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0O030p TTOCBSIICH CTPYKTYPe U GYHKIIMA OCHOBHOTO 3pUTETBHOTO TaJTJaMUIECKOTO SIIpa — A0p-
3aJIbHOTO HApY>XHOTO KOJIEHYATOTO Teja — U ero (DOpMUPOBAHUIO BO BpeMs MPEHATAJIbHOTO U
MOCTHATaJIbHOTO OHTOreHe3a. Takxke 0003peBaloTCsl CTPYKTYpa U pa3BUTHE CBSI3aHHBIX C SIIPOM
TaHTJIMO3HBIX KJIETOK CETYATKU U HEMPOHOB MEPBUYHOI 3pUTEIbHOI KOPbI, PETUHO-TeHUKYJIST -
HBIX, TEHUKYJIO-KOPKOBBIX U KOPKOBO-TEHUKYJSITHBIX CBsi3eil. OTAebHOe BHUMaHUE yAeJIeHO
MOP®DODYHKIIMOHAIBHBIM PAa3TUIUIM MEXAY SJIEMEHTAMHU TPEX MPOBOAAIINX KaHAIOB: X, Y 1 W,
a TaK>Ke pa3INndUsIM B pa3BUTUM PA3HBIX CJIOEB JOP3aIbHOTO SIIpa Hapy>KHOTO KOJIEHYATOTO Tea.
PaccMoTtpeHsl ncciienoBaHus, IPOBEACHHbBIE HA KJIACCUUYECKOM OOBEKTE — KOIIIKE.
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OcHOBHOM 00beM 3pUTENBHBIX A(p(HEPEHTOB Y
OOJIBIIIMHCTBA MJIEKOITMTAIOIIMX C BHICOKOOpPTIa-
HU30BaHHBIM 3pEHUEM IIPOELUPYETCsS B 3pU-
TeJIbHBIE si/Ipa TajaMyca, OCHOBHBIM U3 KOTOPbIX
SIBJISIETCSI 1OP3aJIbHOE SIIPO HAPY>KHOT'O KOJIEH-
yaroro Tena (HKTn). 3onoToit Bek nHTEpeca K
3TOMY SIIpY TIpUIIENICS Ha Hadajo 60-x—KoHell
90-X IT. OPOLLIOro BeKa, U OOJBIIMHCTBO 3TUX
padoT ObLIO BBIIIOJIHEHO Ha KollKe. B HBIHelI-
HEM BeKe IPOM30IIUI0 3HAUYUTEbHOE YCUIEHUE
BHUMAaHUS K 9TUYECKOI CTOpOHE (PU3HOJIOTUYE-
CKOTro 3KCHEepUMEHTa, YTO HEe MOXKET He pajo-
BaTh; OHAKO OIHUM U3 CJEACTBUI CTajI0 CHU-
JKeHME YMciia padoT, BBIMOIHSIEMbIX Ha 9TOM XU -
BOTHOM Moxaenu. Ha Hacrosiiuuii MOMEHT
OOJIBLIIMHCTBO paboT B 0003peBaeMoii TeMaTUKe
MPOBOMSIT C MCIOJb30BAHUEM MOJIEJIU T'PhI3Y-
HOB; a B oTpsiae Carnivora Ha CMEHY KOIIIKE TTpU-
et xopek. [1pu a3Tom 3HaUMTEIbHAS YacTh JaH-
HBIX, MOJYYEHHBIX Ha KOIIIKE, He MOBTOpPEHa Ha
WHBIX XKMBOTHBIX MOJEJISIX; a OTPOMHBIN 00beM
nHMOPMALIMU, TTOJydaeMblii CEroIHs C UCIOJIb-
30BaHUEM pacTyllleii MOIIU MOJIEKYJISIPHO-TeHe-
TUYECKUX METOJIOB, OUEBUIHO, HE ObLI MOJTyYeH
paHee Mpu M3yYEeHUM KOILIKU. TakuM oOpa3oM,
CYIIIECTBYET ONpeae/IeHHbIN pa3pblB MEXIy 3Ha-
HueM 06 aHatomuu u rucronoru HKTn, 6a3o-
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BbIX 3JIEKTPO(PU3UOJOTUYECKUX CBOMCTB €ro
HEeUpoHOB, U MH(POPMALIMEl O CUHTE3e TeX WU
WHBbIX MOJIEKYJISIPHBIX MapKepoB, padoTe oT-
JeJIbHBIX TEHOB B HOpME U MpU MoAupUKauu
3pUTENIBHOTO OITbiTa. B COOTBETCTBUU C 3TUM B
HepBOi yacTu 0030pa MpeacTaBjieHbl 0a30BbIe
JMIAaHHbIE O Pa3BUTUMU aHATOMUM, TMCTOJIOTUM U
duznonorun HKTna, monydyeHHble Ha KOIIKE,
ToTAa Kak BO BTOPOM — MpeACTaBIEHUS O MOJie-
KYJISIPHO-TEHETUYECKMX MEXaHU3MaX pa3BUTHUS
HKTx, nojiydeHHBIX, IJTaBHBIM 00pa3oM, C UC-
MOJb30BAaHUEM MOJIEIN I'PHIZYHOB.

1. Makpo- u mukpoanamomusi HapyIHcHO20
KoneHuamozo mena

Anatomusi HKTxa pa3zHuUTCS B psiay MIEKOIH -
tarouux (Manger et al., 2010), mpu 3ToM 001IUM
oCTaeTcs JaMMHapHoe (CJIOMCTOE) CTPOEHUE
(BU3yaJIM3MPOBAaHHOE KaK C TMOMOIIbIO OOLINX
TUCTOJIOTMYECKUX, TaK W CHelUaIbHbIX UMMY-
HOTMCTOXUMMYECKUX METOMO0B), KOTOPOE BbISIB-
JIEHO y mpencTaBuTesieid otpsaa npumMatsl (Doty
et al., 1966; Kageyama, Wong-Riley, 1984; Xu
et al., 2001), xumHsie (Kageyama, Wong-Riley,
1984; Zahs, Stryker, 1985; Najdzion et al., 2009),
BKJtoyas jactoHorux (Turner et al., 2017), rpbi-
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Puc. 1. O0mas cxema TONUKU JOP3aJILHOTO siApa HapykHoro kojaeH4aroro Teja (LGNd). Iloka3aHsl mpeacraBu-
TEJILCTBO KOHTpajaTepalbHOIo (TEMHO-CEPBIii) U UMcuaaTepalbHOTO (CBETIO-Cephlii) I1a3, a Takxke rpydas pe-
THUHOTOTIMYECKAs CXeMa B Ipaaycax IMoJist 3peHUsT: BAOJb ITPEICTaBUTEILCTBA BEpTUKAIM (Ha CarUTTaJIbHOM IIOC-
koctu, CATUTT) v ropusoHTanu (Ha ppoHTaabHOI riockoct, @POHT). CTpenkaMu OTMEUYEHO HalpaBIeHUE
3PUTEILHOTO MOTOKA: Yepe3 ONTUYECKUI TPAKT — B 3pUTEJIbHBIE SIApa U Yepe3 ONTUYECKYIO paaualluio — B 3pu-
TeJbHYI0 Kopy. A, Al, Cm, Cp — ciiou LGNd; D, V, M, L, R, C — nop3ayibHbli1, BEHTpAJIbHBII, MEIUATbHBIN, J1a-
TepaJbHBIN, POCTPAIBHBIN U KayTaJIbHBII TTOTI0Ca TOJIOBHOTO MO3Ta.

Fig. 1. Scheme of the dorsal lateral geniculate nucleus (HKTm). The representation of a contralateral (dark-gray) and
ipsilateral (light-gray) eye are shown. Rough retinotopic map is shown along vertical (in sagittal plane, CATHTT)
and horizontal (in frontal plane, @POHT) meridians’ representation in degrees of the visual field. Arrows indicate
direction of the visual information flow from the optical tract through the thalamic visual nucleus to the optical ra-
diation going to the primary visual cortex. A, Al, Cm, Cp — layers of HKTx; D, V, M, L, R, C — dorsal, ventral,

medial, lateral, rostral, and caudal.

3yHbl (Reese, 1988; Grubb, Thompson, 2004;
Najdzion et al., 2009), 3aiineoo6pa3nbie (Najdzi-
on et al., 2009), konsiTHBIe (Clarke et al., 1988),
cymuatble (Sanderson et al., 1984). B manHoM
0030pe MbI PACCMOTPUM CTPOEHME U pa3BUTHE
HKTxa xumiHbeIx Ha IpuMepe KOIKM — KJIacCH-
YeCKOTO MOMICIBHOIO OOBeKTa ST M3ydeHUS
(GYHKIIMM 3peHNd.

Cnou HKTn y komiku UMeHyroTcs1 (C 1op3aJib-
HoOro 110 BeHTpanbHbI) A, Al, Cm, C1, C2, C3.
Crou Takke moapasaeisioT Ha KPYITHOKIIETOU-
Hble (MarHouewtoasipabie): A, Al u C KpynHo-
KJIeToyHbll (Cm) U MEIKOKJIeTOYHbIE (IapBO-
uemonsapueie): Cl, C2, C3, unaue, Cp ciou
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(Payne, Peters, 2002) (puc. 1). KpymHokieTou-
Hble A-ciaou ropazno Tojiie C-ciaoeB, rpaHuIbl
MEXIy HUMM JIETKO IIpocMaTpuBaloTcs. Petu-
HaJIbHbIE BXOIbI 13 pa3HbIX a3 B cinosx HKTx
yepenyrorcs: ciou A, Cm, C2 1oay4aroT BXOIbI
M3 Ha3aJbHOM KOHTpajlaTepalbHOM CETYATKW;
cion Al, Cl — u3 TeMmopajJbHON HIICUJIATE-
panbHOIi ceTdyaTku; a cioii C3 He MMeeT peTu-
HaJIbHBIX BX0n0B (Graham, 1977; Guillery et al.,
1980).

K BenrtpanbHoii noBepxHoctu HKTn uepes
ONTUYECKUN TPAKT TIPUXOASAT PETUHO-TEHUKY-
JIITHBIE BOJIOKHA, a C IOP3aAJIbHOM TTOBEPXHOCTH
SApa 9epe3 ONTUISCKYIO PaTualiiio BBIXOIST T'e-
Ne 3
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HUKYJI0-KOPKOBBIE BOJIOKHA. Bxomsinue peru-
HaJIbHbIC BOJIOKHA YIOPSOOYEHBI B COOTBET-
CTBUM C UX PETUHOTOMUKON U TIJIOTHO BETBSTCS
pu Bxojae B cooTBeTcTByIommii cinoii HKTn, 3a-
HuMas: npumepHo 0.3 MM B MeauoaTepalbHOM
n 0.5 MM B pocTpoKaymajJbHOM HaIlpaBJIEHUU
(Szentdgothai, 1973). PeTuHanbHbIE BOJIOKHA,
MPENCTABIISIONINE OTHY U Ty K€ 4aCTh MOJIs 3pe-
HUSI pa3HbIX CETYATOK, B COCEOHUX CJIOSX BBI-
POBHEHBI IPYT OTHOCUTEIBHO Apyra u (hopMUpy-
0T eAUHYIO0 KOJIOHKY, IPOXOISIIYI0 Yepe3 BCIo
tomny HKTn (Tello, 1904; Hayhow, 1958; Bish-
opetal., 1962; Szentdgothai, 1973). Ha aT0it aHa-
TOMWYECKOM OCHOBE CPOPMHUPOBAHBI (PYHKIINO-
HaJIbHbIE MpoeKyuoHHble KoaoHku (Sanderson,
1971b; Szentdgothai, 1983), B ipeneax KOTOPbIX
HEWPOHBI UMEIOT OJIM3KO PACITOJIOKEHHBIE pe-
HenTuBHBIC TTos. B nenTpansHoit yactm HKTx
TSI TIPOEKIIMOHHBIX KOJIOHOK TTOKa3aHbI: 1) po-
CTpaJIbHBIM YKJIOH MO OTHOIIEHHWIO K TpaHMIIe
Mexny ciiosiMu (okojo 40° — 3aMepeH HaMU Mo
MpENCTaBICHHBIM B CTaThe WJUIIOCTpAIUsIM) B
carutTajabHoil miuockoctu (Bishop et al., 1962;
Sanderson, 1971a); 2) opueHTaLMsI IO IIPSIMbIM
yrioMm (90°) K rpaHUIIaM MEXIy CIOSIMM — BO
dpoHTanpHOM 1TockocTu (Bishop et al., 1962;
Eysel, Wolfhard, 1983) (Ho Tak:ke eCcTb JaHHbIE U
00 mx MeguaibHOM YyKioHe (45°) (Sanderson,
1971a)). B cBolo ouyepenb, peTUHOTOMUYECKAas!
opranuzauus HKTn u yron HakjioHa IMpoeKl-
OHHBIX KOJIOHOK BJIUSIIOT Ha MopdomeTpude-
ckue ocodbeHHocTn HelipoHoB A-cinoeB HKTn, y
MHOTHX U3 KOTOPBIX OPUEHTAIINSI COMBI U JE€H/I -
PUTHOTO ApeBa PEJICHHBIX HEUPOHOB ITOBTOPSET
YroJl HaKJIOHA MMPOEKIIMOHHBIX KooHOK (Fried-
lander et al., 1979, 1981; Mikhalkin, Merkulyeva,
2021) (puc. 2 (0)).

Kaemounwiii cocmag 0op3anvHoco HApyICHOEO
Konenuamoezo meaa. Kax yxe ObLJ10 CKa3aHO B O1-
HOM U3 MOpenbiayluux o63o0poB (MepKyJbeBa,
2019), cymiecTByeT HECKOJIbKO Kiaccudukaliii
HelipoHoB HKTn, ocHoBaHHBIX Ha X MOPQOJI0-
IMYECKUX OCOOCHHOCTSIX U/UIU (DYHKILIMOHAJb-
HBIX XapaKTepUCTUKAX.

Kraccugpurkauus R.W. Guillery. Haubomee cta-
past kjiaccupukanus ObLia mpemiioxeHa R.W.
Guillery (Guillery, 1966), koTopbiii nmonpasmie-
Jun peneiinbie HevipoHbl HKTn Ha 4 Tuna. Heii-
poHbl I Tuma — Hanbosee KpyrnHble ¢ paaraibHO
pacxoasIIMMUCS NeHAPUTaMU, CBOOOIHO Tepe-
CeKalolMMU rpaHulbl MeXIy cilosgaMu. Helipo-
Hbl I TUIIa UMEIOT COMy CpeIHero pasMepa, a ux
JNEeHIPUTHOE NIPEBO BETBUTCS, INIABHBIM OOpa-
30M, MEPHEHAMKYISIPHO TPaHULIE MEXIY CIIOSI-
MU. OTJIMYUTETbHBIMU OCOOEHHOCTSIMU JaHHBIX

XYPHAJI BBICIIIEM HEPBHOM JEATEIBHOCTU

TOM 73

HEHPOHOB ABISIOTCS: 1) BEeTBJIEHUE IEHIPUTOB B
npenesiax cjos 3aJieTaHusI COMBI; 2) HATU9IHe KO-
POTKUX TIJIOTHO YIAaKOBaHHBIX OTPOCTKOB, pac-
roJiaraloIuxcss OJM3KO K MeCTaM BETBJICHMS
IEeHIPUTOB M HAMOMHWHAMIOIIMM BUHOIPaIHBIS
rpo3nu (grape-like). Heiipons! I u 11 Tumos no-
KaJIM3YIOTCS TJIaBHBIM O0OpPa3oM B KPYITHOKJIE-
touHbIX cnosix HKTn. Hefiponsr 111 Tuma nmeror
HAaMMEHBIINI pa3Mep COMBI CpelIu MPOYUX TH-
ITOB, TOHKME U3BUJIMCTBIC TIEHIPUTHI CO MHOXE-
CTBOM KOPOTKHMX OTPOCTKOB M aKCOHBI, HE BBIXO-
ISIIIMe 3a TIPeesibl CBOETO CJIOSI. DTU HEMPOHBI
Bcrpevatorcss B HKTn moBcemecTtHo. HelipoHnr
IV tnna mpenMyllecTBEHHO JIOKAJIU3YIOTCS B
BeHTpanbHBIX cinossx HKTn, nmeror comy cpen-
HEro pasMepa M ACHAPUTHI, OPUCHTUPOBAHHbBIC
napayuienbHo cinosgMm. Kierkm I, II u IV tumos
SIBJISTIOTCST peJIEMHBIMU, X aKCOHBI BOCXOIST B
3puUTeNbHYIO KOopy, KieTku 111 tTnma MoryT ObITh
KakK UHTEpHEWPOHAMM, TaK U PEJICHHBIMU KJIET-
kamu (Friedlander et al., 1981). BaxxHo oTme-
TUTh, YTO 3THU YEThIPE TUIMA HEHIPOHOB, KaK IO-
JlaraJl caM aBTOp KjacCUdUKAIIUM, OTIMCHIBAIOT
toibko 60% xnerok HKTn, ocrampHble 40%
MMEIOT CMeIlIaHHbIE XapaKTePUCTUKU U HE MOTYT
OBITh YETKO TIPUYUCICHBI K OTHOMY M3 BHIIIIE-
orcaHHbIX TUTIOB (Guillery, 1966).

X-Y-W knaccughukayus'. Tlo aHaaorum c raH-
IJIMO3HBIMM  KJIETKAMM CETYaTKHU, pelieiiHbIe
Heliponbl HKTn nogpasznensior Ha X, Y, u W T -
nel. s onpeneneHus MPUHAMICKHOCTU KJIET-
KM K TOMY WIM MTHOMY TUITY OLICHHUBAIOT TaKUE €¢
9JIEKTPOPU3NOIOTNUECKIE ITapaMeTpbl, TaKUe
KakK pa3Mep pPelenTUBHOIO IOJIsI, CKOPOCTb OT-
BeTa Ha CTUMYJSILMIO XWa3Mbl, JIMHEHMHOCTH
npocTpaHcTBeHHo#t cymmanuu (Wilson et al.,
1976; Friedlander et al., 1981; Stanford et al.,
1981).

Hns Y- 1 W-HelipoHOB XapaKTepeH OTHOCU-
TeJIbHO OOJIbIIOI pa3Mep pEeLeHTUBHOIO MOJIs,
HanpoTuB, X-HeHPOHBI 00/1a0al0T HAXMMEHbBIILI~
MU PEeLENTUBHBIMU IOJISIMU IIPU YCIOBUU UX 3a-
Mepa B OJHOM U TOM X€& PETUHOTOIIMYECKOM
npeacraButeabcTBe (Hoffmann et al., 1972; Wil-
son et al., 1976; Friedlander et al., 1981). Penen-
TUBHBIE T10J1s1 HEIIPOHOB BCEX TUIIOB YBEIUYMBA-
IOTCSI OT IIPENCTaBUTENILCTBA LIEHTPA K Iepude-
pun nionst 3peHusi (Hoffmann et al., 1972).
CKOpOCTb OTBETa Ha BJIEKTPUYECKYIO CTUMYJISI-

"' OcHoBel X-Y-W xiaccuduKkauuy 6bUTH MPEICTaBICHBI
panee (MepkynbeBa, 2019). B taHHOM 0630pe OCHOBHOI1
00beM nHpopMaluu o ctpoeHuu u pazsutuu HKTxa Oy-
NIeT CBsI3aH ¢ HeiipoHaMu Y 1 X TUIOB, MOCKOJbKY UH-
dopMais o pa3BuTHM W-HEeMpPOHOB CKyIHA.

Ne 3 2023
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(a) I1penaranshbliii moBopoT HKTxa B rop3oHTaIbHOM MJIOCKOCTH
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Puc. 2. [ToBopoTt mop3anbHOro Hapy>kHoTro KojieHdaToro Tejia (LGNd) KoKy OTHOCUTEIBHO 6230BBIX KOOPIMHAT
Mo3Ta B xone pa3Butus. (a) — npeHaranbHbIii moBopoT HKTxa B ropusoHTansHoi miockoctu; E42, E53, E63 —
JTHU MpeHaTaJIbHOro/9MOPUOHAIBHOTO Pa3BUTHUS, YEPHBIM 1 OeJIbIM MOoKa3aHa JIoKaIu3alvs UrcuaaTepaibHbIX
U KOHTpaJIaTepaJbHbBIX PETUHOTCHUKYJISITHBIX IMPOEKIIMI COOTBETCTBEHHO, CEPBIM TTOKa3aHbl CMEIIaHHbBIE TTPO-
ey (6) — moctHaTanbHBIN moBopoT HKTx B carutranbHoit mmockoctu (110 Elgeti et al., 1976); cpennuit yron
HaKJIOHa COMBI pesieitHbIX HelipoHOB A-cioeB HKTa oTHOCUTEIbHO MEXCIOMHOM IpaHULIBI OTMEYEH IITPUXOB-
KO, a TaK;Ke CXeMaTUUeCKH TToKa3aH Ha HIDKHUX BCTaBKax B cooTBeTcTBUE ¢ (Mikhalkin, Merkulyeva, 2021); PO,
P28 — mHu moctHatanbpHOrO passutusi, B3P — B3pocisie xuBotHbie; A, Al, Cm, Cp — ciom HKTn; PGN — me-
pureHukyjsiTHoe siapo; D, V, M, L, R, C — nop3ajibHblii, BEHTpaJlbHbII, MeIUaIbHbINA, TaTepaJIbHbI, pOCTpajib-
HBII U KayJaJIbHBII MMOJI0Cca TOJIOBHOIO MO3ra.

Fig. 2. Rotation of the dorsal lateral geniculate nucleus (HKTm) of the cat relative to the basic brain coordinates
during development. (a) — prenatal rotation of HKTx in horizontal plane; E42, E53, E63 — days of the prenatal/em-
bryonal development; black — ipsilateral, white — contralateral, gray — intermixed retinal projections. (6) — postna-
tal rotation of HKTrx in sagittal plane (Elgeti et al., 1976); oblique lines and inserts below HKTx — the average angle
of the soma inclination of relay neurons in A-layers relative to the interlaminar border (Mikhalkin, Merkulyeva,
2021); PO, P28 — days of postnatal development, B3P — adult animals; A, Al, Cm, Cp — layers of HKTa; PGN —
perigeniculate nucleus; D, V, M, L, R, C — dorsal, ventral, medial, lateral, rostral, and caudal.

IO XMa3Mbl MUHMMaJibHa y Y-HEMpPOHOB, X-
HEWPOHBI UMEIOT TIPOMEXKYTOYHBIC 3HAUSHUST, 1
W-HellpoHbl xapakTepu3yloTcsi HauboJjiee m0Ji-
roii 3agepxXkoii orBeta Ha ctumyisiuuio (Hoff-
mann et al., 1972; Wilson et al., 1976). Ognako,
CTOUT OTMETUTH, YTO MO KpaiiHeit mMepe X-u Y-
MOMYJISIIUA HEMPOHOB MOTYT IIepeceKaThbCsl IO

KYPHAJI BEICHIEW HEPBHOW OEATEJIBHOCTHU

BBILICONUCAHHLIM napameTrpam. Ornpenensiio-
LIMM KpUTepueM IS UX pa3fesieHUs SBJISIETCS
JIMHEAHOCTb U HEJIMHEMHOCTh OTBETA Ha IPEIb-
asiasgemblii  ctumyi  (Enroth-Cugell, Robson,
1966; Shapley, Hochstein, 1975; Derrington,
Fuchs, 1979). B nepBoM cilyyae MOXHO HaiiTu

TaKO€ COOTHOLIECHUE TEMHBLIX U CBETJBLIX 30H
Ne 3
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CTUMYJa, KOorma BO30yXKIeHUEe CTAHOBUTCS paB-
HO TOPMOXKEHUIO U KJIETKA HEe OTBeYaeT Ha TOSIB-
JICHUE TaKOTO CTUMYJia B €€ PELIEIITUBHOM II0JIE,
a B clydyae C HEeJIMHEMHBIM OTBETOM TaKOTIO I10-
JnoxxeHus1 HailTu HeBo3MoXHO (Enroth-Cugell,
Robson, 1984). JluHeiiHble CcBOICTBa OTBeTa
npucylu Kak X-, Tak U Y-HelipoHaM, a HeJIu-
HeliHble — o0co0eHHOCTh Y-kKietok (Enroth-
Cugell, Robson, 1966; Shapley, Hochstein, 1975;
Derrington, Fuchs, 1979; Enroth-Cugell et al.,
1983). W-kJ1eTKM BKJIIOUAIOT B ce051 KaK KJIETKHU C
JIMHEMHBIM, TaK U C HEIMHEHHBIM oTBeTOM (En-
roth-Cugell et al., 1983), u onpenessoiieii ajst
HUX SIBJISIETCSI CKOPOCTh MPOBEIeHUsI HEPBHOTO
nmnyiabca (Wilson et al., 1976).

ITo MopdoMeTpruYeCKUM MapaMeTpaM Y-Hei-
POHBI — 3TO KJIETKM HauOOJIbIIETO pa3Mepa ¢ sIp-
KO BhIpaXk€HHBIM HaOOpOM 4YepT KJIETOK [-ro Tu-
na, OJHAKO OHU TaK:Ke MOTYT pas3leisiTh 4acThb
XapakTepuCcTuK KiaeTtok II-ro tuma mo Guillery
(Friedlander et al., 1981; Stanford et al., 1981).
Heiiponsr X-Tuna o0JamaroT COMOII CpemHero
pa3Mepa, ux MOop@OJI0rusl COBIAIaeT ¢ KJIETKa-
mu II-III-ro tumos (Friedlander et al., 1981;
Stanford et al., 1981). Heiiponst W-Tuna coBna-
JaIOT 110 XapaKTepUCTUKaM ¢ HeiipoHamu IV tu-
na (Friedlander et al., 1981; Stanford et al., 1981).

Pacnipenenenne X-, Y-, W-HelipoHOB TakKe
pasmuuHo: X- M Y-HEeHpOHBI NPUYPOYEHBI K
KPYITHOKJIETOUHBIM, a W-HefipOHbI — K MEJIKO-
kietouHbIM ciossM HKTn. B manGonee mmpo-
kux ciosix A nu Al HKTx nonst Y-HelipoHOB 110
OTHOIIIEHMIO K X-HEeWpOoHaM pacTeT OT NpeacTa-
BUTENbCTBA LICHTpA I10JIs1 3pEeHMS K IIpeacTaBU-
TenbcTBY niepudepuu (¢ 34 no 73%) (Hoffmann
et al., 1972; LeVay, Ferster, 1977). Kpome Toro,
Y-HelipoHBI TATOTEIOT K rpaHuamM A-cioeB, X-
HelipoHbl — K ux HeHtpam (Mitzdorf, Singer,
1977; Bowling, Wieniawa-Narkiewicz, 1986).

ON-OFF knaccugpurkayusn. Ellie Ha 3ape U3y-
YeHMUs DIEKTPOPU3NOIOTNIYECKIX CBOIICTB 3pH-
TeJILHBIX HeIiPOHOB IOCIeIHMEe ObUIY MOApa3/e-
JIEHBI Ha ABa OCHOBHLIX TUIa: ON-KJIeTKH, pea-
rupymoliirve Ha BkiIodyeHue cBeta, U OFF-
KJIETKM, pearupyloliye Ha €ro BbIKJIIOYEHUE
(Hartline, 1938), yto no3mHee ObLIO0 OOBSICHEHO
CTPOCHUEM HUX PEUEINTUBHOIO II0JISI, KOTOPOE
UMeeT MO0 BO30YXKIAIoILIniA LEHTP U TOPMO3-
Hyto nepudeputo (ON Tun), 1mbo HaoOOpPOT
(OFF tumn) (Kuffler, 1953; Enroth-Cugell,
Robson, 1966). B anekTpodur3n0I0rudecKmux
HUCCIIeAOBAHUAX ITOKA3aHO, YTO Y KOIIKU HEM-
poHbl Y-ON TuIla 4YMCIEHHO JOMMHUDPYIOT B
BepxHelil yactu cioeB A u Al, HeiipoHsl Y-OFF
TUIIAa — B HWKHMX 4acTsaxX 3Tux cioeB. X-ON

XYPHAJI BBICIIIEM HEPBHOM JEATEIBHOCTU

TOM 73

HEUPOHBI CJIOST A YMCJIEHHO JOMUHUPYIOT B €ro
BepxHeii yactu, a X-OFF HelipoHBI — B €ro HITXK-
Hell yactu; B citoe Al X-KieTK1 000uX MOATU-
OB pacnpenesieHbl paBHoMepHO (Bowling, Wie-
niawa-Narkiewicz, 1986, 1987; Bowling, Caver-
hill, 1989). B1o ortnnuaercsa ot yetkux OFF u
ON mnoncnoeB B HKTn xopeka (Zahs, Stryker,
1985), nopku (Le Vay, McConnell, 1982), Ty-
naitu (Le Vay, McConnell, 1982).

Lagged-non-lagged knraccucgpurauus. X- n Y-Heii-
ponbl HKTn Takske moapas3nensstoT Ha TaK Ha3bI-
BaeMmble “‘3amasabiBatoliue” (lagged) m “He 3a-
nasnabiBarole” (non-lagged) monTumnel, corjiac-
Ho aeneHuto D.N. Mastronarde (Mastronarde,
1987). “3ama3gpiBaroliye’ HEMPOHBI pearupyroT
Ha 3pUTEJIbHYIO CTUMYJISIINIO IEPBUYHBIM TOP-
MOXKEHUEM, YTO SIBJISICTCS NPUYMHOM BpeMEH-
HOM 3a1ep>KKM OCHOBHOW BOJHBI UMMYJIbCALIUUN
(Mastronarde, 1987; Humphrey, Weller, 1988a;
Saul, 2008). IToka He TOJYy4YeHO HOCTOBEPHBIX
MaHHBIX B TIOJIb3Y PA3IUYHON MPOCTPAHCTBEH-
HOI1 ToKanu3aluy “3ama3ablBalolnux” 1 “He 3a-
Na3abIBAIOIINX’ HEWPOHOB KakK IO pa3HbIM CJIO-
aM HKTn, tak m mo ux rmyoune (Humphrey,

Weller, 1988a, 1988b)>.

2. Pemuno-eenuxkyaamuule,
2eHUKYN0-KOPKOBble
U KOPKOBO-2eHUKYASIMHblE NPOEKYUU

PetnHO-reHUKyIITHBIE BOJIOKHA W TaHIIIM-
O3HBIX HEipoHOB okKaHumMBawTcsId B Cp ciosX,
BOJIOKHA Y-HeipoHOB — B cnogx A, Al m Cm, Bo-
JIOKHa X-HEeHPOHOB — B c1ogXx A 1 Al; B LIeJIOM,
HelipoHbl onpeneyieHHoro ciaosd HKTa monyya-
IOT BXOAbI OT TAHIIMO3HBIX KJIETOK CETYaTKU
“cBoero” tuma (Sur et al., 1987). I1lpu aTom oT-
IelbHbIe aKCOHBI W 1 X TAaHIJIMO3HBIX HEIPOHOB
CceTyaTKN OKaHYMBAIOTCSI TOJILKO B OMHOM CJIOE,
TOrIa KaK aKCOHBI Y TaHIJIMO3HBIX HEHUPOHOB
KOHTpaJlaTepaJbHON CeTYaTKU MMEIOT TEeHICH-
IO TEPMUHUPOBATBLCS Cpa3y B ABYX CIIOSIX: A U
Cm (Bowling, Michael, 1984; Sur et al., 1987;
Tamamaki et al., 1995). OTmMeTuM Takke, 4TO Cy-
IIECTBYIOT IaHHBIEC B ITOJIb3y KOHBEPTCHIIUM pe-
TUHAJIBHBIX BXOHOB pa3HbiX TUMNOB (Y u X) Ha
eaquHoM npuHuMmaloieM Heiipone HKTn (Sing-
er, Bedworth, 1973; Garraghty, 1985).

lenuxyasammoie npoekyuu UPOKO PACXOASATCS
T10 3pUTEIILHOM KOPE, HO B LIEJIOM OOJIBILIMHCTBO
reHUKYJIO-KOpKOBbIX BojiokoH HKTn cienytor B

2 [TopoGHOE OTCYTCTBME YETKOM 3aKOHOMEPHOCTU B MPO-
CTPAHCTBEHHOM pacIIpefie/iecHu ‘““3ama3abIBaloniux’”’
HEMpOHOB IToKa3aHo u y mpumMatoB (Saul, 2008).
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Puc. 3. CxeMa cBsi3eit mop3aibHOro Hapy»xHoro KojeH4aroro tesa (HKTm) ¢ monsiMu mepBUYHOI 3pUTEIbHOI KOPBI
17 (area 17) u 18 (area 18). I—VI — citou KOpsI; IPSIMOYTOJILHUKY ¢ 0603HaUYeHUSIMU X, Y, W — 00J1aCcTh BETBJICHUSI
TeHUKYJIO-KOPKOBBIX BOJJOKOH, 00pa3yeMbIX HEMPOHAMM Pa3HbIX MMPOBOISIINX KAaHAJIOB; ITYCThIE PSIMOYTOJIbHY -
KU — 00J1aCTh 3aJIeTaHUsI HEIIPOHOB, NAIOIIMX Hauyajlo KOPKOBO-TE€HUKYISITHBIM aKCOHAaM.

Fig. 3. Scheme of connections between the dorsal lateral geniculate nucleus (HKTx) and areas 17/18 of the primary
visual cortex. I—VI — cortical layers; rectangles with signatures X, Y, W — the area of arborization of geniculo-cortical
axons, initiated by neurons of corresponding visual pathways; empty rectangles — the area of localization of neurons

initiating cortico-geniculate axons.

KopkoBbie nojisgt 17, 18 u 19. Ilpu aToM B moje
17 okKaHYMBAIOTC aKCOHBI KJIETOK, PaCIIOJIO-
keHHBIX Bo Bcex cnogx HKTn (Rosenquist et al.,
1974); GONBIIMHCTBO T€HUKYI0-KOPKOBBIX aK-
COHOB, OKaHYMBAIOIIVXCS B 1ojie 18, mpuxogut
n3 ciioeB A, Al m1 Cm; B moste 19 okaHUYMBaIOTCS
[JIABHBIM 00pa30oM aKCOHbI HeiipoHOB C-ci0eB
(Hollander, Vanegas, 1977; Niimi et al., 1981).
JJOMUHUPYIOIIM BXOIOM B Ioyie 18 sBISIFOTCS
BoJIoKHa Y-HelipoHOoB (Stone, 1983); B mose 19 —
BojiokHa W-HelipoHoB (Dreher et al., 1980).

B nepBuyHoii 3putenbHoit Kope (nosst 17 u 18)
BOJIOKHa X-HEHPOHOB TEPMUHUPYIOTCS T10 BCEi
tosuHe cioeB IV u VI; BonokHa W-HelipoHOB
BeTBsTCs B ciosix I, I1I u IV, a BoitokHa Y-Heli-
POHOB BETBSITCS IJIaBHBIM OOpa3oM B BepxHel
nmojoBuHe cios IV (cioe IVA), cioe VI, a Takke
B HizkHel yactu cyios III (Ferster, Levy, 1978;
Niimi et al., 1981; Freund et al., 1985; Humphrey
et al., 1985a, 1985b; Boyd, Matsubara, 1996;
Kawano, 1998) (puc. 3). Ha ocHoBaHuU narrep-
Ha BXOJOB B MTEPBUYHYIO 3pUTEJILHYIO KOPY BbI-
JEeJISIIOT TPU OCHOBHBIE€ CYOITOMYJISILIMM Y-HEl-
ponoB HKTn: mochuiaroimme akCOHbI UCKITIOUM -
TenbHO B mojie 17, B mone 18 u oOpasyloliue
oudypkauuu B ob6a 3putesibHble o (Freund
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et al., 1985; Humphrey et al., 1985a, 1985b). [1pu
3TOM B 110Jie 18 B OCHOBHOM MPUXOOSAT aKCOHBI
Y-HeiipOHOB, pacCIOJIOKEHHBIX B HUXKHEI YaCTU

cios1 Al u B ciioe Cm (Niimi et al., 1981; Geisert,
1985; Humphrey et al., 1985b).

OCHOBHOI1 OOBEM KOPKOBO-2CHUKYAAMHBIX
npoekyuii 6epeT Hayaiao B VI ciioe mepBUYHOM
3PUTEIIBHOM KOpbl U TEPMUHUPYETCSI IIPEUMY-
mecTBeHHO B cnosix A u Al (Gilbert, Kelly, 1975;
LeVay, Sherk, 1981; Weber, Kalil, 1987; Murphy,
Sillito, 1996) (puc. 3). BeIsIBJI€HO HECKOJIBKO OT-
JIMYUIA MeXTy HACXOASIIUM BIUsSTHUEM T1oneit 17
u 18. Bo-1niepBbIX, aKCOHAJILHOE BETBJICHUE Heli-
pOHOB MmoJjisl 18, oTBeYalolIMX Ha CTUMYJISLIAIO
UTcUIaTepajbHOIO IJla3a, TSTOTEET K COOTBET-
ctBytoliemy ciioro HKTn ropasmo 6osbliie, yem
aKCOHaJIbHOE BETBJIEHUE HEMPOHOB 110151 18, OT-
BEYalOIINX HA CTUMYJISILIUIO KOHTpajlaTepaibHO-
ro m1a3a, MoJ00HO 3aBUCUMOCTU JJIs TToJs 17 He
nmokazaHo (Murphy et al., 2000). Bo-BTophbIx, aK-
COHBI TTosiert 17 u 18 npeanoyruTaroT pa3Hble Ya-
CTU cJioeB A 11 Al: HUKHIOIO YaCTh — aKCOHBI I10-
Jis1 18 M BEpXHIOIO YacTh — aKCOHBI noJjist 17 (Mur-
phy et al., 2000). B-TpeTbux, OTIMYUTEIHHON
OCOOEHHOCThIO HUCXOASIIMX aKCOHOB ToJisl 18
SIBJISIETCSI TycTO€e BeTBIIeHue B C-CllosIX, HE 3aBU-
Ne 3

TOM 73 2023



JOP3AJIBHOE AAPO HAPYKHOI'O KOJIEHYATOTI'O TEJIA

csillee OT I1a30AOMWHAHTHOCTU WHUIIMATIbHBIX
HeipoHoB (Updyke, 1975; Murphy et al., 2000).

3. Ocobennocmu pazsumus anamomuu HKTo

B xonme onTorenerndeckoro pasputuss HKTn
KOIIIKM BpaIaeTcsi OTHOCUTEJIbHO 0a30BBIX KO-
opauHaT Mo3ra. B mpeHaTanbHBIN iepuon (MexX-
oy E40 nu E60) HKTx pazBopaunBaercst Ha 90° B
TOPU3OHTAJILHOI TLIOCKOCTH, TIepeMeliasich B
3aJHeJIaTepaJlbHOM  HampaBjeHuu (Sretavan,
Shatz, 1987) (puc. 2 (a)). B mocTHaTanbHbIii T1€-
puon ripoucxoaut pazBopotT HKTx mouru Ha 90°
B CaruTTaJIbHOM TIJIOCKOCTH B BEHTPO-KayIalb-
Hom HampasieHum (Elgeti et al., 1976; Kalil,
1978b), 4TO OCOGEHHO BBIPAXXEHO B IIEPBbIE HE-
nenn Xku3Hu (puc. 2 (0)). OTHOBpEMEHHO C I10-
BOPOTOM SI1Ipa TIPOUCXOIUT CMEIIIEHUE ero BHYT-
PEHHMX CTPYKTYPHBIX JIEMEHTOB, UTO OTpaXkaeTcst
B M3MEHEHUM yIJIa HAaKJIOHA COMbI HEIIpOHOB A-
CJIOEB OTHOCUTEIbHO MEXCIIOMHOM IpaHULIbI TPU-
MepHo Ha 25° (puc. 2 (6)) (Mikhalkin, Merkulyeva,
2021).

B nocTHaTanbHBI TTIepUOI IIPOAOJIKACT 3HA-
yuteabHo M3MeHATbesT dopma HKTn, crano-
BSICh O0Jiee M30THYTOI. 3aBepiiaeTcs GOpMUPO-
BaHue cioeB HKTxa: mpocnoiiku 6enoro Belie-
CTBa MEXAY HMMHU CTAHOBSTCS OTYETIUBO
BUIMMBIMM K KOHILy mepBoii Hemenu (Kalil,
1978b). Taxske HKTx cyniecTtBeHHO yBeIMYnUBa-
eTcss B oObeMe: ¢ 4 MM? y HOBOPOXIEHHBIX 10
27 MM? y B3pOCJIBIX; TIPU 3TOM MEXy 2-0ii U 3-eid
HeJeasIMU MPOUCXOAUT YTpOeHHe o0beMa, a K
8-i1 Hexelle 00beM JocTUTAET 85% OT TAKOBOIO Y
B3pocabix XuBOTHBIX (Elgeti et al., 1976; Kalil,
1978b; Hickey, 1980).

4. IIpenamanvHoe pazeumue HeillpoOHO8
00p3aabHO20 HAPYIHCHO20 KOAeHYamozo0 mena,
2CHUKYN0NEeMaNbHbIX
U 2eHUKYA0QY2aNbHbIX NPOEKYUILL

®opmupoBanue obueit anaromun HKTx, a
Tak>Ke ero oo1unx (pyHKIMOHAIbHBIX KapT, B TOM
YUCJie pETUHOTOIIMYECKOM, MPOUCXOST BO Bpe-
MsI IpeHATIbHOTO OHTOreHe3a. DTU TPOLIECCHI
PEryJIMPYIOTCSI BHYTPEHHUMU MOJIEKYJISIPHBIMU
dakTopamMM, TaKUMU KakK 2(PPUHBI U UX peleTi-
Topbl. Co3peBaHue HelipoHalbHBIX ceTeit HKTh
MOJ1 IeCTBUEM BHEIITHUX (DAKTOPOB (CEHCOPHO-
ro OKPY>KEHUS) TIPOUCXOIUT BO BpeMs MOCTHA-
TaJbHOTO OHTOreHe3a, B YaCTHOCTU 0COOOTO Tie-
puona, HazBaHHoro “kputruyeckum” (Huber-
man et al., 2005, 2008; Pfeiffenberger et al., 2006;
Teo et al., 2012).
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Ilpenamanvhoe pazeumue cemuamku u HKTO.
laHIIMO3HBIE KJIETKM CEeTYATKU MOSIBIISIIOTCS Y
KOILIIKU B paiioHe 21—36 mHeii 2 MOpHMOHAaIBHOTO
pasButust (E21—E36) (Walsh et al., 1983). I'an-
[JIMO3HbBIE KJIETKM CO3PEBAIOT B HAIIPABJICHUU OT
area centralis x iepudepun (Sherman, Murray
Sherman, 1972; Walsh et al., 1983; Rapaport,
Stone, 1984; Walsh, Polley, 1985; IlanuksaH,
2009), npu 3TOM UX pasaudHble Tomnyaauuu (X,
Y, W) reHepupyroTcs II0CIeI0BaTEIbHO, HO C
omnpenesieHHBIM HaJOXCHUEM II0 BpEeMEHM
(Walsh et al., 1983; Walsh, Polley, 1985). Cpen-
HHE 110 pasMmepy (X-KIIeTKN) MOSIBIISIIOTCS TIep-
BBEIMU, TPUMEPHO Ha 9eThIpe IHS paHbiie (E22),
yeM KpynHble Y-kJeTkM (E25); W-kitieTku reHe-
PUPYIOTCSI BO BpeMsI BCETO TepHUOIa 3aJI0KESHUS
raHIIMO3HBIX KJIeToK (Walsh et al., 1983; Walsh,
Polley, 1985). Paznuuue B HeliporeHe3e Y- u X-
KJIETOK OTPaXXeHO B TIOPSIIKE 3ajleTaHUSI COOT-
BETCTBYIOIIMX BOJIOKOH B ONTUYECKOM TpaKTe:
AKCOHBI X-KJIETOK, TTOSIBUBIIIMECS paHbIIIe, 3a-
JIETalOT IOP30MEIMaJibHO, aKCOHBI Y-KJIETOK,
MMOSIBUBIIUXCS TI03Ke€ — BEHTpPoOJaTepaTbHO
(Torrealba et al., 1982; Mastronarde, 1984;
Walsh, Guillery, 1984, 1985; Reese et al., 1991).

OnHOBpPEMEHHO C reHepaluei raHIJIMO3HbIX
KJeTok cetyaTku, mexay E22 u E32, npoucxo-
aut HeiporeHe3 kietok HKTn, mpu stom Ka-
Kasi-T100 YeTKasi OuepenHOCTb MOSIBJICHUS pa3-
JIMYHBIX MOP(MOTOTNIECKUX KJIACCOB KJIETOK He
nmokaszaHa (Hickey, Hitchcock, 1984; Hitchcock
et al., 1984; Weber et al., 1986). PeTuHO-reHUKY-
JIITHBIE BOJIOKHA MpOpacTaiT B 00JacTh Oymy-
IIIEro pacriojioxeHust cioeB A u Al B nepuon
mexnay E32 u E37 (Shatz, 1983); npu 3TOM akco-
Hbl TAHIJIMO3HBIX KJIETOK KOHTpajaTepajbHOIO
rma3a pocturaior HKTn Ha Tpu AHs1 paHblue,
yeM akCoHbl uricuiarepaibHoro miaza (Linden
et al., 1981; Shatz, 1983). AKcoHbI X-KJIETOK CET-
yatku gocturaior HKTn paHbiie, yeM akCOHBI
Y-kieTok (Sur, 1988; Garraghty et al., 1998), uto
coriacyercsl ¢ MOpPSAKOM TeHepalluM COOTBET-
CTBYIOIIIMX TAaHIJIMO3HBIX HEMPOHOB.

B paiione E36 Heiiponst HKTxa yxxe umeroT
HECKOJIbKO OUIOJISIDHBIX CJ1ab0 BETBSIIMXCS
NEeHIPUTOB, OPUEHTUPOBAHHBIX TEPIIECHINKY-
JIIPHO MWaJbHOW MOBEPXHOCTHU, MapasjieibHO
paguaibHOW TJIMKW U BpacTalOIIMM PETUHO-TE-
HUKYJSTHBIM BoJIOKHaM. [TocTerieHHO neHApUT-
HOE€ JpEBO pa3pacTaeTcs, Ha €ro MOBEPXHOCTU
YBEJIMYMUBAETCSI KOJIUYECTBO IIMUIMUKOB, a K E45
PETUHO-TEHUKYJISITHbIE aKCOHbI HA4YMHAIOT Ce-
IPErupoBaThCs IO MIA30CTeMPUUHBIM CITIOSIM
(Dalva et al., 1994). ITpu 3ToM no E47 KoHTpana-
TepaJibHble aKCOHbI YaCTUYHO BETBSITCS B MIpeie-
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JIax cjoeB uIcuiarepanbHoro riasa (Bowling,
Michael, 1980, 1984; Sur, Sherman, 1982), yTto
npuBoauT K nomuHupoBanuio B HKTn konTpa-
JatepanbHbiX npoekuuii (Linden et al., 1981;
Shatz, 1983). I1pouecc najbHelei cerperauuu
PETUHO-TEHUKY/ISITHBIX aKCOHOB IO IJIa30CIe-
IUIHBIM CJIOSIM ITpoTeKaeT B riepuo ¢ E47 o
E60, u x MOMeHTY poxiaeHus (y KOLIKU Oepe-
MEHHOCTD JUTUTCST 62—65 nHei) OHM MOYTH MOJI-
HOCThIO paspgesieHbl (Shatz, 1983; Shatz, Kirk-
wood, 1984; Sretavan, Shatz, 1986).

DKCNEPUMEHThI MO0 paHHE MOHOKYJISIpHOM
snykineanuun (E36—P0) moka3anu, 4To BO3MOX-
HOCTb BETBJICHUSI PETUHO-TEHUKYJISITHBIX aKCO-
HOB TaHIJIMO3HBIX HEPOHOB MHTAKTHOTO TIJla3a
B 30He HK'Tx, oTBemeHHOI 11 yIaaeHHOro Ta-
3a, Y Y-KJIETOK COXpaHsieTcsl Mo KpaliHeit mepe
IO MOMEHTa POXIEHUsI, TOrJa KaK y X-KJIeTOK
Takasl CrtocOOHOCTb ucye3aeT yxe K E44 (Garra-
ghty et al., 1998). Tak:ke BBISIBIEHO TTOCEIYIO-
11Iee CoKpalleHue 101 Y y B3pOCbIX JKUBOTHBIX
(White et al., 1989). O6a ¢daxkra yka3bIlBalOT Ha
OOJIbIIIYI0 BHYTPEHHIOIO 1I€TEPMUHUPOBAHHOCTh
X, 1o cpaBHeHUIO ¢ Y-HelipoHamu (Garraghty
et al., 1998).

Cerperaliysi peTUHO-T€HUKYJISITHBIX aKCOHOB
B mrazocneunduadeie cioun HKTa onpenenser-
Csl KaK BHYTPEHHUMHU MOJIEKYISIPHBIMU MapKe-
pamu (Land, Shamalla-Hannah, 2001), Tak u pe-
TUHaNbHBIMM BonHamu cetyatku (Firth et al.,
2005; Huberman et al., 2006; Ackman et al.,
2012). PetnHambHBIC BOJIHBI — BOJIHBI CHHXPOH-
HOI aKTUBHOCTHY TaHIJIMO3HBIX KJIETOK ceT4yaT-
K1 — HabJII0Ja0TCs BO BpeMsI IIO3IHETO IIpeHa-
TaJAbHOTO U PaHHETro MOCTHATAJILHOIO IIePHUOI0B
(Meister et al., 1991). PeruHanbHas BoJiHA B Ofi-
HOM M3 I71a3 BOZHUKAET HE3aBUCUMO 10 Bpeme-
HU OT BOJIHBI APYIOro I7a3a, TakKuM 00pa3oM pe-
neiabple KieTkn HKTa momydaioT cMHXpOHHBIE
BXOJbI TOJIBKO OT OAHOIO 13 I71a3. COOTBETCTBY-
fomiee popmupoBanue ciaoeB HKTn BeposTHO
MPOUCXOAUT COmTacHO NpuHIUITY Xe00a (Hebb,
1949): kneTKku, KOTOphble pa3psKalTCs BMECTe,
cBs3bIBalOTC BMecTe. CMHXpOHHAs aKTUBaLUs
0001X I1a3 HapyllIaeT cerperaluum CioeB, aCUuH-
XpOHHAs CTUMYISALUS — ycuiauBaeT (Zhang
et al., 2011). B aTOT Xe TIepmox oTMedeHa ITOBHI-
meHHasg Bo30yamuMocTh KiaeTok HKTn, uro me-
JlaeT ux OoJiee BOCIPUMMYMBBIMU K BO3ICH-
CTBUIO peTuHadbHbBIX BOJH (Ramoa, McCor-
mick, 1994; Lo et al., 2002).

K MmomeHnTy poxnenus ciou HKTn yxxe xopo-
o pasnnuumel, kiaetku HKTh yBennuuBaroTcs
B pasMmepe (Ha 190% 1o cpaBHEHUIO C UICXOTHBIM
pa3sMepoM), a MX JACHAPUTHOE IPEBO OT M3HA-
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YaJlbHO OMIIOJSIPHOTO CTAaHOBSTCS MYJIbTUIIO-
nspHbIM (Dalva et al., 1994). Ilpoiecchl cerpera-
LAY PETUHO-TEHUKYJISITHBIX aKCOHOB U 00pa30-
BaHUS CJIOEB HKTn COITPOBOXKIAIOTCS
3HAYUTEJBHBIM (B 5—6 pa3) cokpallleHueM 4Yuc-
JIa TAaHIVIMO3HbBIX KJIETOK CETYATKU U YACTUIHOM
SJIMMHUHAIMEl aKCOHOB OIITMYECKOro HepBa
(Williams et al., 1986; Wong, Hughes, 1987). ITo-
CKOJIBKY B 3TOT NEPHOJ Y TPhI3YHOB 1 IPUMAaTOB
rnokaszaHa sauMMHuHanMs Kiaetok camoro HKTn
(Williams, Rakic, 1988), momaraem, 4To 1momo0-
HBII TIPOLIECC UMEET MECTO U Y XUIIHBIX.

IIpenamanvhoe pazsumue cesseii mexcdy HKTo
u nepsuuHolil 3pumenvuoil Kopoii. Yxe K E35, ye-
pe3 TpU JHS MOCJIe OKOHYAHUS NeASHUS KIIETOK
HKTxa, B 3putenbHOil pagdaluyd oOHapyKKBa-
IOTCSI TIEPBBIE TEHUKYJIO-KOPKOBEIE AKCOHEBI, a K
E36 mepBble M3 HUX OOCTUTAIOT CyOILIACTUHKU
(Shatz, Luskin, 1986; Ghosh, Shatz, 1992; Dalva

et al., 1994)3. Ha nipoTsiKeHUM OBYX ITOCIIENYIO-
IIMX HeJeJIb TeHUKYJI0-KOPKOBbIE aKCOHBI IIPO-
JOJDKAIOT HakKaIuIMBaTbCs M MHTEHCHUBHO BeET-
BUTbCS B CYOIIACTUHKE, HE 3aX0s IIPU 3TOM B
BBILLIEJIEXKAlllMe KOPKOBBIE CJIOU, 332 OIHUM MC-
KioyeHueM: HaunmHas ¢ E40 onpenensieTcst He-
0O0JIBIIIOE KOJIMYECTBO T€HUKYJIO-KOPKOBBIX aK-
COHOB B MapTrUHaJIbHOI 30HE (IIPEeAIIeCTBEHHUK
I crmos xopel) (Shatz, Luskin, 1986; Ghosh,
Shatz, 1992). K E5S0—ES55 reHuKyn0-KOpKOBBIE
aKCOHBI OOHAPYKUBAIOTCS B OYIYIINX CIOSIX V—
VI, a kK poxxnenuio — u B cioe V. B 310 ke Bpems
ycunuBaloTcsl Tipoeknuu B ciaoit I (Shatz,
Luskin, 1986). IlpopacTtanue TeHUTYJISTHBIX
BXOJOB B KOPY IIPOUCXOAUT B MOpsiake hopMU-
poBaHUS ee clioeB (M3HYTPpU—CHApyXU), HO C
OIIpeNeJICHHOM 3alepXKOl, B XoIe KOTOpOi
KJIETKU LIEJIEBbIX CJI0€B 3aKaHUYMBAIOT MUIpa-
L110; Harpumep, cioii VI nossisercsa B E31—E36,
TeHUKYJISITHBIe aKCOHBI B HeM — B E50—ES5,
cioii IV nosisnsiercst B E37—E43, reHUKyJIsITHBIE
aKCOHBI B HEM — K MOMEHTY poxkaeHus. B ciosx
II-III MurpaumoHHBIE MPOLIECCHI  HJISITCS
BIUIOTH 0 3-I mocTHaTtanbHO# Hegenu (Luskin,
Shatz, 1985; Shatz, Luskin, 1986).

[lepBbie KOpKOBO-TalaMMYECKUE ITPOCKIINU
o0OpasyroTcs cyorutacTuHKoi Ha cpokax E30—E36;
K E43 obOHapyxuBaloTcs mepBble HUCXOMSAIINE
OPOEKLUH OT IIyboKux citoeB Kophl (V/VI) (Mc-
Connell et al., 1989). B aToT mepuon KOpKOBO-
TaJJaMAYECKHMEe aKCOHEI cKarmuBaroTcs B 114, u
auinb K E55 HaunMHalOT MpOHUKATh B COOCTBEH-
HOo HKTx, rme ux miIoTHOCTh 3HAYUTEIBHO Ha-

3 Cy6rumacTHKa — TPaH3UTOPHOE KJIETOUHOE 0Opa3oBaHMe,
noactuialee kopkosbie ciion (Friedlander, 2009).
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pacTaeT K poXIeHUIO, C KOHIIEHTpaIUei B MeXK-
cioiitHoM T1ipocTpaHcTBe (McConnell et al.,
1994).

OObeauHsIsl  BbIIIECKA3aHHOE, TIE€HUKYJIO-
KOPKOBbIE 1 KOPKOBO-T€HUKYJISITHbIE aKCOHBI
pacTyT HaBCTpeuy APYT APYry MPaKTUYECKU Of-
HOBPEMEHHO, TakxKe 00a TUIla aKCOHOB MMEIOT
“miepuon OXMIaHWS” Tiepen IpopacTaHUEM B
LIEJIeBYI0 CTPYKTYpPYy, HAaKaIUIMBasiCh B CyOILIa-
ctunake mim III'S, coorBeTrcTBeHHO. BepositHO,
cyommactunaka u TS urparor KimoueBylo pery-
JIMPYIOIIYIO pOJib B IIpolieccax oOpa3oBaHUsI
CBsi3eil MexXdy TajJlaMyCcOM M KOpOii, 4TO IIOJ-
TBepxkaaeTcs s cyorutactuHku (McConnell
et al., 1989, 1994; Molnar, Blakemore, 1995), Ho
noka HeusBecTHO misd 11141,

5. [locmnamanvhoe pazeumue HelpoHO8
00p3aabHO20 HAPYHCHO20 KOAeHYamoz0 mena,
2CHUK)YN0NeMaNbHbIX
U 2eHUKYN0(Y2aANbHbIX NPOCKYULL

Komika poxmaeTcst ¢ 3aKpbITHIMU IJ1a3aMHu,
OTKpHLITUE KOTOPBLIX HayMHaeTcss Ha S5—7-oii
MOCTHATAILHBINI IEHb, U 3aBEPIIAETCs K BO3pac-
TY ABYX HeJlellb, OIPpU 3TOM OITUYECKME Cpelbl
[Jlada OCTAlOTCS HE MOJHOCTHIO MPO3pauyHbIMU
10 3—4-oit Hegenu (Sherman, Murray Sherman,
1972; Thorn et al., 1976; Freeman, Lai, 1978).
B3pocabix onTuyeckux XxapaKTepUCTUK I1a3 10-
CTUTAET TOJILKO K 4—5-01i Heaene (Bonds, Free-
man, 1978). Takxke B moCTHATaJIbHBII IIEPUOI,
JI0 Bo3pacTa 2—3-X Hedelb, IPOI0JIKAETCS CO-
3peBaHUE BJIEKTPOPU3NOJIOrMUYECKUX CBOMCTB
raHIIMO3HBIX KJeToK cetyatku (Hamasaki, Flynn,
1977; Rusoff, Dubin, 1977). Bce aTo onpenensier
¢da3HOCTb pa3BUTUS 3PUTEIAbHBIX CTPYKTYpP: Cy-
LIECTBOBAaHUE JOKPUTUYECKOTO YU KPUTUUECKOTO
MEPUOIOB.

TlocmuamanwvHoe pazsumue mopghonsoeuu Heli-
poroe HKTO u pemuno-eeHUKya1amHblX NPOEKUULL.
Hapsiny ¢ onmucaHHBIM BbIIIE YBEJIMUEHUEM O0Ob-
ema HKTn, nporcxooguT CHUKeHUE MJIOTHOCTU
3ajeranust HeiipoHoB (Elgeti et al., 1976; Kalil,
1978b; Hickey, 1980): ¢ 470 ThIC. K1/MM? y HOBO-
POXIEHHBIX OHA OBICTPO IaJaeT, U K Hadaldy 2-ro
Mecsia coctabiisgeT 150 ThIC. Kii/MM?3; y B3pocC-
JIBIX XKUBOTHBIX — 95—130 ThIC. KJ1/MM>.

C BO3pacTOM MeHsIeTCSl pa3Mep HEeWpOHOB
HKTxa: mocie poxaeHusi OBICTpPO HapacTaeT
riomanb COMbI, yaBanBasChb K KOHILY 1-ro mecq-
11a, U K 8-0i1 Hefese nocTurasi B3poCyblx 3HaUe-
Huit (Kalil, 1978b). I1apannenbHo ¢ yBeJIUYEHU -
€M pa3Mepa COMbl HEHpOHOB pa3pacTaeTcsl U
nenaputHoe apeBo (Coleman, Friedlander,
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1992). Ilocne 3-ii Heaeau, 1O pa3Mepy COMBI U
XapakTepy IEeHIPUTHOTO BETBJICHUSI HEUPOHBI
HKTx yxxe MmoxxHO oTHecT! K X, Y mim W tuny
(Friedlander, 1982; Mason, 1982; Coleman, Fried-
lander, 1992). I1pu aToMm B Bo3pacte 3—4-x Helelb
HEpOHBI pa3HbIX TUITOB MMEIOT pa3HYIO CTETNeHb
c(OpMHMPOBAHHOCTH ICHAPUTHOTO apeBa: W-Heii-
POHBI HAITOMMHAIOT HEMPOHBI B3POCIIBIX XXUBOT-
Hbix (Friedlander, 1982); Y-HelipoHbI TaKXKe CXOMI-
HbI C HEMipOHAMU B3POC/BIX KMBOTHBIX, OTHAKO
3HAYUTETHHO YCTYNAIOT UM IO pa3Mepy BETBIICHUS
(Friedlander, 1982; Coleman, Friedlander, 2002);
IEHIPUTHOE IPEBO X-KJIETOK BBIIIIOIUT CaMbIM
He3peJIbIM, XapaKTepHU3ysiCh paaraIbHbIM BETBIIC-
HUEM, KOHTPACTUPYIOIIUM C IEPIICHANKYJISIPHBIM
ciosm HKTn BeTBiaeHmeM X-KIJIETOK B3POCIBIX
xkuBoTHBIX (Friedlander, 1982).

OtaenbHOr0 BHUMAaHUS 3aCy>XKMBaeT pa3Bu-
TUE TOHKMX KOPOTKMX OTPOCTKOB Ha ITOBEPXHO-
CTU coMbl U neHapuToB HelipoHoB HKTx (pu-
JIomoauit), y9acTBYIOIIMX B CUHAMNTOTeHe3e, 3a-
BUCMMOM OT HEHAPOHAJBbHOU aKTUBHOCTHU
(Portera-Cailliau et al., 2003; Vardalaki et al.,
2022). B niepBble mocTHATaJAbHbIC HEAEIU JCHI-
PUTBI HECYT OOJIbIIOE KOJIUYECTBO (DUJIOTIONMIA,
KOTOPbIEC BEIISIISAT KAK MHOXECTBO TOHKMX “BO-
nockoB” (Mason, 1982; Coleman, Friedlander,
1992, 2002); mipu 3TOM B MEPBYIO HEACTIO OTME-
YeHbl B OCHOBHOM cOMaTU4eckKue (PUIONoanu,
yyciao (pUIONoAui Ha IEHIPUTAX PE3KO YBEIU-
yuBaeTcst Ko 2-oii Heaene (Coleman, Friedland-
er, 1992). K 4—6-0ii Henene prIooanun YacTUY-
HO MCYe3al0T Ha COME U MPOKCUMAaJbHBIX y4acT-
Kax JEeHIPUTOB, OCTABasiCh MHOI'OYMCIECHHBIMU
Ha JMCTAJIbHBIX Y4yacTKax AeHApuToB. Jlanee
MPOMIOJIKAETCS MEMJIEHHOE MCYe3HOBeHUE (hu-
JIOTIONINIA; Y B3POCJIBIX XXUBOTHBIX Ha ITOBEPXHO-
CTM JIEHAPUTOB MOKa3aHbI JUIb peakue (puio-
MOJIMH; TUIOTHO 3ajieramliue (Gujionoauu ocra-
IOTCSI JIUIIb B TPO3AEBUIHBIX 00pa30BaHUSIX, O
KOTOpPBIX ObLIO cKa3zaHo Bhille (Mason, 1982;
Coleman, Friedlander, 1992, 2002). MHTepecHo,
YyTO B Bo3pacTe 18-Tu Henenb y Y-HElipOHOB Bce
ellle BBISIBJISIOTCS JIOCTAaTOYHO MHOTOYMCIICH-
Hble GUIONOAMU Ha OUCTAJILHBIX CErMeHTax
neanaputoB (Coleman, Friedlander, 2002). Cxo-
»Kasi IMHAMUKa IVIOTHOCTU (UITONIOIUNI C ITUKOM
Ha 56-0i1 1eHb (COOTBETCTBYET 33-MYy IHIO Y KOIII-
k) nokaszaHa B HKTn xoppkoB (Sutton et al.,
1991). OT™MeTuM, 4TO 3Tall HAaUOOJbIIEH TUIOT-
HOCTHU (PUJIOTIOMU COBHAIAET C MEPUOIOM Hal-
oonee akTuBHoro cuHanrtoreHesa B HKTn (xo-
Hell 1-oit — Havayo 7-oit Henenun) (Cragg, 1975).

BMmecrte ¢ co3peBanmem HelipoHoB HKTn B
MOCTHATAJIBLHBIN TIEpUOI MPOIOJDKAETCS U pas3-
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BUTHE BXOISIIMX PETUHAIBLHBIX BOJIOKOH. Ilep-
Bbl€ MUEJIMHU3UMPOBAHHBIC BOJIOKHA OOHApyXe-
Hbl B HKTn nHa 16-om gHe xu3nuu (Elgeti et al.,
1976). K Bo3pacTy ABYX MecCSILIeB OOJIBIINHCTBO
BOJIOKOH OTITMYECKOTO TPaKTa CTAHOBSITCS MUE-
JuHusupoBaHHbIMU (Beckmann, Albus, 1982),
YTO TPUBOAUT K MHOTOKPATHOMY YBEIUYECHUIO
CKOPOCTH TIPOBEICHMSI HEPBHOTO WMIIYJIbCa
(Beckmann, Albus, 1982; Tsumoto, Suda, 1982).
K 3—4-o0i1 Henesle akCOHbI X-KJIETOK BETBSATCS
IIMpe, a aKCOHBI Y-KJIETOK — yXe, 4eM y B3pocC-
JeIX XMBOTHBIX (Sur et al., 1984; Friedlander
et al., 1985; Sherman, 1985), nmpu 3ToOM MHOTHE
KOHTpaJjlaTepajbHble aKCOHBI Y-HEMPOHOB BCe
elne cjabo BETBITCS B ¢lloe A, HO UMEIOT OTHO-
cuTeabHO 3pesioe BeTBieHne B cnoe Cm (Fried-
lander et al., 1985; Raczkowski et al., 1988). 3pe-
JIBIIi XapaKTep BETBIICHUS PETUHO-TEHUKYJISIT-
HBIE BOJIOKHA MpHoOpeTaloT K 12-oit Henene (Sur
et al., 1984; Friedlander et al., 1985; Sherman,
1985). B mepuon co3peBaHUsSl PETUHO-TEHUKY-
JISTHBIX CBSI3€M MPOUCXOIUT COKpAIIlCHIE YKCa
pPEeTUHAJIbHBIX aKCOHOB, KOHTAaKTUPYIOIIHNX C Ol -
Hoit kiretkoit HKTn (Chen, Regehr, 2000), u ce-
rperauusi pPeTUHO-TeHUKYJISITHBIX BXOIOB OT
pa3HBIX TIpOBOISIIMX KaHanoB (Archer et al.,
1982; Dubin et al., 1986). Pe3ynbTaTrom 1momo6-
HOTO PeMOISIUPOBAHUS CBSI3EH SIBISIETCS TIPU-
obperenue HeiipoHamMu HKT 3pesbix anekTpo-
($U3MOTOrMIEeCKMX CBOMCTB.

Ilocmhamanwvhoe pazeumue YHKUUU HELIPOHO8
HKT0. Y 2-mIHeBHBIX XWUBOTHBIX HEHPOHBI
HKTn noaHOCThIO HE BOCHPUMMYUBBI K 3pU-
TeIbHOM CTUMYJISILIMM, M PETUCTPUPYETCS JTUIID
X CIIOHTaHHAasl aKTUBHOCTL. BrijtoTh mo 3-it He-
JIeJIM OTBEThI HEMPOHOB MMEIOT HU3KYIO YACTOTY
CITOHTAHHOI U BBI3BAaHHOI aKTUBHOCTU, OOJIb-
1IYIO 3aIEPKKY OTBETA, a Ieprudepuruieckas 30Ha
X KOHLIEHTPUUYECKUX PELETITUBHBIX IMOJIEH pa3-
BUTa cJabo0 MM BoOBce OTcyTcTByeT (Adrien,
Roffwarg, 1974). Jlaxxe Oyny4u akTUBUPOBaHHBI -
MU, 3TU HeHAPOHBI MOTYT pearupoBaTh JajeKo He
Ha Kaxnoe npeabsasieHue ctumyina (Friedlander,
1982), a B caydyae akTUBHOI CTUMYJISIIUA ObICT-
po yromisiorces (Adrien, Roffwarg, 1974).

B nepBhIil mocTHATaJIbHBIN Mecsll HEHPOHBI
HKTn yxe MOXHO OIpeaesiuTb Kak HepOHBI C
ON- wmiu OFF-tunomM peuenTUuBHOTO MO
(Beckmann, Albus, 1982; Dubin et al., 1986), ko-
TOpbIE TIPEACTABJIIEHbI B IPUMEPHO PaBHON CTe-
nenu (Daniels et al., 1978; Beckmann, Albus,
1982). B To e BpeMs OKOJI0 MOJOBUHBI HEHPO-
HOB Ha rpaHuuax cioes HKTn nmeroT 6MHOKY-
JISIDHBIA OTBET, a TaKXKe CMEIIaHHbIE BXOAbI OT
X- 1 Y-TaHITIMO3HBIX KJIETOK ceTtyarku (Dubin
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et al., 1986), B pe3yibraTe 4ero ux KpaiiHe CI0X-
HO MACHTU(UIIUPOBATH 110 UX IMTPUHAIIEKHOCTHU
K KaKkoMy-J100 npoBoasiieMy kaHairy (Norman
et al., 1977; Daniels et al., 1978). O1tu cinoxHo-
CTH, BEPOSITHO, CTAJIM IIPUYMHOI OTCYTCTBMS
JIAaHHBIX 10 pacIIpeeaeHNIo0 X- U Y-HEMPOHOB B
npenenax ciaoeB HKTn Ha paHHuMX cTagmsax

IIOCTHATAJILHOTI'O P asBUTUS®.

K 3-eitf mocTHaTaapbHOM Heleae OKOJIO TPETH
HelipoHoB A-ciioeB HKTa MoryT ObITh MIeHTH-
GULIMpoBaHbl KaK HEMPOHBI X- MWW Y-THUIIA Ha
OCHOBE UX 3JIEKTPO(PU3NOIOTMISCKIX XapaKTe-
puctuk (Norman et al., 1977; Daniels et al.,
1978). Ilpu »TOM coO3peBaHHE UX OTBETOB
(YMeHbIIIeHre pa3Mepa pELENTUBHOTO TOJs,
pa3BUTHE €ro TOPMO3HOM Tepudepun, CoKpa-
IIIeHE JJAaTeHTHOTO IMePHOo/Ia OTBETA) IIPOIOJIKACT-
cs1 1o Bo3pacta 12-tu Henenb (Norman et al., 1977,
Daniels et al., 1978; lkeda, Tremain, 1978; Mangel
et al., 1983). Panslie Bcero co3peBaior W-Helipo-
HBI C-citoeB HKTn, xoTopeie K 3—4-0#f mocTHa-
TaJTbHOI Hemesle TPUOOPETaloT B3POCIIbIe I1apa-
METpHI OTBeTa (CTaOMIILHBINM OTBET Ha MPEIbsIBIISI-
MBIl CTUMYJI, YyBCTBUTEILHOCTh K IBIKECHUIO)
(Daniels et al., 1978; Friedlander, 1982). Cpeau
Y-HelipoHOB Haubosiee 3pebIMUA B 3TOM BO3-
pacte saBasiorcst Helipoubl Cm cios (Mikhalkin
et al., 2021).

Heob6xomumo mo06aBuUTh, 4YTO B HallleM MOpP-
¢oJIOTMYECKOM HCCIeTOBAaHUM ITI0Ka3aHO, 4TO
Y-HelipoHbl, cnenudruIecKu IeTeKTUpyeMble
antutenamu SMI-32 (cm. MepkynbeBa, 2019), y
HOBOPOXIEHHBIX ITIOBTOPSIIOT pacHpeaeacHue
Y(OFF) HeiipoHoB (puc. 4), 4TO TOBOPUT 00 UX
onepexatonieM paszsutuu (Mikhalkin et al.,
2021). Taxkoii pe3yJbTaT XOpOIlIO COMIaCyeTcsl C
nomuHupoBanueM OFF turma oTBera B IepBUY-
HOIi 3pUTEJIbHOII KOpe B TeUeHUE TepPBbIX TPeX
nocTHaTAJILHBIX Henenb (Albus, Wolf, 1984;
Braastad, Heggelund, 1985).

IlocmuamanvHoe pazeumue eeHUKYA0-KOPKO-
ebix npoexyuil. B 11e;10M, 0OIIMIA ITATTEPH CBI3€
HKTn ¢ mepBUYHOI 3pUTEIbHOI KOPOI1 Yy HOBO-
POXIEHHBIX XKMBOTHBIX CXOX C TaKOBBIM Y
B3POCIBIX: B IToje 17 MpuxoasT aKCOHEL OT Cpell-
HUX ¥ KPYIHBIX HelipoHOB A- 1 C-CJIOeB, C MO-
JieM 18 cBsI3aHBI TOJILKO CaMbl€ KPYIIHBIE HEMPO-

4JlBa Toma Ha3sa; BBIIUIA HAllla paGoTa, MOCBSILCHHAS
pacripenieieHuio  Y-HEWpPOHOB, BU3YaAIM3UPOBAHHBIX C
noMolIblo ceaekTuBHoro mapkepa SMI-32, B HKTx ko-
mekK pasHoro Bo3pacrta (Mikhalkin et al., 2021). DTa pa-
60Ta — mepBasi paboTa Ha CeTOMHSIIHUIM TeHb, Taromias
MOJIHOE TIPEACTaBJIeHUE O TAaTTepHAaxX pacrpeleeHus] B
paHHEM MOCTHATaJbHOM IIepUOAe TaJTaMUYECKHUX 3Je-
MEHTOB XOT$I ObI OTHOTO MPOBOASIIETO KaHaJIa.
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Puc. 4. ConocrapyieHre B HAPY>KHOM KOJICHYATOM TeJle KOLIKU MaTTepHOB pacrnpeaeneHus SMI-32(+) HelipoHOB
Y HOBOPOXIEHHBIX XKMBOTHBIX (0—4 IMocTHATaIbHBIX MHS) (cepble cToa01bl) 1 HelipoHoB Y-ON (a) u Y-OFF (0)
TUIOB B3POCJIBIX JKMBOTHBIX (YepHBIE CTONOLIBI). Bepx, LIeHTp, HU3 — BepXHMii, CPEIHUI U HYKHUI MOACION A-CJIOeB

HKTn cooTBETCTBEHHO.

Fig. 4. Comparison of distribution patterns between SMI-32(+) neurons of newborn animals (gray columns) and
Y-ON/Y-OFF neurons in adult animals (black columns) in the A-layers of the dorsal lateral geniculate nucleus.
Y-ON and Y-OFF neurons are shown at the figures (a) and (6) accordingly. Bepx, ientp, Hu3 — upper, middle, and

lower sublayers of layers A and Al accordingly.

HbI 3TUX ciaoeB. OTIUYMEM SIBASIETCS J0JIS KJie-
TOK, OPraHU3YIOILIUX 3TU TeHUKYJI0-KOPKOBbIE
CBSI3U: Y B3POCHBIX XXUBOTHBIX 80% peleifHbIX
TEHUKYJISITHBIX HEMPOHOB 00pa3yroT CBI3U € 00-
nacteio 17 u 11% — ¢ obnacteio 18 (LeVay, Ferst-
er, 1977; Geisert, 1980), y HOBOPOKIEHHBIX K1~
BOTHBIX — 65% 1 6%, coorBeTcTBeHHO (Hender-
son, 1982). OTaUYuTENbHON OCOOEHHOCTBIO
HKTxn HoBOpOXKIEeHHBIX SIBIISIETCSI HATMYME Bpe-
MEHHBIX CBSI3€M KPYITHOKJIETOUHBIX ClTOeB A, Al
u Cm c o6nacteio PMLS (posteromedial lateral
syprasylvii, i, 1o cTapoil Kiaaccugukaluu,
noie Kispa-bumomna) (Bruce, Stein, 1988§;
Herbin et al., 2000). K 11-My mocTHaTaabHOMY
JIHIO KOJIMYECTBO HEHPOHOB, OPraHMU3YIOIINX
9TU CBSI3U, 3HAYUTEIBHO COKpallaeTrcs, U y
B3POCIIBIX JKMBOTHBIX 001acTh PMLS Gynet 1mo-
Jiyyatb npoekuuu auib u3 Cp-cioeB (MacNeil
et al., 1997). MHTepecHO, 4TO 3HAYUTEJIbHAasI
4acTh HEMPOHOB KPYMHOKJIETOYHBIX CIOEB, OP-
raHusyollas BPeMEHHbIe CBSI3U C 00JacTblO
PMLS, opranmsyer akcOHHBIE KoyulaTepajlu B
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nosie 17, KOTopble COXPaHSIIOTCS U BO B3POCJIOM
cocrosgHuu (Bruce, Stein, 1988).

Yrto KacaeTcs IOCIOMHON OpraHu3aluy Te-
HUKYJISITHBIX BXOJOB B IIEPBUYHYIO 3pUTEJILHYIO
KOpY, TO T€HUKYISITHbIE HEIMPOHBI, OPTaHU3YyIO-
mue Bxoabl B cioii IV kopbl B TeyeHue 1-oit
MNOCTHATAJILHOM HEeOeNr, TaKKe OpraHu3yIoT
TpaH3uTOpHbIe Bxonbl B ciaoil 1 (Laemle et al.,
1972; Kato et al., 1984) u B cnoii V (Anker, 1977,
LeVayetal., 1978; Sherman, Spear, 1982). K 3-ei1
MOCTHATAILHOM HeAelle pacipeae/icHUe TeHUKY -
JIO-KOPKOBBIX aKCOHOB I10 CJIOSIM KOPbI IPUOJIN-
KaeTcsa K B3pOCIOMY ITaTTEpHY: MaKCUMajbHas
IJIOTHOCTh BXOJIOB OTMevaeTcs B cnosx IV u VI
(LeVay et al., 1978; Sherman, Spear, 1982).

[MapannenbHo ¢ GopMHpPOBAaHUEM ITOCIIOM-
HOI1 opraHu3aIuy TeHUKYISITHBIX BXOIOB B KO-
py, TPOMCXOAUT pPa3BUTHUE TOIMMUYECKUX KapT
TepBUYHOIN 3pUTEIbHOI KOphl. B TeueHue mep-
BOI1 HelleJIM XXKMU3HU Ha (pOHE TTIOJTHOTO Pa3BUTHUS
petuHoTonnyeckoir kapthl (Kennedy et al.,
1994) mazoronuyeckas kapta (KOJOHKHU IJ1a30-
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JTOMUHAHTHOCTH) OCTaeTCsl MOJHOCTBIO Hepas-
BUTOI: UMEET MECTO 3HAUUTEIbHOE MEPEKPHITHE
BXOJIOB cO cTOopoHBI AByx mma3 (LeVay et al.,
1978). IlepBble MpU3HAKU Cerperaluu Irjaa3ono-
MUWHAHTHBIX KOJIOHOK OOHApY:KMBAIOTCSI HA 2-011
Hezese XU3HU, TIPU 3TOM OTMEUYEeHO TOMUHUPO-
BaHUE KOHTpalaTepaJIbHBIX BXOIOB, 3aHMMalo-
LIMX OOJIBIIYIO TUIOIAAb KOPbI, KOTOPOE CoXpa-
Hsetcs no 3-eit Henenu (Crair et al., 1998, 2001).
3aTeM MPOUCXOOUT BAUMUHALIA U30BITOYHOTO
AKCOHAJILHOTO BETBJICHUSI B KOJIOHKAaX OIHOTO
I71a3a M ero yCuJIeHue B KOJIOHKAaX IPYroro Ija3a
(Anderson et al., 1992; Antonini, Stryker, 1993a).
B3pocablii  ypoBeHb cerperaidu IJ1a30J0MU-
HAHTHBIX KOJIOHOK JIOCTUTAeTCsl K 6-0if Hemele
xku3Hu (LeVay et al., 1978).

Ilocmhamanvhoe pa3zeumue KOpKOBO-2eHUKY-
AAMHBIX npoekyuil. B TIepByl0 IOCTHATAJbHYIO
HEENI0, KaK U B TIO3MHUM IpeHATAJIbHBINA IIEpHU-
Oll, COXpaHSIOTCSl YIUIOTHEHUSI KOPKOBO-T€HU-
KYJISTHBIX IIPOEKIIMHN B MEKCITOMHOM MPOCTPAH-
ctBe HKTn (McConnell et al., 1994). K Hauany
5-oif Hemelu KOPKOBO-T€HUKYJSITHbIE AKCOHBI
pacnpenenstorcss mo Toime caoes HKTn, 6e3
KOHIIEHTpAallMM B MEXCJIOMHOM IIPOCTpPaHCTBE
(McConnell et al., 1994). B xone mocTHaTaJIbHOI
peopraHu3aluu KOPKOBO-TEHUKYJISITHBIX CBSI-
3eli B IIepuoj, co 2-0ii 1o 12-yio Heaemo, IMpouc-
XOIUT JBYKpaTHOE YBEJIMYEHHE IUIOTHOCTU
BETBJICHUSI aKCOHHBIX TEepMUHajleii B CIOSIX
HKTxa (Weber, Kalil, 1987).

Kpumuueckuii nepuod pazeumus 3pumenbHoll
cucmembl U MOOUDUKAUUSL 3DUMENbHO20 OKDPYIce-
Hus. Kputnyeckuii mepuoa — ocoOblil 3Tall pas3-
BUTHS 3pUTEIbHON CUCTEMBI, OJTHOCTBIO 3aBU-
cumblii ot 3puteiabHoro ombita (Feller, Scan-
ziani, 2005; Hooks, Chen, 2006; Espinosa,
Stryker, 2012). Kputnueckuii nepuoj Xapakrte-
pU3yeTCd BBICOKMM YPOBHEM HEWPOHAJIBHOM
IJIACTUMHOCTH, M Y KOLLIKHU JUTUTCSA € 3-eii 1o 16-y1o
nocTtHaTtanbHylo Hempeno (Hubel, Wiesel, 1970;
Blakemore, Van Sluyters, 1974; Olson, Freeman,
1980). DxcrmepuMeHTallbHble BO3ASUCTBUS BO
BpeMslI KPUTUYECKOTO Iepuoia TIPUBOAAT K
OBICTPBIM MepecTpoiikaM KakK (PYHKIIMU OTAEIb-
HbIX HEMPOHOB, TaK U CTPYKTYPbl HEMPOHHBIX
ceteil. OCHOBHBIMU (O YE€M CBUJIETEBCTBYET KO-
JIMYECTBO CTaTeli Ha 3TY TeMY) CIIOCO0aMU MO -
duKalMKu 3pUTEIBHOTO OKPYXKEHUST U 3PUTEb-
HOTO OTIbITa XXUBOTHOTO SIBJISIIOTCSI MOHOKYJISIP-
Hasg genpuBanus (Sur et al., 1982; Raczkowski et
al., 1988) u BeIpalllMBaHME B MOJHON TEMHOTE
(Derrington, Hawken, 1981; Mower et al., 1981;
Kratz, 1982). B nepBoMm ciaydyae HapylIalOTCS
KOHKYPEHTHbIE OTHOILLIEHUSI MEXIy ABYMs IJa-
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3aMM, BO BTOPOM — ITOJIHOCTbIO 3JAUMUHUPYETCS
cBeToBasl ctumyJisiius. IlpumMeyaresibHO, YTO B
YCIOBUSIX COAEPKAHUS B MOJIHOM TEMHOTE KpU-
TUYECKUIN TIEPUOJ 3PUTEIIBHON CUCTEMbI HA4YU-
HaeTcs MO3Ke U JIJIUTCS 10JIblIIE, YeM B OOBIUHbBIX
ycaoBusix (Mower et al., 1981; Cynader, 1983).
Haxe KpaTKOBpEMEHHOE MOMEIIeHUE >XKUBOT-
HBIX Ha 3aBepllapIIUX 3Tarax KpPUTUUYECKOTro
nepuoja, Koraa IjaCTUYHOCTD YK€ CYLIeCTBEeH-
HO OrpaHW4YeHa, B ITOJIHYIO TeMHOTY (Ha 10 mHeit)
NPUBOAUT K peakTUBALUM ILJIaCTUYHOCTU
(Mower et al., 1981; Duffy et al., 2016; Lingley
et al., 2019).

MoHoKyJIsipHasi IerpuBalus B paHHEM BO3-
pacTe (B paiioHe Ieproaa HOpMaJIbHOTO OTKPbI-
TUS TJa3) NPUBOAUT K YMEHBIIEHUIO pa3zMepa
COMBbl HEMPOHOB, PACHOJOXEHHBIX B CJOSX
HKTx, nonyyaromux BXoabl OT AeTIPUBUPOBAH-
HOTO IIa3a, C COXpaHEHUEM pa3Mepa HEMPOHOB
CJIOEB, MOIYYalOIIMX BXOAbl OT MHTAKTHOTIO TJla-
3a (Wiesel, Hubel, 1963; Hickey et al., 1977; Ka-
lil, 1978b; Murakami, Wilson, 1983). Ilpu 3tom
TepBOHAYAIbHBIN POCT KJIETOK JENPUBUPOBAH-
HBIX CJIOEB B T€UEHUE 2-X Helesb Iocje onepa-
LI TIPOUCXOIUT, HO HAMHOTO MeIJICHHEee, YEM
B HOpME; 3aTeM, B mepuoa Mexny 4-oii u 16-oit
HeaesIMu, KiieTku atpodupyrorces (Kalil, 1978b;
Hickey, 1980). Takke NpoOMCXOOUT 3HAYUTEIIb-
HOE COKpallleHWE TIOIAaa BETBJIEHUS aKCOHOB
peneitHbix KieToK HKTxa B nepBuuHOI 3pUTeib-
Hoit Kope (Antonini et al., 1998). BrisiBieHHEbIe
3(deKTh pa3zBUBaAIOTCS KpaliHe ObICTPO: CyxKe-
HUe€ TUIOIIAA1 aKCOHAJIbHOTO BETBJICHUST HA0J10-
JIal0T CITyCTS 2 IHS TIocjie Havajla MOHOKYJISIP-
Holi nenipuBauum (Antonini, Stryker, 1993b).

Cokpaienue paamepoB combl HKT nmokasza-
HO JUIS1 HEiPOHOB BCEX TMUIIOB, MPU 3TOM HaM-
00JIblIIMe UBMEHEHUS WLTIOCTPUPYIOT Y-Helpo-
Hbl (Kratz et al., 1978; Friedlander et al., 1982;
Murakami, Wilson, 1983; Friedlander, Stanford,
1984); Takke BBISIBJIEHO 3HaUMTeNIbHOE (B 3 pa3a)
nageHue noju Y-HeMpoHOB B oOIIeit momyJisi-
muu kietok HKTn, HapyiieHue pa3BUTHS WX
nenaputHoro apeBa (Friedlander et al., 1982) u,
KakK CJeACTBUE, MPOCTPAHCTBEHHO-YaCTOTHBIX
XapakTepucTuK peuentuBHbix Tojeit (Hoff-
mann, Sireteanu, 1977; Lehmkuhle et al., 1980;
Sherman, Spear, 1982), Tak:ke — HapyllIeHUe ap-
oopuzauuu B HKTn akcoHOB Y-KJIE€TOK ceTyar-
KU (Sur et al., 1982). BaxkHO OTMETUTb, YTO BbI-
SIBJIEHHbIE UBMEHEHUSI KacaloTCsl TOJIbKO OMHO-
KyJIIDHOTO, HO HE MOHOKYJISIPHOTO CEerMeHTa
HKTxa. B MeHbllIeli cTelieHU COKpalllaeTcsl pa3-
Mmep coMbl X-HeilipoHoB (LeVay, Ferster, 1977;
Duffy et al., 2014), ux ob111ee YMCIJIO TAKXKE MEHSI -
Ne 3
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eTcs cJIado, MPU 3TOM ITPOUCXOIUT 2-KpaTHOE
CHMIKEHME MX paspellamlleil CcrnocodHOCTU
(Lehmkuhle et al., 1980). W-HeiipoHbI ToaBep-
raloTcsi MMUHUMAJbHBIM W3MEHEHUSM BCJIE-
cTBUe MOHOKyIsapHoii nenpuBauuu (Hickey,
1980; Murakami, Wilson, 1987). Takum oOpa-
30M, HAaMOOJIbIINE CTPYKTYPHO-(PYHKIIMOHAJb-
Hble U3MEHEHUSI B OTBET HA MOHOKYJISIDHYIO e~
MPUBALIUIO BbISIBJICHBI B IIpejeiax Y-HelpOHOB,
pacIlOJIOXXEHHBIX B OWHOKYJISIPHOM CErMEHTe
HKTx, uTo 11o3BoamiIo NpeaIioaoXnuTh, 4TO pa3-
BUTHE Y-HEWPOHOB IJIaBHBIM 00pa3oM OIIpele-
JISIETCS KOHKYPEHTHBIMU OMHOKY/ISIPHBIMU B3a-
WNMOIECUCTBUSIMU.

BoipaliuBaHue JKMBOTHBIX B TTIOJITHOM TEMHOTE
MPUBOJIUT K OTHOCUTEJIBHO HOPMAJILHOMY pas3-
BUTHIO PETUHO-TE€HUKYJISITHBIX aKCOHOB X- 1 Y-
kieTok (Garraghty et al., 1987). Dnekrpodusno-
Jjornyeckue cBoictBa X-HeiipoHoB HKTn y xu-
BOTHBIX, BbIpAIIIEHHBIX B TEMHOTE, OCTAIOTCSI He-
M3MEHHBbIMU, B TOM 4YHMCJIe pa3peliaronias CIo-
cobOHocTh peuenTtuBHbIX nojeil (Kratz et al.,
1979; Mower et al., 1981). IIpu aToM 3HaUUTEIb-
HO COKpalllaeTCsl KOJIUYECTBO PETUCTPUPYEMBIX
Y-netiponoB HKTn (Kratz et al., 1979; Mower et al.,
1981; Zhou et al., 1995), a Tak:ke IpOUCXOIUT
4-KpaTHOEe CHUXXKEHHE Yuciia HEMPOHOB, UMMY-
HOITO3UTUBHBIX K XOHAPOUTHUH CYyJIb(dar IMpoTeo-
IJIMKaHaM, OETeKTUPYEMbIiA C MOMOIIbIO aHTU-
tes CAT-301 — emie omHOMY Mapkepy Y-Heipo-
HoB (Guimaraes et al., 1990). Yro kacaercs
pa3smepa combl HelipoHoB HKTn mocie cBeTo-
BOIi JIeNpUBallii, TO €CTh KaK JaHHbIC B MOJb3Y
OTCYTCTBUS €€ UBMEHEHUS Yy X- U Y-HEMPOHOB
(Kalil, 1978a; Kratz et al., 1979), Tak u JaHHBIE O
1.5-KpaTHOM CHIKEHUM TIJIOLIAgu COMBI Bcel
nonyysinuy HeiipoHoB HKTn m o 2-kpatrHom
CHIDKEHUU — Y HEHPOHOB, UMMYHOITO3UTHUBHbBIX
K CAT-301, T.e. y HelipoHoB Y-Tuna (Guimaraes
et al., 1990). Takxke oTMEUE€HO CHIKEHME IMUKO-
BOIf 4aCTOTHI pa3psiaku Y-HelipoHoB (Derrington,
Hawken, 1981), HO coxpaHeHUEe MTPOCTPaHCTBEH-
HO-YaCTOTHBIX XapaKTePUCTUK PELIETITUBHBIX ITO-
Jieit obueit monyssiiuu HeiipoHoB HKTn 1 ypoB-
HS MX OPUCHTALIMOHHOW M IUPEKIUOHAIBLHOU
yyBCTBUTEJIbLHOCTU (Zhou et al., 1995). Takum 06-
pa3om, nonyiasauust Y-HelipoHoB HKTn 6osee
BOCIIPMMMYMBA K CBETOBOI NeNpUBalLlUU, YeM
nonyJasiius X-HEUPOHOB.

OcobenHocmu pazeumus U nAACMUYHOCMU pa3-
Hbix cnroee HKTO. I1py MOHOKYJISIpHOM neripuBa-
1IMU, Ha (hOHE YMEHbIIIEHWS pa3Mepa HEPOHOB,
TOJIBKO B A-CJIOSIX CHUKAETCSI A0S PETUCTPUPY-
eMbIX Y-HEUPOHOB M U3MEHSIETCS XapakKTep UX
OTBETA Ha 3pUTEJIbHYIO CTUMYJISILIMIO, TOTAa KaK
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B ci1oe Cm cBoiicTBa Y-HEHPOHOB HE MEHSIOTCS
(Sherman et al., 1972; Friedlander et al., 1982;
Spear et al., 1989). Mcnonp3oBaHUe aHTUTEN
SMI-32 u CAT-301 Takke mokKa3ajao CHUKEHUE,
B OTBET HA MOHOKYJIIPHYIO IETIPUBALIUIO, ITOIMY-
JIAOWU UMMYHOITO3UTHUBHBIX HeﬁpOHOB B A-cJio-
s1x, Ho He B ciioe Cm (Kind et al., 1995; Bickford
et al., 1998). I1aTtTepH BeTBICHUS PETUHO-TEHU -
KYJISTHBIX aKCOHOB TIpY OMHOKYJISIPHOI AeTrpuBa-
M TaKsKe HapylaeTcs B c1osix A, Ho He B C-cJto-
sx (Raczkowski et al., 1988). MuHuMaibHOE BO3-
IelCTBUe AenpMBallMd Ha nonyaauuio W
HEWUPOHOB IIPU CEHCOPHOM NEIIPUBALIUU TAKXKE
MOXHO CBSI3aTh C UX JioKanuzauueit B C-ciosx
HKTxa. Takum obGpa3oM, HapylleHUE 3pUTEIb-
HOTO OKPYXEHMsI OKa3blBaeT HAaMMEHbIIIEE MO-
Bpexpalolee aeiicTBMe Ha HelpoHBI C-clioeB
HKTxa, mo cpaBHeHMIO ¢ HelipoHaMu A-CJIO€B.
YcroiiunBocTh ciiosgs Cm K MOHOKYJISIDHOM Oe-
MpUBALIUM MOXHO CBSI3aTh C OMHOKYJISIPHOCTbIO
MOJy4aeMBbIX BTHUM CJIOEM KOPKOBO-T€HUKYJISIT-
HBIX oOpatHbIX cBsizeit (Murphy et al., 2000).
OnHako YCTOMYMBOCTL IIPU BbIpalllUBaHUU B
TEMHOTEe U OMHOKYJISIPHOI AeNpUBalliid TaKUM
00pa3oM He OOBSICHUTD; CKOpPEe BCETO, HEPOHBI
A- n C-cioeB 00pa3yioT (pyHKIIMOHAJIBHO TeTe-
poreHHble nonyJsiuuu. Hampumep, u3BecCTHO,
410 Y-HelpoHHI c1oeB A 1 Cm OTINYAIOTCS APYT
OT Apyra no psay (pyHKIMOHAIbHBIX CBOWCTB:
HelipoHHI cjioss Cm nMeroT 0OIbIINe PEeLeNTUB-
HbI€ TI0JISI U KOHTPACTHYIO 4YyBCTBUTEJIbHOCTH
(Lee et al., 1992), a Tak:ke MEHbILIMI JaTEHTHBII
nepuoid u 60jee CUIbHYIO HETMHEMHYIO COCTaB-
JISTIOIIYIO OTBETa, YeM Y-HelipoHbl A-cioeB (Fra-
scella, Lehmkuhle, 1984; Lee et al., 1992; Yeh
et al., 2003, 2009). Cinou A u C Takxxe HepaBHbI
IO MAaTTEPHY CBA3EM CO 3PUTEIBHOM KOPOM: KaK
OBLITO CKa3aHO BBINIE, B I10JIe 18 B OCHOBHOM
MNPUXOASIT aKCOHbI Y-HEHPOHOB, PacIOI0XKeH-
HBIX B HUKHeM yactu citost Al n B cmoe Cm (Hol-
lander, Vanegas, 1977; Niimi et al., 1981; Geisert,
1985), a HUCXOAs11Iee BIMSIHUE CO CTOPOHBI 3TOi
0o0J1acTu KOpbI B OOJIbIIIEl CTeTIeHU HallpaBJICHO
Ha HEMPOHBI HIKHE yacTu A-CJIOeB M HEHPOHBI
C-cnoeB (Updyke, 1975; Murphy et al., 2000).
Yrto KacaeTcss HOPMAJILHOTO Pa3BUTUSI, TO DS
Mopdosiorndeckux padoT yKa3bIBalOT Ha 0ojee
paHHee co3peBaHue HelipoHoB C-cioeB HKTx
(Friedlander et al., 1985; Raczkowski et al., 1988;
Mikhalkin et al., 2021).

OTnesbHO OTMETUM Pa3TUUYUST MEXY COJISIMU
Au Al, KoTOpble 0OBIYHO paccMaTpPUBAIOT IKBU-
BaJICHTHBIMU TI0 BBIMTOJHSAEMbIM (DYHKIIUSIM,
KJIETOYHOMY COCTaBYy W OPTraHU3yeMbIM CBSI3SIM
(Peters, Palay, 1966; Leventhal, 1979; Friedland-
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CeTuaTKa HKTn 3putenbpHas Kopa
AX+Y) » KOPKOBO-KOPKOBbBIE
AT esism (X +Y)
>—» ALX+Y) [
k = KOPKOBO-KOJUTUKYJISIPHBIC
CmY) [~ cBasu (Y)

Puc. 5. Cxema opraHuU3alMM T€HUKYJI0-KOPKOBO-
KOPKOBBIX U TE€HUKYJIO-KOPKOBO-KOJUIMKYJISIPHBIX
cereit. HKTn — nopcaibHOE Hapy>KHOE KOJIEHYaTOe
teno; A, Al, Cm — cinion HKTn; X, Y — X u Y kier-
KU.

Fig. 5. Scheme of guniculo-cortico-cortical and ge-
niculo-cortico-collicular networks. CeTuatka — ret-
ina; HKTn — the dorsal lateral geniculate nucleus;
3puTesibHast kopa — the visual cortex; A, Al, Cm —
layers of HKTm; X, Y — X and Y neurons; KopKoBo-
KOPKOBBIE CBSI31, KOPKOBO-KOJUIMKYJISIPHBIE CBSI3U —
cortico-cortical and cortico-collicular networks ac-
cordingly.

er et al., 1981; Wilson et al., 1984; Sherman,
Friedlander, 1988; Montero, 1991; Van Horn
et al., 2000).

Bo-nepsBbix, gaxe B HopMe cioil Al comep-
KUT Oonblie Y-HeHpoHOB, yeM ciioit A (Wilson
et al., 1976; Sireteanu, Hoffmann, 1979; Fried-
lander, Stanford, 1984; Guimaraes et al., 1990), u
MeHee CTPYKTYpMpPOBaH: pacrnpenejieHue B HeM
Y u X, a takcke OFF- 1 ON-HelipoHOB OoJiee xa-
otnuHo (Bowling, Wieniawa-Narkiewicz, 1986).
Ciou A Al Takke OTIMYAIOTCS T10 OaJIaHCy CH-
HaNTUYEeCKUX TepMUHAaJEN pa3HbIX TUTIOB (Erigir
et al., 1998). Cam ¢akT TOro, 4To KOHTpaaare-
panbpHEBI BXxom 1moaydaroT nasa ciosd HKTn (A n
Cm), Torna Kak uncujiarepajibHbliA BXOA — TOJIb-
KO ouH c1oii (Al), HO3BONMII OPEANON0XKUTh, YTO
B HKTx cymectByeT aABe cyorony/siuuu Y-Helpo-
HOB, pasaeiaeHHble Mexay ciosaimMu A 1 Cm u
cmemanHbie B ciioe Al (Rodieck, 1979; Colby,
1988; Boyd, Matsubara, 1996; Erisir et al., 1998;
Murphy et al., 2000). Takum o6pa3omM, ciion A u
Al cHOBa oKa3bIBalOTCsl HEpaBHOLIEHHBIMU. OT-
JIEeJIbHOTO BHUMAHUS 3aClIy>XKMBaeT HCCIea0Ba-
Hue C.L. Colby (1988), nmokasaBiiiero, 4To MHaK-
TUBALIUS CJIOSI A He BIIMSIeT Ha aKTUBHOCTb 3pU-
TeJIbHBIX HEMPOHOB BEPXHUX XOJIMMUKOB, B TO
BpeMs Kak mHakTtupauus ciod Al (u Cm) mo-
JIaBIsIeT 3Ty aKTUBHOCTBL. Ha 6a3e 310l pabOTHI
BO3HUKJIO MPEANOJOXEHNE O IPEUMYIIECTBEH-
HOM y4yacTum cioeB A m Al B pa3HBIX ITOTOKax
00paboTku nHpopMaln: 1) TeHUKYJI0-KOPKO-
BO-KOPKOBOM — 4Ye€pe3 CI0M A U YaCTUYHO CJIOi
Al, 1 2) TeHUKYJ10-KOPKOBO-KOJUTUKYJISIPHOM —
yepe3 cioii Cm u yactuuHo ciaoir Al (Colby,
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MUXAJIKNH, MEPKVYJIBEBA

1988; Erisir et al., 1998; Murphy et al., 2000)
(puc. 5).

Bo-BTOpHIX, CylIECTBYIOT MHOTOYMCJIEHHBIS
JaHHbIE B MOJb3y T€TEPOXPOHHOIO CO3pPEBaHUSI
cnoeB A u Al. KoHTpanarepajabHble aKCOHBI TaH-
INIMO3HBIX KJIeTOK ceTtdyaTku mocturaroT HKTh
panbiie (Ha E32), yeM akcoHBI M3 UIICUIATE-
panbHoro rma3a (Ha E35); kakoe-To BpeMs1 KOH-
TpajaTepajabHble BOJIOKHA PACOjaralorcs Tak-
Ke M Ha TeppUTOpUHU, 3aHMMaeMOI MUIICUIATE-
pajlbHBIMM BOJIOKHAMH, TOIJa KaK MOCJIEIHUE
00HapyKMBaIOTCs TOJIBLKO B “cBoeM” cioe (Dan-
iels et al., 1978; Linden et al., 1981; Shatz, 1983;
Sretavan, Shatz, 1986; Chapman, 2000). ¥ moct-
HaTaJbHBIX KUBOTHBIX C MTOMOIIIBI0 METOIOB OIl-
TUYECKOTO KaPTUPOBaHMsI, TPAHCCUHAIITUYECKOTO
TpeiicupOBaHMS U PeTUCTPali aKTUBHOCTU Ol -
HOUYHBIX HEMPOHOB BBISIBIEHO AOMMHHUPOBAaHUE
MPEICTaBUTEILCTBA KOHTpaIaTepajabHOIO IIa3a B
npenenax MepBUYHOM 3pUTebHON Kopbl (Crair
et al., 1998, 2001). JaHHbIe 11O PEKOHCTPYKILIUU
aKCOHAJILHBIX apOopM3aluii peTUHO-TEHUKY-
JIITHBIX BOJIOKOH Y HOBOPOXKIEHHBIX TAKXKE YKa-
3BIBAIOT HA OoJiee paHee CO3peBaHME TeX U3 HUX,
YTO NpUXOIdT B cioil A (Sretavan, Shatz, 1987).

B cob6cTBeHHBIX paboTax Mbl BBISIBIJIM OIIPE-
JIeJICHHOTO OTCTaBaHUE Pa3BUTHUS CJIOSL A, TTOJTyYa-
IOILIETO KOHTpajaTepalbHbI peTUHAIBHBINA BXO/I,
OTHOCHUTEJIBLHO cJiosi Al, moydaroniero urcuiare-
PpaBLHBIN BXO: KaK Mo ruioTHocTh SMI-32-nmMmy-
HOIIO3UTUBHBIX HepoHOB (Mikhalkin et al., 2021),
TaK U 110 MaTTepHy pacnpeacacHus oOIIero Hew-
poHanbHoro Mapkepa NeuN B crosax HKTx
(Merkulyeva et al., 2018), KOTOpHbIi1, KaK 1 aHTU-
Tena SMI-32, mMoxeT OBITH MCITOAB30BaH IS
OLIEHKU 3pPEI0CTU UCCIEAYEMbIX HeApOHaTbHBIX
ctpyktyp (Mullen et al., 1992; Sarnat et al., 1998;
Weyer, Schilling, 2003). KaxeTcs, 4yTo 3Tu 1aH-
HbIe TIPOTUBOpPEYAT MPEACTABICHUIO O JOMUHM-
pPOBaHMU KOHTpajaTepaJibHOIO BXOAA B 3pUTE/Ib-
Hyl0 cucteMy. B mepBoii paboTe Mcnojb30BaH
CEJICKTUBHBIN MapKep Y-HEMPOHOB, TAKUM 00-
pa3oM, Mbl CKOpee TOBOPUM O TIe€TepPOXPOHUU
pa3BUTHUS Y-HEHPOHOB, PACIIOJOXKEHHBIX B pa3-
HBIX cJIosiX. Bo BTOpoii paGoTe Mcrnojib30BaH
MapKep, MNO3BOJSIONIMI OLIEHUBAaTh YPOBEHb
3pEOCTU HEMPOHOB; C yUEeTOM TOro ¢akrTa, 4YTo
npu paszButuu LIHC akcoHanbHble BETBICHUS
MOTYT “OXHMIaTh” TMOSBICHUSI—CO3PEBAHMS Tap-
TETHBIX HEMPOHOB (CM. CyOMJIACTUHKY), MOXHO
npeanoaoxutb, yTo B HKTn HelipoHbI, mojy-
YUBIIWE PETUHAJILHBIC BXOIbl PaHbIE IPYTUX,
MOTYT BCE €IIIE OCTaBaTbCsl HE3PEIbIMM, U Ha-
oboport. Yto KacaeTcs paHHEeTo JOMUHUPOBAHUS
KOHTpaJaTepaJibHOIO BXOJa B 3PUTENbHYIO KOPY
Ne 3
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(Crairetal., 1998, 2001), Kak OTMETWJIA CAMHU aB-
TOPHBI, TOCJE BBEACHUS B KOPY PETPOrpagHOro
Tpeiicepa MHOTO ME@UYEHBIX HEHPOHOB OBIIIO 00-
HapyxeHo B C-cinosx. Takum o6pa3om, ocTaeTcst
BO3MOXHOCTb TOIO, YTO paHHee KOHTpajaTe-
palbHOE JIOMHMHMPOBAHME MOTYT II0 KpauHEu
Mepe YaCTUIHO 00ecIieuynBaTh Y-HEMPOHHI CIIOSI
Cm u/unu W-Heiiponsl cjioeB Cm u C,.

B-tperbux, mpu MOHOKYJISIPHOM JeTIPUBaALIIN
ciion A u Al WLTIOCTPUPYIOT pa3Hble U3BMEHEHUS
pa3mepa comhbl (Tieman et al., 1984; Shaffery
etal., 1999) u knerounoro orseta (Hoffmann,
Sireteanu, 1977; Sireteanu, Hoffmann, 1979)
(xoTs ecTh M JaHHBIE O paBHBIX 3¢ dekTax (Man-
geletal., 1983)). Takum oOpa3om, ABa HA TIEPBBIX
B3I onHAKOBBIX ci1osd HKTh He Tonbko pas-
JIMYAIOTCS 1O IIMPOKOMY CIEKTPY XapaKTepHU-
CTUK, HO U TE€TEPOXPOHHO pa3BUBAIOTCS U 001a-
JalO0T pa3HbIM YPOBHEM IUIACTUYHOCTU. Takum
o0pa3oM, Kak 3J1eKTpoPU3UO0JIOTUYECKHNE, TaK 1
MOpP(OJIOrMIYecKre MCCICAOBAHUS YKAa3bIBaIOT
Ha TeTepOreHHOCTb U T'€TEPOXPOHHOCTh CO3pe-
BaHMs pa3HbIX nonyasauuii HKTn,.

SAKJIIOYEHUE

IIpencrasiieHbl JaHHbIE 00 O0ILIEH aHATOMUU
1 MOpGOJOruu J0P3aJbHOTO Siipa HAPYKHOTO
KOJIEHYaTOro TeJjia, a TaKKe ero GOpMUPOBAHUIO
BO BpeMsl IpeHaTaJIbHOTO U ITIOCTHATAJIbHOTO OH-
ToreHe3a. OTle/IbHOE BHUMAaHUE YACICHO MOD-
GOoPYHKIIMOHANBEHBIM Pa3IUYUsIM MEXIY 3Jie-
MEHTaMMU TpeX NpoBoAdIINX KaHaloB: X, Y u W,
a TaK>Ke — Pa3HbIM CJIOSIM Siapa.
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THE DORSAL LATERAL GENICULATE NUCLEUS:
ANATOMY, HISTOLOGY, ONTOGENESIS

A. A. Mikhalkin* and N. S. Merkulyeva® #

4 Pavlov Institute of Physiology RAS, Saint Petersburg, Russia
#e-mail: mer-natalia@yandex.ru

Review is devoted to the structure and function of the main visual thalamic nucleus — dorsal part
of the lateral geniculate nucleus, and its formation during prenatal and postnatal ontogenesis. The
structure and ontogeny of the related structures (retinal ganglion cells and visual cortex, and their
projections) are also reviewed. Particular attention is paid to the morphological and functional dif-
ferences between X, Y, and W parallel channels, and to the development of different layers of the
dorsal the lateral geniculate nucleus.

Keywords: dorsal lateral geniculate nucleus, ontogeny, vision, X, Y and W channels, A-layers,
C-layers, cat
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