YCITEXH ®H3HOJIOTHYECKHX HAYK, 2019, mom 50, Ne 2, c. 3—14

YIK 612.28

DBOJIIOIIMOHHLIE ACITIEKThI CTPYKTYPHO-®YHKIIMOHAJIBHOM
OPTAHM3ALINN MNHIAJIEBUITHOTI'O KOMIIJIEKCA MO3T'A

© 2019r. A.B. Axmagnees!, H. ®@. Jleymkuna!, I'. ®. I'a6ouaymna’, JI. b. Kamumynamnal: *

! @edepanvhoe cocydapcmeentoe 6100rcemnoe o6pazosamenvroe yupexcoeHue bicuie2o 06paz08ans
“bawkupckuil eocyoapcmeennblil ynugepcumem”, 450076, Ygha, Poccus

*E-mail: mpha@ufanet.ru
IMoctynuna B pemakuuio 03.12.2018 .

B 0630pe cucremaTusrpoBaHa JuTepaTypa o 3BOMIOLIMOHHON MOpdo1oruu 1 (pu3noIorTud MUHIAJIEBU -
Horo koMmruiekca (MK) Ha mpuMmepe ero MeauajibHOTO sipa, KOTOPOE BXOAUT B COCTaB ero (hujioreHeThye-
CKHM APEeBHETO KOPTUKOMEIUAJIBHOTO OTIeNa C CaMbIX paHHUX 3TanoB hopMupoBaHust MK u coxpaHseTcs
Ha MPOTSKEHUH €T0 9BOJTIOLIMY B MO3TY BCeX ITO3BOHOUYHBIX, BKJIIOUas yejaoBeka. [IpencrasieHa nurepary-
pa, XapaKTepu3ylolasi IUTOAPXUTEKTOHUKY, HEHPOHHYIO OpraHU3alluio, CUCTEMbI BHYTPU- U 9KCTpaaMU-
TIAJISIPHBIX CBSI3€i, OCHOBHBIE (DYHKIIMU, MeXaHU3Mbl ()OPMUPOBAHUS B TPOLIECCe WHAUBUIYATbHOTO U
HWCTOPUYECKOTO PAa3BUTHSI. AHAIU3 MPUBEACHHBIX TaHHBIX CBUAETEIBCTBYET O TOM, UYTO (pOpMUPOBaHUE
MK B npoliecce 3BOJIIOLMN MO3Ta IPOUCXOIMIIO C €70 OKIIUTTUTAIILHOTO MOJTI0ca P YYaCTHUM psifia TUCTO-
TeHETUYECKUX TOMEHOB CyONa/UIMaIbHOM, MaJIMaJbHON M 3KCTpaTeseHlehaTniyecKol JIOKaIu3aluu.
MHOXeCTBEHHOCTh TUCTOTEHETUYECKUX ITOMEHOB, yJacTBYyIOIIMX B dopmupoBaHuun MK, oObscHseT
CJIOXKHOCTb €r0o CTPYKTYPHO-(DYHKIIMOHAJIBHON OpraHu3alluu, MOATBEPXKAasl MOJOXKEHUs KOHLIETIIUN O
ero cyocrpare Kak sIepHO-TTaJIeOKOPTUKATbHOM KOMITOHEHTE MO3ra.
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BBEAEHUME

HecMmoTps Ha mmpokmii nuarna3oH (QpyHKIWHA, B
PETYISILIMM KOTOPBIX MMPUHUMAET ydacThe MUHAae-
BUIHBINM KoMIuiekc Mo3ra (MK), MHOrre BOIIpoChI €ro
CTPYKTYpHO-(YHKIIMOHAJILHOM OpraHu3aldu ocTa-
I0TCSI AMCKYCCUOHHBIMU. [Tpexae Bcero, 3To HaXOauT
OTpaKeHMe B OTCYTCTBUHU €IMHOTO IIPEeICTaBICHMS Ha
ero cyocrpar [9]. B HelipoaHaTOMM1 OHO OO CHUX IIOP
paccMarpuBaeTcsl Kak OJHO U3 0a3aIbHBIX siIep MO3-
ra. I1pu 3TOM BHE ITOJISI 3peHUS CCIeA0BaTeIeil OKa-
3bIBAC€TCS HEOAHO3HAYHOCTDb IIUTOAPXUTEKTOHUKU 1
HEWPOHHOM OpraHU3allMK Pa3INYHBIX €r0 CTPYKTYP.
BuisiBiienHsii retepomMopdusM ctpykryp MK, mpo-
SIBJISIIOIIMICSI HATMYMEM Ha €ro TePpUTOPUM CKOII-
JIeHUII HEMPOHOB KaK C XapaKTepUCTUKaAMU siAep-
HBIX, TaK WM 3KpPaHHBIX LEHTPOB HEPBHOM CHUCTEMBI
[11], aBnsIeTCS CIEACTBMEM TOTO, UTO OTU IBE, YIA9YHO
HalJIcCHHbIE TIPUPOIOI B IIPOLIECCE IBOIIOLIMU MO3Ta
KOHCTPYKIIMH HEPBHOI TKaHU, BIIEPBbIC UHTETPUPY-
I0TCS B eTHYI0 cucteMy Ha Tepputopun MK [9]. Ta-
K1M 00pa3oM, CJIOXHOCTb cTpoeHUst MK, ripeacTtas-
JISIIOLLIETO CO00iT HEYTO-TO OOJIblIIee, HeXeIr Oa3aib-
HOE SIIPO MO3ra, MpeaoIpenaeacHa 3BOJIOINOHHBIMUI
Mpeoopa3oBaHUSIMU MO3Ta.

B niepBoe necaTuiieTue HaIIEro CTOJIETUSI C TOMO-
IIbI0 COBPEMEHHBIX T€HETUYECKUX TEXHOJIOTUI I10-
JIydeHBbI HOBbIE€ TaHHbBIC II0 OHTOI€HE3Y U (pbHIoreHe-

3y MK, KoTopble BHOCST BKJaa B TIOHUMAaHUE €TO
CTPYKTYPHO-(YHKIIMOHANIbHOU opranuzauuu. Cu-
cTeMaTtu3alius 3TUX NaHHBIX B OJHON CTaTbe, He-
CMOTpPST HAa OYEBUIHYIO aKTYaTbHOCTh, HE TIPEICTaBJISI-
€TCs1 BO3MOXKHBIM B CUJTy MHOTOUMCJIEHHOCTH COCTaB-
Jsironx MK crpykryp, hopmupyrommx asa KpyImHbIX
otnesia. OMHAKO, 3TO peaIbHO BBIMIOJHUTH B OTHOIIIE-
Huu MenuaibHoro siapa (ME), koTopoe nosBisisich B
€ro COCTaBe C CaMbIX PAaHHUX 3TAanoB (POPMUPOBAHUS
MK, coxpaHsieTcsl Ha TipoTskeHur 3Bomonnn MK B
MO3Ty BCeX MO3BOHOUHLIX, BKJIIOYasi yejioBeka [20].
B cuy storo, mpoucxonsmie nepectpoiitku 8 MK B
MPOLIECCE IBOJIIOLIMMA MO3ra HaXOISIT OTpaXKeHUE B €T0
CaMOM ApeBHEM — MeIUaIbHOM sifIpe.

Llenpio 0630pa siBUJICS aHAIWU3 CBEIEHU JITepa-
TYpBl MO LIMTOAPXUTEKTOHUKE, HEUPOHHOM OpraHu-
3alliu, CBSI3SIM U (DYHKIIMSIM, a TaKXK€ OHTOT€HE3Y U
dunorenesy ME, mposicHsTIOImuiA TIpeACcTaBIeHUS O
MepecTpoikax, KOTOpble TTPOUCXOIWIN B IMpoliecce
sBoounu MK.

TOITOI'PA®UA
N HNUTOAPXUTEKTOHUKA

ME, xoTopoe moJiydnao CBoe Ha3BaHHE HA OCHO-
BaHMU COOTBETCTBYIOIIEH Tomorpadum, pacmoiara-
eTCsI B Menno-0a3aTbHOM YTy TTOJTyIIapyst KOHEIHO-



4 AXMAJIEEB u np.

IO MO3Ta, COXpaHsIsl 3Ty ITO3UIINIO Yy BCeX MPEeACTaBU-
TeJieil MO3BOHOYHBIX, BKJIIOYAs yesloBeKa. Bxonsie
B COCTaB pa3jINYHBIX OTAeA0B yacTu ME umMeror oco-
OGEHHOCTU CTPYKTYPHOII OpraHu3alliM, BCIEICTBUE
4yero emMy Mpucylla rerTepoMopdOHOCTb.

B nepenHem u neHtpaibHoM otnenax MK oHo
UMeeT XapakTep MeXYTOYHOI (hopMalum, B COCTaBe
3aJJHETO OT/Aeja HaXOASATCS JOPCOMENNATBLHOE U 3all-
Hee MeAUalbHOE SiApa, KOTOpbIe SIBJSIIOTCS TUITUY-
HBIMU SIIepHBIMU LieHTpamu [1]. OmHako, BeHTpab-
Has 4acTb 3aJJHETO MEAUATBLHOTO siipa MpeaCcTaBsieT
coboit MexXyTouHyto ¢opmauuio. Hamuuue retepo-
MopdHocTr ME yKka3biBaeT Ha TO, UTO ero o603Haue-
HHE KaK “sqapa” aBiasgeTcs YCIOBHBIM, Ha CAMOM JIeJie
OHO 00J1a1aeT 60s1ee CIIOXKHBIM CTPOSHUEM.

Yactu ME, KoTopble UMEIOT XapaKTep MeXYyTOoU-
Holi ¢opMay (TEpMUH BBeIeHHbBIIT PUITMMOHOBEIM
[19], HO UcHONB3yeMBIif U B 3apyOeKHOM JIMTEpaType
[30]), mpencTaBisiioT COOOM CKOILIEHHWE HEHPOHOB,
KOTOPOE€ HOKPHITO CO CTOPOHEI 0a3aIbHOI TOBEPXHO-
CTH MO3Tra MMOBEPXHOCTHOI CBS3KOH (TaK €€ UMEHYIOT
B JIuTeparype). B IMToapXuTeKTOHMYECKUX Mpernapa-
TaX XOPOIIIO BUIHO, YTO “IIOBEPXHOCTHASI CBSI3KA” SIB-
JISIETCST TIPOJOJDKEHMEM IUIEKCU(MOPMHOIo CJIOSl ma-
JIEOKOPTUKAIBHBIX (hopMaluii (TlepuaMuraaasipHOi 1
mprOPMHOIT KOpbI), PACITOJIAralolImnxcs OJImke K
JIaTepajbHOM MOBEepXHOCTU mnoayiiapus. HM3ydeHwne
LHUTOApXUTeKTOHUKM ME moka3sIBaeT, 4To B Iepe-
HeMm otaenae MK sapo ¢popmupyercst MEIKUMMU IUIOT-
HOYIIaKOBaHHBIMU HEeHpOHAMM, MUMEIOIIUMU ITOJI1-
roHaJIbHY10 (popMy [1, 81], ero rpaHUIIBI C OKPYKaro-
VMM CTPYKTYpaMU HedeTKue. B 1ieHTpaabHOM oTaene
MK 110THOCTh VITAKOBKM HEMPOHOB, B 3TOM SIIpeE,
pa3nuyHa (B ero AOpcaJibHOW M BEHTpaJbHOM 4Ya-
CTSIX). DTO MOCTYXKIIIO OCHOBAHUEM IS IIPOBEICHUS
0oJiee TOHKMX MCCIeIOBAHNMI, IIPUBEIAIINX B KOHEY-
HOM WMTOT€ K BBISIBJICHUIO Ha €r0 TEPPUTOPUU ABYX
pa3HBIX HENPOMEINATOPOB, KOTOPBIMM SIBIISTIOTCS
I'AMK wu rimyramar [26, 27, 41].

B 3amHeM oTnene HaxodsITCS AOPCOMENUATbHOE U
3aHee MeIuajbHOE siapa, MpU 3TOM B IOCJIEIHEM
BBIICIISIOT TOPCAJIbHYIO ¥ BEHTPAJIbHYIO YacTu. Jlop-
coMeIMaIbHOE SIAPO IIPEACTaBIsIeT COO0O0M MaJioe I10
3aHnMaemoit riomany ssapo MK. Ha dpoHTaibHBIX
cpe3ax CepuM MO3ra OHO IIOSIBIISICTCS MO HIDKHUM
poroM OOKOBOIO XKeymouka. Smpo mmeer dopmy
OBaJla, paclioJIOXKEHHOTO JIaTepajbHO OT 3pUTEIbHO-
r'o TpakKTa, U OTAC/SICTCS OT JIEXKAIIeTO BEHTPaIbHO OT
HETO 3aJTHET0 MeIUAJILHOTO SIApa 30HOI OeTHOM Kite-
TOYHBIMU 3JeMeHTaMu. JlopcaibHasl 4acTb 3adHETO
MEIUaJbHOTO SIIPO B POCTPAJILHOM YacCTH 3aIHETO
otneira MK pacrionaraercss HIKe JOpCOMeTNaTEHOTO
sgpa, OTAEJSISICh OT HETO BOJIOKHUCTOM IMTPOCIONKOMA.
Ha xaymanbsHOM ypOBHE OTIEJIa 3TO SIAPO JIEXKUT I10T
HIDKHAM POroM OOKOBOTO keJrynodyka. HeifipoHbI 3T0-
ro siapa o0JaaaloT MPEUMYIIECTBEHHO CPEIHUMU pas-
Mepamu, 0a30(UIbHOE BELLIECTBO MPEICTABIEHO ME-
KMMU 3epHaMU U OTACIbHBIMU IIbIOKaMu. [1o popme
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¥ pa3MepaM KJIETOK B SIIpe NPUCYTCTBYET IIOJTMMOP-
¢GU3M, UTO OTJIMYAET €ro OT UMEIOIIEro MOHOMOP(d-
HBI HAaOOp HEWPOHOB JOPCOMENNATBHOTO siapa. Ama-
po ¢opMuUpyeTCsT U3 HEMPOHOB, PACIIOJIOXEHHEIX B
BUJIE TIOJIOCKM, TTOKPBIBAIOILIEH MACCHI JIeXallei Ha
0a3aJibHOM MMOBEPXHOCTU MO3ra BEHTPaJbHOM YacTU
3amHero MeavaabHoro siapa MK. B cocrase nmociaeqHe-
ro OOoJIblIeit YacThIO HA ero 0a3ajJIbHOI ITOBEPXHOCTH,
KpoMe HEHpPOHOB C MOJUTOHAJIBHOM (DOPMBI TTepUKa-
pUOHaMU, BCTPEYAIOTCS MTMPaMUI000pa3HbIe KPYITHBIS
HEMPOHBI, KOTOPhIE MMEIOT CXOMICTBO C MMPAMUIHBIMU
HelipoHaMM KOPKOBBIX (popMarimii [1].

Takum 00pa3oM, LIMTOAPXUTEKTOHMKA PACCMOT-
PEHHBIX CTPYKTYP MeAM00a3aIbHOrO yriia 3aJHEro OT-
nema MK KpbICHI, AEMOHCTPUPYST MX Tororpaduye-
CKY10 CBSI3b, OMHOBPEMEHHO OTpakaeT U SBOJIFOLIMOH-
Hbl€ MEPECTPONKU SAEPHBIX LIEHTPOB B MEXYTOUHbIE
dopMaliiM. YMECTHO OTMETUTh, YTO OCOOEHHOCTU
LIMTOAPXUTEKTOHUKN YKa3aHHBIX CTPYKTYp HaXOHmST
OTpaXkeHue U B UHTEHCUBHOCTH HYKJIEMHOBO-KUCJIO-
ro oOMeHa, KOTopasi HapacTaeT B PsIIy: siApa—MexX-
yTouHbIe (hopManyu [5]. DTO CBUIETEIBCTBYET O TOM,
YTO B MPOILIECCe IBOJIOLUN MO3Ta MOSIBJIEHUE Majeo-
KOpTEKCa, CBI3aHHOE C MPOCTPAaHCTBEHHBIMU Tepe-
CTpOMKaMU 3JIEMEHTOB CEPOTro BEIllECTBA HEPBHOM CH-
CTEMBbI, COMPOBOXIATOCh MHHOBAIIMSIMU B KITIOUEBBIX
3BEHbSIX KJIETOUHOTO MeTabonu3ma. Ha 3To yka3biBa-
JOT pabOTHI MO M3YYeHUIO (POPMOOOPA30BATEIBHBIX
MPO1IEeCCOB B OHTOreHes3e. MI3BeCTHO, YTO HEOTHOPO I~
HOCTb HaTSDKEHU, UMelollasi MECTO B MepeMelliao-
IIMXCS KJIETOUHBIX ILUIacTaX, MOXET CUMTBhIBATbCS
KJIETKaMU, B PE3YJIbTaTe YETO 3ayCKalOTCI MEXaHU3-
MBI pETUOHAILHOI SKCIPECCUN PETYJISITOPHBIX TEHOB
[17]. Boapllyio poiab OPU 3TOM UTpPacT LIUTOCKEIET
kieTku. OH gBiageTcs 3OEeKTOPHBIM MEXaHNU3MOM
U3MEeHEeHUST (DOPMBI KJIETOK, 1 B TO XK€ BPEMSI B CHITY
CBOEI CBSI3U C SIICPHBIM MaTPUKCOM TiepeacT B SIAPO
WHGOPMAIIUIO O TIOJOXKEHUN KJIETKU OTHOCUTEILHO
coceneit. Yuactku cBsa3eiBanus JJHK ¢ smepHbiM mat-
pUKCOM TIpedOpMUPOBAHbBI, KAK M PUCYHOK PELIEeTITO-
POB Ha MOBEPXHOCTH KJIETKU. VX 4yBCTBUTEILHOCTD K
CUTHaJIaM OIpeJIeJIEHHOTO pojia, HallpuMep, MexXaH!-
YeCKOMY HATSKEHUIO B JTAaHHOW TOUYKe, 3acTaBisieT
METJIEBYIO CTPYKTYPY XpOMaTWHAa U3MEHUTBLCS TaKUM
00pa3oM, UYTO U3MEHSIETCS IKCIIPECCUsI COOTBETCTBY-
fomux reHoB. Ilar u3aMeHeHUs] CUHTE3a MOXET SIB-
JISIThCSI 3JIEMEHTAapHBIM OTBETOM Ha M3MEHEHUE KJIe-
TOYHOIT (hOpMET [16].

Hrak, Bce BBIIIEU3I0KEHHOE CBUIACTEILCTBYET O
ToM, uto ME sBisteTcst rerepoMopdHBIM 00pa3oBa-
HueM. B mepenHeM u ieHTpanbHOM otaeiax MK oHo
MMeEET XapaKTep MEXYTOYHOM (popMaliiM, B COCTaBe
3aHEr0 OTHEIa HaXOISITCs TOpCoOMeIraaIbHOe U 3a-
Hee MeIMaJIbHOE s1/Ipa, KOTOPHIC SIBJISIIOTCS TUITMIHbBI-
MU SAepHBIMU LIeHTpamu [1]. YcimoxkHeHre CTpyKTyp-
HOI OopraHu3allii MMEET KayJo-pOCTpaibHBI BeK-
TOp: OoJIee IpeBHME 110 (PUIOreHETUISCKOMY BO3PacTy
SIIEPHBIC LIEHTPhI HaxodsaTcsa B 3agHeM otnene MK,
Ne 2
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0oJsiee Mosiofible — MEXYTOUHbBIE (hopMaliuy — 3aHU-
MaloT LEHTPaJbHbIN U TTepeaHuit oTaeas MK.

HEMPOHHASl OPTAHU3ALIUA

Heiiponnas opranuzanuss ME Mo3ra KpbIChl ITO-
nobHa onucaHuo y yeiaoseka [33]. HelipoHbl o6a-
Ial0T OKPYIVIOM WJIM OBaJbHOI (DOPMOI TeJI, XOTSI
BCTPEYAIOTCS BEPETEHOBUIIHBIE U TOJUTOHAJIbHBIE
¢opMbI MepuKapuoHoB. JlIMHa HEeHAPUTOB Bapua-
OesibHa, UX CTBOJIbI MOKPBITHI IIUIIMKAMU, KOTOPbIE
HEpaBHOMEPHO pacrpenessiioTes no ux miomanu. [o-
Ka3aHa BbICOKasI TJTACTUYHOCTD IITUTTMKOB, KOJTUYECTBO
U (hopmMa KOTOPBIX MOTYT U3MEHSTLCS B 3aBUCUMOCTH
OT YPOBHSI LIUPKYJIMPYIOIIMX TTOJIOBBIX cCTeporaoB [93].
AKCOHBI MMEIOT MHOXECTBeHHbIe Kosutatepaiu. Ilo
JaHHbM [1, 14] B MenuaabHOM SIIpe KPBICHI Y XUIITHBIX
MpeodJiaaeT PeIKOBETBUCTAasE HEWpOHHas cuctema
(PHC), xotopas mnpencrtaBiisieTCsl MPOAOIKEHUEM
PHC runoramamMmyeckoit o61actu. DTOT (PaxkT 1mo3-
BOJISIET TIpeArionarath, uto B ME MoxkeT mpogosKkaTh-
Cs1 U3 TUMOTaJIaMUYECKON 00JacTu HelpoceKpeTop-
Hasi cucrtema, TMPU3HAKM HaJIMUUs KOTOpPOW ObLIv
HalJIeHbl MPU BJIEKTPOHHO-MUKPOCKOMNYECKUX UC-
ciemoBaHusIX [12].

M3BecTHO, YTO B DMIOTeHETUYECKU IPEBHUX OTIE-
JIaX HEPBHOII CHCTEeMBI IIpeo0IamaioT IIMHHOAKCOH-
HbIE PEOKOBETBUCTHIE HEMPOHBI, B (DMIOTEHETUYECKU
0oJiee TTIO3MHUX OTAENAaxX, BCICACTBUE BO3pAaCTaHUS MH-
TETPaTUBHBIX CBOMCTB HEWPOHOB, IIpe0O0IamarolIuM
TUTIOM HEWPOHOB CTAHOBITCS TYCTOBETBHUCTHIC [l14].
CornacHo knaccudukauuu T.A. JleoHtoBuu [14],
BHYTPU ITOATHUIIA IJIMHHOAKCOHHBIX PEIKOBETBUCTBIX
HelpoHoB (1 Tuna IN'onbaku) ciaenyeT pa3andaTh TPU
KJlacca: HelpobiacToopMHBIE, KOPOTKOAECHIPUT-
HbIC 1 peTUKYJIsIpHble. Cpeny HUX CaMBbIMU APEBHU-
MU CUMTAIOTCS HelipooiracToopMHEIE, ITOJTYUYNBIINE
CBOE Ha3BaHUE Ha OCHOBAHUU UX BU3YaJIbHOIO CXOJI-
cTBa ¢ HeiipobOimactamu. KopoTkoneHOpuTHEIE Heli-
POHBI, KaK II0JICKa3bIBACT UX Ha3BaHMUE, UMEIOT He-
0OJIbIIYIO JJIMHY NEHAPUTOB, Ha JEHAPUTAX 4acTO
BCTpEYAIOTCS IIUITMKU. DTU HEUPOHBI pacIpoCcTpa-
HEHBl B TUIIOTaJIaMHUYECKON 00JacTh MO3ra, KOTO-
pasi, KaK M3BECTHO, TIpeICcTaBJisieT cOO0Oi ONUH U3
HanboJIee N3yYCHHBIX HeIIpO3HIOKPUHHEIX IIEHTPOB
Mo3ra. PeTukyisipHble HEMPOHBI MMEIOT HEMHOIO-
YUCJIEHHBIC, JIYIMCThHIC MPsSIMbIe NEHAPUTHI, 00J1ama-
[OllIe 3HAYMUTEIBHOI IJIMHOM pacIpOCTpaHEHUS C
KOPOTKMMU BETBJICHMSIMM Ha KOHIIAaX. 3a CUYET 3Ha-
YUTEJIbHOM JJIMHBI CBOMX JCHIPUTOB PETUKYISIPHBIE
KJIETKM IOKPBIBAIOT OOJIbIIINE TUIONIAA, COOMpasi MH-
dopManio m obecrieunBasi B3amMonencTeue (QPyHK-
LIMOHAJIbHBIX €IVHUL, KOHTPOJIMPYEMOIO UMM IIOJISL.
TakuMm o6pa3oM, eciau ABE IIEPBBIX Pa3HOBUIHOCTU
PEOKOBETBUCTBIX HEMPOHOB TATOTEIOT MO CBOEM JIO-
KaJIM3allu K XeMOCEHCOPHBIM 00JIaCTSIM MO3Ta, TO
PETUKYJISIpDHBIE, BO3MOXHO, 3a CYET MNEpeIUICTCHUS
CBOMX NEHIPUTOB, CITIOCOOHBI (pOpMHMPOBATH HEM-
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POHHBIE ceTU, Ha 6a3e KOTOPBIX MPOTEKAET AeATEb-
HOCTb T'YyCTOBETBUCTBIX HEPOHOB [14].

Pesynbrarsl vcciaenoBaHus MoKa3aiu, YTO JOPCO-
MeauaabHOE SAPO SIBJISIETCS €MWHCTBEHHBIM PErruo-
HoM MK (3a uckioueHreM MNEPUBEHTPUKYISIPHBIX
30H 33/JIHETO MEAUAJIBHOTO U 33JIHETO KOPTUKAJIBHOTO
siipa), TJIe€ MOTYT OBbITh HaliIEHbI CaMble “IPUMMUTHB-
Hble” 13 HEIpOHOB — HelipobiactoopmHubie. Kopot-
KOJEHJIPUTHBIX HEMPOHOB 3HAYUTENIBHO OOJIbIiIE, 3TO
OCHOBHas1 pa3HOBUIHOCTb HEMPOHOB, COCTABJISTIOLIINX
aapo. YeTKo ynaBauBaeTcsi UX KOHLEHTpalus B epu-
BaCKYJISIPHBIX 30HAX, TP 3TOM XOPOLIO BUIHBI Kap-
TUHBI, KOTJla NEHIPUTHI OXBAThIBAIOT CTEHKU COCY-
JIOB, TIPUXXUMASICh K UX TTOBEPXHOCTU. DTOT haKT
MOATBEPKAEH MPU HU3YUYEHUU DIECKTPOHHOMUKPO-
CKONMMYECKUX XapaKTepUCTUK 3Toro siapa [12]. Ot-
MEYEeHHOE YKa3blBaeT Ha BO3MOXHOCTb HAJIWYUS Y
HHX XEMOCEHCOPHBIX CBOMCTB, TTO3BOJISIS MpeAIoa-
raTh ydyacTue B TYMOpPAJIbHbIX MEXaHU3MaX NesITeb-
HoCTHU 3Toro sapa u MK B ie1om. Betpeuarores u pe-
TUKYJISIPHbIE HEHPOHBI, TPU 3TOM UX KOHLIEHTpALUS
OoJiblIIe TIpEeNCTaBIeHAa B BEHTPAJIbHOI YacTH 3aHe-
ro MeAUaILHOTO s/Ipa.

BonbIIMHCTBO HEUPOHOB B JOpPCAIbHONM YacTu
3aJJHETO MeIUAJIbHOTO SiIpa HOCAT XapakKTep KOpOT-
KONEHAPUTHBIX U PETUKYISIpHBbIX. Ha KaymaabHOM
YPOBHE 3aJHEro oThesa, TaM, Iae 3TO SIAPO JEXKUT
MOJl BEHTPaJbHOW CTEHKOUW OOKOBOTO KeNymouka,
MOXHO HAalTU U OTHEJIbHbIE HellpobiiacToopMHbBIE
HelipoHbl. B natepasbHBIX YacTsIX siipa MOSIBISTIOTCS
JJIMHHOAKCOHHbIE T'YCTOBETBUCThIE HEHPOHBI IPEBO-
BUHOIO KJlacca, KOTOPbIE pacCMaTpUBAIOTCS KakK ca-
Mble “IPUMUTUBHEIE” CpelIyr T'YCTOBETBUCTHIX HEHpO-
HOB 1 UMEIOT YEPTHI CXOACTBA C KOPOTKONEHIPUTHBIMU
[14]. B BeHTpaJIbHOI YaCTX 3aJHETO MEAUATIBLHOTO siApa
Mpeo0JIafaloT peaKOBETBUCTbIE HEMPOHBI PETUKYJISIP-
HOIo U KOPOTKOJEHJIPUTHOTO KJIACCOB, MPU ITOM Y
OIIPEAETIEHHOMN YaCTU 3TUX HEMPOHOB UMEET MECTO I10-
Jisipu3anysi TeJl U OTPOCTKOB, BCJEACTBUE UYETrO OHU
MPUOOPETAIOT NMPU3HAKU KOPKOBBIX HEMPOHOB. TMH-
HOAKCOHHBIE T'YCTOBETBMCTbIE HEMPOHBI BCTPEYAIOTCS
B BUJIE OTAEJbHBIX KJIETOK WJIM HEOOBIINX IPYIII.

B uentpanbHoM 1 niepeqHeM otaeiae ME HelipoHBI
MpeaCTaBlIeHbl TJTMHHOAKCOHHBIMU PEIKOBETBUCTbI-
MM KJIETKaMU, UMEIOLLIMMU XapaKTep KOPOTKOIEHII-
PUTHBIX (B JOPCAJIbHBIX 30HAX) U PETUKYJISIPHBIX (B
BEHTPaJIbHBIX YaCTsIX) HEMPOHOB [1].

Hrak, xapakTepUcTHKa HEMPOHHOMN OpraHn3aun
ME nokasbiBaeT, 4TO B €ro suepHbix (Hauboiee
JIPEeBHUX IO (PUIOTEeHETUYECKOMY BO3pacTy) LIEH-
Tpax, JOKAJIM30BaHHKIX B 3agHeM otaeiie MK, mpen-
cTaBJieHbl MeHee nuddepeHINpoBaHHBIE HEHPOHBI
(HelpobmacToopMHbIE), KOTOPbIE MOTYT paccMaT-
pUBaThbCd KaK OKBUBAJCHTHI IPEAIIeCTBEHHUKOB
HelipoHOB — HelipoOiractoB. B Tex vactsax ME, koto-
pbIe 110 CBOEM CTPYKTYPHOM OpraHu3aluu MpeacTaB-
JIIOT CO00I TIPOMEXYTOUHBIE (hOpMAaLIMK, HAPSITY C
PEIKOBETBUCTBIMU, BCTPEYAIOTCS TyCTOBETBUCTHIC

2019



6 AXMAIEEB wu np.

JJIMHHOAKCOHHbIE HEWPOHBbI, MOSIBJIEHUE KOTOPBIX
XapaKTepHO 11 0oJjiee MO3AHUX ATAllOB UCTOpUYE-
CKOTO pPa3BUTHS TTO3BOHOUHBIX [ 14].

CBA3U N1 ®YHKLI NN

BaxxHyto nHbopMaLuio 1151 CyKIeHusI 0 pUjioreHe-
THUYECKOM BO3pacTe CTPYKTYpP HAIOT pe3yaIbTaThl XOIIO-
JIOTUYECKMX HUccaenoBanuii. I3BecTHO, YTO OCHOBHBI-
MU BOJIOKHUCTBIMM TpaKTaMU, OOECIICUMBAIOIINMHU
cBsa3u MK ¢ gpyrumu CTpyKTypaMu MO3Ta, SIBJISTIOTCSI
KOHEYHas ITojlIocKa ((MIoreHeTU4eCcKu IPEeBHSS) U
BEHTpaJIbHasl aMUraano-gyraibHas cucrema, (hopmMu-
pylomasicss Ha OoJjiee MO3MHUX 3TallaX SBOJIOLUU
Mo3ra mo3BOHOYHEIX [1]. TlokazaHO, YTO aKCOHBI
HEHPOHOB JTOPCOMENUAIBHOTO, TOPCATBLHON U BEH-
TpaJbHOI YacTell 3agHero MeaAuaabHOTO SIAEP Y KPbI-
CBI POPMUPYIOT KOHEUHYIO MOJIOCKY [87], OKaHYMBasICh
Ha HelipoHax sipa Jioxka, Wi JOCTUTAIOT MeaaTbHOM
npeonTuYecKoil obnactu. B mosb3y Oonee paHHEro
¢dopMupoBaHUS B DMIIOreHe3e 3aIHETO OTAeIa KOPTH-
KOMEIWaIbHON aMUTIaJIbl U €r0 CAMOCTOSITEIbHOCTH
Ha OIIpelIeJICHHOM 3Talle CBUIECTEILCTBYET HAaJIU4lE B
aToii yactu MK KoMuccypanbHOM BETBU, CBSI3BIBAIO-
1Iei1 OMHOMMEHHBIE S/Ipa ABYX IOJYLIApU MO3Ta.

Cyowsinpa ME 3agnero ornena MK BxomsT B co-
CcTaB OOOHSTEIBHOTO MO3Tra, KOTOPKI (DopMUpyeTCs
Ha paHHMX 3Tarax 3BOJIIOLUM IIEpeIHEro Mo3ra.
HopcoMenuaibHOE 1 3aIHEE MEeANAJILHOE SIApa SIBJISI-
JOTCSI MECTOM KOHBepreHINU 3P(PepeHTHBIX CBI3CH
00eux oOOHSTENbHBIX JIYKOBULIL. [Ipuxoasias K HUM
nHpopManus gajiee ciaeayeT K siapaM TMIoTaJlaMy-
yeckoit obomactu [49, 74, 85], BMecTe ¢ KOTOPHIMU
MIPUHUMAET yd4acTHe B PEryIsliuyd MHCTUHKTUBHBIX
¢opM moBeaeHUsT — IOJIOBOrO, ITMIIEBOIO U arpec-
cuBHO-000poHUTeNbHOTO [10, 23, 42, 44, 86, 92].

ME 3agHero otaena MK kak HelpOsHIOKPUH-
HBI LIEHTP TECHO B3aMMOJIEICTBYET C TMITOTajlaMU-
YyecKoii 00J1acThIO MO3ra, BKJIIOYASICh B PETYJISILIMIO €€
pernponykTuBHbIX LieHTpoB [1, 27, 87]. IlokazaHo,
YyTo 3TO SApo (opMuUpyeTCs B Iepuoje TOJOBOI
mnddeperHaunu mosra [4, 6] a Bo B3pocioM opra-
HU3ME €€ HeUpPOHBbI (PYHKIMOHUPYIOT MOJ MOIYJIU-
DPYIOIIUM BIUSIHUEM TMOJIOBBIX CTEpPOUIOB [8].

M3BecTHO, 9YTO TOPCOMETNAITBHOE SIAPO YIACTBYET
B OpraHM3allUd MYXKCKOTO IIOJIOBOTO TIOBEACHUSI,
BIIMSISI HA YPOBHU moaMMHA B MEIWATBHOM TIpe-
onTtuyeckoi obyactu. JlodbaMuH BBIIEISIETCS B 3TOM
00J1aCTU TIPU TOJIOBOM BO30OYKIEHUU U KOITYJISILIUN
TTOJ MOAYIUPYIOIITUM BIUSHUEM TTOJOBBIX CTEPOU-
noB. Ilpm 3TOM TilyTamMaTr yBEeJIMYMBACT BBIIEJICHUE
nodaMHUHa, CIIOCOOCTBYS MPOAYKIIMU OKCHAA a30Ta
(NO). I'myramaTt B MeaMaJIbHYIO IIPEOIITUUECKYIO 00-
JIACTh TOCTABJISIETCS M3 MENUATBLHON aMUTIAITHI U ST~
pa J0Xa KOHEUHOM MOJIOCKU, KOTOPbIE OMOCPEAYIOT
K Hell 000HsITelIbHYI0 nHpopMatuio [35]. JodpamuH,
royramMaT 1 NO B3amMOIEHCTBYIOT B MeIUAJILHOMN
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MPEONTYECKOM 00JTacTH, BO30YKIass HeIpOMOTOP-
HbI€ aKThI TIOJIOBOTO MOBEICHUS].

3annHuii otaen ME BXooUT B cOCTaB CUCTEMBI LIEH-
TPAIBHOI PEryJsIUU TOMEOCTaTUYECKUX (DYHKIMIA
OpraHmMsama, 4to MoKa3aHO Ha MpUMepe ero BoBjeue-
HUS B PETYJISILIMIO YIJIEBOAHOTO OOMEHa Ha MOJEIU
JIJTOKCAaHOBOTO U CTPENTO30TOLIMH-UHAYLIMPOBAHHO-
ro nuabeta [10, 58]. OHO sBIsIETCS BHICIIIMM HaATUIIO-
TaJaMUYECKUM BETE€TATUBHBIM LIEHTPOM DETYJISILINU
KapIMOBAaCKYJISIPHBIX peakuuii [66, 77, 37], yTo Hau-
0oJ1ee SIPKO MPOSIBIISIETCS B YCIIOBUSIX cTpecca [47].

B coctaBe ME nenrpanbHoro ornena MK BbIsIB-
neHbl, KpoMe TAMK -eprimyeckux, rimyramMmareprumde-
cKue HelpoHbl. [myramareprudyeckue 3hdhepeHTh
JIOCTUTAIOT BEHTPOMEIMNAJILHOE SIIPO TMIOTaaMyca
[27], xoTOpoe SBsIETCS LEHTPOM PETYJISILIMU XKEH-
CKOTI'O MOJIOBOIO MOBEAECHUSI. DTO CorjlacyeTcsl ¢ pa-
Hee IIOJIyYeHHBIMU HAHHBIMU, KOTOPBIE CBUIIETEIIb-
CTBYIOT O TOM, YTO B 3TOM ydyactke ME mMeeT mecTo
1oyioBoit numopdusmMm [57]. DTU maHHBIE MOATBEP-
XKOEHbI KCCAeI0BaHUSIMMU [ 1], KOTOpble MOKa3aau Ha-
Jaue ToaoBoro auMmopdmnama ME meHTtpaimbHOTO
OTJeJia HE TOJIbKO Ha OCHOBAaHMM NAHHBIX TJTAHUMET-
pyu, HO M pa3In4nii B BEIMYMHAX POCTPO-KayTaIbHOM
MpOTsKeHHOCTH 3Toro sapa. Ilomosoit mumopdusm
BBISIBJICH TakkKe TPpU M3YYEHUU peaklMu HEWpOHOB
3TOIO SIIpa Ha TOHAI9KTOMMIO, a TaKKe B KAPUOMET-
pUYECKNX, TNITAHUMETPUICCKIX U JIEKTPOHHO-MUK-
POCKOIMMYECKUX MCCIIeA0BaHUSIX [67], 1 pa3IUdHOTO
THUIIA 3JIEKTPOIUTUIECKIX Bo3aeiicTBusx [78, 88]. Ha
OCHOBaHUM MOJYICHHBIX TaHHBIX, YIIOMSHYTHIE BbI-
11I€ aBTOPBI BBICKA3aJIY MTPEITIOOXEHUE, YTO 3TO SIAPO
MK ocyiiecTBisier (pyHKIIMIO MOHUTOPUHIA B OTHO-
IIEHUH YPOBHS 3CTPOT€HOB B KPOBU WJIM 1LIepeOPOCIIH-
HaJIbHOM >XXKUAKOCTH. Biusist, Takum oOpa3oM, Ha CeK-
pELIMIO TOHAIOTPOIIMHOB, OHO MOXET BKIIIOUATHCS B
LIEHTPpaJIbHbIE MEXaHU3MBbI YIIPaBICHUS 3CTPaIbHBIM
LIMKJIOM U TIOJIOBBIM MoBeneHueM [73].

CBeneHuss O XxapakKTepe BHYTpUaMUTIAISIPHBIX
cBsa3eit MK [68, 69], maHHBIe O BIUSTHUU 3CTPOTCHOB
Ha TnepexuBatoiye HeiipoHbl ME [64] 1 pe3ynbTaThl
9KCIIEPUMEHTAIBHBIX UCclienoBaHuit [1] MO3BOASIOT
BBICKA3aTh IMpPEAIIOJIoKeHrue O ToM, 4ro ME 1eH-
TPaJILHOTO OTIIeJIa, PACIIOJIOXEHHOE MEXKIY TBYMSI 30-
Hamu nosioBoro aumopcpusma (3I11) — mepenHuMm
KOPTUKAJIbHBIM M JIOPCOMEIMNAJIBHBIM SIIpAMU BbI-
MOJIHSIET PacIOpsAUTeNIbHbIE (DYHKIIMH, PETYIUPYS
B3anMoOoOTHoILIeHUs yKa3zaHHBIX 3I1. B onpenenenun
XapaKTepa ero BIMSHUI Ha 3TU IPOLIECCHl OOIBIIYIO
pOJib, BUOMMO, WUTPAIOT PELMIIPOKHBIE OTHOIICHMUS
JIBYX CUCTEM: OOOHSITEIbHON U MeIN00a3aIbHOTO TH-
norajiamyca [48].

Omnupasick Ha JaHHbIe O dutoreHesy [13], oHTO-
redesy MK [25] 1 pe3yabTaThl aHajIM3a XOMOJIOTHYE-
CKUX McciienoBaHuii [68, 1] MOXXHO ITpennosaraTh, 4To
dopmupoBanre ME mepegHero otraesa MpoU30IILIO
Mo3aHee ero yacTeii B 3agHeM otaeiie MK, Tak xke Kak
M BCEX CTPYKTYP pocTpanbHbIX yacTeit MK. B monp3y
Ne 2
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3TOTO MPENNnoJoXeH!s] CBUIETEIbLCTBYIOT pe3ybTa-
ThI U3YYEHU S XapaKTepa HEPBHBIX CBA3€H 3TOM YacTu
MK. Kak n3BecTHO, 13 nepenHux otneaoB ME mpo-
UCXOOUT MeAuayibHash BETBb BEHTPAIbLHOTO KOMIIO-
HEHTa KOHEYHOM IOJIOCKU, a TakKXKe BEHTpasbHas
amuraano-dyraiabHas cuctema (BA®D), koTopast, Kak
U3BECTHO, MOSBISIETCS B (DUJIOTeHe3e MO3THEE KOHEY -
HOI MOJIOCKM, W OIpenensieTcsl BIIepBble y aM(puomit
[13]. MHorouucieHHble KoMroHeHThl BA®d mpuco-
eNVHSIOTCS Aajiee K MepeaHeil MenuaqbHOM CBSI3Ke
MO3ra, KOTopasi SIBJISIeTCS KaHaJIoM, 4epe3 KOTOPbIid
ME, u B ieioM MK, oKa3bIBaloT BIUSIHUE HE TOJIBKO
Ha Menuo0as3ajbHbI TUIOTAIAMYC, HO U Jpyrue
CTPYKTYpHI Mo3ra [87].

Mexny yactsasmu ME, pacnonoXeHHBIMA B Tie-
penHeM U 3anHeM otaeiae MK, cylliecTByIOT 1ByCTO-
POHHME CBSI3U, KOTOpbhIe 00ECIeYnBAIOT MEXIY HU-
MU B3auMooOMeH mHdopmanumeii [71]. Tak mokasza-
HO, YTO 3araxoBble CUTHaJIbl U3 MEPETHEro OTAesa
ME nepenatotcs B 3anHuit otaea ME (1 oOpaTHO), B
KOTOPOM HeHpPOHBI 60raTo OCHAIlleHbI pelieNTopaMu
K MOJIOBBIM CTEPOUIAM, UTO CITOCOOCTBYET UHTETpa-
1IMY 3aI1aXOBBIX CUTHAJIOB C TOPMOHAJILHBIMMU [52].

ME TecHO cBsizdaHa ¢ IpYyruMu siipaMyd KOPTUKO-
MeIMaJLHOM TPYMITUPOBKU, CBS3b C spaMu 0asoia-
TepaJIbHOTOM TPYIIUPOBKA U LIEHTPAIbHBIM SIAPOM
MMeEET MECTO, HO OHAa MeHee MHTeHcHBHa [71]. HecMot-
ps Ha 31O Tipeanoaraercs, uto ME, 3a cuet cBs3eit ¢
OazojaTepalibHbIM W ILIEHTPaJIbHBIM SIPAMM MOXKET
BKJTIOYAThCS B (DYHKIIMOHATBHYIO CUCTeMY (popMUpOBa-
HUS TPEBOTU U CTpaxa, a TAK:Ke MoTUBaImif [82, 84].

ME umMeeT NpoeKInHU K SIApY J0oXKa KOHEYHOM Mo-
JIOCKH, TUIIIOKaMMy, Iieperopoake u cTpuarymy [71].
BenTtpanpHas yacth 3amHero ME nmMmeeT cBsi3m ¢ 3a-
HUM U TIEPEIHUM CYObSIIpaMU siapa JloxKa KOHEUHOMN
MOJIOCKHU, TPU 3TOM MOCJeAHEE UMEET BaxXKHbIE CBSI3U
C HEMPOCEKPETOPHOI crcTEMOM rumoTrainamyca [36],
BKJIIOYasi Ba30IIPECCUHEPTUYECKHUE U OKCUTOLIMHEP-
rUyecKyre HelipoHbI TTapaBeHTPUKYJIsIpHOTO siapa. Ha
OCHOBAaHUM JAHHBIX, TTOKA3bIBAIOIIIMX, YTO 9TU HEM-
porenTuabl MOTYT BKIItouaTbesi B ME B peryisinmio
pasIUYHbBIX (POPM COLIMATBHOTO TOBEASHUS, MOXHO
MpeanojaraTb, YTO BeHTpajibHas yacTh 3aaHero ME
MOXET y4acTBOBaTh B PETY/ISILIMU HE TOJILKO 000pO-
HUTEJILHOTO MOBENEHMsI, HO U IPYTUX, HE CBSI3aHHbBIX
¢ nojoM (opM aganTUBHOTO IMoBeaeHus [24, 39].

ME (mpeuMyliecTBEHHO €ro MNepeaHuil OTIen)
umeeT 3 depeHTHbIE CBSI3U C BEHTPaJIbHbIM CTpUa-
TYMOM W C OOOHSITEIbHBIM OYTrOopKoM. DTHU CBSI3U
CIIOCOOCTBYIOT MPUOOPETEHUIO BOMEPOHAa3aJIbHBIMU
CUTHaJIaMM OMOJIOTMYECKOro 3HaueHus [71].

ME nMeeT CBSI3M C OTAECIBHBIMHU SIIpaMU 3pUTEITb-
Horo Oyrpa [89], a TakXe CTPYKTypamMU CpEIHEro
Mo3ra [54, 55], BMecTe ¢ KOTOPBIMU IPUHUMAET y4a-
ctue B (pOpMMPOBAHUM 3MOLMOHAIBHOIO TOBEe-
Husi. ME, (ero mepegHuit 1 3aAHUIT OTAEIbI), UMEET
CBSI3U CO CTPYKTypaMu CHUCTE€Mbl BO3HarpaxKaeHus
MO3ra, a MMEHHO C BEHTPAJIbHOI TeTMEHTAJILHOI 00-

YCIEXU ®U3NOJIIOTUYECKHNX HAYK  tom 50

Ne 2

JIACThIO, C TIPWICKAIIUM SIAPOM U OOOHSTEIbHBIM
OyropkoM, BkJtodast octpoBku Kaiexa [46]. Takxke
U3BECTHO, UTO sIAepHBIe LIEeHTPphl M E gaBIISIOTCS BaxK-
HBIM 3BeHOM BoBJIcueHUsI MK B mmatoreHeTM4ecKue
MeXaHM3Mbl HApKOMaHuu [2, 3].

Nrak, ME kpoMe aHanu3a cieuuuIecKux u He-
cneluIecKux OOOHSITEeJIbHBIX CTUMYJIOB oOpada-
TBIBAET NOJHMCEHCOPHYI0 MH(MOPMALIMIO, IIPUXOIsI-
LIIyI0 K HeMy 1o cucteMe adpdepeHTHBIX BOJIOKOH OT
Bcex saaep MK u apyrux cTpykTyp Mo3ra, ¢ KOTOPbI-
MHJ OHO UMeeT IABycTopoHHMe cBsa3u [71]. IIpuBeneH-
HBIE CBeAeHUS O CBSI3sIX U pyHKIMsIx ME cBuneresnb-
CTBYIOT O TOM, YTO OHO MMEET OTHOIIICHUE K PETYJISILINIA
IIMPOKOTO Kpyra IIpoLeCcCOB, HAYMHAS OT OTAE/IHHBIX
GYHKUMNA 10 LIEJIOCTHBIX MOBEICHYSCKMX akToB. I1pn
3ToM cBsI3U 4acTeii ME, pacrnonoxeHHBIX B pa3HBIX
otaenax MK, nMeroT cBou MyHKThHI Ha3HAYCHUSI, HO 3a
CUET B3aMMOCBSI3eil MEXIy STUMM YacTSIMU sIipa Ipo-
HWCXOOUT UHTeTpaLus ¢GopMupyeMoii MH(popMaLn.

OHTOTI'EHE3

OBOMOIIMOHHO-MOPGOJIOTNYeCKas: MHTePIpEeTaLus
OCOOEHHOCTEM LIMTOAPXUTEKTOHNKY 1 HEHPOHHOI Op-
raHu3alMuy pasHbIX oTaea0B ME, yka3biBaloliasi Ha Ux
CTPYKTYPHO-(YHKIIMOHAIbHbIE OCOOEHHOCTU, MpPEI-
orpeJie/ieHHbIe Pa3IMYHbIM (PUIIOTeHETUUECKUM BO3-
pacTtoM, MOATBEPKAAETCS JaHHBIMU MO (opMUpoOBa-
HUIO 3TOTO siipa B OHTOreHese. Ele kiaccuueckue
HEeNpOrucTojiornyecKre ucciaemoBanms [15] mokasa-
1, yto ¢opmupoBanre MK HaumHaeTcs ¢ ero 3aj-
HEro otaesjia, U UMeeT Kaylo-pOCTPpalIbHbIN BEKTOD.
Kpome Toro, ME 3amHero otnesia HaXoouTCs B Iepu-
BEHTPUKYJISIDHOW 30HE HUXKHETO pora 60OKOBOTO Ke-
Jiynouka. MU3BecTHO, UTO B Mpoliecce UCTOPUUECKOTO
pPa3BUTUS MO3ra UMEHHO B 3TOI 30HE MPOUCXOAUT
reHepalusi HEipoHOB, KOTOpbIE, 3aTEM, MUTPUPYS K
MOBEPXHOCTU HEPBHOI TPpyOKHU, AalOT Hadajiao ¢op-
MUPOBAHUIO PA3IMUHbIX CTPYKTYp MO3ra.

Ha poctpanpHoM ypoBHe 3agHero otaeiia MK y
KpBIC OJIMIKE BCEro K CTEHKE HIDKHETO pora 60KOBOTO
KeJyaouKa JIEXKUT AOpcoOMeaualibHOe siApo, Ha Ka-
yIaJlbHOM YPOBHE 3aQHETO OTAeNa — 3aJHee MeIu-
ajlbHOE sApo. boibllle HUTHE HA TEPPUTOPUM KakK
LIEHTPaJILHOTO, Tak M mnepenHero otaena MK ero
CTPYKTYPBI He UMEIOT KOHTAKTa C XeIyI0YKOBOM C1-
cTeMoii Mo3ra. B mepuBeHTPUKYJIIPHBIX 30HaX B CO-
CTaBe BCEX paccMaTpUBaeMbIX CTPYKTYp, COCTABJISIIO-
VX TTaJICOaMUTIATy, HAMU TP U3YYEHUU HEMPOHHOIM
OpraHM3aly BBISIBICHBI Hepo0O1acToOhOpMHBIEC HEli-
POHBI, KOTOPbIE MOJYYWIN CBOE Ha3BaHWE OT TEpMUHA
HeipoOIacThI, T.K. OUEHb IOXOXK HA HUX IO CBOMM Xa-
pakTepucTrKaMm [14]. DTi HEMpOHEBI Yallle BCETO BCTPE-
YaJMCh B AOPCOMEIUATbHOM siape. OHU UMeJIU 1Ba—TpU
TOHKHX, CIa00BETBAILINXCS OEHAPUTA, KOTOPhIE OT-
XOIWIN OT OKPYIJIbIX TEJI, pacIiojiarasich, Mo YoM
JIPYyT K ApYry. XapaKTepUCTUKU 3TUX HEHPOHOB MO3-
BOJISIIOT TIPENNOoJaraTh, YTO OHU SIBIISIIOTCSI SKBUBA-
JIEHTaMU IPOT€HUTOPHBIX KJIETOK.
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Ha npaBoMepHOCTh TAKOI0 MPEANOI0XKEHUS yKa-
3bIBAIOT PE3yJbTaThl HccenoBaHuil [91], BBISIBUB-
IIMX HAJIMYKME YaCTUYHO KOMMUTHUPOBAHHBIX KJIETOK-
MNpenlIeCTBEHHUL HEMPOHOB B IEPUBEHTPUKYJISIPHOM
30He 3agHero oTnesia MK yenoBeka B MaTepuaie, B3s-
TOM IJIsl aHaJM3a MPU ayTONCUSIX. DTU aBTOPbI OXa-
pPaKTEepU30BaJIM BBISIBJIEHHBIE TPYMIIbl KJIETOK KakK
“OJIMroneHAPOLIUTONONOOHKIE”, 00JIagaIoNnIie MaJlbl-
MU pazMepaMu, UMEIOIMMU OKPYIJIbIe Tea C IBYMsI-
TpeMsI OTPOCTKAMU, C UTHTEHCUBHO OKPAIIIMBAIOIIIMCSI
SIIPOM, coaepXKaIM 0a30dIIbHOE SIAphIIKo. VM-
MYHOIIUTOXMMUYECKN B 3TUX KJIETKaX BBISBIISIUCH
MAP-2 u 1y6ynun B-111, Bcl-2, T.e. MapKepsbl, 1M03-
BOJISIIOIIE UACHTU(UILIMPOBATH TPEIIIeCTBEeHHUKU
HelipoHOB [18]. UHTepeCHBIMU 1 BaXKHBIMU SIBJISTIOT-
cs1 HabmoneHus: [38], BBIMTOJHEHHBIE Ha B3POCIBIX
caMml1iax JIyroBbIX nojieBoK (Microtus pennsylvanicus).
DTU aBTOPHI BEIIBIJIN IPOTeHUTOPHEIE KiIeTK B MK
C TIOMOIIBI0 MapkKepa IIpoaudepanud OpoMOypHU-
auHTpudocdata (BrdU). bonbias yacth (44%) nipo-
TEHUTOPHBIX KJIETOK MMeda (DEeHOTUITNIECKHUE TIPU-
3HaKW HEMPOHOB, MeHbIas (35%) — KIIETOK TJINMN.

Becbma yOenuTeIbHBIMU B CHUTY OOJIBIIION TIIA-
TEJIbHOCTHU TIPOBEIEHHOTO MCCJIEIOBAaHMS SIBIISIIOTCS
pe3yabTaThl aBTOpaguorpauyecKoro u3ydeHus pas-
BUTUSI MO3Ta KphIC, BBIMTOJTHEHHBIE [25]. OH roka3zai,
yTOo CTpYyKTYphl MK (hopMupyoorcst u3 eamHOro 1c-
TOYHMKA — HEWposmUTeIrs OOKOBOTO KEJIyZodKa.
M3 Hero cHavalia MosIBIISIFOTCSI TPU OCHOBHEBIX IIEHTpa
reHepaluy HeMPOHOB, OMHUM U3 KOTOPBIX SIBISICTCS
3a4aToK MeauanbHoro sapa. I1pu aTom yoaeTcs mpo-
CJIEIUTh HaJM4ue Kaydo-pOCTPaJbHOTO TpaJueHTA,
KOTOPBII MPOSIBJISIETCS B TOM, YTO HEMPOreHE3 HAaU U -
HaeTcs ¢ 3agHero (KayJaJbHOTro, OKIIUIIMTAILHOIO)
nojtoca MK u pa3BuBaeTcsl 1o HapaBJICHUIO K €ro
POCTpaJIbHOMY ITOJIIOCY.

CornacHo gaHHBIM Bayer [25], u3yuasiiiero Heii-
poreHe3 MK y kpbic ¢ 12 1o 22 neHb SMOpHoOreHes3a ¢
noMolibio *H-TUMUIMHA, OCHOBHBIM MECTOM TeHe-
paluy HEMPOHOB B MeIMAaIbHBIX 30HAX 3aJIHETO OT-
Jiesa sIBJIsieTcsI 00JIacTh, I B MocaeayolieM audpde-
peHLIpyeTca AopcoMenunanbHoe siapo. Ha 16 neHnb B
3TOM sIIpe nMeu MeTkKu 88% KieTok. B mmocienyro-
IIeM MUTpALMs HEMPOHOB U3 3TOI 001aCTU IIPUBO-
IUT K (OPMUPOBAHUIO APYIUX SIIEP, pacrojararo-
IMXcsl B MeAn00a3aIbHOM YTIIY TTOyIIapus. ¥YMecT-
HO HAIlOMHUTbH, KaK OBLIO YKa3aHO BBIIIE, YTO B
OoHTOreHe3e y yenoBeka MK HaumHaeT dpopmupo-
BaThCS C €ro 3agHero otaena [15].

DTa e 3aKOHOMEPHOCTD BbISIBJIEHA B MCCJIEI0BA-
HUsIX [45] ¢ uCnoab30BaHUEM TeHETUUECKUX MapKe-
poB murpauuu HeiipoHoB (NP2 and AP2a). ABTopa-
MU MOKAa3aHo, YTO Ha paHHUX CTaIUsIX IMOpHOTeHe3a
06e3XBOCTHIX aM(puouii (Xenopus) 3a4aTOK 3agHEN 10-
0aBOYHOI OOOHSITEJIbHOI JIYKOBUIIbI TIOSIBISIETCS B
3agHeM oTaene MK B TeCHOM KOHTakTe ¢ Meauasb-
HBIM SIIPOM, TIepeMelasicCh B €ro nepeHuit oTaen, K
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MECTY CBOETO PACIIOJIOKEHUS BO B3POCIIOM OpraHu3-
Me, TTO3IHEE.

Ha coBpemMeHHOM 3Tane MexaHu3Mbl (hOpMUPOBa-
HMSI MO3Ta B OHTOT€HE3€ U3YJaloTCsI C UCTIOJIb30BaHEM
JMOCTHKEHUI MOJIEKY/ISIPHOM TeHETMKU Ha OCHOBaHUM
BBISIBJIEHUSI B TMCTOTEHETUYECKUX (TIPOTEHUTOPHBIX)
JIOKyCax PeryJsiTOPHbIX T€HOB/aKTUBHBIX TPAHCKPUII-
LIMOHHBIX (hakTOpoB. [Ipr 3TOM aBTOPHI UCCIIeTOBAHUIA
10 FTeHOAPXUTEKTOHUKE M0JIaratoT, YTo (PaKTOPhl TpaH-
CKPUIILIMU, XapaKTEePpHbIE TSI Pa3IAYHbIX TPYIIT HEeM-
POHOB WJIN YHUKIbHBIX SIIEP, MOTYT CIIY>KUTh MOJIE-
KyJIIPHBIMU MapKepaMu 3TUX ToJpa3feIeHuil Mo3-
ra. Onupasicb Ha TU JaHHbIE, B OydyIlIeM MOXHO
OyIeT MPOBECTU JETATbHYIO PETMOHATU3ALIMIO0 KOHEY-
HOro MO3ra M YTOYHMUTh MeXaHU3Mbl (DOPMUPOBAHMS
dYHKIMOHAIBHBIX cucTeM [65]. Taxke mpemamonaraer-
Csl, YTO BBISICHEHME TOTO, KaK CIelIMaIn3upyIOTCs Hel-
POHBI B T€X WJIM MHBIX O0JIACTSIX MO3ra MyTeM yJyacTust
B 9TOM IIPOLIECCE OIPEeAeIeHHBIX TEHOB, MOXET CIO-
CcOOCTBOBaTh MOHVMMAHUIO 3TUOJIOTUM MCUXUYECKUX
pPACCTPOMCTB, CBSI3aHHbBIX C HapylleHUueM (hyHKIIUO-
HUPOBAHUS CTPYKTYp Mo3ra [32, 72].

OmHYM 13 OCHOBHBIX HAITpaBJIEHUI B HEMporeHe-
TUKE TIePEeTHETO MO3Ta SIBJISIETCS BbISIBIEHUE UCTOY-
HUKOB (DOPMHMPOBAHUS CTPYKTYp MO3Ta, a UMEHHO,
SIBJISTIOTCST JI CTPYKTYPBI TIPOU3BOIHBIMY MMAJTUyMa
(raia, MOKPBIBAIOIIEro MOBEPXHOCTh MO3Ta) WJIU
cybonayummyma [53, 60, 75, 79].

IMokazaHo, uyto aKkcnpeccus reHoB Dix-2 v Nkx 2.1
TIPOUCXONIUT B CyONaJuIMyme, B TO BpeMs Kak Pax-6,
Tbr-1wn Emx-1 B nmajummyme [76]. O6HapykeHHMe dKC-
MPEeCCUU STUX T€HOB B CTPYKTYypaxX MO3ra MO3BOJISIET
OOHAPYXUTh, TTPOW3BOJHBIMY TAJUTUYMa WU CYO-
MaJTMyMa OHU SIBJISTIOTCSL.

INonydeHHBIEe JaHHBIE WILTIOCTPUPYIOT, UYTO B (hOp-
muposann MK, n ero ME y MiekonmuTaioninx yJacrt-
BYET KaK MaJUIMyM, TaK U CyOIaJUTMyM, a TAKKe HEKOTO-
pble 3KCcTpaTelieHIedanTnIecKue IOMEHBI, CIIEICTBUE
Yero 3TO SIAPO SIBISIETCSI TUCTOTCHETUYECKU CIIOXKHOM
CTPYKTYPO# B3POCJIOrO MO3Ta C Ype3BBbIYaiHO MHTEH-
CUBHBIMU MOP(MOreHeTUUYECKUMI U MUTPALIMOHHBIMU
MpoI1ieccaMy BO BpeMsI pa3BUTHS y Bcex TeTpariof, [75].

BoisicHeHo, 4yTO hopMHUpOBaHUE NOPCOMeEINATb-
HOTO Si/Ipa MPOUCXOAUT U3 Kay10-BEHTPAIbHOIO MaJl-
JIMIAJIBHOTO TIOAPA3[EEHUs] IKCTpareeHedainye-
CKOT'O ITPOr€HUTOPHOTO JOMEHA — MepeaHeN MeTyHKY-
JIIPHOM 00/1aCTH, 11T KOTOPOI XapaKTepHa SKCITPECCHsI
reHoB Lhx6, Nkx2.1, Calb1-b (28,29, 40, 56]. Yactu ME,
¢dopmupyeMble TIpU y4aCTUM STUX TE€HOB/TpaH-
CKPUITIIMOHHBIX (paKTOPOB BOBJIEYEHBI B PETYJISLINIO
PENpPOAYKTUBHOTO MOBENCHUST, CTUMYJISILIVSI KOTOPO-
ro ocyiectpisiercs: ¢pepoMoHamu [31]. DreHmuma
0OOKOBOTO pora JJaTepajibHOTO XeJIyA04Ka, Mo KOTO-
pBIM pacriojiaraeTcs JOPCOMeAUaIbHOE Aapo, dop-
Mupyetcd nipu yyactuu Pax6, Emx1 w Lhx2 [21, 61,
62, 75].

BrisiBnieHHast akcnipeccust reHoB Ofp u Lhx5 yka-
3bIBAa€T Ha TO, YTO cyononysinus HeiipoHoB ME Mo-
Ne 2
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KET MMETbh MCTOYHMKOM CYIpa-omnTO-TIapaBeHTPU-
KYJISIDHBIN TOMEH TUITI0TaJaMUYeCKOM 001acTh MO3-
ra [56]. INockonbKy skcmpeccusi Ofp OTMedeHa B
HelipoHax, TMPOMYLIMPYIOIIMX Ba30MPECCUH/OKCUTO-
1uH [90], HelipOHbBI, KOTOPHBIE SIBJISIIOTCS TIPOU3BOIHBI-
MM 3TOTO JIOMEHA, MOTYT ObITh CTEPOU-UyBCTBUTEIb-
HBIMU U, MPEATONOXKUTEIBHO, ONPEIEISIOT CTEPOUI-
3aBUCUMBIE aCTEKThl CEKCyaJIbHOTO, MaTEPUHCKOTO 1
arpecCUBHOTO MOBEACHMUSI.

ITpeonTruueckasi 06JacTb TaKXKe SBJSIETCSI OMHUM
W3 IIPOT€HUTOPHBIX TOoMeHOB (dopmupoBanus ME.
DTa 00JIaCTh JICKUT I104, OCHOBAHMEM IEPETOPOIKU
MO3ra, OKOJIO TlepeIHe KOMUCCYPhI U JTOKaIU30Ba-
Ha JopcojaTepajbHOM PETMOHE IIPEOITUIECKOiT 00-
nactu [40]. dist Hee xapakTepHa 3Kcnpeccus Shh, a
pa3BuBamwlIecs HelpoHsl sBisioTcss [AMK-epru-
yeckuMu u comepxatr NO-cuHrazy [43]. Takxke co-
rnmacHo gaHHbBIM [40] M3 JoMeHa B IIPEOINTUUECKOMN
obyiactu obpasyiorcs nepeaHee ME 1 BeHTpanbHast
yacTh 3agHero ME. DToT dakT 00Ilero uCToYHMKa
obpaszoBanust ME niepennero 1 3agaero otneaoB MK
3aC/Iy>KMBaeT BHUMaHUS B CBSI3U C TEM, YTO 30HbI TTO-
JIoBOTrO TuMopdu3mMa, onrcaHHble B MK, 1okanu3yior-
cs1 Ha Tioimocax MK. OHM CBSI3aHBI ¢ pePONYKTUBHBI-
MU LIEHTPaMU MPEONTUYECKON 00J1aCTH, U BOBJICUCHDI
B PETYJ/ISILIMIO 3CTPAILHOIO LIMKJA [1].

BenTtpanbHas yacth 3amHero ME, mpexne Bcero
€Tro IIOBEPXHOCTHAs CBSI3Ka, SIBJISICTCS IPOU3BOTHBIM
BEHTPaJIbHOTO MaJUIMyMa, IJIsI KOTOPOro XapakTepHa
sKkcrnpeccus reHa Lhx9, Lhx2, Thrl [41, 28, 29, 56].
Taxoke mokazaHO, YTO BEHTPAIbbIil ITAJUILYM SIBIISIET-
Csl HWCTOYHUKOM TeHepaldy TJIyTamMaTepruyeckKux
HEMPOHOB BEHTPAJILHOM YacTU LIEHTPaJbHOTO/3alI-
Hero ME, xoTopsie ¢BsSI3aHBI C IEHTPaMU TUIIOTajia-
Myca, COBMECTHO ¢ KoTopbiMu ME yyacTByeT B pery-
JISIMY arpecCUBHOrO IoBeaeHus [31].

Baxnyio nHgopMmaimio o BpeMeHU (popMUpOBa-
HUS SIACPHBIX M MEXYTOYHBIX (hopMallvii B 3aTHEM
otnene MK comepxkaT pe3yabTaThl aHaiIM3a Mopdo-
reHe3a 3THX CTPYKTYp B IIOCTHATaJbHOM IIEPUOIE
(I1I1), naunnuas ¢ 21 g III1, T.e. ¢ MOMeHTa, Koraa
Bxonsiue B coctaB MK cTpykTypbl HAaUMHAIOT pac-
IMO3HABaThCS Ha OCHOBE IMUTOAPXUTECKTOHMYECKUX
kputepues [7]. IIpoBeneHHBII aHAIN3 LIUTOAPXUTEK-
TOHMKM U UHTEHCUBHOCTH aIloITo3a (Kak IoKas3arte-
JISI 3aBepIICHUS IIPOUCXOISIINX IIEPeCTPOeK) ITOKa3all,
yTO0 MOp(OreHe3 yka3aHHBIX (popMalimii XapaKTepu3y-
eTCsl TeTepOXPOHMEH, 00YCITOBJICHHOM CIIOXKHOCTBIO MX
CTPYKTYPHOIT OpraHU3aLyu, IIpeaonpeacieHHOM (hHIo-
reHeTmdeckuM Bo3pactoM. Ha 21-i1 nensn I1IT xopoiiro
nruddepeHINpyeTCs TOJIBKO JOpCOMenralbHOE SIJI-
po, Ha 24—28-ii n1eHb — JopcajibHasl YacTh 3aJHETO
MeIUaJbHOTO SIIpa, BEHTpaJIbHas YaCcTh 3aTHETO Me-
JMAJILHOTO Si7ipa, SIBJISIONIAsiCS MEXKYTOUHOM (hopma-
nueii, nuddepeHurpyeTcs Ha 28 IeHb.

IMonyyeHHBIe pe3yabTaThl MOKa3aau, YTo Mopdo-
TeHe3 B sSIIepHBIX CTPYKTypaX (IopcoMemuaibHOe 1
mopcajbHas 9acTh 3aqHETO MEeIUaIbHOTO sapa) 3a-
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BEpIIAeTCsI paHbllle, YeM B MEXYTOUHOI (popMaLnu,
YTO SIBJISIETCS CJIEICTBUEM UX O0JIee MPOCTOM CTPYK-
TYPHOI OpraHu3alluM BCJICACTBHE 0OOJiee paHHETrOo
dopMupoBaHus B pUIIOTEHE3E.

VY npuMaToB OHTOTEHETUYECKHE MCCIICIOBaHUS,
BBITIOJITHEHHBIE C KCIIOJIb30BAHMEM aBTOPaguoOTpa-
¢dUrIecKoi TeXHUKHU, TOKA3aJIH, YTO MePBbIC TOCTMU-
TOTUYECKME HEHPOHBI OMNPEHCISIOTCSI B KOHCYHOM
Mo3re B paitoHe popmupoBanusg MK [51], aTo mo3-
BOJISIET TIpeanoJiaratb, ytro MK gBiasieTcs cTpyKTy-
pOil KOHEUHOro Mo3ra, (OpPMHUPOBAHUE KOTOPOIA
MMPOM3OIIIJIO Ha CAMBIX PAHHUX 3TallaX UCTOPUIECKO-
r'o pa3BUTUSI TTO3BOHOYHBIX.

OUJIOT'EHE3

Kiaccuueckue Heitporucrojiornueckye uccieno-
BaHUsI, BBITIOJIHEHHbBIE HA Pa3HbIX IMPEICTaBUTESX
XOPIOBBIX, TO3BOJIMJIM YCTAHOBUTH, YTOo MK hopmu-
pyeTcsl Ha caMbIX paHHMX 3Tanax (pujioreHe3a rojioB-
Horo Mo3ra. Y muHorn MK — HeOoJbIass, He4eTKo
nuddepeHIMpoOBaHHAS KJIETOYHAsT Macca, OorpaHu-
YeHHas] MPUMOPIUIBHOU NUPUMGOPMHON KOPOIA.
V pr16 u ampuouiit MK Moxer OBITh TToApasaeiaeH Ha
TPpU 51pa; Y MJIEKOMUTAIOIIMX €CTh YK€ ABE OoJblIre
siIepHbBIE TPYTIIBL: (prIoreHeThYecKasi cTapasi — KOpTH-
KoMenuajibHas U (pujoreHeTM4ecku HoBasi — 0a3o-
JlaTepajibHasi; y TIpMMaToB W YeJIOBeKa MOCeIHsIsT A0-
cruraeT HauboJbiuero pa3putus [50, 80], uro oOycioB-
JICHO IIPOrPECCUBHBIM pa3BUTHEM HeoKopTekca [83].

Ha coBpemeHHOM aTane cBeneHus 1o ¢pujioreHe-
3y MK u ero ME yTouHeHBI ¢ HOMOIIBIO TeHETUYE-
CKMX TEXHOJIOTH, KOTOpPbIE MO3BOJISIIOT IOJIyYaTh
JIOCTOBEpHYI0 MHGMOPMALIMIO O TOMOJIOTUU U3ydae-
MBIX CTPYKTYP MO3Ta pa3JIMYHBIX TIpeICTaBUTEIICH
ITO3BOHOYHBIX.

AHanm3 3KCIIPeCcCUM IeHOB/TPaHCKPUITLIMOHHBIX
daxkropoB Lhx2, Lhx9, Pax6, Islet 1, NKx2, Lhx6 n
Lhx5 B oTOenax nepegHero Mo3ra B aMOpUoOreHese y
MJICKOTIMTAIONINX, PENTWINI 1 IITULL, C OCOOBIM aK-
eHToM Ha MK, nmo3Boawi [56] BBIIBUTH Y BCEX UC-
CJIeIOBaHHBIX BUIAOB MHOXECTBEHHOCTb MPOTeHUTOP-
HBIX CEKTOPOB, BKIIFOYAIOIINX (IT0 MEHBIIIEei Mepe): 1Ba
MaJUTMAJIbHBIX, TPY CYOIa/UIMAIbHBIX M OMWH TUIOTAajIa-
Muueckuii foMeH. [Ipu 3TOM Takske mpezdrnosiaraercs,
YTO HEKOTOpPHKIE CTPYKTYphl MK MOryT IIporcxonurts u3
TaJITAaMUYECKOTO BO3BBINICHUS [75, 22]. MHOXecTBeH-
HOCTb MPOTEHUTOPHBIX TOMEHOB OOBSICHSIET, IO MHE-
HUIO aBTOPOB CTaTbU, CJIOXHOCTh CTPYKTYPHOI Opra-
au3anmn MK, KocBeHHO TonTBep:Kaast ITOJIOKESHMS
KoHI1Iemnmu o cyocrpate MK Kak simepHO-TTaleOKOPTH -
KaJIbHOM KOMITOHEHTE Mo3ra [9].

C noMoIlIbl0 UMMYHOTUCTOXUMHWUYECKUX MapKepoB
(FTAMK, NO-cuHTa3bl) BBISIBICHHBIX COBMECTHO C
TpaHCKPUITIMOHHBIMU (bakTopamu Nkx2.1 n Islet-1 n
IOTOJTHEHHBIMU M3y4eHUeM cBs3eil [60] rmokaszanu
romoJjioruio siaep MK (MeanaabHOTO, IEeHTPaJILHOTO
U JIaTEpaJIbHOI0) Y OECXBOCTBIX M XBOCTAThIX aMu-
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Oouii. OCHOBHBIMM MeCTaMU TeHepaluud HEeHpPOHOB
npu ux (GOPMUPOBAHUU SIBIISIETCS BEHTPaJIbHBIN
NaJIJIMyM U CyOITaJUIMyM, MEIUAJIbHBIN TaHIJIMO3HbBII
Oyrop, mepemHssl IeAyHKYJIsIpHas o0JIacTh M, BO3-
MOXKHO, mpeonTuueckasi 0oacTtsb [40]. I1pu aTOM HE00-
XOIUMO 0C000 OTMETUTh, UTo ME y ampubduii (T.e. Ha
PaHHUX CPOKaxX MCTOPUYECKOIO Pa3BUTHSI MO3BOHOY-
HbIX) (hopMUpYyeTCs Ha pa3HBIX CTAAUsSIX OHTOIeHe3a C
y4acTHEM Pa3IMYHBIX THCTOICHETUYEeCKX JoMeHOB. Ha
PaHHUX CTaIUsIX B €T0 “cOo3MaHni’’ TIPUHNMAIOT YJacThe
cyonayuMagbHBIC CTPYKTYPHI, a Ha OoJiee IMTO3MHUX — IT0-
SIBJISTFOTCSI HEKOTOpble MaJlIMajibHble MapKepbl [59].
Vyactire naumyMa B popmupoBanut ME y maekonm-
TarOIIMX, PENTWIMI U NTUL] TOKa3aHO IIPU UCCIIeA0Ba-
HUM TaKUX T€HOB/TPaHCKPUITLIMOHHLIX (DAKTOPOB KaK
Lhx2, Lhx9, Pax6, Islet 1, NKx2, Lhx6wn Lhx5[56]. Tak-
K€ YCTaHOBJIEHO, UTO MOBepXHOCTHasI cBsi3ka ME 1ie-
peaHero, LIEHTPATLHOTO OTIEI0B, M BEHTPaJIbHOM YacTh
3aIHETO MEIUAJIBHOTO spa SIBISIETCS IIPOM3BOIHBIM
BEHTPAJIbHOTO MaJLTyMa.

Ha ocHoBaHuM aHanu3a CBEACHUI JUTEpPATYphI
110 3BOJIIOIIMOHHOM Mopdoitornn mo3ra [70] mpuxo-
IUT K BbIBoay, YTo MK mipencrasisieT coboii cTpyK-
TYpY, KOTOpasi HOCTOSIHHO TIPUCYTCTBYET B MO3TY KaK
HU3IIMX, TaK U BBICILIMX TO3BOHOYHBIX U YCJIOXHSET-
Cs1 B IPOLIeCcCe IBOITIOLIMU TeTpanod (AHAaMHUOT 1 aM-
HUOT). Y pa3HbIX MIpeICTaBUTENEI TO3BOHOUYHBIX MO-
JKeT ObITh BbISIBJIEHA TOMOJIOTHSI BCEX KOMITOHEHTOB
MK, BOJOKHMCTBIX TPAKTOB 1 (DOPMUPYIOIIUXCS C
y4yacTHeEM ero siep GyHKIIMOHATbHBIX CUCTEM.

Hapsiy ¢ 3TvM BBISIBJIEHBI U OTpENEIeHHbIE Pa3u-
yust. Y mitekonuramoiux B popmuposanu MK yyact-
BYeT KaK BEeHTpaJIbHbII, TaK U JIaTepabHbII NaJTUYM, B
TO BpeMsI KaK y 3aypOIICUIOB TOJIbKO BEHTPAJIbHbIN, IS
KOTOPOTo xapakTepHa akcnpeccust Lhx2 and Lhx9[56].

B To Bpewmsi, kKak (hopMUpOBaHUE IIIyTaMaTepru-
yeckux HelipoHoB ME y miekonuraromumx, 3aypor-
CUIOB U aMMpUOUl TPOUCXOOUT M3 BEHTPaJIbHOTO
MnajuinymMa, mpeornTUYeCKrUil JOMEH BbISIBJIEH TOJIbKO
Y MJIEKOTIUTAIOIIUX U 3ayPOICHI0B, CYIIIECTBOBAaHUE
ero y amcubOuii Ioka BBI3BIBACT BONpochl [34].
Y MiIeKonuTarIIuX BBISIBIEHO, 4YTO HeilpoHbl ME,
SIBJISIIOIIMECS] TIPOU3BOIHBIMU TIPEOTITUYECKOTO J0-
MeHa sBisitorcs TAMK-epruueckuMu 1 MHOTUE U3
HUX HUTpeprudeckue [43]. ¥ 6ecxBocThix aMpuomii
oOHapyXeHBbl HelipoHBI, cogepxkamme NO-cuHTa3y
[63], 1 BO3MOXKHO B OyaylieM OyayT BbISIBIEHBI IpY-
rue reHeTUYeCKre MapKephl.

Kak y muiekonurarmommx, B XKeJIyIO0YKOBOW 30HE
najuiuyma y Kyp, yeperax v xaobl Xenopus Iporcxo-
ouT skcnpeccust Pax6, Emx1w Lhx2 |21, 56, 75].

IMannmaym Kak IIPOreHUTOPHEBIN TOMEH (popMu-
poBaHust ME oOHapyeH y BCceX TeTpariof, OH XapakK-
TepU3yIloTcs 3Kcapeccueit reHoB Nkx2.1 and Lhxo6,
KOTOpbIE€ y4YacTBYIOT B (DOPMUPOBAHUU PETIPOAYK-
TUBHBIX LIEHTpOB ME, CBs3aHHBIX C 3amaxoOBBIMU
curHajnamu [31]. OgHako, y ITUIl, IpeacTaBUTEIb-
CTBO CTPYKTYpP, KOTOpbIE SBJSIIOTCS €ro MpPOU3BOJI-
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HBIMU, MEHee BBIpaskeHO. DTO, BEPOSITHO, CBSI3aHO C
TEeM, UTO y NTHUIL IPOUCXOIUT PErpeccusi 0OOHSTEIb-
HOIi CUCTEMBI, OTHAKO, HEOOXOAUMBI JTOTIOJTHUTEb-
HBbIE MCCIIEIOBAHUS TPEICTaBUTENICH 3aypOIICHIOB,
KOTOpPBIE UMEIOT Pa3BUTYIO OOOHSITENIbHYIO CUCTEMY
(HampuMep, y SIIEepULL).

SAKJIIOYEHUE

ME pacnosnaraercst B Menuo-0a3aaIbHOM YIJIy 1O~
JIyliapusi KOHEYHOTO MO3ra, BXOIUT B COCTaB (DUIIO-
FeHEeTUUYECKHU APEBHEr0 KOPTUKOMEINAIBHOTO OTIe-
JIa ¢ caMbIX paHHUX 3TaroB opmupoBanuss MK u
COXpaHSIETCS Ha TIPOTSKEHU M €T0 DBOJIIOIIMY B MO3TY
BCeX MMO3BOHOYHBIX, BKJIO4as yejoBeka. B cuiy aTo-
ro, mpoucxonsmre nepectpoiiku B MK B mpoitecce
SBOJIIOLIMM MO3Ta HaXOmIT OTpaXkeHHE B €r0 CaMOM
JIpeBHEM — MeIMaJIbHOM SIApeE.

Ienpio 0630pa IBUJICS aHAJINU3 CBEACHMI TUTEpa-
TYypbI IO LIUTOAPXUTEKTOHUKE, HEUPOHHOM OpraHu-
3allMM, CBSI3SIM U (DYHKLIMSIM, a TAK:KEe OHTOTEHE3y U
dunoreHesy ME, nposicHSIIOIIMI TIpeacTaBIeHUST O
IepecTpoiiKax, KOTOpbIe MPOMCXOAWIM B Ipolecce
spomonn MK.

AHanu3 nuToapxuTeKToHukn ME mokasan, 4to
BXOJSIIIME B COCTaB Pa3IMYHBIX OTAe0B yacTu ME
MMEIOT OCOOCHHOCTU CTPYKTYpPHOI OpraHu3aliiu,
BCJIEACTBUE 4Yero, €My Mpucylia — rerepoMopd-
HocTb. B nmepentHeM u 1ieHTpaabHOM oTaeiax MK u B
BEHTpaJIbHOM YyacTu 3amHero otaeia MK oHo nmeer
XapaKTep MEXXYTOUHOM (popmaliu, a B COCTaBe 3all-
HEro oTIelia ero cyobsiapa (IopcoMennanbHOe 1 T0P-
cajibHasl 4acTh 3aJHEr0o MEIMAIBLHOTO S/Ipa), SIBJsI-
IOTCSI TUITUYHBIMMU SIIEPHBIMU LIEHTPaMMU.

XapakTtepuctuka HelipoHHOI opranm3anuu ME
MOKAa3bIBAIOT, YTO B €rO SIAEPHBIX LIEHTPax MpeacTaB-
JIeHa peIKOBETBHUCTAs HepOHHas crucTeMa (HeipOHBI
KOTOPOIA SIBJISIIOTCS APEBHUMU 110 (DMIIOTEHETHIECKO-
My Bo3pacTy). B To BpemsI Kak B COCTaB MEKYTOUHBIX
dopmartmit, HapsITy ¢ ITMHHOAKCOHHBIMU PEIKOBET-
BUCTBIMA HEMpPOHAMM, BXOIAT ITMHHOAKCOHHBIE TYy-
CTOBETBUCTBIC HEMPOHBI, TTOSIBJICHUE KOTOPHIX B HEPB-
HOI CHICTeMe OTHOCST B 60J1ee TI03THEMY TIepHOIY B IC-
TOPUYECKOM Pa3BUTHUH TTO3BOHOYHBIX.

I[IpuBeneHHEBIE CBENCHUS O CBA3SIX M (QYHKIUSIX
ME cBUIETeIbCTBYIOT O TOM, YTO OHO MMEET OTHO-
IIeHWEe K PeTyJsSiliMM IIMPOKOro Kpyra IMpoleccoB,
HayuHasi OT OTAEAbHBIX (PYHKIUH M0 1IEJTOCTHBIX TTO-
BelIeHUEeCKUX aKTOB. DUIOreHETUUECKU IPEBHUE Ya-
cti ME uMeroT IByCTOPOHHME CBSI3U C IPEOITHYC-
CKOI M TMITIOTaJJaMUYECKOM 00JIaCTSIMM MO3ra 4epes
BETBM KOHEYHOI ImToiockn. HelipoHsI IeHTpajbHOTO
u nepeaHero otaeaoB ME nockuialoT cBOM aKCOHBI B
BEHTpPAJIbHBIN amMuraaao-¢gyranbHbeii Tpakt (BAD).
MHoroyuciaeHHble KOMIIOHEeHTHI BAD nipucoeanHsi-
I0TCs Jajiee K nepeaHeil MenuaabHOM CBSI3KEe MO3Ta,
KOTOpasl SIBJISIeTCSI KaHaIoM, Yepe3 KoTophliit ME, 1 B
neaoM MK, oka3pIBaoT BIMSIHUE HE TOJILKO Ha Me-
Ne 2
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I1006a3aJbHBIN TUIOTAJaMyC, HO M APYTye CTPYKTY-
pbI MO3ra.

JaHHble 1m0 oHTOoreHe3y ME y miekonuTalommx
CBHUACTEIILCTBYIOT O TOM, YTO B €ro (popMHUpOBaHUU
y4aCTBYET KaK NaJUIMyM, TaK U CyOHaJINyM, a TAaKKe
HEKOTOphIe 3KCcTpaTeieHlUedaTudecKue TOMEHHI,
CJIEICTBHE YETO 3TO SIAPO SIBISIETCS TUCTOTeHEeTHUYE-
CKM CJIOXHOW CTPYKTYpPOM B3pOCJIOrO MO3ra C 4ype3-
BBIYaiilHO MHTEHCUBHBIMU MOP(MOreHeTUYECKUMU U
MUTPALIMOHHBIMH IIPOIIeCCaMM BO BpeMsI Pa3BUTHSL Y
BCEX TETPaIo/.

dunoreHeTUYECKUE WCCIEIOBAHUS, BBIMOJIHEH-
HBIC Ha OCHOBAaHMH aHaIN3a KCIIPECCUU TEHOB/TpaH-
CKPUITLIMOHHEBIX (hakTopoB Lhx2, Lhx9, Pax6, Islet 1,
NKx2, Lhx6 v Lhx5 B otnenax nepeaHero Mo3ra B M-
OpHoreHe3e y MJIICKOIMUTAIOIINX, PENTWINA U TITULI, C
0Cco0BIM akmieHTOM Ha MK, 1103BOIMIN BBIIBUTH Y
BCEX MCCJIENOBAHHBIX BUIOB MHOXECTBEHHOCTD IIPO-
TEHUTOPHBIX CEKTOPOB, BKIIIOYAIOIINX, IO MCHBIICH
Mepe, Ba MNaUIMAIbHBIX, TPU CyONa/UIMaJIbHBIX U
OJIMH TUTIoTajaMuuecKuii moMmeH. [Ipu 3ToM Heobxo-
JIMMO 0CO00 OTMETUTh, YTo ME y amdubuii (T.e. Ha
PaHHUX CPOKax UCTOPMUYECKOTO Pa3BUTHUSI ITO3BOHOY-
HbIX) (POPMUPYETCS Ha pa3HbIX CTAAUSIX OHTOTEeHE3a C
Y4aCTHEM pPa3IMYHBIX TMCTOICHETUYECKUX JOMEHOB.
Ha pananx cragnsax B ero ¢popMUpOBaHUM IIPUHUMA-
10T yyacTue cyonauiMajibHble CTPYKTYpPhI, a Ha OoJiee
MO3IHUX — BBISIBIISIIOTCS HEKOTOpPHIE NaLIAAIbHbIC
MapKephl.

AHanu3 MpUBEISHHBIX TAaHHBIX CBUIETEJILCTBYET O
ToM, 4To opmupoBaHue MK B mpoliecce 3BOIIOLUN
MO3Ta IIPOUCXOAWJIO C €r0 OKILMIIMTAJIBLHOIO ITOIIoca
Py y4acTUHU psiia TUCTOTEHETUYECKMX TOMEHOB CyO-
MaJUTMATBHOMN, Ma/UIMAaIbHON M 3KCTpaTtefieHlehan-
YeCKOM JoKaa3auuu. MHOXeCTBEHHOCTh TMCTOIeHe-
TUYECKMX JOMEHOB, YJacCTBYIOIIMX B (pOpMUPOBAHUU
MK, 0OBSICHSIET CIIOXKHOCTD €0 CTPYKTYPHO-(YHKIIM -
OHAJILHOIM OpraHM3alyy, ITOATBEPXKOAs ITOJIOXKEHMS
KOHIIETILIMU O €T0 CyOCcTpaTe KakK siIepHO-T1aJIeOKOPTH -
KaJIbLHOM KOMITOHEeHTe Mo3ra [1, 9].
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Evolutionary Aspects of Structural-Functional Organization
of the Amygdaloid Complex of the Brain

A. V. Akhmadeev“, N. F. Leushkina“, G. F. Gabidullina“, L. B. Kalimullina® *
“Bashkir State University, 450076, Ufa, Russia
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The review systematizes literature on the evolutionary morphology and physiology of the amygdaloid com-
plex (AC) by the example of its medial nucleus, which has been part of its phylogenetically ancient cortico-
medial department from the earliest stages of AC formation and persists throughout its evolution in the brain
of all vertebrates, including humans. The literature characterizing cytoarchitectonics, neural organization,
systems of intra- and extra-amygdala connections, basic functions and mechanisms of its formation in the
process of individual and historical development are presented. The analysis of the data suggests that the for-
mation of AC in the process of brain evolution occurred from its occipital pole with the participation of a
number of histogenetic domains of subpallial, pallial and extrateleencephalon localization. The multiplicity
of histogenetic domains involved in the formation of AC, explains the complexity of its structural and func-
tional organization, confirming the concept of its substrate as a nuclear-paleocortical component of the

brain.

Keywords: amygdaloid complex of the brain, evolutionary morphology, evolutionary physiology, phylogen-

esis, ontogenesis
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