Toro, B 06padboTke YUCThIX TOHOB MapaJ-
JIEJIbHO y4YacTByeT JIMMOMWYecKash HelpoHHas
cetb K—BI'-T—K, Bkiouawmimass npedpoH-
tanbHy10 Kopy (I1hK), TTA, BeHTpasibHbIM TTa-
munym (BIT) u Mmenuongop3anbHOE SIAPO TajlaMyca
(MIA) [Cunbkuc, 2015 a; Cunbkuc, 2015 6]. Ta-
KOOIt MeXaHU3M OTJIMYAeTCs OT OOIIEPUHSTOTO,
Ne 6
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B KOTOPOM B ocHOBe popmupoBanus PIT Heiipo-
HOB ciyxoBoit Kopbel 1 BKT nexatr KopTuko-
KOpTHKaJibHbIe cBsI3U [Suga, 2012], a Takke TO-
HOTOITMYECKN OPraHM30BaHHBII TaJlaMO-KOPTH-
KanbHBIN TyTh [Liu et al., 2011].

B HacTosiiieit paboTe BbIABUTAETCS TUIIOTE3a
0 TOM, UTO IIPU BBIPAOOTKE acColMali YUCTOTO
TOHA C MoAKperneHueM, B GopMUPOBAHUU HEW-
POHHOTO IaTTepHa B 1oJjie Al, 0ToOpaKaloliero
MOAKPEIUIIEMbIii TOH, U B BBIOOPE IBUKEHUS B OT-
BeT Ha 3TOT YC CyLIEeCTBEHHYIO POJIb UTPAIOT J0-
¢aMUH-3aBUCHMBIE IUIACTUYECKUE IIEPEeCTPOMKU
MEXHEHMPOHHBIX CBSI3€l B MapaUIEIbHbBIX HEMPOH-
HbIX uLenssx K—BI'-T—K: ciayxoBoii, BKiIo4aro-
meii mone Al, BKTB 1 nop3oMenuanbHbBIN cCTpra-
TyMm; mTuMondeckoii, Bkimovaronieil [1pK, Mmun-
JganuHy u I15; u MoTopHOIi, BKIIO4Yarolei
MOTOpHBIE 00JIACTH TajlaMyca U KOpPbI, a TaKxXe
CKOpJyIly cTpruaTyma. BaxkHyo pojib B 00ydeHUMn
JOJDKHBI UIpaTh 3MOLMOHAJbHAs 3HAYMMOCTh
YC, BoiieneHue nodamMuHa Ipu MOAKPEnIeHUN,
a TakKXKe BHUMaHUE, BIMSIHME KOTOPOro HA CeH-
COPHYIO 00pabOTKy OIpeAessieTCsl BblACISHUEM
modamMmHa. 3agadeil HACTOSIIIEN pabOThI SIBIISI-
JIOCh 00OOCHOBAaHME 3TOM TUIOTE3bI.

BbI3BAHHBIE OBYUEHUEM W3MEHEHUS
PEAKIIMW U PELUENTHUBHBIX IMOJEN
HEWMPOHOB IMTEPBUYHOMN CJIIYXOBOU

KOPBI (OB30P U3BECTHbIX
DKCHEPUMEHTAJIBHBIX JJAHHBIX)

Xapaxmep uzmenenuil peyenmusHbviX noaell U peaKyull
Heliponos noas Al npu obyueHuu, 6 KOMOPOM YCAO8HbIM
CUCHANOM ABAANCH HUCIbLI MOH

K HacTosiiieMy BpeMeHU HaKOIUIEH psil CBU-
JIETEJbCTB TOrO, UTO TIpU OOYCJIOBJIMBAaHWUU, B
KOTOpOM B KauecTBe YC UCIIOJIb3yeTCS YUCThIN
TOH OIpeneIeHHON 4YacTOThl, MPEANOYTUTEb-
Hag yactora Hactpoiiku (ITYH) yactu Heiipo-
HOB 1oJist Al cABUTaeTCsl B CTOPOHY IOIKpeILIsie-
MOT0 TOHAa. DTa accollMaTUBHAasl, BBLICOKOCIELIM-
¢duyHasg 1 ObICTPO MpuodpeTaeMasl MIaCTUIHOCTh
PII, xoTopast HaOMoganach Kak Mpu KJlaccuye-
CKOM OOy4YEeHUU, TaK U TP UHCTPYMEHTAJIBHOM,
SBJISIETCA BaXXHOW XapaKTEPUCTUKOU IaMSATU
[Bakin et al., 1996]. B akcniepuMmeHTax, B KOTO-
PBIX KPbIC TPEHUPOBAJIM HAXKMMATh Ha MeJaJib Ha
NoAKperuIsieMblid Booi ToH 5 KI'11, ObLIO OOHa-
PYX€HO ycuJieHWe aKTMBHOCTW B TOI obyacTu
noJjist Al, B KoTopoii oToOpaxaJsicsl TOH 3TOi ya-
CTOThI, a TAKXKE YBEJIMYEHUE YMCIIa KIETOK, OT-
Beyarolux Ha 3ToT ToH [Bieszczad, Weinberger,
2012]. Tlpu 3TOM MarHuTyJa ycuJeHUs OTBeTa
OblJIa MpONOpUMOHAJIbHA CTEIIEHW MOTHUBAlIU-
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OHHOII 3HAYMMOCTH TOHa. B orcyrcrBue mom-
KpernuieHus1 (IIpyU yrameHuM) o0JacTh aKTHUBa-
IIMM KOPBbI YMEHbIIIAIACh, a BIPAXXEHHOCTD IO~
IaBJeHUsI ObLIa MPOIOPLMOHAbHA CTEIeHU
yrameHus. bonee Toro, y 4actu XXMBOTHBIX 00-
JIaCTb OTOOpakeHUsI TOHA CTajla TaXke MEHBIIIE,
yeM 10 ooydyeHus [Bieszczad, Weinberger, 2012].
ABTOpPBI YKa3aHHOM paOOTHI MPUIILJIN K 3aKJTFO-
YEeHUIO, YTO HEMPOHHOE OTOOpakeHue CTUMYyJa
B moJjie Al cBSI3aHO C ero IMoBeAeHYECKOM 3HAYN -
MocThio. OOpammaer Ha cebs1 BHMMaHUE TOT
¢dakT, 4TO KOoTaa KphIC O0yJain CISIUTH 3a TO-
HOM OIIpeleICHHOIl YacTOThI, HaAOJI0AI0Ch
yCWJICHVE€ aKTMBHOCT UMEHHO Ha 3TOT TOH, HO
He ObLJIO M3MEHEHUIT OTBETOB Ha Pa3HYIO MHTCH-
cuBHOCTb ToHa [Polley, et al., 2006]. Korma kpbic
0o0yJaim CIeauTh 3a TOHOM ONpeAeeHHOM WH-
TEHCUBHOCTH, HAOIIONAJIOCh YBEIWYCHHE aK-
TUBHOCTY UMEHHO Ha 3Ty MHTEHCUBHOCTb, HO HE
OBLII0 U3BMEHEHU TOHOTOMNYECKOM KapThl B IO~
e Al. C ydeToM JaHHBIX O TOM, YTO JIJIST HEMPO-
HOB Toyis1 Al XapakTepHBI KOPOTKOJIATEHTHbBIC
OTBETHI C MPe0oOIagaHNEM MOHOTOHHOM 3aBUCH -
MOCTH OT MHTeHcuBHOcTH ToHa [Polley et al.,
2007], OBITO BBIABMHYTO MPEIITOJIOXKEHHNE, YTO
Ha MIacTUYHOCTH PIT BIMSIIOT Takke mpoLecChl
CBEpXYy-BHU3, KOTOpbIE B3aMMOIEHCTBYIOT C
CEHCOPHBIMHM TIpoIlecCaMi CHU3Y-BepX U BBIIE-
JICHWEeM HeHpOoMOMyJIITOpa MpU MOAKPEIICHUN
[Polley et al., 2006]. Pe3ynbTaThl YKa3aHHOM pa-
OOTHI CBUACTEJBCTBYIOT O TOM, YTO MPOLIECCHI
CBEpPXy-BHM3 MOTYT CITOCOOCTBOBaTh M30Upa-
TEJIbHOCTU, HEOOXOIMMMOM IsT MoaudUKaluu
HEUPOHHOTO OTOOpaxkeHWsI ONpeaesICHHOTO
CBOICTBa CTMMYyJIa O€3 TOTO, YTOOBI BIMSATH Ha
OTOOpaxXeHue APYrux CBOKCTB CTUMYJa, KOTO-
pble 00padaTHIBAIOTCS B 3TOM K& HEMPOHHOM ce-
TH.

Peopranuzauusg PIT HelipoHoB noss Al, mpo-
SIBJISIIONIIAsICSI B U3BMEHEHUU OTBETOB Ha TOHBI
onpeneJieHHOW 4acTOThl, HadJogajach U TIpU
aBep3uMBHOM oOyueHuu [Scheich et al., 1997]. B
3ajavyax Ha JUCKPUMMHAIIMIO IBYX TOHOB MpU-
MEPHO Yy TIOJIOBMHBI HEHPOHOB HaOII0AATIOCH
3HAYUTEJIbHOE YCUJIEHWE aKTMBHOCTHM Ha TOH,
COUYETaHHbI C aBep3MBHBIM 0€3yCJIOBHBIM CTH-
MYJIOM, MO CPaBHEHUIO C TOHOM, KOTOPBII He
couetasim [Whalen et al., 1994]. CsizaHHas ¢
oOy4YeHMEM accollmalius oTpaxajlach B CMellle-
Huu PIT HElipOHOB B CTOPOHY TMOJKPENISIEMOTrO
TOHa yxXe 4yepe3 | 4 mocjie o0yuyeHUs peakliu
n30eraHus Ha OAWH U3 IBYX Pa3HbIX TOHOB Y BCeX
KMBOTHBIX, YyJ4aCcTBOBaBIIMX B oImkbiTe [Bakin et
al., 1996]. B rmosie A1 oTBET Ha TTOAKPEIUISIEMbIiA
YC (ToH ornpeneseHHON 4acTOThI) YCUJIUBAJICS
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He TOJIbKO Yy HelipoHoB ¢ [TYH Ha 31OT TOH, HO M
y HEWpoHOB ¢ IepBoHadaibHO npyroit ITYH
[Weinberger, 2007]. CoyeTaHue 41MCTOTO TOHA C
JITKMM 3JICKTPOKOXXHBIM pa3apaxkeHUeM Jiarbl
MMPUBOAMJIO K YBEJIMYSHUIO aMIUTUTY/IbI TIEPBOTO
KOMIIOHEHTAa OTBeTa B noJjie Al ¢ JaTeHTHBIM I1e-
proaoM IMpuMepHO 21 Mc 1 BTOPOro KOMITOHEH-
Ta OTBETa C JIATEHTHBIM MEPUOAOM IIPUMEPHO
50 Mc, TpuYeM JIaTeHTHBIN TIEPUOJ 3TOTO KOM-
noHeHTa yMeHbIajcs [Leon et al., 2017]. U3me-
HEHMSI aKTUBHOCTHM B moJjie Al mpu codeTaHUN
YHUCTOTO TOHA C 3JIEKTPOKOXHBIM pa3apakeHU-
eM HaoOmomaauchk U B padore [Ohl, Scheich,
1996], B KOTOpOIi IIUTEIbHAS, COXPAHSIOLIASICS
peopraHm3alus aKTUBHOCTH U yCUJICHHWE Tep-
BBIX KOMITOHEHTOB OTBETOB Ha COYETaeMBbIil TOH
(C JTaTEeHTHBIM TIEPUOIOM HCCSATKU MC) WMEIH
MECTO, TOJIbKO €CJIM TOH coueTaiu ¢ 0e3yCIOB-
HBIM CTUMYJIOM. TO, 4TO U3MEHEHWE aKTUBHO-
¢t B mojie Al ipu 0Oy4eHUH SIBJISIETCS CITCIIM -
GUIHBIM, a HEe TeHepaJIn30BaHHBIM 3 (eKTOM,
okasaHo B pabote [Wigestrand et al., 2016].

OO6pamaroTt Ha ce0sTI BHUMaHNE TaHHBIE O TOM,
YTO YBEJIUYEHNE HEMPOHHOI aKTUBHOCTHU B CITy-
XOBOM KOpe 00e3bsiH, CBSI3aHHOE C MOJTyYeHUEM
MONKPETUICHUs TIPU MPaBUJILHOM OTBETE, HE 3a-
BHMCEJIO OT BEJIMUMHBI CAMOTO MOAKPETUICHUST, HO
€CJIM TIpY HETIPaBUJIbHOM OTBETE MOAKpEeTIeHUE
HE TI0JAaBajioCh, aKTMBHOCTb HEHPOHOB KOPBI
ymenbmaiachk [Brosch et al., 2011]. ITmactnae-
CKMe TIEPECTPOIKHM B CIIyXOBOM KOpe IpH o0yde-
HUM HAOJIOAAINCh TOJBKO y TeX YYaCTHUKOB
BKCIIEPUMEHTOB, KOTOPbIE HAyUYWINUCh pas3Jiv-
yaTh TOHBI OIIpeaeieHHOM yacToThl [ Puschmann
et al., 2013]. ¥V Tex MCIBITYeMBIX, KOTOpPbIE HE
O0yYMINCh, HE HAOJIOAAIOCh Pa3Mdvii B aK-
TUBHOCTY HEHIPOHOB B OTBET Ha TOH, CBSI3aHHBII
C TIOAKpETIJICHUEM, UJIU Ha TOH, 3a KOTOPHIM He
CJIeIOBAJIO TIOAKPEIICHHE.

Yuacmue 6azanvubix eanenues u dogpamun-3aeucumoii
nAACMUYHOCMU 8 USMEHEHUSIX DeUenmueHulX nojaeil
u peakyuil Hetiporos noas Al npu o6yuenuu,

8 KOMOPOM YCAOBHbIM CUSHANOM ABASACA YUCbLU MOH

VYyactue bBI' B 00yueHuM ucciienyercs B Teue-
Hue miuTenbHoro BpemeHu [CysopoB, IllyBaes,
2002]. IToka3aHo, B YaCTHOCTH, YTO B OOYyYEHUHU,
CBSI3aHHOM C JIMCKpUMMUHAaLME 3ByKOBBIX CTU-
MYJIOB, y4aCTBYIOT IPOEKIIMH U3 CTYXOBOU KOPbI
B CJIYXOBYIO 4acTh cTpuaTymMma [Xiong et al., 2015].
BaxxHo oTMeTUTB, 4YTO 3TO OOyYeHME IPUBOIMIIO
K MOTEHUMALMU KOPTUKAJIbHBIX BXOJOB TOJbBKO
K TEM HEMpoHaM cTpMaTryma, KOTOpble pearupy-
IOT Ha YCJIOBHBII MOJAKPEIUISIEMbI TOH (HU3KOM
WIW BBICOKOI 4acToTbl). KOpTUKO-CTpUaTHbIE
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BXOZIbI B CIYXOBBIX O0JIaCcTSIX CTpHUaTymMa He MO-
INOULIAPOBAINCH, €CJIM OOy4eHHEe ITPOBOIM-
JIOCh C UICTIOJIb30BaHNEM 3PUTEJIbHBIX CTUMYJIOB.
W3 pesynbraToB paboThl [Xiong et al., 2015] cie-
IyEeT, YTO MPU OOyYEeHUH M3MEHEHUST MPOUCXO-
1T Tonbko B Tex nensx K—bI'—-T—K, koTtoprie
BKJIIOUAIOT 00JIACTM CEHCOPHOM MOIAJIbHOCTH,
Y4acTBYIOIIE B OoOy4YeHMM. BaxkHO OTMETUTB,
YTO Y OOYYMBIIMXCSI MCIBITYEeMBIX MU3MEHCHMS
peax1inii Ha TOHBI HAOJIIOAAJINCh HE TOJIBKO B KO-
pe, Ho 1 B I14 [Puschmann et al., 2013].

IlpennonaraioT, 4YTOo AO0MaMUHEPTrAYECKUIA
BXO/Jl U3 BEHTPAJILHOTO T10J1s1 TTIOKpbIKKU (BITIT)
MOXEeT BHOCUTb 3HAUYUTEJIbHBIN BKJIa B peopra-
Huzanuio PIT U B Te M3MeHEHUS aKTUBHOCTH
HEUpoHOB B Tojie Al, KOTOpble MMEIOT MECTO
npu accouatTuBHoM obOydeHuu [Brosch et al.,
2011; Thiel, 2007]. C BblaeneHueM nodamMuHa
NpyU TIOJAYYEHUU MNOAKPEIUIEHUSI CBSI3bIBAIOT
yCUJIEHUE HEUpPOHHOW aKTUBHOCTU B TEPBUY-
HBIX CEHCOPHBIX obyacTsx Kophl [Pleger et al.,
2008]. Hajinumem noaMUHEpPTUYecKOro Bxoaa
B CJIYXOBYIO KOpPY OOBSICHSIOT YJIYYILIEHUE TUC-
KPUMWHAIIMMA TOHOB Pa3HOI YacCTOThI BO BpeMs
NpUOOpETEHNSI HaBbIKa U HETTOCPEICTBEHHO ITO-
cie Hero [Schicknick et al., 2012]. U3meHeHUe
peakuMii Ha TOH HelipoHOB B ToJie Al 11pu aBep-
3WUBHOM OOYYE€HUM TaKXKe CBSI3bIBAIOT C UBMEHE-
HUEM KOHIEHTpauuu godaMuHa B 3TOM I0Je
[Scheich et al., 1997]. Ponb nopamMmrHa B u3MeHe-
HUSIX aKTUBHOCTU B KOpe MpU O0y4YeHUU MpPOJe-
MOHCTPHpPOBaHa B 3KCIIEPUMEHTAX, B KOTOPBIX
WCKYCCTBEHHO YBEJMYMUBAIU KOHIIEHTPALIWIO
noamMrHa WM aKTMBHOCTh Ao(aMUHEpruye-
CKHUX KJIeTOK. HampuMmep, yBeJimueHue KOHLEH-
Tpauuu godamurHa c moMmoisio L-DOPA Moriio
YCUJIMBATh KaK peakliiu HeiipOHOB B CEHCOPHBIX
o0JlacTsIX, Tak MW ToBeAeHYecKHe 3A(PGEeKThI
[Pleger et al., 2009]. DnekTpuuyeckasi CTUMYJISI-
uusi pogamMuHepruyeckux kiaetok B BIIIT u
KOMMAaKTHOW 4YacTu 4depHoro BemiectBa (YBK)
CITOCOOCTBOBaJIa KOPOTKOJATEHTHOM (ITpuMep-
HO 35 Mc) ¢da3uyecKoil akTUBallM1 HEHAPOHOB BO
BCEX CJIOSIX CIYXOBOI KOPbI, IPUYEM 3Ta aKTUBa-
LMs1 OblIa CXOO4HA C TOM, KOTopasi HabJiroaaaach B
1K [Mylius et al., 2015]. Moaudukaumus ak-
TUBHOCTH B CJIyXOBOI KOpe MPUMAaTOB, BbI3BaH-
Hasl 3JIEKTPUIECKOI CTUMYJISILIUE nopaMuHep-
rudyeckux kjietok B BIIII, Mmoria njiuThcs B Teue-
HUe HecKoJibKuX cekyHna [Huang et al., 2016].
BaxkxHO OTMETUTB, YTO cOYETaHUE CTUMYJISILIMU
BIIII ¢ yucThIM TOHOM OTIpeAEeIeHHO YaCTOThI
MNPUBOIMIIO K YBEJIUYEHUIO aKTUBHOCTU B TOM
obyiactu noJjist Al, B KOTOpOIi HEMpOHEI pearupo-
BaJii Ha 3Ty yactoty [Bao et al., 2001]. ITpu aTom
Ne 6
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HE TOJIBKO TMOBBIIIAIACh U30MPATEIbHOCTh HEM-
POHOB K COY€TaeMOMY TOHY, HO U TTOJABJISUIMCH
OTBETHI Ha TOHBI Ipyroit yacrtorsl. Ha Bkiaa B
obyuenue godammHeprudeckoro sxona n3 YBk
yKa3bIBaeT TOT (PAKT, YTO ITPU TMOSIA YACTH KJIe-
ToK UYBK muckpuMMHaIUs 3BYKOB YXYIIIaJIach
[Kudoh, Shibuki, 2006]. I1pu peiieHuun 3agadynu
Ha TMCKPUMMWHAIIUIO YMCTHIX TOHOB pa3HOil ya-
CTOTBI OTBEThI NO(aAMMHEPIrUYEeCKUX KJIETOK B
YBx mensuiuck [McGovern et al., 2015]. M3BecT-
HO, 4TO To(haMUHEPTUIECKUE KIIETKN HAXOASTCS
IMOJI KOHTPOJIEM TOPMO3HBIX HEIPOHOB YEPHOTO
BEIIeCTBa, KOTOPHIE OTBEUAlOT Ha 3HAYMMBbIC
3BYKOBBIC CTUMYJIbI MayeYHBIMU pa3psigamMu, a
MX OTBETHI BO3HUKAIOT paHbIie (ha3nuecKrX pas-
psAnoB nodaMUHepTUdecKnx KieTtok [Pan et al.,
2013]. Ilpum yramenum pedJiieKkca aKTUBHOCTH
TOPMO3HBIX KJIETOK yBeJIMYMBAJIaCh, TOTIa Kak
AKTUBHOCTH TO(aMUHEPTUUECKUX KIIETOK CHU-
Xamack. Pesynbratel padboter [Pan et al., 2013]
YKa3bIBalOT Ha YMEHBIIIEHWE BhIIEICHUS n0odha-
MHMHA B KOPE ¥ CTpUaTyMe IPHU yTraiieHUN.

[IpennonoxeHo, YTO yCUJIEHUE OTBETOB Heli-
poHOB ToJyisi Al Ha TOHBI TOW YacTOThI, NpPU
MpeabsiBJIEHU KOTOPOI B OTBET Ha MOAKperuie-
HUe BbljeJisieTcsl [0(haMyH, CBSI3aHO C YJIy4lleH -
eM ycJioBuii st nHaykuyu JII1 Bo30yauTeIbHbIX
KOPTUKO-KOPTUKAIbHBIX M TajlaMO-KOPTUKAJb-
HbIX Bxon10B [Bao et al., 2001]. 13 npeaioKeHHbIX
HaMM YHU(ULUPOBAHHBIX MpaBUil Moauduka-
i u Moayisauuu [Cunbkuc, 2002] cienyer,
yto MHAyKUMM AI1 BO30yaAUTEIbHBIX BXOJIOB K
MOCTCUHANTUYECKUM HEMpPOHaM 1 YBEJIMYECHUIO
WX aKTUBHOCTH JIOJIKHA CITOCOOCTBOBATh aKTHU-
Bausit HMJIA-peuentopoB u 10(aMUHOBBIX
H1/115 peuentopoB. [leiicTBUTEIbHO TTOKa3aHO,
YTO OOyYeHMe JUCKPUMUHAILIMU TOHOB CBSI3aHO
c aktuBauueirt HMJIA- u J11-penentoposB B Ci1y-
xoBoili kope [Schicknick, Tischmeyer, 2006;
Schicknick et al., 2012]. Hao6opoT, aHTaroHUCT
1 perienTopoB MOT 00paTUMO TTOIABJISITh HA HE-
CKOJIbKO JE€CITKOB MHUHYT OTBEThl HEUPOHOB
CJIyXoBoit Kopbl [Mylius et al., 2015]. Kpome To-
ro, BBefaeHue aHtaronucra J11/J15 perientopoB B
CJIyXOBYIO KOpY Tocjie 00y4YeHUsI MPUBOAMIIO K
J10303aBMCUMOMY HapylIEHUIO BbITTOJHEHUS 3a-
nauu, torma kak aroHuct JI1/J15 peuentopon
CITOCOOCTBOBaJI BOCCTAHOBJIEHMIO HaBbIKa ITOCIE
noBTopHoro odbydenus [Schicknick et al., 2012].
KoHconuaauuu namMsatu NpensTCTBOBAJIO BBeE-
neHue antaroHuctoB HMJIA pelentopoB Heno-
CPEACTBEHHO B CTpUATYM IOCJIe OOyYEeHUS peak-
oy u3deraHust B oTBeT Ha YC, compoBoxaae-
MbIM cJTa0bIM yapoM Toka B jany [Kishioka et al.,
2013]. Ha yyacTtue ctpuaryma B OOy4YeHUM yKa-
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3bIBACT M TOT (PAKT, YTO IMOBPEXKICHNE HEHPOHOB
3TOI CTPYKTYPHI Y B3POCIIBIX XKUBOTHBIX CUJILHO
YXYIIIAIO MOSIBJIEHNE peaKllMu cTpaxa Ha 4u-
cthiii ToH [Kishioka et al., 2009]. I1lpuBeneHHbIe
JMaHHbIC CBUAETEJILCTBYIOT O TOM, UTO 3a CYET 00-
JnerdyeHus yciaosuit mist naaykouu 1T B crpua-
TyMe M Kope nodaMrUH MOXET BJIUSATH Ha YIyd-
IIeHWEe OTOOpaXKeHUST YMCTHIX TOHOB B 1Tojie Al n
obecrieunBaTh (POPMUPOBAHME ACCOLIMALIUIA.
I[MpuMmevaTenbHO, YTO MODaMUH MOXET BIUSITh
Ha 00pabOTKy YMCTHIX TOHOB yXXe Ha €¢ paHHUX
CTamusIX, TTOCKOJBKY Ha HelipoHax HJI Taxske
UMeIOTCST TOo(PaMUHOBBIE pelenTOpbl M II0-
ckonbKy HJ mosygaetr Momynupyloinyoo moda-
MUHEPTUIECKyI0 MHHEpBaluIo 13 cyomnapadac-
LIMKYJISIPHOTO SIpa Tajlamyca, SIBJISIIOIIeToCs Ja-
CTBIO TPYINIHI TohaMUHEPTUIECKNX KITeTOoK All
[Nevue et al., 2016].

HeiiponHass akTMBHOCTh B CIIyXOBOM KOpe
YCUJIMBAJIACh, €CJIN UCITBITYeMBbIH TTOJTyJaT OXKM-
JnaeMoe MOAKpPEIUICHNE, a TAaKXKe, eCJIU ITPaBUJIb-
HBIM OKa3bIBAJIOCh OXKHMIIAHWE, YTO MOIKPETICHUS
He Oynet [Weis et al., 2013]. CiremyeT OTMETUTB, OJI-
HaKo, 4TO 10(haMIH MOIYJIMPYET AKTUBHOCTh HETi-
POHOB B CIIyXOBOI1 KOpe KaK B OTBETAaX Ha CTUMY-
JIBI, 32 KOTOPBIMU CJIeIyeT ITOAKPeIUIeHe, TaK 1 B
OTBETaxX Ha CTUMYJIbI, KOTOPbIE HE TTIOIKPETIISIOT-
ca [Weis et al. 2012]. Kpome Toro, nodamuHep-
rndyeckue kietku B BITIT pearupyioT He TOJIBKO
Ha coYeTaHHbIC, HO M Ha HECOUYEeTaHHbBIE CEHCOP-
Hble CTUMYJBI. JloaMUH MOXKET BBIICIISITHCS
Heiiponamu BIIIT B orBeT Ha HOBBIE CTUMYJIBI U
HeoXXmaaHHoe roakperuienure [Bao et al., 2001],
a TaK>Ke KaK Ha MOJIOKUTEIbHOE TTOIKPEIICHHE,
TaK U B OTBET Ha aBEep3WBHBIE CTUMYIHI [Bri-
schoux et al., 2009; Bromberg-Martin et.al.,
2010].

Bxaad samoyuii, 6HUManus U aKkmusHocmu
8 NpehpoOHMANbHOL KOpe 8 UBMEHEHUs peUenmMUBHbIX
noselil u peakyuii Heiiponog noas Al npu obyuenuu,
8 KOMOPOM YCAOBHbIM CUSHANOM SABASACA YUCbLIL MOH

ITokazaHo, 4TO OJHA TOJILKO peopraHu3alus
aKTUBHOCTU HEUPOHOB B 1moJie Al, BbI3BaHHas
MUKPOCTUMYJISIIMEN 3TOTO T10JIs1, HE TIPUBOIUT K
W3MEHEHMUIO TTOBEIECHUYECKON peaKiuu, CBSI3aH-
HOUW C JIUCKPUMMUHALIMEN TOHOB WJIU UX PaCIIO-
3HaBaHueM [Talwar, Gerstein, 2001]. ABTopbI
YKa3aHHOI pa®oThl BBIABUHYJMW TPEANTOI0XKE-
HWE, YTO [UISI M3MEHEHUS TIOBEIEHUSI, KpoMe
MOAKPEIUIEHUSI M YBEJIMYEHUS OTOOpaKeHUs
curHana B 1oje Al, HEOOXOOMMBI M3MEHEHUS
aktuBHocTH B I1pK u B MoTOopHOIi Kope. MMe-
IOTCSI M 3KCHEPUMEHTaJIbHbIE CBUIETEIbCTBA
BaxkHoit ponu IIdK B paboueil namMsITu 1 Lese-
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HaITpaBJICHHOM ITIOBeJeHUN 00e3bsIH B OTBET Ha
3ByKoBoii curHan [Huang, Brosch, 2016]. ITona-
raioT, 94To BXOIbl cBepxy-BHU3 u3 I1pK B ceH-
COpHBIE 00JIACTH KOPBI CITOCOOCTBYIOT BBIOOPY
3HAYMMBIX CTUMYJIOB U TIOIABJICHUIO CTUMYJIOB,
OTBJIEKAIOLINX OT BHIMOJIHEHUS 3amadyu [Barbas
et al., 2011]. Xotsa usmenenus PII HeitpoHOB B
nojie Al HampaBiaeHbI HAa MaKCHMMAaJIbHO XOPO-
1Iee pa3jinyeHre CTUMYJIOB HEe3aBUCUMO OT Xa-
pakTepa TpeOyeMoil peakllMv, OHU 3aBUCST OT
3amaum [David et al., 2002]. Hampumep, ycnnm-
BaJIMICh OTBETHI HA CTUMYJIbI, KOTOpPbIE CUTHAJIM -
3upoBan 00 aBep3nBHOM Bo3nelicTBun. Ha oc-
HOBaHWM 3TUX JAaHHBIX ObUIO CACIaHO 3aKII0ue-
HUE, 4YTO KOHTPOJb CBEpPXy-BHU3 BIMSICT Ha
CEHCOPHYIO 00pabOTKy U B IOMOJTHEHUE K OUC-
KPUMHWHAIIUM CTUMYJIa CBSI3aH C XapaKTepOM
nonkperieHus. Yuactue [1pK B mmactuanoctn
PIT nipy oOydyeHnn Takke 3aBMCHUT OT BBIIEIIC-
HUS nodaMmHa B 3TOi 061acTtu Kophl. C 1ToMo-
IIIO ONITOTEHETUISCKON CTUMYJISILIAN O0haMU-
Hepruuyeckmnx kietok BIIIT mokasano, 4To 110-
BTOpstioneecs: coderanue YC U BbIIEJICHUS
nmodpamuua B MmeamanbHoi TIOK (MIIPK) ycko-
psIIOT OOydYeHMe 3a1ade Ha TMCKPUMUHAIIAIO 3TO-
ro cTUMy’sa oT HecodeTtaHHoro [Popescu et al.,
2016]. OgHako eciu BbIOeJieHUE nodaMUHA B
menuanbHoi I1PK He codeTanmm HM ¢ TTOOKpen-
JISTIOIIMM, HU C aBEP3MBHBIM CUTHAJIOM, TO OHO
He BIIMSIJIO HAa BEIpaboTaHHOE paHee ooydeHme. C
ITOMOIIIBIO AKCTPAKJIETOYHOM perucTpalnu IoKa-
3aHO, 4TO coueTaHne Y C ¢ MOBHIIIEHNEM KOHIICH-
Tpaumy gogaMuHa YBEIWYMBAET cpabaThbIBaHUE
HeipoHoB MIIPK Ha YC, a BBemeHne aHTaroH1-
CcTOB T0(haMUHOBBIX PELETITOPOB YXYAIIAeT IVC-
kpuMuHaumio [Popescu et al., 2016]. [To MHeHUIO
aBTOPOB yKa3aHHOI pa0bOThI, BbIAEIeHUE moda-
MHHA BO BpeMsi OOy4YeHHUsI CIIOCOOCTBYeT Ha-
crpoiike HelipoHoB MIIPK Ha pacmosHaBaHme
MoBelleHYeCKN 3HaYMMbIX coOeiTuii. B I1pK
TaKXXe BBISIBJIEHA XOTb M cjabasi, HO 3HaYMMas
KOppeJISILUS MEXIy peakiiueii Ha 3ByKOBOM CTH -
MYJ U €Tr0 SMOLIMOHAJIbHOM (ITPUATHOM WU He-
NpuITHOM ) 3HaunmMocThio [Hori et al., 2017].

I/I3BGCTHO, 4yTO SMOLMOHAJIbHAs1 3HAYNUMOCTDH
MOOYJIUPYET aKTUBHOCTLb HYyBCTBUTCJ/IbHBIX K I'O-
JIOCY HEHpPOHOB B MEPBUYHBIX U BBICIIUX OOJIa-
CTsIX ciayxoBoit Kopsl [Pannese et al., 2015]. ITo-
Ka3aHO, YTO B 00pabOTKe 3BYKOBBIX CTUMYJIOB,
Korga 3TO Ba>XKHO IJid JUCKPMMHWHaALIUU CBA3aH-
HbIX C HUMU 3MOL[I/II71, Y4aCTBYET MHWHIAJIMHAa
[Pannese, et al., 2016]. [Tpu 3TOM HElipOHBI MUH-
JaJIUHbI YYBCTBUTCJIbHBI K 4aCTOTE OCHOBHOTIO
TOHA W YPOBHIO rojioca, Korjaa Tpedyercs: pasjiu-
YUTb TaKNE€ DMOLIMHN, KaK CTpaxX U I'HEB. Bricora
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CUJIBKHC

OCHOBHOTO TOHa — MTHOBEHHO Yy3HaBaecMoe
CBOICTBO TOJIOCA, KOTOpPOE BOCIIPUHUMAETCS
HelipoHaMu MUHAAIWHBI. [IpuMeyarenbHO, 4TO
B 00pabOTKe CIIyXOBOI U 3pUTEIbHOM MHMOpMa-
IIMM yYaCTBYIOT TOIOJIOTMYECKU pa3leicHHbIC
IPYIIIbl HEPOHOB MUHIAJIMHBI, pearupyoiie
Ha CTUMYJIBI pa3HOi MojanbHOCTH [Montes-
Lourido et al., 2015]. Tak, B 3agHeii yactu 6a30-
JnaTepanbHoit MuHganuHbl (BJIM) 4.4% wneiipo-
HOB OTBEYAJIM TOJILKO Ha CIIyXOBbIE CTUMYJIBI, a B
nepeaHeil yactu — 6.8% HEMpPOHOB OTBeYAH
TOJBKO Ha 3puTesibHbIe cTUMYJIhI [Nishijo et al.,
1988]. OTu maHHbBIE TTO3BOJISIIOT MPEANOI0KUTD,
YTO TIPU 00YyYEeHUH BBHITIOJIHEHUIO 3a71a4, B KOTO-
pbix YC g9BASTIOTCSI pa3HOMOOAJIbHBIE CTUMYJIBI,
TUTACTUYECKME MEPEeCTPOMKI MPOUCXOIST B pa3-
HBIX HelipoHHBIX 1eTisix. [Tocie aMmonmoHanbHO-
ro BO30YXXICHUS CBSI3aHHBIC C OOyYeHUEM U3ME-
HEHUSI, TIPOMCXOISIINE B CIIYXOBOM KOpe, SIBJIsI-
I0TCS  CrielM(UYECKUMU, aCCOLMATUBHBIMU U
nmonro mrsuumucs [Grosso et al., 2015]. Ha oc-
HOBaHUM MMEBIIMXCS JaHHBIX aBTOPHI yKa3aH-
HOIT pabOTHI MPUIILINA K 3aKJIIOYESHUIO, YTO yXKe
Ha paHHUX CTaAusSIX CBSI3aHHOTO C 3MOLUSIMU
00yYeHMSI BaXXHYIO POJIb UTPAIOT CBSI3U CIIYXO-
BO# KOpHI ¢ MUHIaINHOM, a Takke ¢ 1. TToka-
3aHO, YTO IIpM OOyYeHUM 3amadye Ha M30eraHme
YCJIOBHBIII CUTHaJI CUJIbHEE BCETO aKTUBUPYET
LICHTPaJIbHYIO TIpaByIO YacTh MUHIAIWHEI [Kiy-
okawa et al., 2016]. B BeIpaboTKe peakKIi cTpa-
xa Ha YC, IpeacTaBIIsIIONINi COOOI YUCTHIN TOH,
yJacTByeT U JIaTepaJibHasi 4acTh MUWHIOAJIWHBI,
npuyeM 1pu odydeHnn Haomonainack /111 B Bo3-
OyauTellbHOM ITyTH OT 3Toro YC K HelpoHam
MUWHIAJIWHBI, TOTIa KaK UCKYCCTBEHHO (OMNTOre-
HETUYECKM) BbI3BAaHHAS NETIOTCHIIMALIMS B 3TOM
IyTH TTOJABJIsIa BRIPAOOTKY peaKIIuM cTpaxa Ha
YC [Kim, Cho, 2017]. Ormeueno, uro HIT Ha-
Oromanach TOJBKO B IMYTU K MUHIAIMHE OT 3BY-
Ka, COYETAaHHOTO C aBEP3UBHBIM CTUMYJIOM, TO-
IIa Kak B IIyTU OT JUCKPUMMHHUPYEMOIO TOHA
npyroit vactorel Il He wHOyLMpoBaiachk.
MBakTuBauyst MUHIQIMHBL 10 OOYYSHUST TaKKe
HapyIllaja peakiMio CTpaxa Ha TOH OIpeIesIcH-
HOI 9aCTOThI, KOTOPBIIA COYETAIN C DJIEKTpUYIEC-
cknuM pasnpaxkeHneMm [Guimarais et al., 2011].
[1pwu yramreHnn akTUBHOCTh YObIBajla HE TOJIBKO
B mojie Al, Ho u B MuHIanuHe [Apergis-Schoute
et al., 2014].

CoBpeMeHHbIE MCClieoOBaHUsI YKa3bIBalOT Ha
poJib BHUMaHUS B TUIACTUYECKUX MepecTpoiikax
PII HeilipoHOB CTyXOBOM KOpBI MpU OOYYEHUH.
Tak, B aKcrepuMeHTaX, B KOTOPbIX BHUMaHUe
JKMBOTHBIX (XOPbKOB) ObLIO HAIIPaBJIEHO Ha BbI-
JleJIeHWEe OJHOTO TOHA MJIU Ha pa3jiMueHue IBYX
Ne 6
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TOHOB, HaOmoganm nsMmeHeHus ¢gopmsel PIT Heii-
pOHOB 110711 Al, TIO3BOJISIBIIIE YCUJIUTh 3HAYM-
MYIO aKyCTUYECKYIO 1eJIb 1 OMHOBPEMEHHO OT-
dunsTpoBath myM [Fritz et al., 2007b]. IIpenito-
JIaraioT, YTO BHUMaHME UTPaeT KJIIOUeBYIO POJib B
3aITyCcKe KacKaja MpoleCcCoB, BEAYIINX K IUHA-
MuueckuM usMeHeHusMm PII, u 4yTo BO BAUSIHUM
BHUMaHUs Ha ouepunBanue PII ygacTByroT B3a-
MMOJIECICTBYIOIIME TIPOLECCHl CBEPXy-BHU3 U
cum3y-BBepx [Fritz et al., 2007a]. B onbITax, B
KOTOPBIX HCITBITYeMbIe TOJKHBI OBLIIA 3aIIOMMU-
HaTh HU3KWI1 INOO BEICOKUIT TOH, TIOKa3aHO, YTO
AKTMBHOCTHb B CJIYXOBOW KOpE yBEJIMYMBACTCS
TOJIBKO B TOM CJIy4ae, KOTJa UCITBITyeMbIX TTpe/l-
BapUTEIbHO WHCTPYKTUPOBAIM  3allOMMHATh
TOJIBKO OIWH TOH, Ha KOTOPBII HAIIPaBIISIJIOCHh
BHuMaHue [Kumar et al., 2016]. B npousBoiab-
HOII HAITpaBJICHHOCTM BHMMAaHUSI K CIIYXOBBIM
CUTHaJIaM y4acTBYeT pOCTpajbHasl JaTepabHas
IIdK [Mayer et al., 2017; Voisin et al., 2006]. Co-
BpeMEHHBIC TaHHbIC YKA3bIBAIOT HA y4acTHE pa3-
JIMYHBIX MEXaHU3MOB B BBIIACJICHUN CTUMYJIOB,
Ha KOTOpBIC HAMpaBJICHO BHUMAaHUE, C 1IEJIbIO
CBSI3aTh WX C ABUTATeNIbHOM cucTteMoii [David
et al., 2012].

FI/IHOTETL/I‘IECKI/IFI MEXAHU3M
M3MEHEHWW PELUEINITUBHBIX ITOJIEHN
HEMPOHOB I10Jid Al ITP OBYYEHUMU

ITpu aHanM3e BO3MOXHBIX MEXaHU3MOB y4ya-
ctus bI', a Takske BAUSIHUSI BHUMAaHUS U SMOLIUIA
Ha niactudyeckue nepectpoiiku PIT HelipoHOB
noasg Al nipyu oOydyeHWU, HAaMU ObLIM MPUHSITHI
BO BHMMaHMWE€ NpPUBEAEHHBIE BbIIIE JaHHBIE O
TOM, UTO JJIs1 00y4eHUsI, B KOTopoM Y C saBiIsIeTCs
YUCTBIA TOH, HEOOXOAMMO BHUMAaHUE, a TaKXe
4yTO B 00yuyeHuM ydacTBytoT [1pK u MuHmanuHa.
Ipenbsasnenue YC, Haanuue BHUMaHUS K HEMY
U TTIOAKPETJIEHUS IPUBOAAT K BbIICJIEHUIO T10(pa-
MuHa. EcTecCTBEHHO MpPEeaNoJOXUTb, UYTO CBSI-
3aHHbIE C 00YyYEeHUEM MJIACTUYECKUE EePECTPOi-
ku PIT Heliponos nonst Al u BKTB mporcxondt B
T€X HEUPOHHBIX lIETsIX, KOTOpblE YYacTBYIOT B
dopmupoBanuu PIT, 1 yTo 3TH nepecTpoiiku mpo-
SIBJISIIOTCSI B BUAE NO(PaMUH-3aBUCUMBbIX JIJIMTEb-
HbIX U3MEHEHUU 3(P(PEeKTUBHOCTU CBI3EN MEXIY
HelipoHamu. BosneiicTBue pasHbIX (paKTOpOB Ha
nepectpoiiku PII B mone Al 10/KHO 3aBUCETh OT
BXO/IOB B 3TO MOJI€ U3 Pa3HbIX CTPYKTYp, TpUieM
HEeoOXOAUMO YUYMTHIBAThb BJIMSIHUS KaK CHU3Y-
BBEpX, TaK W CBepXy-BHM3. BiusiHue smouuit
OCYILIECTBJISIETCS OJaromaps BXogaM W3 JiaTe-
panbHOUl MuHmanuHbl [Budinger et al., 2008].
Mudopmanust o 3ByKax Inocrynaetr B mnoje Al
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cHu3y-BBepx 4depe3d HIAu m BKTB; BausHue
CBEpXY-BHU3 peain3yeTcsi Yepe3 BXOIbI B IOJIE
Al u3 I1pK [Francis et al., 2018]. B cBoio oue-
penb HelipoHbl Tonst Al nipoenpyiorcst B BKTB,
CTpMaTyM, JIaTepajibHyl0 M 0Oa3oaTepalibHYIO
yactTu MUHOaduHbl. JodamMuHeprnyeckass WH-
HepBanus rmoctynaet u3 BITIT n YBk. KopoTtko-
JIATEHTHBIC peaklu 10(haMUHEPIrUIEeCKUX KJTe-
TOK Ha 3BYKOBBIE CTUMYJIbI MOTYT OBITH BBI3BaHBI
omarogapst Haanmunio adp@epeHTOB B BEHTpOJIa-
tepanbHyto 9acte BIIIT (BIIIIn) (modpamuuep-
TMYECKYIO CTPYKTYpPY, YYaCTBYIOIIYIO B ayauo-
MOTOPHOM IIOBeAeHNM) 13 BHelTHel yactu HII,
IOpP3aJIbHOTO M BEHTPAJIbHOIO KOXJIEapHBIX
sIIep, a TAaKXKe M3 TIIyOOKUX CJIOEB BEPXHETO JIBY-
xonmus [Herbert et al., 1997] (puc. 1). UmeHHO B
3TU CJIOM BEPXHETO IBYXOJIMMUS TIOCTYHAIOT CUT-
HaJbl OT CTPYKTYpP, YYacTBYIOIINX B 00pabOTKe
3ByKoB [Ghose et al., 2014]. Kpome Toro, noda-
muHeprudeckne kiaetkn YBk n BITII momygaror
Bo30oy:xneHue n3 [1pK, cydoramammaeckoro sapa
W e TyHKYJIOTTOHTHITHOTO saapa (puc. 1). Heiipo-
Hbl H/I, BepxHero AByXoJaMus 1 e IyHKYJIOOH-
TUITHOTO siApa HAXOISITCS TIOJ TOPMO3HBIM KOH-
TPOJIEM CO CTOPOHBI HEIAPOHOB BBIXOIHBIX SIIEP
bBI' — pernkynsgpHOIi 4acTi YepHOTO BelleCTBa
(4YBp) u BenTpanmpHoro nmayummayma (BIT) (puc. 1).
YcoBHBIN CUTHAJ, TPUBOISIINKA K aKTUBALIUKU
CTPMOHUTPAJIbHBIX HEUPOHOB M MOCISAYIOLIEMY
pacTOpMaXXWBaHUIO TI0 TIPSIMOMY IIyTH d4Yepe3
crpuatym 1 YBp Ki1eToK B MeayHKYJITOITOHTHM -
HOM U CyOTaJlaMUUCKOM SIIpaxX, MOXET CIT0CO0-
CTBOBaTh YBEIWUYCHMIO CITAiiKOBOW aKTUBHOCTH
nmoaMUHEPTrUUYeCcKnX KIeToK. B KopoTkoia-
TEHTHBIX OTBETaxX MO(aMMHEPIUUCCKUX KIIETOK
Ha CEHCOPHBIE CTUMYJIbI BEPOSITHOCTD MAYCUHBIX
pa3psaoB B 5 pa3 0oJibile, YeM B (pOHE, TO3ITOMY
BbIIeIeHMEe nOodaMWHA B COOTBETCTBYIOIIMX
CEHCOPHBIX O0JIACTSIX HAMHOTO OOJIbIIe, YeM
ObLIIO OBbI TIPM TAaKOM KE€ YacTOTE PeTyJISIPHBIX
paspsanoB [Horvitz et al., 1997]. [1oaTomy BbI-
3BaHHOe YC CyllleCTBEHHOE MOBBILICHUE KOH-
LIEHTpalnu gogamMuHa co3gaeT 0JIaronpusiTHbIC
ycnoBus s mMomudukanmmu 3PEPEeKTUBHOCTH
MEXKHEMPOHHBIX CBA3ECH.

ITpu ananuze yyactust bI' B o0ydyeHuu ciiemy-
€T UMETh B BU/Y, YTO B 3TOI CTPYKTYpPE UMEIOTCS
crieuuduyueckue napajiesibHble KaHaJlbl oOopa-
0otku. Hanpumep, HEMpOHBI U3 CIIYXOBOI YacTu
cTpyvaTyMa IpOELMpPYIOTCsI B 0ojiee BEHTpasib-
Hble cion YBp, a yacTtu ctpuaTtyma, CBsI3aHHBIE C
K v uuHryasipHoid U3BWIJIMHON, MPOELUpY-
I0TCsI B BeHTpoMeauanbHbie ciion YBp [Deniau
et al., 1996]. Heiiponsl cepauieBunsl [15 Bnusitor
Ha TaJlaMUY€eCKHeE siipa CpeIHEeN TMHUU — MEANO-
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Puc. 1. Cxema opraHu3aivu cBsi3eil B CJIyXOBOI U TMMONUYECKO 1IeTsiX Kopa — 6a3ajibHbIe TAHTJIUW — TaJlaMyC —
Kopa. Al — nrepBuuHas ciyxoBas Kopa; [1hK — mpedponTanpHas kopa; BKTB — BeHTpaibHast 9acTh BHyTPEHHETO
KoJieHuaToro Teja; M — mequonop3anbHoe siapo tanamyca; PA — petukynsipHoe siapo Tanamyca; H/m — neH-
TpaJibHasl yacThb HUXHero nByxojmusi; BIl — BepxHee nByxonmue; UBp u UBK — petukynaspHasi 1 KOMIIaKTHast
YacTH YEPHOTO BelllecTBa cOOTBeTCTBeHHO; BITIT — BeHTpasibHOE moJie MOKPHIKW; BIT — BeHTpabHBIN MaJli-
nyM; CTA — cybranamudeckoe ssapo; IT14 — neagynkynonontuitHoe sinpo; C-H u C-I1 — cTrpuoHuUrpaabHble U
CTpUOTIAJJIUIAPHbIEC IIMIMKOBbIE HEWPOHBI COOTBETCTBEHHO; A — modaMuH; OGOJbIINE CBETJIbIE U TEMHbIC
KPYXXKU — BO30YIUTEIbHBIC 1 TOPMO3HBIE IMPOEKIIMOHHBIE HEITPOHBI COOTBETCTBEHHO; MaJICHbKIE CBETIIbIC, TEM-
HbI€ U 3alITPUXOBAHHbIE KPYXKKU — BO30OYIUTEIbHbIE, TOPMO3HBIE U XOJUHEPTUUECKHNE BXOAbl COOTBETCTBEHHO;
MaJICHbKHE CBETJIbIe TPEYTOJbHUKU U KBagpaThl — MOTEHIIMMPOBAHHBIC U AETIPECCUPOBAHHBIE BO30OYIUTEILHBIC
CUHAIIChl COOTBETCTBEHHO; YTOJIIIEHHbIE U TOHKWE JIMHUU — CUJIbHBIE U cJ1abble CBS3U cOOTBeTCTBeHHO. LIITpnx-
MMYHKTUPHBIE CTPEIKU — NochaMUHEPruYecKre BXObl; IBOHAS CTPeJIKa — CUTHAJI, BBI3BAHHBIN YMCTHIM TOHOM.

Fig. 1. A scheme of organization of connections in auditory and limbic circuits neocortex — basal ganglia — thalamus —
neocortex. Al — primary auditory cortex; [1pK — prefrontal cortex; BKTB — ventral part of the medial geniculate
body; MJI51 — mediodorsal thalamic nucleus; P4 — reticular thalamic nucleus; HJIir — a central part of inferior col-
liculus; Bl — superior colliculus; YBp and YBk — substantia nigra pars reticulate and compacta, respectively;
BIIIT — ventral tegmental area; BI1 — ventral pallidum; CT4 — subthalamic nycleus; I1IT{ — pedunculopontine
nucleus; C-H and C-II — striatonigral and striatopallidal spiny cells, respectively; JIA — dopamine; big light and
dark circuits — excitatory and inhibitory projection neurons, respectively; small light, dark and shaded circuits — ex-
citatory, inhibitory and cholinergic inputs, respectively; small light triangles and squares — potentiated and de-
pressed excitatory synapses, respectively; thick and thin lines — strong and weak connections, respectively; dash-
dotted arrows — dopaminergic inputs; a double arrow — arriving signal evoked by pure tone.

nJopsaanbHoe saapo (MJIS) u BeHTpoMeauaabHOE
SIIPO — MPEUMYIIECTBEHHO 4Yepe3 J10pP30MEnu-
aJlbHyI0 4acTh YBp, Torma xkak HEMpOHBI paKo-
BuHBI [T BusgioT Ha M u peTukyisipHoe sij1-
po Tajlamyca IIpeuMyllecTBeHHO uyepe3 BII
[Groenewegen et al., 1999b] (puc. 1). ITonarator,
yTto coaepxaiee TAMKepruyeckue HelipoHbI pe-
TUKYJIIDHOE SIAPO Tajlamyca SIBJISIETCS BaKHbIM
KOMITOHEHTOM IE€TJIM, OHOCpeayIoiieii 00padoTKy
CEHCOPHOI MH(OpMaLIY, U IIPEACTaBIsIET COOOM
TOPMO3HBIN MHTEpdeiic MM “3aTBOp BHUMAHUS
peryJIMpyIoLIuii MOTOK MHpOpMAaLIMM U3 TajlaMy-
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ca B Kopy [McAlonan, Brown, 2002]. CienyeTt
OTMETHUTD, YTO BXOABI M3 PETUKYISIPHOIrO sapa
tamamyca B BKT opraHn3zoBaHbl TOHOTOINMUYE-
cku [Cotillon-Williams et al., 2008], kak u 1po-
€KLIMU B peTUKYJISIpHOE s1apo Tatamyca u3 BKTB
u 1ioas Al [Budinger et al., 2013; Kimura et al.,
2007]. Heiiponsr I15, KoTophle MHHEPBUPYIOT
YBp, pacnoyararoTcsi B OTpaHUYEHHOM JIOKYCe
cepaueBuHbl [14, npuyem B 3Toii 00JacTU Ha
OoutbllIeii YacTU HeifpoHOB (61 %) KOHBEPTUPYIOT
adpdepeHTH 13 orpaHnYeHHbIX Yacteil [1pK —
NpeIMMONYECKOM/MeaaabHO OpOUTAILHOMN U
Ne 6
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JIOp3aJIbHOM arpaHyJIsIpHOM MHCYJISIpHOM [Mon-
taron et al., 1996]. I1poenupytommuecs B BIT Heii-
ponnl I14, KkoTophie MoOJIy4aroT MTHHEPBALIAIO U3
TalaMUYECKUX siaep cpeaHeil JuHuu u bJIM,
T.€. YY4aCTBYIOT BO BJIUSIHUM DMOLIMM U MOTHUBA-
MM Ha 0oOpabOTKy CUTHAJIOB U IIOBeIeHUE, HE
nmetoT BxonoB u3 MIIpK [Papp et al., 2012]. das
BxonoB u3 I14 B BII Takke xapakTepHa Tonuye-
cKas opraHuszauusd. Tak, MeauaabHas 4acTh pa-
koBuHHBI [14 mpoeuupyeTcss B BeHTpoMeaUalb-
Hy1o dyacTb BII, a naTrepanbHast 4acTb paKOBUHBI
IT4 — B BeHTpoaarepaibHyio yacth BIT [Groene-
wegen, 1999a]. Tonuueckass opraHuzanms xa-
paktepHa u mis npoekuuii B 114 u3 INdK u ta-
nmamuueckux simep [Brog et al., 1993; Groenewe-
gen et al., 1999a]. BaxHo momuyepKHYTb, YTO
TaJlaMUYEeCKHEe KJIETKU MHHEPBUPYIOT Te Ke 00J1a-
CTU CTpHaTyMa, 4To U HelipoHsl I1hK, Ha KoTophie
MNPOELUPYIOTCSI 3TU TajlaMudeckue Kietku. Ha-
npumep, npeanmondeckass I1pK, koropas mpo-
elpyercsa B MeauanabHylo 4acth [15, moiydaer
BXOIIbl U3 IApaBEHTPUKYJISIPHOIO TATaMMYECKOIO
siapa 1 napBouesLUToisipHoit yactu bJIM, Helipo-
HBI KOTOPBIX TaKXKE IIPOCLIMPYIOTCS B MeAUalb-
Hyto vyacth ITS [Wright, Groenewegen, 1996].
[IpuBeneHHbIe TaHHBIE CBUIETEIbCTBYIOT O TOM,
yTO 00paboTKa MH(pOpMALIMU IPOUCXOIUT B 3a-
MKHYTbIX LieTsix K—BbI'—T—K. ITpoekuuu B Apy-
rue CTPYKTYphbl JodaMUHEPIruiyeCcKUX HEPOHOB
n3 nByx siaep BIIIT — mapaGpaxmanbHOTIO Mur-
MEHTHOTO U IMPaHUTPAJIbHOTO — TOXE OpraHU30-
BaHBI OIpeAe/ieHHbLIM o0pa3oM. HelipoHbl 3aj1-
Heli MemmanbHOM 4dactu BIIII, Brimowaromieit
MpaHUrpajbHOE SIAPO U MEeIUaJIbHYIO YacTh Ia-
pabpaxuajabHOTO sApa, U30UpaTeabHO IIPOCLU-
PpYIOTCSI B pAKOBUHY U CEPALIEBUHY MeANaIbHOI
yactu [14, B MITdK u BJIM, a nodhamuHepruye-
CKHe KJIETKM M3 3aJHeil JlaTepaJbHOW YacTu
BIIII, Bxuouaroleil JiaTepajJbHYIO 4YacTh Ia-
pabpaxuajabHOTO Siapa, NPOECLUPYIOTCS B jaTe-
panpHyI0o yacTh pakoBuHbI I14 [Lammel et al.,
2014]. Ecnu nodpamuHeprudyeckue kjietku B YBk
OPUMEPHO OTHOPOAHEI II0 CBOIICTBaM, TO CyO-
NOMyJISIIUU A0(haMUHEPIrUUECKUX KJIETOK B APY-
TUX CTPYKTypax UMEIOT pa3InuHbIe aHATOMUYEC-
CKHE€ U 3JeKTpo(PU3UOJOTUYECKNE CBOMCTBA.
DTO MO3BOJIUJIO MPEANOJIOXNUTh, YTO OHU MOTYT
OBITb BOBJIEYCHBI B Pa3HbIC IIOBEICHUYECKUE PE-
aKlMu, BbI3BaHHbIE CIIeIM(PUIYECKMMU BHEIITHU -
mu ctumyiaamu [ Bromberg-Martin et al., 2010].
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Bozmoocrutii mexanuszm yuacmusi 00gpamur-3a8UcCUMbIX
U3MeHeHuUll IpheKmuUeHOCMU MeJICHEUPOHHbBIX C8s3ell
8 Uenax Kkopa — 6a3anbHvle 2AHAUU — MAAAMYC — KOPa
8 NAACmMuUYecKux nepecmpoiiKax peyenmueHbix noaekl
HelipoHoe noas Al npu obyuenuu

CocTaBHOI YacTbl0O MeXaHM3Ma MoInpuKa-
nuu PIT mefiponosB mons Al nmpu oOyyeHUM SIB-
nsieTcsa Mexanu3M popmupoBanus PIT ripu 00-
padoOTKe YMCTHIX TOHOB B HEMPOHHOM 1enn Al—
BI'-BKTB—AIl. CormacHo npeiokeHHOMY Ha-
MU paHee MexaHu3My popmupoBaHum 3tux PIT
[Cunbkuc, 2015a], mopaMuH, BEIIECASIONINIICS B
crpuaTtyMme B oTBeT Ha Y C — YMCThIM TOH OIpee-
JIECHHOI 4aCTOThl WJIM Ha IOJKpEIUIeHWE, BO3-
nerictByeT Ha {1 peuieniTopbl HA CTPUOHUTPAJIb-
HBIX HEMpOHAaX, Ta0IUX HAYaI0 MPsIMOMY ITyTU
yepe3 bI'. OTo crtocoocrByeT maaykunn 11 -
(GEKTUBHOCTH “CHIIBHBIX” KOPTHUKO-CTPUATHBIX
BXOJOB U OHHOBPEMEHHON! IIUTEIbHOM IeIIpec-
creil “ciabbIx” KOPTUKO-CTPUATHBLIX BXOIOB
(puc. 2). “CunbHBIMA” SIBIISTIOTCSI BXOHBI B CTPU-
aTyM oT Tex HeilpoHoB noJist Al, ITYH koTopbix
coBmajana uiu Obuia 0JIM3Ka 4acTOTe MOAKpeIl-
JisieMoro ToHa (BeiOpaHa yactoTa F1), mockoJib-
Ky 3TU HEMPOHBI IIEPBOHAYAIBbHO CUJIbHO aKTHU-
BUPYIOTCSI CTUMYJIOM, U TI03TOMY IIOCTYIIalollIEe
OT HUX BO30yXAeHHE II03BOJISIET OTKPBITh
HMJIA-xaHanbel Ha IIMIOMKOBBIX KJIETKaX.
“CiabbIMH” SIBIISTIOTCSI BXOIBI OT TeX HEI{POHOB,
ybsa [ITYH (F3) orimuyanack OT 4acTOTBI 3TOTO
YC, nosToMy UX aKTMBHOCTb B OTBET HA 3TOT
CTUMYJI IEpBOHAYAJIbHO MaJla, TaK YTO MOCTyMa-
Iolliee OT HUX BO30YXACHME HE MO3BOJSIET OT-
KpbiTb HMJIA-KaHaibl Ha IIUIIUKOBBIX KJET-
Kax. Ilocimenyromias peopraHm3anus aKTUBHO-
ctu HeiipoHoB B uensgx Al—BI'-BKTs—Al
JOJDKHA MOPMBOAUTHL K PacTOPMaKMBAaHUIO CO
ctopoHbl UBp aktuBHOCTM HelipoHOoB BKTHB,
nmeromux ITYH, 613Ky yacToTe MOAKPErIs -
€MOro TOHA, KOHTPACTHOMY YCUJICHUIO HeIApOH-
HOT'0 OTOOpaKeHMUSI YMCTOIO TOHA 3TOM YaCTOTHI
B BKTB 1 B TOHOTONIMYECKU CBSI3aHHOM C HUM
Jlokyce B 1osie Al. DTo BbIpa3uTCd B CYXKE€HUU
PIT otnenbHbiX HelipoHoB B mnosie Al u BKTsB
[Cunbkuc, 2015a]. OgHOBpeMEHHO OyIeT ycu-
JIMBATbCSl UHTUOMpPOBaHUE cO cTOpoHbl YBp ak-
TuBHOCTU HeipoHoB BKTB, mMmeromux ITYH
(F3). B nmokyce moJist Al, pacroiaoXeHHOM O3~
KO K JIOKYCY C “CHJIbHO” aKTMBUPOBAHHBIMU
KJIeTKamMu, nepBoHavaiabHast I[TYH, paBHas F2,
MOXKET CMECTUTLCSI B CTOpPOHY 4YacToThl F1, B
YaCTHOCTH, 3a CUYET YCUJIEHUSI KOPTUKO-KOPTU-
KaJIbHOTO B3aMMOJIEHCTBUSI MEXIY COCEIHUMMU
KJieTkamMu (puc. 2). Kak ykazaHo B npeablaylieit
ri1aBe, UMeHHO Takue udMeHeHus PI1 HaGmona-
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Puc. 2. CxeMa TOHOTONIUYECKOI OpraHnU3aliu HeMpOHHBIX Liereit A1 — 6a3anbHble raHrnu — BKTB — Al, yyacr-
BYIOIIIMX B 00pabOTKE YMCThIX TOHOB pa3Hoit 4acToThl. 1, 2, 3 — mokyckl BKTB, B KOTOpBIX HEHHPOHBI XapaKTepH-
3yI0TCS MIPEAIIOUYTUTENbHOM YacToToii HacTpoiiku F1, F2 m F3 coorBerctBenHO. BC — 0e3yciIOBHBIN CTUMYIL.

OcranpbHble 0003HaYeHUSI KaK Ha puc. 1.

Fig. 2. A scheme of tonotopic organization of neuronal loops Al1— basal ganglia — MGBv— Al that participate in
processing of pure tones with different frequencies. 1, 2, 3 — loci of the MGBv which neurons are initially charac-
terized by preferred frequency to tones F1, F2 and F3 respectively. BC — unconditioned stimulus. Other designations

are the same as in the Fig. 1.

JIUCh Y HelApOoHOB 1oJist Al mpu oOy4eHuu, B KO-
topoMm YC nmen yacrorty F1.

IMTockonbky TAMKepruueckue HEMpoOHBI Jia-
TepaibHOli yactu UB mpoeuupyercs v B H/u
[Yasui et al., 1991], u3 npemjiaraeMoil Moleau
clieyeT, YTO pacTopMakMBalolliee 1eficTBUe co
cropoHbl bI' Ha HelipoHnbl HJIIT MOXeT criocob-
CTBOBaTb YCUJICHWIO aKTMBHOCTU HEHPOHOB Ha
OoJiee HU3KOM YpoBHe 00paboTku. OOpaliiaeT Ha
cebs1 BHUMaHME TOT (PakT, YTO KJlacCUYECKOe
aBep3MBHOE OOyYEeHUE HAa YMCThIM TOH COXpaHsI-
eTCs MPU TOBPEXIEHUU CIYXOBOM KOPbI, HO HE
npu nopexaeHun BKT v HI [LeDoux et al.,
1986]. Yuactue BKT B 060poHUTETLHOM 00yUe-
HUU, B KOTOpoM Y C gBJISIICS YMCTBIN TOH, TTOKa-
3aHO B pabote [Weinberger, 2011]. Heobxonu-
MocTb BoBjieueHUs1 BKT B 0OyueHMe CBI3bIBAIOT
C TEM, YTO 3TO TaJaMMUYECKOE SIIPO BO30YKIat0-
1Ie ACWCTBYEeT Ha CTpUATyM UM Ha MUHIAIUHY
[LeDoux et al., 1986] (cm. puc. 3). C Touku 3pe-
HUsl TpeajiaraéMoil HaMM MOJIeIU, Pe3yabTaThbl
pa6otsl [LeDoux et al., 1986] yka3bIBaloT Ha TO,
YTO JJIs1 aBEeP3MBHOrO OOy4YeHUs 3a4a4ue, B KOTO-
poii YC gBisieTcss YMCTBIA TOH, JIOCTaTOYHO
00ecrneymnTh IIaCTUYECKE MEPECTPONKY B LIETTH
BKTs—BI'—-BKTB u nnocienywoiryo Moauduka-
uuto PIT HeitponoB BKTB. MkbI moJiaraem, 4to
HeobxonuMocTh BobjieueHUss HI B aBep3uBHOE
oOy4yeHHe Ha YMCThIIA TOH MOXET OBITh CBsI3aHa C
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y4acTUEM BTOM CTPYKTYPHI He TOJIbKO B MHTETpa-
LIMU CIIyXOBOI MH(MOPMALIMU, HO U B MOAYJISILINKA
aKTMBHOCTU ceHcoMOoTopHOoI nenu [Tostes et al,
2013], yJacTBymolleii B BBIOOpE M OCYIIECTBIIE-
HUM IBVKCHUS.

BaxHo oTMeTUTB, UTO 0OpabOTKa YUCTHIX TO-
HOB ocyuuecTBisieTcs B Henu Al—bI'—BKTB—Al,
BKJIIOYAIOIIEH MeIuoa0op3aIbHYIO YacTh CTpUa-
TyMa, B KOTOPYIO TIPOECLIMPYIOTCSI HEUPOHBI
BKTs u nonst Al [Gangarossa et al., 2013] (puc. 1).
MMeHHO 3Ta yacTh cCTpUaryMa ydacTByeT B (pop-
MHUPOBAaHWU acCOLMALUU “AeUCTBUE — CIEAYIO-
1u1ii u3 Hero pe3yabTatr” [Balleine et al., 2009; Li
et al., 2016]. M3BecTHO, 4YTO HElpOHBI (PPOH-
TaJIbHOU YacTu nojisg Al, KoTopble TPearnoYTH-
TE€JIbHO OTBEYAIOT HAa TOHBI BBICOKOW YaCTOTHI,
MpOELUMPYIOTCS B CJIYXOBYIO 4YacTb CTpUaryma
OoJiee JlaTepalibHO, a HEMPOHBI KaylaalbHOI Yya-
cTy nojist Al, IIpeaAnoYTUTEIbHO pearupyolire
Ha HU3KOYaCTOTHBIE TOHBI, TPOESLMPYIOTCS B 00-
Jiee MeIMaJIbHYIO YacTh cTpuaTtyma [Xiong et al.,
2015]. MoxHo 1onaraTh, 4To Ojarogapsi TaKoi
TOTIMYECKOI OpraHu3alu KOPTUKO-CTPUATHBIX
npoekuuit (puc. 2), odyyeHue NpuBeIeT K pa3-
JIMYHBIM U3MEHEHUSM peakluil HEUPOHOB B
pa3HbIX JoKycax moysi Al u crpuaryma. Jeii-
CTBUTEJILHO, Y KpPbIC, OOYYEHHBIX aCCOLIMUPO-
BaTh TOHbI HU3KUX YaCTOT C BLIDOPOM MOAKPETI-
JIEHUsI B MpaBOM II0Jie, KOPTUKO-CTPUATHBIM
Ne 6
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BXOJ OBLTT CHUJIbHEE B MeAUATbHOI YacTu CTpUa-
TyMa, T.€. B TOM 4aCTU, TA€ HEHUPOHBI IIPEIAIIO-
YTUTEJIbHO OTBEUYAIOT Ha HM3KOYaCTOTHBIE TO-
HBI, TOTJA KaK B JIaTepaJIbHOI YacTU CTpUaTyMa
OTBETHI HEMPOHOB Jake YMEeHbIIAIMCH [Xiong et
al., 2015]. Kpome TorO0, Y )KUBOTHBIX, OOY4Y€HHBIX
OpaTh MoAKpeIUIeHNE B TIPaBOM II0JIe, TIOTCHIIM -
WPOBAIMCh KOPTUKO-CTPUATHBIE BXOMIbI, 0Opa-
30BaHHbICE HEMPOHAMU JIEBBIX YaCTEH CIYXOBOM
KOpBI U CTpUATyMa, TOrAa KaK y >KMBOTHBIX,
OOYYEHHBIX aCCOUMUPOBATH HM3KOYACTOTHBIC
TOHBI C BLIOOPOM MOAKPEIUICHUS B JIEBOM ITOJIE,
Habmogasock oopaTHoe cooTHolneHue [Xiong
et al., 2015]. ¥ HeoOy4eHHBIX KPBIC BOOOIIE HE
HaOII0gaIOCh pas3nnunii B 3pHEKTUBHOCTU BXO-
OB U3 KOPHI K HEMpOHaM CTpMaTyMa, pacIioyio-
JKeHHBIM B Pa3HBIX YACTSIX TOHOTOITMYECKOM OCH.

BosmocHble mexanusmol yuacmus GHUMAHUS,
KOPMUKO-KOPMUKAAbHBIX C6513ell U MAAaMO-
KOpMUKAAbHORO Kpyed 8 NAACMU1ecKux nepecmpoiiKkax
peuenmueHbvix noaell Helipornoe noast A1 npu od6yuenuu

IIpencrasieHre o TOM, YTO KOPTUKO-KOPTU-
KaJIbHbIE BO30YOUTEbHBIE CBSI3U BaXKHBI TSI
0o0y4eHus, B KoTopoM Y C sIBJISIeTCS TOH ONpe/e-
JIECHHOW 4YacTOThI, SIBISETCS OOIIETIPUHSITHIM.
Yyactuem 3Tux cBsi3eil ObUIM OOBSICHEHBI TaH-
HbIE€ O TOM, UTO B pe3yJibTaTe 00y4YeHUSI U3MEHSI-
IOTCSI OTBETHI HEAPOHOB HE TOJILKO B TOI 00J1a-
cTtu 1ojs Al, B KoTopoii pacroiaraauch Helipo-
Hel ¢ IIYH, coBmamarwleit ¢ 4acToToM
noakperisiBierocss YC, HO U HEMpOHOB, pac-
MOJIOXKEHHBIX B cOocelHell 00JIacTU KOpbI, Ubs
IT9YH otnmmyanack ot 4yactotel YC Ha 5 kI, a
TaK>Ke Yy HEMPOHOB B OTHAJIEHHOI 00J1aCTH TOJIS
Al. OnHako y HelipoHOB, y KoTopbix I[THH oTnu-
yayjach oT yacTtoThl ¥YC Ha 15 kI'l1, oTBETHI HE U3-
MeHsiuch [Guo et al., 2013]. C Touyku 3peHus
Hallei Moaenu s crieuruIeckmx CBI3aHHbIX
c obyueHueM usmeHeHuit PII HelipoHOB moJist
Al HemocTaTOYHO y4dacTusl TOJIBKO KOPTUKO-
KOPTUKAJbHBIX B3AUMOICHACTBUIA BCIIENCTBUE UX
OoJblION KOHBEpreHUMU U auBepreHuuu. He-
00X0oAMMO TakKe uU3MeHeHue 3(pGHEKTUBHOCTHU
TOHOTOMWYECKHMX CBI3€ KOPHI C TAJIJaMyCOM M C
bI'. ITockonbky mnipu npeabsiBieHnn YC — yu-
cToro ToHa ¢ yactotoii F1 mokHa yBeTUUYUTBHCS
aKTUBHOCTb HeiipoHoB 1oJisit Al u BKTB, umeto-
mux ITYH F1, MoxXHo mojaraTh, YTO B TaJlaMO-
KOPTUKAJIbHOU CETU TPOU3OUIAYT WU3MEHEHUH,
CXOOHbIE C TEMU, KOTOPbI€ ObLIN BbI3BaHbI B Ha-
LIMX 9KCMEPUMEHTaX UICKYCCTBEHHO C OMOIIIbIO
MUKPOCTUMYJISLIMN TPYIITbI HEUPOoHOB 1oJist Al
c ITYH F1. B pe3yabTaTte HaOII00JIU CMEIIEHUE
B ctopoHy yactothl F1 ITYH HeilipoHOB B coceli-
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Puc. 3. Cxema (yHKIMOHAIBHOI OpraHW3aln
JIMMOMYECKOM, CITyXOBOM 11 MOTOPHOI Lieneii Kkopa —
OaszajbHble TaHTJIUM — Tajamyc — kopa. BKTMm —
MenuajabHas YacTh BHYTPEHHETO KOJIEHYaToro Te-
na; BJIM — 6a3onatepaibHasi MUHIaauHa. OcTallb-
HBIe 0003HaYeHMsI KaK Ha puc. 1 u 2.

Fig. 3. A scheme of functional organization of lim-
bic, auditory and motor circuits cortex — basal gan-
glia — thalamus — cortex. BKTMm — medial part of the
medial geniculate body; BJIM — basolateral amygdala.
Other designations are the same as in Fig. 1 and 2.

HeM JIoKyce 1noJisi Al 1 B TOHOTOIIMYECKU CBSI-
3aHHOM ¢ HUM Jiokyce BKTB, KoTopbie nepBo-
HavaibHO XapaktepuzoBaiuchk [TYH F2 [Cunb-
kuc, Pamomopt, 1994]. AHanoruynblii 3¢pdexT
HaoOmogancd B padote [Tang et al., 2012], B KkoTo-
poOIi TOKaIbHAS CTUMYJISILMS HEMPOHOB 10Js1 Al
BbI3bIBaJla TOHO-CHEHU(PUISCKUE TIACTUYECKUE
W3MEHEHUSI YAaCTOTHOM HACTPOMKM HEUPOHOB
BKTBsB. Diaexrpuyeckass CTUMYJISILIUSI HEHPOHOB
BKTB, xapakTepu3ylolmuxcs y3KOM 4acTOTHOM
HacCTpOIKOIi, TakxKe BbI3biBaja caABur ITYH Heii-
poHoB noyisgt Al B cropony Toit ITYH, Kotopas
OblIa XapaKTepHa IJisi HEMPOHOB CTUMYJIUPYE-
moro Jiokyca BKTB [Ma, Suga, 2009; Tang et al.,
2012]. MmeroTcsl faHHBIE O TOM, YTO CTUMYJISI-
LI1$1 CIYXOBOI KOPbI MMPUBOIUT K MJIaCTUYECKUM
rnepecTpoifkaM oTBeTOB HelipoHOB 1 B H/I11, T.e.
Ha 6oJiee paHHEeN cTaguu o0pabOTKM YUCTHIX TO-
HOB [Ma, Suga, 2009; Zhang et al., 2005]. OgHo-
BpeMeHHO ¢ u3meHeHussmMu PII HelipoHOB mois
Al n BKTB Hamu Obl1a BBISIBJIEHA M1 MOOU(UKA-
g (IMoTeHLMals U JeTIpeccrs) MOHOCHHAM -
TUYECKMX CBI3€i MEXy BCEMU 3JIeMEHTaMU Ta-
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JlJaMO-KopTuKaiabHOoro kpyra [Cunbkuc, 1994a;
Cunbkuc, 19946], T.e. ycTaHOBJIEHO, YTO B IJ1a-
cTudeckmux nepecrpoiikax PIT ygacTtByioT n3sme-
HeHUsA 3(P@PEeKTUBHOCTU CBs3eit B mermu K—
BKT—K. C Touku 3peHusI IIpeajiaraeMoro B Ha-
crosiiieii paboTe MexaHu3Ma, B 3TUX DKCIEPU-
MEHTAaxX in Vivo IpU CTUMYJISILUMU KOPbI UMEIU
MECTO TakkKe M3MeHeHUs 3(p(PEKTUBHOCTU CBSI-
3eit mexny kopoii 1 BKT, mexxny kopoit u BI', a
takke Mexxny bI' m BKT, Tak uTo oHM TOKE MOT-
JIM BHOCHUTH BKJIaJ B riepectpoiiku PIT.

M3BecTHO, 4TO AJ1s1 OOy4yeHUsI HEOOXOIUMO
Mpou3BoJibHOe BHUMaHue. Hamu Ob110 npeano-
JIOXXEHO, YTO MPOU3BOJIbHOE BHUMAHUE SIBJISIET-
Cs1 YaCThIO CEHCOPHOII 00pabOTKU U 3aITyCKaeTCsI
aktuBauueit [NpK [Cunbkuc, 2015 0]. Bausnue
I1pK Ha PII HelipoHoB B 1ojie Al MOXeT ObIThb
JOCTAaTOYHO 3P (PEKTUBHBIM, ITOCKOJIbKY aKCOHBI
HelipoHoB [1¢pK okaHuuBatoTcs B ciosix 2/3 110-
a1 Al [Francis et al., 2018]. OnroreHeTn4yeckast
CTUMYJISILMSI  OpOMTO(MPOHTAJILHOKM  obyiacTu
I1pK npuBoauia K KOPOTKOJATEHTHOMY BO3-
OyXIeHUI0 HelpoHOB mojs Al, a coueTaHHas
CTUMYJISILIMS OpOUTO(DPOHTATIBHOI KOPBI CO 3BY-
KOM MpUBOAWIA K YJIYYIIEHUIO KaK OTOOpaxe-
HUSI 3TOr0 3ByKa B 1oJyie Al, Tak 1 JMCKpUMMHA-
uuu 3BykoB [Winkowski et al., 2013; Winkowski
et al., 2018]. DTu maHHBIE COIMIACYIOTCS C Mpe-
roJjiaraeMoii poJiblo OpOUTOMDPOHTAILHOMN KOPHI
B Moayasuuu PIT HelipoHOB mosis Al ¢ 1enbio
YIy4JlleHUsI CECHCOPHOI 00pabOTKU U Peryaupo-
BaHUsl TTIOBEIECHYECKON 3HAUMMOCTHA CEHCOPHBIX
BXO/IOB.

ITockoJibKy BHUMaHKE OOBIYHO HAIlpaBJIsIeT-
cs1 Ha mojkperuisiemblii YC, HalpuMep, Ha 4u-
CThI TOH 4acToThl F1, MOXHO ITojaraTh, 4To B
pe3yabTaTe NOIOJHUTEIbHOTO BO30YXXAESHUS CO
cropoHbl I[IpK Gosbille Bcero yBeaIU4UTCs ak-
TUBHOCTbB TeX HelipoHOB 1oJist Al, ubsd ITHH coB-
nagajia c yactoroit F1 1 ubsd peakTUBHOCTH Mep-
BOHayYaJIbHO OkLJIa BBICOKOI (puc. 2). DddekT
CBSI3aH C BBIIOJIHEHUEM MpaBuiia Xeb0a (coBrma-
JIEHUST aKTUBHOCTH TIpe- U MOCTCUHANTUYECKOM
KJIeToK) 1 uHaykuueit JIIT Ha Bxoae B mojie Al us
I1pK. BeaeactBue 3TOoro MUMEHHO 3T HEMPOHBI
noss Al HaYHYT cUJIbHEe BO30YXaTh IIMITUKO-
Bbl€ KJIETKM MEAWOAOP3AJILHOIO CTpUaTyma, 4To
OyaeTr crocoOcTBoBaTh OTKpbiBaHuio HMJIA-
KaHayoB U uHAyKUuK 1T Ha CMIbHOM KOPTUKO-
cTpruaTHOM Bxoje (puc. 1). B cBoto ouepenb 310
npuBeneT K aydineit BeipaxkeHHocTu PIT Helipo-
HOB moJjist Al, pearmpylommux Ha IOAKpernsie-
MBIt TOH ¢ yacTtotoil F1. Kpome Toro, nmpu mnpo-
W3BOJIbHOM YBEJIMUEHUU aKTUBHOCTU HEUPOHOB
IIpK nmomkHO ycWiIuUTbCsl WX BO30yXIalollee
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JeiicTBre Ha nodaMUHEprundeckue KieTku (puc. 1).
HodamuH, Bo3neiicTBys Ha 1 penentopsl Ha
IIUITMKOBBIX HETPOHAX MEIMOIOP3AIbHOTO CTPH-
aryma, cnocooctByeT JIIl KopTmMKO-CTpMaTHBIX
BXOHIOB, ycuieHuio nHruouposanuss TAMKep-
rudyeckux Kiaetok YBp u mocnenyioiieMy yBean-
YyeHUI0 pacTtopMaxkmBaHus HelipoHoB BKTB,
nmeromux [TYH F1. DTo mpuBeneT K gaabHE-
1IeMy YCUJICHUIO aKTUBHOCTH T€X HEIPOHOB IO~
7151 Al, Ha KOTOpBIE OBIIIO HAITpaBJIEHO BHUMAaHWE
n xotopelie mmenu ITYH F1. B nomonmHenune ak-
tuBauua I1dpK, 3amyckaromniasg mpon3BOIBHOE
BHMMaHUeE, IPUBOIUT K peOpTraHU3alluM aKTUB-
HocTH B ntuMonyeckoit uenu [IpK—BI'—MIAd—
1K (puc. 1). U3 mpenmoxeHHON HAMU MOIEIN
(yHKIIMOHVpPOBAHUSA  JUMOMYECKON  IIeTH
[Cunbkuc, 2015 6] caemyeT, YTO MpU BEIICICHUN
nmodamuna B 14 3a cueT Bo3neiicTBus Ha [11 pe-
LIETITOPHl Ha CTPUOHUTPAJIbHBIX HEWpoOHaX Ha
cuibHOM Bxone n3 I1pK x 31 Kiretkam OymeT
uHayuupoBaTtbes: [AI1, uro mpuBeneT K ycuie-
HHWIO MHTUOMpoBaHust HelipoHoB UBp 1o mps-
momy niyti dyepe3 [T [Cunpkuc, 2014]. OmHo-
BpPEMEHHO 3a cUeT Bo3neicTBus Ha /12 pererro-
pBl Ha cTpuonayuInaapHbIXx HeipoHax [T, Ha
CWJIBHBIX KOPTHMKO-CTpUTHBIX Bxomax m3 [1pK
OyIeT MHIYLMPOBAThCS IINTEIbHAS IeTIPEeCCHUSI.
DTO mpuUBeIET K 0CIaA0JICHUIO TOPMO3HOTO JIeii-
cTBUsA Ha HelipoHbl BII 1 mocaenyromemy ycu-
JICHUIO MHTUOMPYIOIIETO ACUCTBUSI CO CTOPOHBI
114 na YBp [Cunbkuc, 2014]. B moan3y Takoro
MeXaHM3Ma CBUIETEJILCTBYIOT ITaHHbBIE O CUJIb-
HOM MHTMOMPOBAaHUM TOHUYECKOI aKTUBHOCTH
keTok UYBp B pe3ynbTare 351€KTpUIECKO CTH-
mynssuyn HeipoHoB MITpK [Montaron, et al.,
1996]. ITockonbKy HelpoHbI Toi yact YBp, B
KOTOpPOI OKaHYMBAIOTCS AaKCOHBI IIMITMKOBBIX
kietok I14, marnoupyror Heiipoust M/, ripo-
euupyromieecsa B [1dK, B pesynprare ycuieHus
nWHTNONpoBaHus HelipoHoB UYBp um mocnemyro-
Iero pacTopMaxkmBaHusa HelipoHoB M, ak-
TUBHOCTL HelpoHoB MIIGK momomHuTeIRHO
YBEJIMYUTCS W, CJICHOBATCIbHO, YCUJIUTCS WX
BO30Oy:KIarolee JeiicTBre Ha HEMPOHHI o Al.

Ilpennaraemasi HaMM MOJEJIb OTJIMYAETCSI OT
LIMPOKO PacCIpOCTPAaHEHHOTO TPEACTABICHUS O
BaXKHOI poJU JaTrepaibHOr0 BHYTPUKOPKOBOTO
TopMoxeHus B popmupoBaHuu PIT HeltpoHOB B
MEPBUYHBIX CEHCOPHBIX obacTsx. JlarepajibHOe
TopMOXeHue B Tojie Al (Kak ¥ B TEpBUYHON
3pUTeSibHOK Kope V1) Bpsia U MOXeET obecrie-
YUTh TaKoe BXOJOCHEeHU(PUUIHOE H3MEHEHUE,
Kak HampasjieHHoe usMeHeHue PII, BcieacTBue
HEMHOTOYMCIIEHHOCTU KOPKOBBIX TOPMO3HBIX
WHTEPHEHPOHOB (€IMHMILIbI TIPOLIEHTOB) M OOJIb-
Ne 6
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IOl TUBEPreHTHOCTU M KOHBEPTEHTHOCTH UX
B3aMMOJEUCTBUA C MUPAMUIHBIMU KIIETKAMMU.
[Mo-BuoguMomMy, ¢ 3THUM CBSI3aHO OTCYTCTBHE
OPUEHTALIMOHHOM YyBCTBUTEJIBHOCTU Y TOPMO3-
HBbIX HEUPOHOB MEPBUYHOUN 3PUTEIBHOM KOPBHI,
XOTSI CYILIECTBYIOT OPHMEHTALIMOHHBIE KOJIOHKH
13 MUPAMUTHBIX KJIETOK. ABTOpPHI padboThl [Os-
wald et al., 2006] Takxke MOABEPIJIM COMHEHUIO
pOJIb JIaTepajlbHOTO TOPMOXKEHUSI, TTOCKOJIBbKY
OHO HE MMeeT TOHKOI HACTPOMKN HA TOH M HE
moxeT orpannauTh PIT. U3 ipemmaraemoro Ha-
MU MeXaHMU3Ma CJIeyeT, 4YTO B GOPMUPOBAHUU U
MOIM(PUKAILIMM XOpoIIo oyepyeHHBIX PIT Heit-
poHoB 1o Al (kak 1 PIl HelipoHOB B KOJIOH-
Kax B mtoyie V1) OCHOBHYIO POJIb UTPAET HE JIaTe-
paJiIbHOE TOPMOKEHHE B KOpe, a TohaMUH-3aBU-
CUMBIC TIEPECTPONKM aKTUBHOCTU B CIIYXOBOM
(3puTenpbHOI) M IUMOMYeckou uensax K—bI'—
T—K. M#bI momaraemM, 4To MMEHHO pa3HOHa-
MpaBJICHHBIA 3HAK MoauduKauuu 3P(PeKTUB-
HOCTH CWJIBHBIX U CJIA0BIX KOPTUKO-CTPUATHBIX
BXOI0B MOXKET MPUBECTU K YCUJICHUIO aKTUBHO-
CTM OIHOI TpyMIThl KOPKOBBIX HEMPOHOB W OJI-
HOBPEMEHHOMY TIOJABJIICHUIO aKTUBHOCTU B
IPYTUX HEUPOHHBIX TPYTIMaXx.

I1pumeyaTenbHO, 4TO GPYHKIIMOHAJILHBIC CBSI-
31 MEXIY CIYyXOBBIMM M JIPYTMMM OOJaCTIMU
KOpHBI N30MpartesIbHbI K yactoTte. Tak, ¢ TIOMOIIEI0
(YyHKIIMOHAJIbHOIO MAarHUTHOI'O PE30HAaHCa MOKa-
3aHO, YTO ITPU 00Pa0OTKE HU3KOYACTOTHBIX TOHOB
(200 u 400 I'm) cayxoBast Kopa CBSI3aHa C MIPEMO-
TOPHOI, COMaTOCEHCOPHOI/acCOLIMaTUBHON U
Jop3oJiaTepalibHO npedpOHTaIBHONM 0071aCTsI-
Mu; 11 cpeannx gactoT (800 u 1600 I'tx) BoIsIB-
JICHBI CBSI3M C TIepelHel/3aaHell BepXHEBUCOU-
HOI M3BMJIMHOM 1 HIKHEH (PpOHTaJIbHOM 00J1a-
CThIO; 11 BhICOKMUX 4acToT (3200 m 6400 I'r)
XapaKTEepHBI CBI3M C TEPEIHENM LMHTYJISPHOMN
Kopoii n aeBoii nop3oyarepanbHoii [1dK [Yuan,
et al., 2018]. He uckiroueHO, 4TO 3TH pa3andusI
CBSI3aHbI C PA3HOM POJIbIO TOHOB HU3KOM U BbI-
COKOM 4acCTOThI JJIS1 XKU3HENEeITEIbHOCTU U Bbl-
Oopa HeOOXOAMMBIX IBUTATSIILHBIX PEAKIINA.

MexaHnuszm 6ausHUA SMOYUTI HA naGCMUYecKUe
nepecmpoliku peyenmusHbix noaeil Heliponos noas Al
npu obyueHuu

CoBpeMeHHbIE MCClieIOBaHUS YKa3blBalOT Ha
TO, YTO SMOLIMU SIBJISIOTCS CJIEACTBUEM B3aUMO-
JIIECTBUSI HEHPOHHBIX liereit 1) 3puUTeIbHOTO
BOCHPUSITUS, BKIIOYAIOIIMX MEPBUYHYIO U BbIC-
IIe 3pUTEJIbHbIE 00J1aCTU KOpPHBI; 2) CIIyXOBOIO
BOCHPUSITUS, BKIIOYAIOIIUX MEPBUYHYIO CITYXO-
BYIO KOpY; 3) BHUMaHUS K 3MOLIMOHAJIbHO 3Ha-
YUMOMY CTUMYJIy, BKJIOUYAIOIIUX WHCYJSIPHYIO
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00J1aCTh, MEPEeIHION LUHIYISIPHYIO U MOAKOP-
KOBBbIE 00J1aCTH; 4) OLICHKU U IPEABUACHUS DMO-
HUOHAJIBHBIX COOBITHI, BKIrouamomux MIIpK,
3aJHIOI0 LIMHTYISIPHYIO 00JIaCTh; 5) MHAYKLUU
SMOLMOHAJIbHOM peaKLUM, BKJIIOYAIOIIEH MUH-
nanuHy 1 dy3ndopmHyro n3BmIMHY [Riedel et al.,
1996]. B npemiaraeMoii Moaes i pacCMaTpUBaeT-
cs1 (PyHKIIMOHUPOBAHME TOJIBKO LieTieil, CBSI3aH-
HBIX CO CJTyXOBBIM BOCTIpUSITEM U OOy4YeHUEM, B
kotopoM YC sBisercss dyucThiii ToH. Kak yxe
yKa3bIBaJOCh, HEPOHbI MUHIAJIMHBI, YYaCTBY-
IOllIME€ BO BAMSHWUM 3MOLMK M MOTMBALMM Ha
o0Oy4eHue, pearupyloT Ha CEHCOPHbIE CTUMYJIbI,
B YaCTHOCTH, Ha 3ByKOBKIe. HelipoHkl 1aTepajib-
HOU MUHIAJIMHBI MOTYT y4acTBOBaTb B 00paboT-
K€ 3BYKOBBIX CTUMYJIOB, MOCKOJBKY MOJYy4arOT
WHHEPBALUIO U3 MeAUaabHOI 1 JOop3aabHOI Ya-
creii BKT [Doron, Ledoux, 1999]. JlareHTHBIE
Nepuoabl OTBETOB HEMPOHOB MUHIAIWHBLI Ha
3BYKOBBIE CTUMYJIbI MOTYT OBITb OU€Hb KOPOTKH-
MU (4—6 Mc), MEeHbIIIe JJaTeHTHBIX IEPUOIOB OT-
BeTOB HelipoHoB cTtpuartyma (12—30 mc) [Bordi et
al., 1993]. Ha xppicax B CBOOOOHOM IOBEACHUU
MOKa3aHO, YTO BXO/bI 13 CITyXOBBIX 00JiacTeli Ta-
JlaMyca 1 KOPHI B JIaTepaIbHOE SIPO MUHIATUHBI
JMOCTaTOYHO CWJIbHbIE W MOTYT ITIOTEHLUUPO-
BaTbcs. ITpu aToM BeipaxeHHOCTb II1 Ha Bxoae
13 KOPbl B MUHAAJIMHY B IIepBbie 24 4 HaubOJIb-
1Iasi U COXpaHsSIETCA B TeueHue 3 mHeli, a B MyTU
13 Tajlamyca B MuHaaiauHy JII1 meHblle mo am-
IUIATYOE, HO COXpaHsEeTCsl, o KpaiiHeil Mepe, B
teueHue 6 qHeit [Doyere et al., 2003]. [Ipumeua-
TeJabHO, 4YTO u3MeHeHuss AMIIA penenTtopoB Ha
HelipoHaX MUWHIAJIWHBI, BbI3BaHHbIC [laBIoOB-
CKMM OOy4YeHHEM, CXOAHbI C U3MEHEHUSIMU
AMITA peuentopoB Npu IOCTTETAHUYECKOM
JI1, mpmyeM MMeeT MeCTO OKKITIO3USI DTUX 3(d-
dexToB [Maren, 2005]. DTu gaHHbBIE YKa3bIBAIOT
Ha CBI13b CUHAIITUYECKOM MJIaCTUYHOCTHU HA CeH-
COPHOM BXOJIe B MUHIAJIIMHY C aCCOLIMATUBHBIM
obyyenuem [Maren, 2005]. HegaBHOo moka3saHo,
yT0 addepeHThl U3 TATAMUYECKUX SIAEP CpeaHei
JIMHUU MapaBeHTPUKYISIPHOIO M CPEAMHHOIO
MeIUabHOIO (Ha cXeMe He MOKa3aHbl C 1LIe/IbIo
VIIPOILIEHUSI) OKAHYMBAIOTCS IPEUMYIIECTBEH-
HO Ha OCHOBHBIX KjeTkax bJIM [Amir et al.,
2018], moatomy addepeHTHOEe TOPMOXEHUE B
3TOM MYTH CJ1a00€ 1 He JOJKHO MPensTCTBOBATh
nHaykuuu IIT Ha Bxogax B BJIM ot atux sigep,
cBs3aHHBIX Takxke ¢ IIpK. Tlomarator, uro ot
TJIACTUYHOCTH BXOJIOB B MUHOAJUHY 3aBUCUT
OBICTpasl COYETAeMOCTb OTBETOB Ha ITOTCHIIV-
aJIbHO OTIaCHBIE CTUMYJIbI, TOTAA KaK U3MEHEHMUS
B CJIYXOBBIX 00JIACTSIX KOPBI MOTYT OBITH BOBJIE-
YeHbl B KOTHUTUBHBIC (DYHKIIMU, CBSI3aHHbLIC C
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BHUMaHuMeM W 3anomMuHaHueMm [Quirk et al.,
1997]. IlonaraioT Takxke, 4TO MOTMBAllMOHHAasI
3HAYMMOCTb Pa3INYHBIX MOAKPEIJICHUII MOXET
OTpaxaThCsI BaKTUBHOCTH OpOUTOMPOHTATBHOMN
obmactu I1pK [Hollerman et al., 2000]. ITo-Bu-
IUMOMY, 3TO CBSI3aHO C HAIMYKUEM BO30YIUTEIb-
HBIX BXOJOB M3 MUHIAJIMHBI B OPOUTODPOHTAIIE-
Hy10 Kopy 1 MI1¢pK 1 BXOmoB 13 KOpbl B MUHIA-
mmHy [Aggleton et al., 2015; Reppucci, Petrovich,
2016].

CornacHo npemioXeHHOMY HaMU paHee TU-
MOTETUUYECKOMY MEXAaHWU3MY BJIVSTHUS SMOLIMWIA
Ha (YHKIMOHHWPOBAHWE JIUMOUYECKUX U CEH-
copHbIX HellpoHHBbIX ceTeil K—bI'—T—K [Cuib-
kuc, 2014], B ¢GyHKIIMOHUPOBAHUE JIUMOUYE-
ckoit neru K—bI'-T—K, koTopas BkitouaeT 111
u BII, cylecTBeHHBI BKJIad BHOCUT TO OOCTOSI-
TeJbCTBO, UTO BXxoabl U3 MITGK n 13 BJIM KoH-
BEPIrUPYIOT Ha IUITUKOBBIX KieTkax 14 (puc. 3).
ITokazaHo, 4TO JTaTEeHTHBIE MEPUOJbl OTBETOB
HIMTITMKOBBIX HelipoHOB 114 Ha cTUMyISILINIO Kak
MIIpK, Tak u BJIM, mpuMepHO OJMHAKOBBHI U
BapbUpyIoT OT 8 10 20 Mc (B cpeaHeM 14 mMc), 4To
COOTBETCTBYET MOHOCUHANTUYECKOMY MTPOBEIEC-
Huto [McGinty, Grace, 2009]. Tlpu ogHOBpe-
MEHHOM cpabaTbiBAaHWW MNPOELMPYIOIIUXCI Ha
HIMNUKOoBbIe KyeTKU [T HelipoHOB MUHAAJIUHBI
u IpK cymmaliyst Bo30yKIeHUsT OT ITUX CTPYK-
TYp MOXET TPUBECTU K MOSBJICHUIO pa3psiioB
ILIUITMKOBBIX KJIeToK. ITokazaHo, uyTo addepeH-
ol 13 BJIM, T1pK v cpenmHHBIX TaTaMUYeCKUX
SJep aKTUBUPYIOT METaO0OTpOIIHbIE TJyTamar-
HbI€ PeLENTOPhI, PACIIOJIOXKEHHbIE HA IIIUITUKO-
BBIX KJIETKax PaKOBUHBI U cepaueBuHbl [14 [Mi-
trano et al., 2010], 4To AOJZKHO CIIOCOOCTBOBATH
HIT s3tux BXomoB. B pe3ynbTaTe NoCaeayolero
pacTopMaxkMBaHUsI co cTOpoHbl BI' HelipoHOB
M » cpearHHBIX TaJlaMUYECKUX sIIep JOJDKHA
MOBBICUTBCS AaKTUBHOCTb KJIETOK-MMILIEHEN 3THX
saep kak B BJIM, tak u B I1¢pK. T1pu aTom ycunut-
cs BsiHue [1pK Ha BeiOOp roBeneHus1. B nmosib3y
MnpeajlaraeMoro MexaHu3ma BJIUSIHUSI 9MOLIMM Ha
oOy4yeHHe MOTYT CBUIIETEJILCTBOBAThH TaHHBIE O
TOM, 4TO ynajieHue pakoBuHbI [T viu nmpepsbi-
BaHue cBs3zeil Mexny bBJIM u paxkosunoit ITA4
YCTPAHSUIO BJIMSIHUE 3MOLIMI Ha BbIOOp CTUMY-
Jia, KOTOPbIii BBI3bIBAI ICHUCTBUE, MPUBOASIIEE K
noakperuieHuto [Laurent, 2012]. IToBpexaeHue
cepaueBuHbl T4 nnu csazeit BJIM c cepalieBu-
Hoit ITS mpensiTcTBOBaIO M BIAMSIHUIO 3P deK-
TUBHOCTH TOAKPEIJICHUS Ha BbIOOD MOBEIEHUS
[Laurent, 2012]. MBI nojiaraeM, 4to 3TU 3P deK-
Thl MOXXHO OOBSICHUTb OCOOEHHOCTSIMU OpraHU-
zauuu cBa3eit bJIM ¢ pasHbiMu yactsimu 114
[Cunbkuc, 2014]. Tak, Te adbdepenTs! 13 bJIM,
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KOTOpbIE OKAHYMBAIOTCSI B MAaTPUKCE PAKOBUHBI
I141, Bo3neiicTBYsI Ha CTPMOHUTPAJIbHEIC Y CTPUO-
NautigapHbele HelpoHBI (puc. 1), MOTryT 4epe3
BeixogHbie siapa bI' u1 MJIA BnusaTh Ha akKTUB-
HocTh I1pK. TlosToMy yepe3 yka3aHHBINA ITYTh
MUHOAJIWHA MOXET BJIUSTH Ha IeJeHarpaBIcH-
HBII BBIOOp cTuMya. Te adpdepentsl n3 bJIM,
KOTOpbIE OKAHUYMBAIOTCS B CTPUO30MaX Cepalie-
BuHHbI 14, yepes crpumonurpanbaeie TAMKep-
TMYeCKrle HEWPOHBI MOTYT WM3MEHSITh AaKTUB-
HOCTh JO(paMUHEPTUICCKUX KIIETOK U KOJUYEe-
CTBO BbIIEJIsIeMOro gohaMruHa U TaKUM 00pa3oM
BIMATh Ha 3(PGEKTUBHOCTh ITOIKPETUICHUS
[Cunbkuc, 2014]. C npemnaraeMbpIM MeXaHU3-
MOM COTJIacyloTcs pe3ysbTaThl padoThl [ FitzGer-
ald et al., 2014], B KoTOpOIi C TOMOIIBIO (PYHKIIH -
OHAJIbHOTO MAarHUTHOTO pPEe30HaHCa IT0Ka3aHo,
YTO aKTUBHOCTH [1f oTpakaeT LIEHHOCTb CEH-
COPHOTO CTUMYJIA IIPU BBIOOPE ACHCTBUS B OTBET
Ha 3TOT CTUMY/IL.

BO3MOXHAS POJIb CITMPAJIBHOM _
OPTAHU3ALIMM HEMPOHHBIX LIENEMN,
BKJIIOYAIOLLMX BA3AJIbHBIE TAHTJINH,
B BbIBOPE JIBUKEHHS B OTBET
HA YMCTBIM TOH [P OBYYEHUU

B HacTosieil paboTe BbIABUTAETCSI TUITOTE3a
0 ToM, 4To oToOpaxkeHue YC (YUCTOro TOHA)
TpaHcOpMHUpPYeTCs B MOTOPHYIO KOMaHy OJia-
rogapsi OOJHOBPEMEHHOM HodaMMH-3aBUCUMON
MoAu(MUKaIMU KOPTUKO-CTPUATHBIX BXOIOB B
JIMMOUYECKOM, CIIyXOBOU M MOTOPHOM HLETIsIX
K—bI'-T—K (puc. 3). Ha 3Tom pucyHke c 1ie-
JIBIO YIPOILIEHUS TIPEACTABJIEHbI TOJBKO TP 1i€-
My, HO clieAyeT UMETh B BUAY Oojiee CIOXHYIO
Tororpauio TMMOoUYecKux 1enei. OTMeyalor,
yto I nmonyyaeT nHpopMaLumo 00 SIMOLUSIX U
MOTMBALIUU U3 TOAKOPKOBBIX CTPYKTYpP, MUH(Op-
MaluIo O KOTHUTUBHOM NeITeIbHOCTU U3 (PpOH-
TaJIbHBIX 00JIaCTEN KOPbI, TTOJMCEHCOPHBIE CUT-
HaJIbl U CUTHAJIbI O 3aTIOMWHAHUU U3 BUCOUYHBIX
obnacteit kopsl [Choi et. al., 2017]. IIpu 3TOM B
ITA umeroTcst reTeporeHHble MOA00JIaCTH, BKITIO-
yalollre BEeHTPOMEIUAIbHbINA CEKTOp, IOJyJyaro-
LI1I1 MTHHEPBALIMIO U3 BUCOYHOM U3BUJIMHBI, BEH-
TpoMenuaibHoli TIPK, HUHTYyNsIpHON KOpBI U
MUHIAJIMHBL, a TAKXKE CBI3aHHBIA C KOTHUTUBHOMN
1 CEHCOMOTOpPHOM uWHGOpMaLUell aop3oJarte-
paJbHBIN CEKTOP, MOJYyYarolluii BXOIbl U3 NOP-
3onarepaiibHoii 1K, BeHTponarepanbHoii [1HK,
MPEMOTOPHOI KOpbI, BUCOYHBIX 00JIaCTeld, BKITIO-
yasi SHTOPUHAJIbHYIO KOpy. TTOCKOJIbKY Ka Kablit
U3 3TUX CEKTOPOB pasAessieTcs Ha 0oJiee MeJIKUe
00JTacTM C pa3HOii MpoNopLUMeEN YKa3aHHbBIX BXO-
JIOB, CYIIIECTBYET BO3MOXHOCTb (DOPMUPOBAHUSI
Ne 6
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Puc. 4. Cxema cnupajibHOI OpraHM3alliy B3aUMOISCTBUI MEXITY JUMOMYECKOI, CTyXOBOM 1 MOTOPHOM LIeTIsI-
MU KOopa — 0a3aJibHbIe TaHIJIMKU — TajamMyc — Kopa. Taj. — tanamyc. OctajibHble 0003HaYeHUsI Kak Ha puc. 1, 2 u 3.
Fig. 4. A scheme of spiral organization of interactions between limbic, auditory and motor circuits cortex — basal
ganglia — thalamus — cortex. Tan. — thalamus. Other designations are the same as in Fig. 1, 2 and 3.

orpoMHoro Koymuecrsa accoumanuii [Choi et al.,
2017]. B ipenraraeMoii HaM1 MOAEIV IPUHSITHE
pellleHrsI B 3HAYUTEJIbHOM CTEIIEH! 3aBUCUT OT
ymMbunaeckoit HeriponHoil nenn K—BI'-T—K,
KOTOpas BIMSIET KaK Ha CEHCOPHYIO 00paboTKYy,
TaK 1 Ha BbIOOP AEMCTBUS BCEICTBYE CIIUPab-
Hoit opranusanuu neneit K — bI'— T — K [Buot,
Yelnik, 2012; Haber, 2003; Nakano, 2000; Joel,
Weiner, 2000] (puc. 4). Crnupanb obpa3syercst
OJjaromapsi TOMY, UYTO CTPMOHUIPaJIbHbIE HEIPO-
HbI, pacrnonoxeHHbie B I15, nmpoenupyiorcsa Ha
nodamMuHepruyeckKue KiaeTKu, KOTOpble MHHEP-
BUPYIOT ILIMITMKOBEIE KJIETKU HE TOJIBKO B 3TOM
K€ BEHTpaJlbHOI YacTU cTpUaTtyMa, HO 1 B 00Jia-
CTSIX CTpuaTyMa, PacIlOJIOXEHHBIX OoJjiee Iop-
3aJIbHO, CHayajia B CEHCOPHBIX, a 3aTEM B MOTOP-
HBIX. Boimgaue Ha mogndukamnuo PIT n BeIOOp
nerictBus ucxoaut u3 IIpK, KoTopass KoHTpO-
JUpyeT BblAeleHue aodaMuHa HeWpoHaAMU
BIIIT 1 YBK 3a cueT nmpoekiuii B jopaMuHEe pru-
YeCKHUe CTPYKTYphbl Uyepe3 cyoTaaMuuecKoe siji-
PO 1 omocpenoBaHHOI'O Bo3aeicTBus uepes 115
n BIT (puc. 1). BcaeactBue cnupalibHOM opra-
HU3aLUY U3MEHEHUS B IMMOMYECKOM LIEH CITO-
COOCTBYIOT KOHTpacTHOMY ycuiaeHuio PIT ToHo-
TONMYECKU CBsI3aHHBIX HelipoHoB BKTB u mos
Al, nasg KOTOpBIX YacToTa nmoakpeniseMoro YC
(uncToro ToHA) OBLIAa WM CTajla TPEAIIOUTH-
TeJbHOU. BeiOoOp neiicTBus B oTBeT Ha 3TOT YC
onpenensieTcss 1opaMUH-3aBUCUMbIM U3MEHE-
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HUEeM (PYHKIMOHUPOBAHUS MOTOpHOM Lienu K—
bI'-T—K, BkJoyarouieii MOTOpHbIE 00JacTU
TajamMyca U KOpbl, KOTOPbIE MPOCUUPYIOTCS B
nmop3anbHyto yacTth BI' — ckopnymy ctpuaryma. B
3Ty MOTOPHYIO 1IeTlb BKJIIOYEHbI TakKKe BEHTPO-
JaTepaJbHOE SIAPO TajamMyca U HelpoHBI JjlaTe-
panbHoii yactu YBp [Haber, 2016]. LLIunnkoBbie
kiaetku ITS moryr okasbIBaTh MHIMOUpYIOlIEe
JIeMCTBUE Ha KJIETKU ONpeleCHHBIX JOKYCOB B
narepajibHO yactu UBp depe3 Heliponbl BII
(puc. 4). I3 mpennoxXeHHOI HAMHM paHee MoJe-
I QYHKUIMOHUPOBAHUS MOTOpHON mernm K—
BI'-T—K cnenyer, 4to BblaeaeHNE JohaMUHA B
cKopJiyne ctpuaTtyma, 3a cuet JIT Ha Bxomax u3
MOTOPHOII KOpbl K CTPUOHUIPAJIbHLIM HEpo-
HaM, JaIOoIIUM Hadajio npssMoMy Iyt yepes b,
U OJTHOBPEMEHHOM IJIMTEJIbHOM ENpecCcCUeii Ha
BXOJaX K CTpUONAJUIMAAPHBIM HEHpOHaM, Jaio-
UM Hadajio HenpsiMoMy Iyt depe3 bI', cro-
COOCTBYET CHHEPIrUYHOMY PacTOPMaKMBaHUIO
HEMPOHOB BEHTPO-JIaTEPaAJIbHOTO SIpa TajlaMmyca
U 00JieryeHu1o (popMHUPOBaHUSI B MOTOPHOIT KO-
pe maTrTepHa aKTMBHOCTU, 3aIlyCKaloIIEero JBU-
xenwue [Silkis, 2001]. MMeHHO Takoii pa3HOHa-
MpaBJeHHbII XapaKTep U3MEHEHUIA Ha CTPUOHM -
rpajbHbIX UM CTpUONAIMAAPHBIX HelpoHax
HaOJIlogaics B AOP30MEIUAIBLHOM CTpUaTyMe
MBILIEX BO BpeMsS LEJEHAPABICHHOIO OEWi-
cTBUs pu o0ydyeHuu [Shan et al., 2014]. Cyns no
pe3yabTraTaM paboThl [Kobayashi et al., 2013],
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P pellieHn! 3aJa4M Ha TUCKPUMUHAIINIO 3BY-
KoB 00a mmytu yepe3 bI' (mpssMoil 1 HenmpsIMOii)
NEeNCTBYIOT COBMECTHO, MPUYEM WHAKTUBALIUS
HEIMpsSIMOTO TIYTU 4epe3 Jaop3oJaTrepaabHblIil
CTpMATYyM YXy/lllajia aKKypaTHOCTb BbIOOpA BBI-
VYeHHOM ABUTaTeIbHOM peakiuu. IToCcKOmbKy
OOBIYHO B 3a/1a4ax Ha JUCKPUMMWHAILIMIO YUCTHIX
TOHOB IMOJKPEIUISIETCS ABUKEHME B OTBET Ha TOH
TOJIBKO OIHOI1 U3 4aCTOT, BbIACIeHE TohaMrHa
IOJDKHO YBEJIMYMBATLCS TPU  TIPEIbSIBICHUUN
MUMEHHO 3TOro ToHa. B pesynbrare Oymer He
TOJIBKO KOHTpAacTHO ycunuBaThbes PIT HeitpoHOB
¢ [TYH na gacToTy MOIKpEnIsieMOro ToHa, HO 1
YCWJIMBATBCS MATTEPH aKTUBHOCTH B MOTOPHOI1
KOpe, 4TO OOJIErYUT BBHITIOJIHEHUE IBUKCHUS B
OTBET Ha 3TOT TOH. DPDEKT MOKET ITPOSIBUTHCS,
HaIlpruMep, B YKOPOUCHUHU JJaTeHTHOTO TIepruoIa
peakiuu Ha TOH. [10CKOJIbKY B pa3HBIX CTPYKTY-
pax YCUJIUBAIOTCSI OTBETHI TOJILKO TIPU TTPEAbSIB-
JICHUU TIOJKPEIUIIEeMOro TOHA OIpeaeIeHHOMI
YacTOTHI, TIpemiaracMblii MeXaHU3M MOXET Jie-
JKaTh B OCHOBE BBIOOpaA JBMIKEHUSI B 3amade Ha
pas3nTnu4YeHre TOHOB.

Kpome B3anmMozaBucUMOro (YHKIMOHUPO-
BaHMs JIUMOWYECKOI, acCOLIMaTUBHOM (CITyXO-
BoIi) u MmotopHoii eneit K—bI'—T—K, BaxHBbI
BKJIaJ B IBUTaTeJIbHYIO aKTUBHOCTb IIpU 00y4e-
HUM, B KoTopoM Y C SBSIETCSI YUCThI TOH, MO-
I'YT BHOCUTh CBSI3U MOTOPHOI KOpPBI C IPYTUMU
KopKoBbIMU obOnactamu. Hampumep, I1pK He-
MOCPEICTBEHHO CBsI3aHAa C MOTOPHBIMM U IIpe-
MOTOpPHBIMU o0OjacTtsaMu Kophl [Nakano, 2000].
ABTOpBI YKazaHHOM pabOThl MojaraioT, YTO U3-
MEHEHMSs 3TUX CBSI3EH UTPaIOT POJib B YCUJIEHUM
JIBUTATEJIbHBIX peakluii Ha 3BYyK. M3MeHeHus
AKTUBHOCTU B IOIOJHUTEIBHONW MOTOPHOW M
IMPEeMOTOPHOM 00JaCTSIX KOphl IMpU 00pabdboTKe
YUCTBHIX TOHOB MPOJAEMOHCTPUPOBaHbI B paboTe
[Lima et al, 2016]. IIpu 3TOM ocCTaeTCsl OTKPbI-
ThIM BOIIPOC O TOM, KaKK€ MPOLIEeCChl TPUBOASIT K
npou3BoJibHOM akTuBauuu K.

ITpennaraemast Mofesb COryiIacyeTcs ¢ pe3yib-
TaTaMu paboThl [Znamenskiy, Zador, 2013], B
KOTOPOM C LIEJIbIO PEIIeHUs] BOIIpOca O TOM, KaK
otobpaxkeHue ¥YC — 4y1ucTOro ToHa TpaHC(OpMU-
pyeTcsi B MOTOPHYIO KOMaHy, ObLIO TPOBEACHO
UCCJIEIOBAHUE CBA3EM MEXIy HEMPOHAMU KOPBI
WU cTpMaryMma Ipu pelieHruM 3a1a4 Ha BOCIIPUSI-
TUE OIpeAeIEHHbIX YUCTbIX TOHOB U MPUHSITUE
peureHus. B aTUXx onbiTax ObLIO MOKa3aHO, B
YaCTHOCTH, YTO CTUMYJISILIMS TIPOELIUPYIOLIAXCS
B CTpUATyM HEHPOHOB CIIyXOBOI1 KOpPbI CITOCOO-
CTBYET MPUHSITUIO PELLIEHUST O IBUXEHUU B Ha-
npasiaeHuu, onpeaeasiemom ITYH ctumynupye-
MbIX HelipoHoB. HaobGopoT, nHaKTUBaLMs KOp-
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TUKO-CTPMATHBIX HEHPOHOB MeEHsia pelleHue
Ha TIpoTUBOIIONOXHOe. Ha ocHoBaHUM B3TUX
JMaHHBIX ObUIO CAEJIAHO 3aKII0UYEHME, YTO MPOEK-
IIMM U3 KOPHI B CTPUATYyM MOTYT SIBJISITbCSI OC-
HOBHBIM MEXaHU3MOM KOHTPOJISI TIPUHSITUS pe-
IIEHUsT O BBIOOpE IBUTATEIbHON aKTUBHOCTH
MpU y4acTUM CEHCOpHOI Kopbl. CorracHO Ha-
1eii Momenu, B ciydae IIpaBUJIBHOTO BBIOOpa
NeCTBUSI, IPUBOMSIIETO K MOJYYCHUIO XKejlae-
MOTO TIOIKPEIUICHHSI, B CTpUATyMe JTOJDKEH BhI-
nmenntbest podpamuH. Ilo Mepe oOydeHUMS 3TO
IOJDKHO MPUBECTU K JaJbHEHIIeMy KOHTPacT-
HoMy ouepumBaHuio PII Heiiponos B moie Al n
00JIee YeTKOMY BBIIEJICHUIO TTaTTepHA aKTUBHO-
CTM B MOTOPHOI1 KOpe, 00JerJaiiemMy IBIXKe-
Hue B oTBeT Ha YC. To, 9TO 110 Mepe yiaydIIeHus
oboyuyenus PI1 HelipoHOB cyKaroTcs, TOKa3aHO B
paoote [Takahashi et al., 2010; Takahashi et al.,
2011]. OmHako oka3ajioch, YTO KOHIIEHTpaILIWs
modamuHa B cepaueuHe I yBenmumBaeTcs
TOJIBKO B HayaJie 00y4yeHMsI, a ITI0 Mepe BHIPabOT-
KM WHCTPYMEHTAJIbHOTO pediekca KOHIIEHTpa-
st topaMrMHa YMEHBIIIAeTCs 1 IBVXKEHUE CTa-
HoBUTcd cTepeoTunnHLIM [Collins et al., 2016].
Oo6pataeT Ha ce0sT1 BHUMaHUE W TO OOCTOSITEIb-
CTBO, UYTO B pa3HbIX BUIAX ITOBEICHMS y4aCTBYIOT
pasHble ydacTku BI” 11 cBSI3aHHBIX ¢ HUMM CTPYK-
Typ. Tak, B popMuUpoBaHNM accoranum “meii-
CTBHE — CJICOYIOIIMI 13 HETO pe3yabTar’, IIpH-
BOISIICH K IIeJIeHAIIPaBJICHHOMY MOBEICHUIO,
y4acTBYeT IOp30MeOUaIbHBIN CTpUaTyM, TOTOA
KaK B KOHTPOJIE TIPUBBIYHOTO NEHCTBUS y4acT-
BYET Hop3ojarepaidbHbIi cTpuaTtyM [Balleine et
al, 2009; Li et al., 2016]. [ToHuMaHue MexaHU3-
MOB, JIeXXaIlINX B OCHOBE 3TUX 3P (PeKTOB, TPeOY-
€T CHeaTbHOTO aHa/IM3a, KOTOPHIN Mpearnoia-
raeTcs IPOBECTU B TaIbHEUIIIEM.

SAKJIIOYEHUMNE

IlpenyioxkeH HEWPOHHBI MeXaHU3M OO0y4ye-
HUSI, B KOTOPOM YCJIOBHBIM CUTHAJIOM SIBJISIETCS
YMCTHIN TOH ¢ yacTtoToii F. MexaHu3m 6a3upyer-
¢ Ha 1oaMUH-3aBUCUMBIX JJIUTEbHBIX U3ME-
HeHUSIX 3(p(HEKTUBHOCTU MEXHEUPOHHBIX CBSI-
3€i B CIyXOBBIX, TMMOMYECKUX U MOTOPHBIX 1Ie-
Ms1X Kopa — Oa3ajibHbIE TAHIJIMU — TajlaMyC —
Kopa. DTU U3MEHEHMs JieXXaT B OCHOBE Iepe-
CTPOEK PELENTUBHBIX ITOJIEU HEMPOHOB IEPBUY -
HOM cityxoBoit Kopbl (Al) 1 BbIOOpa IBUKEHUS
npu ooydyeHuu. JlodaMuH, BBIASTUBILIUIACS B OT-
BET Ha TOH ¢ yactoroii F u Ha moakperuieHue,
BO3AeiCcTBYS Ha JI1 pelienTopbl Ha IUITUKOBBIX
KJIETKaX CJIyXOBOU 4yacTW AOP3aJIbHOTO CTpUATy-
Ma, CITOCOOCTBYET MHIAYKILWU JIMTEJIbHOUN IO-
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TeHOuauun 3(PpEPEKTUBHOCTA BXOJOB K 3TUM
KJIETKaM TOJILKO OT HelipoHOB 1o Al ¢ mpen-
MOYTUTEJILHOM 4YacToToi HacTtpoiiku F wnnm
0M3KoM K Heli. B pe3ynbTare ycuamBaeTcst pac-
TOpPMaxkKMBaHUE CO CTOPOHbI Oa3aIbHBIX TAHTJIN-
€B HEMPOHOB BEHTPAJIbHOW YaCTU BHYTPEHHETO
KOJIEHYAaTOTO TeJia C MPEeANOYTUTEbHOM YacTo-
TOI HACTpOMKM F 1 TOTIOTHUTENBHO yBEININBa-
eTCsl aKTUBHOCTh TOHOTOMUYECKU CBSI3aHHBIX C
HUMHU HelipoHoB 1oasg Al. OgHOBpeMeHHO Ha
OCTaJIbHBbIX KOPTUKO-CTPUATHBIX BXOAaxX pa3BU-
BaeTcs JIMTeNbHas Jaemnpeccusi. BciaeacrtBue
3TOr0 MUHTMOUPYETCS aKTUBHOCTD T€X TOHOTOIT -
YeCKM CBSI3aHHBIX HEPOHOB TajaMyca 1 moJjis Al,
Ybsl IPEANOYTUTEIbHAS YaCTOTa HACTPOMKHM OT-
Jmdanach oT F.

MBI oJiaraem, 4To NpeajIoKEeHHbIM HAMU Me-
XaHU3M MoOAW(MUKAILIMU PELENTUBHBIX IOJIei
HEUpoHOB noJist Al MOXET JieXXaTh B OCHOBE Jie-
YEeHUS HEKOTOPbIX BUIOB TMHHUTYyca (IlymMa B
ylIax, HE CBSI3aHHOTO C BHEIIHUM aKyCTU4e-
CKUM cTuMyJioM). Tak rmoka3zaHo, 4TO TpaHCKpa-
HUaJlbHas MAarHUTHASI CTUMYJISIIMS noJist Al wiun
3JIEKTpUYecKas CTUMYJISILIUS TTEPBUYHOIN U BTO-
PUYHOI CITyXOBBIX OOJIACTU KOPbI Yepe3 BKUB-
JIEHHbIE 3JEeKTPOAbl MPUBOIUIIN K CYIIIECTBEH-
HOMY TIOJIaBJIEHUIO TUHHUTYCA, TPU KOTOPOM
YHWJIaTepaJIbHO CJBIIIUTCA 4YUCTbIi TOoH [De
Ridder et al., 2007; De Ridder et al., 2006]. I1pu
3TOM BOCHpPUSITHE B 00J1aCTH YaCTOT, OJIM3KUX K
3TOMY TOHY, He TToJIaBJIsIoCch. McciienoBaHusl Ha
YeJIOBEKE W >KMBOTHBIX BBISIBUJINA KOPPEISILIMIO
MEXIY WHTEHCUBHOCTBbIO TUHHUTYCAa U CTeme-
HbIO peopraHu3alud aKTUBHOCTM B mojie Al,
BBI3BBaHHOU XeOOOBCKOI IJIACTUYHOCTBIO, KO-
Topasi MpOSIB/IsIaCh B CHUHXPOHU3UPOBAHHOM
TAIepakTUBHOCTHU B ONpeIeIeHHOM Y4acTKe KO-
pbl. DTOT 3(pEKT CBI3BIBAIOT C U3BMEHEHUSIMU B
TaJlaMO-KOPTUKAJILHOM Kpyre M ocjadjieHueM
JlaTepajibHOTO TOpMOXeHus B Kope [De Ridder
et al., 2007]. OddeKT oT TaKoro MeToAa JeUeHUs
TUHHUTYCA COIJIACYeTCsI C OMMCAHHBIMU BbIIIE
pe3yJbTaTaMM HalllMX 3KCIIEPUMEHTOB, B KOTO-
PbIX MUKPOCTUMYJISIIIMS ydyacTKa mojs Al mos-
BOJISIJIa CMECTUTh MPEAIOUYTUTEIbHYIO 4acTOTy
HACTPOMKMW HEHPOHOB B IPYroM ydacTke nosist Al.
OnHako ¢ TOYKM 3peHUs Halleid Mouenu, 3¢-
¢exT JledeHus1 CBsI3aH C TUIAaCTUYECKUMU (Xeb-
OoBckMMM) mepecTpoiikamMu 3¢pEHEKTUBHOCTHU
HEWPOHHBIX CBA3CH MEXIY BCEMU DJIEMEHTAMU
tenu Al — BI' — BKT —A1l. M»I Tak:ke npeaio-
KWJIM O0bSICHEHWE, TOYEMY B OCHOBE BXOJ0OCIIE-
HUPUIHBIX UBMEHEHU peLIeNTUBHbBIX MOJei He
MOXKET JiexXaTh JlaTepajibHoe TopMoxeHue. [To-
Ka3aHO, YTO TpaHCKpaHUaJbHasA CTUMYJISLIMS He
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TOJBKO CIIyXOBO¥I KOpPBI, HO 1 (PpOHTATBHOI KO-
pBbl, IPUBOIUT K MOAABJICHUIO THHHUTYCA y He-
KOTOpBIX TpyIt manueHToB [Langguth, De Rid-
der, 2013; Shekhawat, Vanneste, 2018]. ITogasie-
HYE€ TUHHUTYCA BBI3bIBAJIa U BHICOKOYACTOTHAS
CTUMYJISILIMST BHYTPEHHEro KOJIEHYATOro TeJa
[van Zwieten et al., 2018]. DTu pe3yabTaThl TAKKE
CBUIIETEILCTBYIOT B MOJIB3Y TIPEIIOXKEHHOTO Ha-
MU MeXaHM3Ma BIMSHUS aKTUBHOCTU Pa3HBIX
CTpYKTYp Ha rtepectpoiiku PIT Heiiporos nmons Al.
B pa6ore [Zhang, 2013] BeIZBMHYTa TUIIOTE3a,
9TO 3((HEKTUBHOCTD JeUeHUSI TAHHUTYCA CTH-
MYJISILIMEN pa3HbIX CTPYKTYP CBSI3aHA C HAIMYM-
eM “BOpoT”’, 00pa30BaHHBIX B3aMMOIICHCTBEM
BHYTPEHHETO KOJICHUYATOIO Tejla U PETUKYIISIpP-
HOTO SIIpa Tajlamyca, Ha KOTOpOe BIIUSIIOT CBEp-
Xy-BHU3 CJIyXOBasi Kopa W JUMOWYecKue o0Ja-
CTM, a CHHU3Y-BBEpPX — CJIYXOBBIC CTPYKTYpPHI
CTBOJIa MO3ra U cpegHero mosra. IlpemioxeH-
HBIII HAMW MEXaHU3M BKIIIOYAET HE TOJBKO 3TH
BIIMSIHUSI, HO U BO3IEHCTBUE HA PETUKYISIPHOE
TaJIJaMUYECKOE SIIPO CO CTOPOHBI 0a3aJIbHBIX
raHrjaveB. Mbl moaraeM, 4To npeajiaraeMasi Mo-
Ielib SIBJSIETCST 0O0JIee TMOTHOM W TTOTOMY MOXKET
OBITH TTOJIE3HOM IJIST TTOMCKA TIOIXOMO0B K Jieue-
HUIO pa3JIMYHBIX BUIOB HapyIIEHUI CIYXOBOTO
BOCITPUSITHSI.

PaGora BeIMOJIHEHA TTPY MOIIEPKKE TOC. 3a-
IaHWsl, HOMEp TOCYIapCTBEHHOM perucrpanuu
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A ROLE OF THE BASAL GANGLIA IN THE REORGANIZATION
OF RECEPTIVE FIELDS OF NEURONS IN THE PRIMARY AUDITORY
CORTEX AND MOVEMENT SELECTION AT TRAINING

(A HYPOTHETICAL MECHANISM)

I. G. Silkis*

Institute of higher nervous activity and neurophysiology RAS, Moscow, Russia
*e-mail: isa-silkis@mail.ru

A neural learning mechanism is proposed, in which the conditional signal is a pure tone with a fre-
quency F. This mechanism is based on dopamine-dependent long-term changes in the efficacy of
neuronal connections in the auditory, limbic and motor cortico — basal ganglia — thalamocortical
loops. These changes underlie rearrangements of the receptive fields of neurons in the primary au-
ditory cortex (Al) and a movement choice during learning. Dopamine, released in response to the
conditioned signal and reinforcement acting at D1 receptors on spiny cells of the auditory part of
the dorsal striatum promotes the induction of LTP of the efficacy of inputs to spiny cells only from
Al neurons with preferred tuning frequency F or with frequency close to F. As a result, basal ganglia
output more strongly disinhibits neurons in the ventral part of the MGB with the preferred tuning
frequency F, and causes an additional rise in the activity of tonotopically connected Al neurons.
Simultaneously, LTD is induced at other cortico-striatal inputs. Due to this, activity of tonotopi-
cally connected neurons of the MGB and Al with a preferred tuning frequency different from F is
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inhibited. Voluntary attention promotes learning due to additional rise of activity of neurons in the
Al field with preferred tuning frequency F. Effect is caused by a rise in the activity of the prefrontal
cortex and its connections with the Al field, as well as by dopamine release and disinhibition of
MGB neurons by the limbic part of the basal ganglia that includes the ventral striatum. The influ-
ence of emotions on learning is realized due to the convergence of the inputs from the amygdala and
prefrontal cortex on the spiny cells of the ventral striatum that also promotes disinhibition of MGB
neurons. The same structures influence a movement choice in response to the pure tone with the
frequency F due to the spiral organization of cortico — basal ganglia — thalamocortical loops, in
consequence of which activity changes in the limbic loops lead to changes firstly in the auditory
loops, and then in the motor loop. Proposed mechanism can underlie the movement choice in the
task of tone discrimination. It can be useful in finding methods for the treatment of tonal tinnitus
and other types of hearing impairment.

Keywords: receptive fields, Al field, training, basal ganglia, dopamine, modification of cortico-stri-
atal inputs
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