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HccnenoBaHa LIMTOApPXUTEKTOHWKA M BBIPAXKEHHOCTH aroITo3a, KaK rnmokasaTesi crabumin3anuu ¢hopMo-
00pa3oBaTesIbHBIX MPOIIECCOB, B SINEPHBIX, MAIEOKOPTUKATBHBIX M MEXYTOUHBIX (hOpMaIIUsX IMajieoaMm-
rnasbl Kpbic Ha 21-biit, 24-blii, 28-011 1 31 AHU TTOCTHATAJIBHOTO Pa3BUTUS KPbICHL. [IpoBeaeHHBI aHAIN3
CBUAETEJILCTBYET O TOM, YTO MOp(dOTeHe3 yKa3aHHbBIX (DOpMallnii XapaKTeprU3yeTcsl TeTEPOXPOHUEii, 00y-
CJIOBJICHHOM CJTIOKHOCTBIO MX CTPYKTYPHOI OpraHM3alluu, mpeaolpeaeieHHON (PUIoreHeTUYECKUM BO3-
pactoM. Ha 21-if 7eHbh MOCTHATATLHOTO Pa3BUTHSI KPBICHI XOPOIIO nudhepeHIINPYETCsI TOJBKO T0pCOMe-
nuanbHOe Sapo, Ha 24—28-1i NeHb — 3agHee MeauaibHOe SIapo. MeauanbHast 4acTh 3aIHETO KOPTUKATBHO-
ro sigpa (MexyrodHast dopmanust) auddepeHImpyeTcss OT JlaTepalbHOM YacTH ATOTO sapa Ha 28 IeHb.
Hmeroliast xapakKTepUCTUKM MTaJICOKOPTUKAIBbHOM (hopMmaliuu, aTepajibHas 4acTh 3aIHETO KOPTUKAJIBHOTO
siipa, TpuodpeTaeT CBOMCTBEHHYIO TSI B3POCIO 0COOU ITUTOAPXUTEKTOHUKY Ha 31 IeHb IMTOCTHATAIBHOTO
pa3BuTUs. [IMHaAMUKa U3MEHEHUI BEJIMUMH aroNTUYEeCKOro MHIAEKCa OTpaXkaeT MPOLEeCChl CTaOMIM3ain
(opMo0o6pa30BaTEIBHBIX TIPOIIECCOB, OXapaKTEePU30BaHHBIX Ha OCHOBAHUM ITUTOAPXUTECKTOHNYECKUX KPH-
TepueB. [ToaydeHHBIE pe3yJIBTaThl M JaHHbIE HEIPOTeHETUKHU, YKa3biBasi Ha HAJTMYKE IMTPOCTPAaHCTBEHHO-BPE-
MEHHBIX TpaIueHTOB B (hopMupoBaHr MK 1 MHOXeCTBEHHOCTb UCXOIHBIX TUCTOTEHETUIECKUX TOMEHOB,
CBUIIETEJILCTBYIOT O MPaBWILHOCTU paHee BbicKa3aHHOI KoHlenuuu (AkMmae, Kanmumyiuna, 1993) o cy6-
cTpaTte 3TOro 06pa3oBaHMs MO3Ta Kak SIepHO-TIaJIecOKOPTUKATbLHOM KOMITOHEHTE MO3Ta.

Karoueguie crosa: rnajeoamMuriania, MUHIAJICBUIHBIM KOMILIEKC MO3T: a, MOp(I)OI‘eHC?;, MOCTHATAJIbHBIN IIEpuroa
pasBuTusdd, dapa, majlCoKOpTeKC, rCHETUYCCKNEC MapKEPhbI Cy6]'[aJ'IJ'II/II[aI[BHLIX, TMaJJTMAJIbHBIX CTPYKTYP MO3ra.

DOI: 10.7868/S0475145015010024

MunpaneBuaHbiit KoMmiuieke (MK) BoBieueH B
PeryJISIIMIO IIMPOKOTO Kpyra (U3MOIOTHYECKUX
MPOLECCOB, HAUYMHAsA OT AEATEIBbHOCTH OTIEIbHBIX
OpPraHoOB M CUCTEM JI0 LIEJIOCTHBIX HOBEACHYECKMX aK-
TOB, OIPECSIIOIINX ananTaluilo OpPraHU3MOB, HUX
MOJIOBOE, MUIIIEBOE U arpeCCMBHO-000POHUTEIBLHOE
noBeaeHue (YenypHon, YenypHosa, 1981, Akmaes,
Kanmumynnuna, 1993, Pomanosa, 2005, JIrobamuHa,
2008). Benuka ponr MK B onpeneseHUn JUYHOCT-
HBIX XapaKTEPUCTUK YeJIOBEKAa B CBSI3U C €r0 yJyacTH-
eM B POpPMUPOBAHUN SMOLINI, KpaTKOBPEMEHHOM U
JIOJITOBPEMEHHOI IIaMsSITH, IIpolleccax OOydYeHUs
(Cumonos, 1987, Ilysaes, CyBopos, 2001; Ilymnb-
rosckuit, 2003). Hapymienue ¢pynkunit MK nexut B
OCHOBE MHOTHX TICUXOHEBPOJIOTMYECKUX PACCTPOICTB
(Bupesh et al., 2010, 2011, Medina et al., 2011, Chiap-
poni et al., 2013, Josephson et al., 2013), npuynHamMu
KOTOPBIX MOTYT OBITh HapyIIeHUSI MOpQOTeHe3a ero
CTPYKTYpP, BbI3BaHHbIE CTPECCOPHBIMU BO3IEHCTBUS
B IIpEHATAJIbHOM U paHHEM MOCTHATAJIbHOM MEepUOJIE
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pa3BUTUsI OopraHu3Ma. DTO yKa3bIBaeT Ha aKTyajlb-
HOCTh UCCJIEAOBAHMI MeXaHU3MOB ero (opMUpOBa-
HUS B TIpoliecce MHAWBUIYATbHOTO Pa3BUTHUS Opra-
HU3MOB.

WN3yuenne mopdoreHesa crpykryp MK, Ha Tep-
PUTOPUU KOTOPOTO IIPOM3OLLI0 (HOPMUPOBAHME
JNIpeBHE KOpPbI — MAJIEOKOPTEKCa, CIIOCOOHO BHECTU
BKJIaJl B TOHMMaHUE ITyTeil 3BOIIOLIMHU Mo3ra 1 chop-
MUpPOBaTh 0a3MC IJISI YCIIEITHOIO Pa3BUTHUSI HOBOIO
HaIlpaBJICHUSI 2BOJIIOLIMOHHONW HeWpoOuojgoruu —
T€HOAPXUTEKTOHUKNA KOPKOBBIX U ITOOKOPKOBBIX
dopmartmii. DyHagaMEHTAIBHBIMUA MCCIIEIOBAHUSIMU
T10 3BOJIIOLIMOHHOM HEMPOTHUCTOJOTUHA BhISIBJIEHA Te€HE-
TUYECKasl CBSI3b MEXIY ITOAKOPKOBBIMU LIEHTpaMHU U
KOPKOBBIMHU (pOpMAaLISIMU, T.K. IOKA3aHO, YTO 9KPaH-
HbIC LICHTPHI (BKJII0Yasl U1 KOPKOBEIE (hopmaiiiun) hop-
MUPYIOTCSI HA OCHOBE SIAEPHBIX LIeHTPOB (3aBap3uH,
1986), 1 3TOT mpoliecc MPOUCXOIUT MMOCTEIICHHO, Ye-
pe3 cTaguu MePeXoHbIX CTPYKTYP, IMOJTYUYMBIINX Ha-
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3BaHUE MEXYTOYHbIX ¢opmauuii (DUIMMOHOB,

1974).

OBOJIIOLIIMOHHO-MOP(POJIOTUYECKE HCCIea0Ba-
HMSI TIOKa3ajiu, 4To B coctaBe MK, npeacraBisiolie-
ro co0O0M SAEPHO-TTAIEOKOPTUKATBLHBI KOMITOHEHT
MO3Ta, CJIeIyeT BbIIEISITh APEBHIO YacTh — MaJieo-
aMuraany, cCTapylo 4acTb — apXvuaMuriafy, u puiore-
HETUYECKU HOBYIO YacTh — HeoaMurnaly (AKMaeB,
Kanumynnuna, 1993, AxmaneeB, KanumysiuHa,
2005, Akhmadeev, Kalimullina, 2005). Cy6cTtpatom
rnajeoaMuUraabl sIBJISIIOTCS CTPYKTYPbl KOPTUKO-Me-
IWaJbHON TPYIIIMPOBKM 3amHero otaeiia MK: mop-
coMeaualbHOE, 3aIHee MeAUATbHOE U 3aIHee KOPTH-
KanbHOe sapa (Akhmadeev, Kalimullina, 2005). He-
CMOTpSg Ha TO, YTO MNEPEUYUCIEHHBIE CTPYKTYpbI
obo3HavyalTcs JIUTepaType TEpMUHOM “siapa’, OHU
WMEIOT pa3jinuusl B IUTOAPXUTEKTOHUUECKUX XapaK-
TEPUCTUKAX 1 HEUPOHHOM OpraHMU3alluu, YKa3bIBal0-
IIMe Ha UX pa3IMYHbIN (prIoreHeTUYeCKrii BO3pacT
(Akhmadeeyv, 2001). /lTopcoMenuanbHOe 1 3aJHee Me-
IUaJIbHOE sapa SBJSIOTCS TUMWYHBIMU SIIEPHBIMU
LIEHTpaMU 1 TIPEACTaBJISIIOT co0oii (punoreHeTUYe-
CKM JpeBHUE CTPYKTYphl. B cocTaBe 3agHero KopTu-
KaJIbHOTO $Si/Ipa BBIAEJSIOT IBE YacTu (MeIualbHYIO 1
JaTepajbHyl0), TIpU 3TOM B JaTepalibHON YacTH
OMPEAEISIIOTCS TPU 30HbI — TOBEPXHOCTHAS, TOBEPX-
HOCTHO-KJIETOYHAasl M TJyboKasi, YTO TO3BOJISIET Ha
OCHOBAHUM BbIPAOOTAHHBIX B HEHPOAHATOMUU KPU-
TepueB, paccMaTpuBaTh ee Kak ¢opMallvio TMajieo-
koprekca (Pigache, 1971). MenuanbHas yactb 3aiHe-
ro KOPTUKAJIBHOTO Si/ipa SIBJIsIETCS MEXYTOUHOM (hop-
Mallueil, T.K. ee CTPYKTYpHasi OpraHu3alus siBJISIeTCS
MepeXoHON MEeXIy sSaApaMu U najieokoprekcom. Bo-
MpoC — KakK MPOUCXOAUT MopdoreHes saep, Mex-
YTOUHBIX U TIAJICOKOPTUKAIBHBIX (DopMaluii Mmajeo-
aMUTIAIbl — OCTAETCsl HEMCCIIEOBAaHHBIM.

Lenpro paboOThl SBASICS LMUTOAPXUTEKTOHUYE-
CKUI aHaIn3 MopdoreHes3a saaepHbIX, MEXKYTOUYHBIX 1
MaJIeOKOPTUKAITBHBIX (POpMallMii MajieoaMUTIaIbl B
MOCTHATaJIbHOM II€pUOJI€ Pa3BUTUSI KPBICHI 1 00CYK-
JICHUE BBISIBJICHHBIX 3aKOHOMEPHOCTEN C IIpUBJICYE-
HUEM CBEICHUI HEUPOTEHETUKU O POJIA TMCTOTEHE-
TUYECKUX JOMEHOB, (DOpMUpPYyEeMbIX B SMOpHOTeHe3e,
B X ()OPMHUPOBAHUMN.

MATEPHUAII U METOANKA

WccnenoBaHue LIUTOAPXUTEKTOHUKM IPOBEICHO
Ha 20 kprIcax 1uHUU Bucrap, roJoBHOI MO3TI KOTO-
pbIX U3ydanu Ha 21-i1, 24-i1, 28-ii u 31 1HU MMOCTHA-
TaJbHOrO pa3BUTHUs (5 caMIIOB Ha KaXXIBIil CPOK).
Bri0bop manHoOTrO Tepuoja IUIST MCCICOOBAHUS OBLT
MPOAUKTOBAH ABYMSI OOCTOSITENIbCTBAMU: 1. ydeTOM
Ccpoka, Korma B noctHaTajbHoM niepuone (I1IT) pas-
BUTHUSI KPBICHI CTPYKTYPhl MHaJIeOaMUTIAIbI PaCIIO-
3HAIOTCSI 1IUTOAPXUTEKTOHUYECKU. KI3BECTHO, 4YTO
MK (kak TOMOTE€HHOE CKOIUIEHUE KJIETOK) MOXHO
pacrno3HaTh, HAUMHAS ¢ 14-TO ITHSI SMOPUOHAIBEHOTO
pa3BuTusi, Ho AU depeHIIMPOBKa Ha si/ipa HAaUMHAET-

ca ¢ 8-ro gua I1IT u nporekaer mo 40-ro oHs, pu
3TOM ILIMTOAPXUTEKTOHUYECKMU CTpyKTyphl MK pac-
nosHarTces ¢ 20 maa ITIT (Ricotti, 1965, Kozik, Szc-
zech, 1976, Jagalska-Majewska et al., 2003); 2. Otcyr-
CTBUEM B JINTEpAType CBeIeHUI 0 MOpdoreHe3e pa3iny-
HBIX T10 LIUTOAPXUTEKTOHNKE CTPYKTYP ITaJIcOaMUTIAIIbI
B pPaHHUI1 IOBEHWIbHBIN TIEPUOM, Pa3BUTUSI KPBICHI, KO-
TOpBIH TTpoTekaeT ¢ 21 1o 28 THU ITOCTHATaIbHOIO pa3-
BUTHUSI U XapaKTEPpU3YeTCS BaxKHBIMU IEepEeCTpOiiKa-
MU B HEMPOSHIOKPMUHHOM CUCTEME MO3ra, IIpoTeKa-
IOIIMMHU C yHYaCTHEM ITajicoaMuUriaibl. I/IBBCCTHO, 4qToO
HEWpPOHBI Majlec0aMUTAAIbI UMEIOT PEeleIITOPHI K I10-
JIOBBIM CTE€POMIAM M BKIIIOYAIOTCS B (hpopMUpOBaHUE
MOJIOXKUTENbHOI obpatHoi cBs3u (Docke et al.,
1978, Rasia-Filho et al., 2012).

OBTaHa3MI0 TIPOBOAWIU C COOJIOICHUEM TTPaBUII
TYMaHHOTO oOpallleHUsI C 3KCNepuMeHTaJIbHbIMU
>KMBOTHBIMU, U3JI0XKEHHBIX B EBporieiickoii KOHBEH-
LIMU O 3allUTEe TO3BOHOYHBIX XKUBOTHBIX, UCTIOJIb3Ye-
MBIX JIJIS1 9KCTIEPUMEHTOB WJIU B MHBIX HAyYHBIX 1i€-
nax (ETS N 123) ot 18 okTsa6pst 2006 roma. ToToBuau
cepuiiHble GPOHTATbHBIE CPE3bl TOMLIMHON 20 MKM,
KOTOpbI€ OKpalllMBaid Kpe3uwioM (PUOJETOBLIM IIO
Huccnio. ArionTo3Hble KJIETKU BbISBISIIA METOJIOM
TUNEL. TosoBHO# Mo3r 20 KpbIC (110 MSATHh 0cobeii B
COOTBETCTBYIOIIINE CPOKH ) UKCUPOBaIH B 4% Ttapa-
dopmanpaerune Ha 0.1 M pocdaraom oydepe (PBS,
pH 7.3-7.4), zanuBanu B mapadvH U TOTOBWJIMU
(bpoHTaNBbHBIE Cpe3bl TOJALIMHON 5 MKM, KOTOpbIE
noMelaa Ha TpeIMeTHble CTeKJia, TMOKPbIThIE
L-mu3unom. s BeisgBiaenust TUN EL-okpaliieHHBIX
CTPYKTYp MCIOJIb30BaIu Habop peakTuBOB ApopTag
In Situ Apoptosis Detection Kit (¢pupma Chemicon).
IToncyer anonrtuyeckoro unaekca (AM) npousBoau-
Ju no dopmyie mpeanoxeHHoi (Rakic, Zecevic,
2000), BBOOS B Hee CyMMapHOE KOJIMYECTBO KIIETOK,
colepKallIuxcsl B TpeX CIASIYIOIINX IPYT 3a IPYTOM Cpe-
3ax. CraTucTUYecKyto 0OpabOTKY BBITMOJHSIIA C UC-
MOJIb30OBAHUEM METOJIOB MapaMeTpUUeCcKOl CTaTUCTH-
KM C IOMOIIIBIO ITakeTa mporpamm “Statistica ‘99 Edi-
tion” (Kernel release 5.5 by StatSoft inc. 1984—1999).
JI71s1 OLleHKM 3HAYMMOCTU CpaBHEHUsI BapUallMOH-
HBIX PSIOB UCTIONb30BaIN f-KpuTepuil CThloieHTA.

PE3VJIBTATHI

INaneoamuraana pacnosaraeTcs B 3aIHEM OTHENe
MK, dopmupys Meano-06a3ajabHbIN YTOJI ITOIyIIapust
KOHEYHOro Mosra. M3ydyeHue LMTOapXUTEKTOHUKU
CTPYKTYp MHajeoaMUTHAIbl Ha pa3IMYHBIX CpOKax
noctHaTajgbHOrOo nepuonaa (I1IT) mo3BoanIo BHISIBUTH
JIUHAMUKY MPOUCXOASIINX TePecTPOeK, MUMEIOIINX
oIpeneieHHbIe OCOOEHHOCTH B KaXKIOM M3 U3ydeH-
HBIX OpMaIIHiA.

Ha 21 nens I1I1 nopcomenmnansHoe ssapo (JIMS)
00pa3oBaHO CKOIUIECHUEM HEHPOHOB, KOTOPOE MpH-
JIEXKUT K Y3KOMY BBIPOCTY HUXKHEro pora 60KOBOIO
XKenaymouka (pucyHokK). HeilpoHEBI simpa mpeumyiie-
CTBEHHO CpeIHEro pasMepa, HUX ITepPUKAPUOHBI

OHTOTEHE3 Ne 1
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LluToapXuTeKTOHMKA CTPYKTYP MajcoaMHUTIaIbl Ha pa3IMYHBIX CPOKAX IMTOCTHATAILHOTO Pa3BUTHSI KPBICHL: (a) — 21 1eHb, (0)
(B) — 24 neHb, (1) — 28 neHb, (o, €) — 31 geHb mocTHaTajlbHOrO Iepuona. O6o3HaueHus: [IMS — nopcomenuaibHOe SIAPO;
(3k) — HIKHUE por 6okoBoro xemynouka; 3MS + 3K — ckorieHne HeTpOHOB, (OPMUPYIOIIMX 3aTHEE METUATHBHOE U 3aTHEE
KopTUKaJibHOE sinpa; 3MS — 3agHee MmenuaiabHoe siipo, 3K — 3agHee KopTukanbHoe sinpo, 3KAM — MeauanbHast 4acTh 3a/1-
Hero KOpTuKajabHOro siapa, 3K — narepanbHast 4acTh 3aJHETO KOPTUKAJILHOTO sizipa, [1.3. — moBepxHOCTHast 30Ha, [1-ki1.3. — 1o-
BEpXHOCTHO-KJIETOYHAasl 30Ha, [.3. — r1y6oKasi 30Ha JJaTepajbHOM YaCTH 3aJHEr0 KOPTUKAJIBbHOTO siapa. PoTo (a—a) — oKkpacka
no Hucciio, (e) — anonro3Hsie Tenbia B 3KS mokasanbl cTpenkamu (B mpernaparax, mpurorobiieHHbIX 1o Metoay TUNEL onn
UISHTU(DULIMPYIOTCS MO XapaKTEPHOI OKpacKe, OTJAUYHOM OoT okpacku o Huccio). Maciitab (a—a) — 50 MM, (e) — 200 MKM.

OKPYIVIOM WM OBajbHOI (popmbl. Cpean HEMPOHOB
pacmoiararoTcsl OJIMTOACHIPOIINTEI, a B Tieprudepu-
YeCKMX 30Hax sapa MpeodsianamT KISTKH acTpOI-
TapHoii ruu. CKoIUIeHue HeWpoHOB, (HOPMUPYIO-

3 OHTOI'EHE3 Ttom46 Nel 2015

I1X 3agHee MeauanabHoe sapo (3MA), pacrmozHaeTcst
JIMIITH IO Tororpadun, T.K. UMEET TaKyl Xe TUIOT-
HOCTb HEMPOHOB, YTO U 33HEee KOPTUKAIBHOE SIIPO
(3KA). O1r nBa siapa B ykazaHHbIN cpok TTIT obpazy-
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JluHaMuUKa MTHTEHCMBHOCTH arlonTo3a B CTPYKTypax Iajieo-
aMUTIAbl B TIOCTHATAILHOM Pa3BUTUU KPbICHI (M + m)

C}Zﬁ}l‘” 21 meHnb 24 neHb 28 meHnb 31 meHb
AMA 3.42+0.952.40 £ 0.29|2.47 £ 0.51|2.66 £ 0.39
3M4 3.80 +0.34(3.77 £ 0.82|2.85 £ 0.51|2.65 + 0.49
3KAm 3.34 + 0.35(3.60 + 0.37(3.77 £ 0.71{2.59 £ 0.96
3KAn 3.67 +0.79|3.45 + 0.43|3.13 £ 0.37|2.49 £ 0.38

0T €IMHYIO KJIETOUYHYIO MAacCy, 3aHMMAIOIIyI0 Me-
M0-0a3aJbHbIN yroJ Mojyliapyusi KOHEYHOTO Mo3ra
(BMA + 3KS, pucyHok, ¢parmeHT a). HeitpoHbl
3aJHETO MEAVAIbHOTO sapa, (pacIiojioKeHHBIE B
nopcajbHOM yactu ckorieHust 3MS + 3KA), cpen-
Hero pa3mepa, 00JIamaloT MOJIUTOHATLHBIMU TeIaMU.
3agHee KOPTUKAJbHOE SIPO 00pa3soBaHO OOJBIIAM
CKOTIJIEHUEM KPYITHBIX U CPETHUX HEHPOHOB, pacIio-
JIOXKEHHBIX PABHOMEPHO MO0 BCeil MI0IIaau 3TOTo S/~
pa. B cuty 3TOro 30HHI siipa — MOBEPXHOCTHO-KJIE-
TOYHAas U rimyookasi, He pacrio3Harorcs. [ToBepxHocT-
Hasi 30Ha (YacTo HasbiBaemasl IIeKCU(OPMHBIM
cioeM) nuddepeHIUpPYeTCs Jerko, T.K. OemHa KIIeT-
KaMU U HaXOIMUTCs Ha 0a3aJIbHOM TTOBEPXHOCTU MO3-
ra. HeiipoHbl siipa UMEIOT KPYITHbIE pa3Mephbl U pa3-
JIMYHBIE GOPMBI IIEPUKAPUOHA — €CTh MOJIUTOHATb-
HbIe, OKpYIJible, BEpeTeHOBUIHbIE. B 3TOT CpoK He
yoaeTcsl aud@epeHIpoBaTh 3aAHee KOPTUKATIbHOE
SAPO Ha MeIUAJIBHYIO U JIATePATbHYIO YACTH.

Ha 24 nenp I1I1 n3aMeHsIeTcS B3anMOpacIoIoxKe-
HME HIDKHEro pora 00koBoro xkemygouka u JIMAI.
Ecnu Ha 21 geHb 3TO SIpO HAXOAWUJIOCH JIaTepabHO
OT CTeHKHM HIDKHETO pora OOKOBOIO KeIydo4yKa, TO
Ha 24 neHb (BCISACTBUE YBEJIMUECHMS pa3MepPOB ITOJTy-
LIapusi U pocTa XKeJayaoYKOB) OHO CMeIlaeTcsl IO
Xeymodek (pucCyHOK, 0). B ocranbHOM KapTuHa Ta
ke, yto 1 Ha 21 geus I1I1 — npeBaaupyioT HelpPOHBI
CpelHero pasmepa, KpyIHble HEMPOHBI COCPEIOTO-
JeHbI OoJIbllIe o Iiepudepun sapa. InoTHocTh Heii-
poHOB, oOpa3ylomux 3MS, yBeamumBaeTcsl, BCISI-
CTBHE YET0 OHO IIPUOOpPETAET XapaKTep Y3KOM MoJIoC-
KM HEPBHBIX KJIETOK, KOTOpAasl CJIErKa OTIMYAETCSI OT
JIeXKaIlero Imoj HUM 3aJHero KOPTUKAJIbHOIO sapa
(3K4) Oonapuieil TycTOTOM UMX pacIOJOKEHUS
(pucyHok, B). Ha 24 nens I1I1 naoTHOCTH HEIpOHOB
B MeAuaIbHON U JaTepaibHOU YyacTtu Cop He pas3iiu-
4yaeTcsl, HO TTOSIBJISTFOTCS pa3indus o Habopy HeMpo-
HOB. B MenuanbHOI yacTu npeodiiamaeT oKpyriiast u
MOJUTOHaNbHas (hopMa HEHPOHOB, B JIATEPATTBHOM —
MOSIBJISIIOTCSI HEWPOHBI C yIjioBaToil (popMoii repu-
KapuoHa, HOCSIIIUE XapaKTep MUpaMua000pa3HbIX.

Ha 28 pmenp INIl ckoruieHre cpegHUX WM MEJIKUX
HelipoHOB, dopmupylomux JMS, pacmomaraercs
MOoA HVDKHUM POroM OOKOBOTO XeJy/lIo4dKa, OTaes -
SICh OT HET'O BOJJOKHUCTBIMU npocioiikamu. 3MA 06-
pa3soBaHO HEMpPOHAMU, KOTOPbIE (DOPMUPYIOT Y3KYIO
ITOJIOCKY TUIOTHO YNAaKOBaHHBIX KJIETOK. OHO OTJIM-

yaeTcsl OT PacIONOKEHHOTO MOA HUM 3aJHET0 KOp-
TUKAJIbHOTO siapa O0JIbIlIeN I'yCTOTOM pacoa0KeHU s
HEpOHOB 1 ININM (PUCYHOK, T'). B cocTtaBe 3K Mmox-
HO BBIAEINTh MeauaibHylo (3KSM) u narepanbpHyto
vyactu (3KSn), T.K. B JaTepajlbHOM YacTu siapa Hal
TMOBEPXHOCTHOM 30HO TTOSIBJISIFOTCSI 0YaroBble CKOTM-
JIEHUSI TMPaMy1000pa3HbIX HEMPOHOB — 3a4aTOK MO-
BEPXHOCTHO-KJIETOYHOI 30HBI (Ha PUCYHKE, T, TTOKa3a-
HBI CTpeJIKoit). MOXHO TakKe OTMETUTD, UTO TOJIIIIMHA
TOBEPXHOCTHOM 30HBI BO3pacTaeT IO CPAaBHEHMIO C
21 naem ITI1 BaBoe, 4TO, O4EBUIHO, CBUACTEIHCTBYET O
HapacTaHUM CBsI3eli 3TOrO S1Ipa, B IIEPBYIO OUepellb, C
OOOHSITEJIbHBIMU JTYKOBULIAMU.

Ha 31 nenb ITIT (pucyHOK, 1) CKOTIJIEHUE HEHpo-
HOB, (popmupyroiiee IMS, coxpaHsieT cBoio KOHpM-
Typaimio, OlMCaHHYIO B OoJiee paHHME cpoku. 3MS
pacro3HaeTcst 3a cueT OOJIbllIeil MIOTHOCTU pacro-
JIOXKEHUSI COCTABJISTIOIINX €r0 OTHOTHUITHBIX Helpo-
HoB. B 3K xopomio nuddepeHIUpyIOTCS Menualb-
Hasl U JaTepaljibHasl 4YacTH, MMPY 3TOM B JIaTepajibHOI
YaCTU YeTKO pa3rpaHUYMBAIOTCS TPU 30HBI (ITOBEPX-
HOCTHasI, TTOBEPXHOCTHO-KJICTOUHAsI M TIyOoKas).
IpuBeneHHbIE JaHHBIE MOKA3bIBAIOT, UTO B 3aJIHEM
KOPTUKAJIBHOM sipe Hanbojiee MHTEHCUBHEIE TIepe-
CTPOMKM IIPOMCXOIAT B €ro JarepajJbHOM 4acTu, B
KOTOpOi1 (hOPMUPYIOTCSI 30HBI, UMEIOIIE OCOOEHHO-
CTH LIUTOAPXUTEKTOHUKMU.

HMTak, aHaau3 IUTOAPXUTEKTOHUKU CTPYKTYp Ma-
JieoaMUTIanbl Ha pa3Hbix cpokax I111 BeisiBisieT rete-
poxpoHurIo InddepeHINPOBKU €€ SIASPHBIX, aJIe0-
KOPTUKAJIBHBIX M MEeXYTOUHbIX hopmarimit. Ha 21-i1
penb I1I1 xopomo muddepeHIMpyeTCsT TOJIBKO
JAMA, Ha 24—28-i1 nenp — 3MS, 3KAM nmuddepen-
uupyetrcst oT 3K Ha 28 nensb. ITpu atom 3K npu-
00peTaeT CBOMCTBEHHBIE MIJIsI B3POCJIO OCOOU IIMTO-
apXUTEKTOHNYeCKNe XxapakrepucTuku Ha 31 neHb I1I1.

BrisiBnieHue anornros3a u olieHKa ero MHTEHCHUBHO-
ct myTeM noacuyeta AW ObuIr IpeanpruHSITHL, UCXOAS
U3 NpeanoioXeHus1, uTo BeauurnHa AW Oymer oTpa-
KaTh 1 BBIPAXKEHHOCTb IIPOUCXOISIINX CTPYKTYPHBIX
nepectpoek. I1orydeHHBIe pe3yabTaThl IPEeACTaBICHBI
B TaOIMIIC.

JlaHHBIe TaOIMIILI TTOKA3BIBAIOT, YTO OTHOCUTEIb-
HO BbICOKUIT AW (XOTsI 1 He 3HaYMMBbI) B JIMS nmeer
MecTo ToabKo Ha 21 nenb I1I1, B 3amHEM MeauaTbHOM
saape (3M5) — na 21 u 24 nuu I1I1, a 3aTem oH cHIKa-
ercs, B 3K monobHoe cHkeHue AW mpoucxoaut Ha
31 nenp I1I1. DTO TIOKA3BIBAET, YTO MHTEHCUBHOCTH
amnoIITo3a CHIDKAETCS 110 Mepe cTadbuu3aunu (hopMo-
00pa3oBaTeIbHBIX TIPOIIECCOB, OXapaKTepHN30BaHHBIX
Ha OCHOBaHMU LIMTOAPXUTEKTOHUYECKUX KPUTEPHUEB.
Crosury B BenmnmammHax AW He IBIIIOTCS 3HAYMMBIMU,
HO 3TO He JeJIaeT UX MeHee MH(POPMAaTUBHBIMU.

OBCYXIEHUE

PesynbraThl aHaIM3a MO3BOJIUIN BISIBUTH CIIEIY-
JolIre 3aKOHOMEPHOCTH: 1. MopdoreHe3 B SIIEPHBIX
CTPYKTypax ITajicoaMUIAaIbl 3aBepIllacTCs paHbIIIe,
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YyeM B MEXYTOUYHBIX U MaJ€OKOPTUKATIbHBIX (hopMa-
nusix; 2. MopgoreHes CTpykTyp Ha MeauadbHOU Io-
BepxHocTU nonayiapus (AMHA, 3MA u 3KAm), nme-
€T JOPCO-BEHTPAIbHbIA TMPOCTPAHCTBEHHO-BPEMEH-
HoUl rpamueHT; 3. MmopdoreHe3 3K xapakrepusyercsi
Meauo-JaTepalibHbIM  MPOCTPAHCTBEHHO-BPEMEH-
HBIM TPagi€HTOM.

1. lopcoMenunanbHOE U 3aHeEe MeIuajlbHOE siapa
SIBJISIFOTCSl TUTTMYHBIMUM SIAEPHBIMU LIEHTpaMu. DTO
camble apeBHUe sgapa MK, pyHKIIMS KOTOpPBIX 3a-
KJIIO4aeTcsl B MOIYJIMPYIOIIEM BIUSIHUU Ha PErpo-
JNIYKTHMBHBIE LIEHTPbI runoTtaiamyca (Akmaen, Kanu-
myJuiMHa, 1993). Yuenue o penkoserBuctoii (PHC) u
TYyCTOBETBUCTOM HeitpoHHbIX cucTteMax (THC) mo3ra
(JIeoHtoBuu, 1978), mo3BoJIsieT OTHECTU UX K DUIIO-
redetnyecku apesHeit PHC. M3BecTHO, 9TO 3TH s11pa
WCIIBITBIBAIOT TIEPECTPOMKU MO BAWSIHUEM HEOHa-
TanbHOI aHaporeHu3auuu (Akhmadeev, 2007, 2008),
YTO yKa3blBaeT Ha X BOBJIEYEHMUE B IPOIIECC MOJO-
Boit nuddepeHuranuu mo3ra. CorlacHO JaHHBIM
HEeWporeHeTUKU UX (popMUpPOBaHUE TIPOUCXOIUT U3
KayJ0-BEHTPAJIBHOTO TMaUIMAAIBHOIO Mojapasielie-
HUSI BKCTpaTesieHledaTnyeckoro MporeHUTOPHOro
JIoMeHa — MepeaHel TMeayHKYIsIpHOU 00aacTH, st
KOTOpO# XapaKTepHa 3Kcrpeccust reHoB Lhx6 (LIM
homeobox 6), Nkx2.1 (NK2 homeobox 1), Calbl-b
(calbindin 1; Garcia-Lépez et al., 2008, Bupesh et al.,
2010, 2011, Medina et al., 2011).

2. MexyrtouHast popmaiusi — 3KSM, 3aMbiKaio-
Iasi BEHTPaJIbHO OCh Ha MeAWaIbHOI MOBEPXHOCTU
MOJIyIIapus, IO CBOEU CTPYKTYPHOM OpraHu3aluu
OTJIMYAETCSI OT PACCMOTPEHHBIX BBIIIIE SAep TEM, UTO
dopMupyloLINe ee KJIIeTOYHbIe CKOIUICHUST pacIioia-
raloTCs Had IMOBEPXHOCTHOM MAJIOKJIETOYHOM 30HOM,
BBIXOJISIIIIENl Ha MOBEPXHOCTb Mo3ra. [ucroxummuye-
CKHE MCCIIENOBAHMS MMOKa3ajM, YTO IIOBEPXHOCTHAS
MaJIOKJIETOYHAsI 30Ha COCTOUT M3 INIyTaMaT- 1 Kajlb-
PEeTUHUH-COAEPKAIIMX BOJIOKOH, a TAKXKe BKJIIOYAET
HEMHOTOUHMCJIEHHbIe KJIETKU, JalollIue peakliuio Ha
NO-cuHTa3y, KaabpeTUHMH U KanbouHauH. Helipo-
Hel 3KSM o0namaloT MMMYHOPEaKTMBHOCTBIO Ha
NO-cuHTa3y, YeM OTJIMYAIOTCSI OT JOPCOMEAUATbHO-
ro u 3agHero memuanbHoro simep (Guirado et al.,
2008). Ilo MHeHUIO psila aBTOPOB, IIPOBOIMBIINX
HeWporeHeTUYeCcKe WCCAeNOBaHUs, OHO SIBJISIETCS
MIPOM3BOAHBIM BEHTPAJILHOTO ITAJUTAYMA, JIJIsI KOTOPOTO
xapakTepHa aKcrpeccus reHa Lhx9 (LIM homeobox 9),
Lhx2(LIM homeobox 2), Tbrl (T-box brain gene 1;
Guirado et al., 2008, Bupesh et al., 2010, 2011, Medina
et al., 2011). Paznmuuusa mexny 3KAM u mopcaibHO
PacnoOXXEHHBIMU siipaMu TTasieoamMuraaisl (M n
3MSl) BBISIBJIEHBI M1 Ha OCHOBAaHUM OCOOCHHOCTEM
akcnpeccun Shh (Sonic Hedgehog) n Nkx2-1 (Nk2
homeobox 1) renoB (Carney et al., 2010).

3. Menuo-narepaabHBIN TPaIUCeHT, BHISIBICHHBIN
Mpy U3ydeHuu 1uroapxutekronnku 3K, oGycios-
JIeH “OTCTaBJICHHBIM” CO3peBaHUEM €ro JiaTepasb-
HOW yacTu, HanuboJiee CI0XHOM M0 CTPOSHUI0, KOTO-
poe 3aBepiunaetcs Ha 31 IQIT. ITokazaHo, yto 3KAM
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¢dopMupyeTcs U3 BEHTPAJIbHOIO IMajuidyMa 1 Xapak-
TepusyeTcs: akcrpeccueir Ngn2 (Neurogenin 2)
n/mnm SemaSa (Semaphorin 5A) reHoB. B mpotuBo-
nojoxHocTh e, 3KSn xapakrepmusyercs ciaboit
9KCIIpeccueil 3TUX TeHOB, HO B HEM OIpeaessieTcs
askcnpeccuss CDHS (Cadherin 8) 1 Emx1(Empty spi-
racles homeobox 1) TeHOB, YTO yKa3bIBaeT, YTO 3Ta
TEPPUTOPUSL  SIBJISIETCS JIEPUBATOM JIaTEPaJIbHOTO
naumyma (Medina et al., 2004). I3BecTHO, YTO HEil-
pOHAaJIbHBIE ITPOTEHUTOPHBIC KIETKN MUTPUPYIOT U3
HEro Mo JIaTepaJIbHOMY KOPTUKAJIbHOMY TPaKTy, IPU-
HUMas ydyacTue B (OPMMPOBAHUU MNUPUDOPMHOMK
Kopbl 1 amuraaisl (Carney et al., 2006).

Huddepenumposka 3KSM, BeposTHO, Hamps-
MYIO CBSI3aHa C HEHpOreHe30M 100aBOYHOM OOOHSI-
TEJIbHOU JIYKOBU1IbI, C KOTOPOI UMEET MPSIMbIE CBI3U
(Scalia, Winans, 1975). U3BectHO, uyTo 3KS1 nmeer
MpsIMbIE CBSI3U C OCHOBHOI OOOHSITEIbHON JIYKOBH-
nei. YcraHoBieHo, 9yTo Ha Tepputopun 3K mmponc-
XOOUT WHTErpalus OOOHSITEILHOW WHMOpMalu,
MOCTyHapIIeld M3 00eruX OOOHSTEIbHBLIX JYKOBMUII,
KOTOpas 3aTeM IepeaaeTcs B Apyrue cTpykKrypsl MK
u mosra (Pro-Sistiaga et al., 2007). Ci1oxXHOCTbIO
CTPYKTYPHO-(PYHKIIMOHAJIbHOI opraHu3auumn 3K,
HaJIMYMEM JBYX Pa3HBIX IIPOT€HUTOPHBIX JOMEHOB —
BEHTPAJIbHOTO U JIaATePaJIbHOIO NaJJIMyMa — CJIEAYET
OOBSICHUTB TOT (DaKT, YTO OHO “ocopmiisieTcs” TOb-
ko Ha 31 geus I1I1. [1Ipu 3TOM, HECOMHEHHO, UTpPaeT
poJIb U AJIUTENbHBIN MOpPOreHe3 OCHOBHOM OOOHSI-
TEJIbHOM JIYKOBULIbI, KOTOPAsI B OTJIMYUE OT JOOABOY-
HOI1 00OHsATENbHOM JiykKoBUlIbI (5 neHb I1IT) mpouc-
xomut g0 30 nua ITIT (Rosselli-Austin, Altman, 1979,
Salazar et al., 2006).

M3BecTHO, YTO aIloINTO3 UMEET MECTO, KaK B yCJIO-
BUSIX HOPMBI, TaK 1 naTojoruu. Pojib anmonTo3a B 00-
HOBJICHUHU W YTUJIN3ALUM KJIETOK SIBJISIETCS pellaro-
el u odienpusHaHHoi (Kammnunyenko, Marsee-
Ba, 2007). B HepBHOII cucTemMe, HaYMHasl C CaMBbIX
PaHHUX CTaAuil pa3BUTHS, 1 B TEUEHME BCETO OHTOIe-
He3a, MMEeEeT MEeCTO MacCoBasi TMOeIb KJIETOK, IIPY KO-
TOpOit Mo3r TepsieT 1o 70% neviponos (Meier, Finch,
Evan, 2000, Oppenheim, 1999, Rakic, 2002). B 3penom
MO3Ty YeJIOBeKa €XerogHo IorubaeT okono 10 muaH
HepBHBIX KJIeToK (KopoukuH, Muxaiinos, 2000).

ITokazaHo, 4TO ammonTo3 NpU HOPMAaJbHO Pa3BO-
pavyMBalONIMXCS Mpoleccax MHIAMBUIYAJIbHOIO pa3-
BUTHSI MO3Ta CHHXPOHM3UPOBAaH ¢ mpojimdepanueii i
MUTpaleil MOCTMHUTOTHYeCKNX KiaeToK (Kammam-
yeHko, MarseeBa, 2007). Micxoast U3 3TOro, BbIsSIBJIE-
HME afnonTo3a U OlLIEHKa ero MHTEHCUBHOCTU ITyTEM
noacueta AV ObLIM peanpUHATH HAMU, UCXOOS U3
TMPeaIToaoXeHUs, uTo BenndnHa AW OyneT oTpaxarh
U BBIPaXXEHHOCTb IMPOUCXOISAIINX CTPYKTYPHBIX ITI€-
pectpoek. IloyuyeHHBIE pe3yabTaThl ITOATBEPIMIN
Hallle IIPeaIloJIOXEHWE, IM0Ka3aB, YTO II0Ka3aTeau
AW cHuxXawTcsl o Mepe Bo3pactaHusi cpokoB I1T1,
oTpaxasi cTabMIn3anuio MOpP(POreHeTUYECKUX IIPO-
neccoB. BeposTHo, arrornTo3 o0yc/IOBJICH CITelInaIn3a-
LMEN CUHAINTUYECKUX MUILIEHEN U OTpaXKaeT MpOLECC
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(dhopMUpPOBaHYSI HEPBHBIX CBSI3€il CTPYKTYp MaeoaMu-
TIaIbl C 100AaBOYHOI M OCHOBHOM OOOHSITETLHOM JIyKO-
BULIAMU, a TAK3KE TUITOTAIAMUYECKUMU PETTPOLYKTUB-
HbiMU 1teHTpamu (Kammanyenko, Matseesa, 2007).

IIpoBeaeHHEBIN TUTOAPXUTEKTOHNYECKUN aHAJIN3
CBUJIETEJILCTBYET O TOM, YTO MOP(OTEeHE3 SNEPHBIX,
MaJCOKOPTUKATBHBIX U MEXKYTOUHBIX (hOpMALIUii TTa-
JICOAMUTIAIbl  XapaKTepU3yeTcsl TeTePOXPOHUEH,
00YCJIOBJIEHHOM CIOXKHOCTBIO MX CTPYKTYPHOI1 opra-
HU3alWU, TpeaomnpeaeieHHOM uX (uiIoreHeThde-
ckuM BospacTtoM. CoBpeMeHHbIE JaHHBIC Helpore-
HETUKU YTAyOJISIIOT CYIIECTBYIOIINE TIPeACTaBICHUS
00 B3BOTIOLNMOHHBIX MTPeoOpa3OBaHUSIX MO3Ta, MPo-
JIMBasi CBET HA UCTOYHUKU (POPMUPOBAHUS SIIEPHBIX,
MEXYTOYHBIX W ITaJICOKOPTUKAJIBbHBIX (OopMalluii,
WCTOYHUKAMH KOTOPBIX SBJISIIOTCS CYOHaIAIAb-
Hble, BEHTPOITA/UIMAJIBHBIE M JIaTepOITaJIMaJIbHbBIe
TUCTOTCHETUYECKUE TOMEHBI SMOPHUOHAJIBHOTO MO3-
ra. B meiaoM, mojlydeHHBIE pe3yJIbTaThl M JaHHBIE
HEUPOTeHEeTUKHU, yKa3biBas Ha HaIW4YKE IIPOCTPaAH-
CTBEHHO-BPEMEHHBIX I'PaIMEHTOB B (hOPMUPOBAHUU
MK 1 MHOXXeCTBEHHOCTh UICXOAHBIX THCTOT€HETHYE-
CKUX JTOMEHOB, CBUIETEJILCTBYIOT O IPAaBUILHOCTU
paHee BbICKa3zaHHOM KoHuenuuu (Akmaes, Kanu-
my/umHa, 1993) Ha cyOcTpaT 3TOro o0pa3oBaHUS
MO3Ta KaK SAePHO-TNaJIEOKOPTUKAIIBHBIIT KOMITOHEHT
MO3Ta.
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Abstract—The cytoarchitectonics and expression of apoptosis (as an indicator of stabilization of formative pro-
cesses) in nuclear, paleocortical, and intermediate formations of the paleoamygdala of the rat on days 21, 24,
28, and 31 of postnatal development was studied. The results of analysis suggest that the morphogenesis of these
formations is characterized by heterochrony due to the complexity of their structural organization predefined
by the phylogenetic age. On day 21 of postnatal development of the rat, only the dorsomedial nucleus is well dif-
ferentiated; on days 24—28, the posterior medial nucleus is well differentiated. The medial part of the posterior
cortical nucleus (intermediate formation) is differentiated from the lateral part of this nucleus on day 28. The
lateral part of the posterior cortical nucleus, which exhibits the characteristics of a paleocortical formation, ac-
quires the cytoarchitectonics characteristic of an adult animal on day 31 of postnatal development. The dynam-
ics of changes in the apoptotic index reflects the stabilization of morphogenetic processes characterized on the
basis of cytoarchitectonic criteria. The results of this study and the neurogenetic data, indicating the presence
of spatiotemporal gradients in the formation of the amygdaloid complex and the multiplicity of the original his-
togenetic domains, confirm the correctness of the previous concept (Akmaev and Kalimullina, 1993) on the
substrate of this brain structure as a nuclear-paleocortical component of the brain.

Keywords: paleoamygdala, amygdaloid complex of the brain, morphogenesis, postnatal development, nuclei,
paleocortex, genetic markers of subpallidal and pallial brain structures
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