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OnHMM U3 BaXXKHEUTITNX apoMOP(hO30B B 3BOJIIOLIMU TTO3BOHOYHBIX CTAJIO MTOSIBIECHUE CJIOKHOCTPYKTYPUPO-
BaHHOTO KOHEYHOI'O MO3Ta WM TeJleHledaaoHa — oTaesna nepeaHero Mo3ra, KOTopblii, pa3BUBasiCh U CO-
BEPIIEHCTBYSCh, 00€CTieur BO3MOXHOCTh pean3alliu BbICIITNX (pOpM HEPBHOM IESATEIbHOCTH, HabI01a-
€MBbIX Y JKUBOTHBIX U YeJloBeKa. 3aKJiaJlka KOHEYHOTO MO3ra IMPOUCXOIUT Ha CaMbIX paHHUX 3Tarnax OHTO-
reHe3a MO3BOHOYHBIX, KOTAAa MEepeaHss 4acTh HEpBHOI TpyOku muddepeHIIupyeTcss Ha TPU MO3TOBBIX
My3bIpsi: MPO3eHLedanoH, Kak 3a4aToK OyayllIero nepeaHero Mo3ra, MeseHuedanoH — Oynymuii cpegHuii
MO3T 1 poMO3HIIedaoH — Oymymuii 3agauii Mo3r. [lepenHuii Mo3r B manbHeieM nruddepeHIIpyeTcs,
dopMuUpyst KOHEUHBIiT MO3T (TeaeHehaIOH) U TPOMEXYTOYHbIN MO3T (nusHLedanoH). PazButue cTpyk-
TYp U OTAEJI0B MO3Tra MOAYJIMPYETCSI DKCIIPECCUei COOTBETCTBYIOIIMX PETYISITOPHBIX T€HOB, KOIUPYIOIINX
TPaHCKPUITIMOHHBIE (haKTOPhI M CUTHAJIbHBIE MOJIEKYJIbl. BOIIpOCHI MOSIBJICHUS B 3BOIIOLIUM U OHTOTeHE3a
KOHEYHOTO MO3Ta, SIBJISISICh Ha CEeTOAHSIIHUIN IeHb OMHUMM U3 LIEHTPAJIbHBIX B COBPEMEHHOI 61oI0Tun
pa3BUTHSI, HA MOJIEKYJISIPHOM YPOBHE OCTAIOTCS 4O CUX MOP caadbo u3ydyeHHbIMU. B mocienHee Bpems mpu
U3Y4EHUN IBOJIIOLIMOHHBIX MEXaHU3MOB, O0ECTIEYMBIIMNX TMOSIBJIEHUE Yy TTO3BOHOYHBIX KOHEUHOTO MO3Ta
0oJIbllIoe BHUMaHUE yAeasieTcss HanboJjiee 3BOJIOLIMOHHO IPEBHUM TpyIaM ITO3BOHOYHBIX, TAKMM KakK
KPYTJI0pOThie (MUHOTU U MUKCUHBI) M OJIMDKANTITMM POJACTBEHHMKAM MTO3BOHOYHBIX — 000JIOYHUKAM U Oecue-
pernHbIM (1aHLieTHUKaM). OCcoObIii MHTEPeC B 3TUX MCCIISIOBAHUSX TIPEICTABIISIIOT KPYIJIOPOThIE, MOCKOIBKY
WIMEHHO y TIpe/ICTaBUTEJIei1 3TOM IPyMITbl KOHEYHBII MO3T BIIEPBbHIE B 9BOJIIOLIUU TIOSIBIISIETCS B BUE OTAETbHOMN
MOP(}OJIOrMUECcKOit CTPYKTYPBI U €CTh OCHOBAHUSI T10J1araTh, YTO Y HUX MOIJIM COXPAHUTLCSI ATTEPHBI 3KCITpeC-
CHUM U PETYJISITOPHBbIE MEXaHU3MbI, XapaKTEPHBIE [JIS1 TIPEIKOB MTO3BOHOYHBIX. B maHHOIT 0030pHOI1 CTaThe MBI
CYMMUpYEM U aHAJIM3UPYEeM HAKOIJICHHbIE B MOCJIEAHWE TObI JAHHBIE UCCIEIOBAaHUI TeHETUYECKUX MEXaHU3-
MOB PaHHETO Pa3BUTHSI KOHEYHOTO MO3Ta Y TIO3BOHOYHBIX U Pe3y/IbTaThl [TOMCKA TOMOJIOTOB 3TOI CTPYKTYPhI Y
POICTBEHHBIX MTO3BOHOYHBIM I'PYITI XOPAOBBIX — GeCUYepeITHbIX U 000JIOYHUKOB.

Kurouesvie cro6a: KOHeUHbIl MO3T, TesleHIehaloH, NMpo3eHledaloH, HeilpalbHas WHAYKIIUS, OecuepernHbie,
KPYIJIOPOThIe, MUHOTH, TIO3BOHOYHBIC, PAa3BUTHE KOHEYHOTO MO3Ta, PaHHSIS 3apobliieBast uddepeHIIMPoBKa
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BBEJEHUWE

PaGoThI, MOCBSIIIEHHBIE UCCACAOBAHUIO KOHEU-
HOT'O MO3ra IT03BOHOYHBIX, KaK MPaBUJIO, 3aTparuBa-
IOT OJIVH U3 CIIEAYIOIINX ACIIEKTOB 3TOM MPOOIEMBI:

1. VccnemoBaHue nerajieil CTpOeHMST U MOJIEKYJISIp-
HBIX MEXaHU3MOB Pa3BUTHsI KOHEYHOTO MO3ra, Y Hau-
6oJiee 3BOMIOLIMOHHO TIPOIBUHYTHIX TPYIII ITO3BOHOY-
HBIX, TAKUX KaK MJIEKOIUTAIOIINE U, B TIEPBYIO OYe-
penb, YenoBeK.

2. UccnenoBanue MHAYKIMOHHBIX MEXaHU3MOB,

JIeXalmx B oCHOBe TU(depeHITMPOBKI KOHETHOTO
MO3ra B OHTOTeHE3¢ TTO3BOHOYHBIX.
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3. HccnenoBaHne 3BOJIIOLMOHHBIX ITPEIITOCHITOK
MOSIBJIEHUST KOHEYHOI'O MO3ra, KakK YHUKaJIbHOM CTPYK-
TYpbl TTO3BOHOYHBIX M MPOCJIEXMBaHUE MyTeil pa3BU-
TUS 3TOM CTPYKTYPHI Y Pa3HbIX IPYIIT IO3BOHOYHBIX.

be3ycnoBHO, uccienoBaHUs MEXaHU3MOB Pa3BU-
TUS 1 1 GepeHIMPOBKM KOHEYHOTO MO3Ta MJIEKO-
MUTAIOIMNX MMEIOT OYEBUIHYIO BaXXHOCTh KaK C
dyHIAMEHTAJILHOI, TaK U C IIPAKTUYECKON TOYEK
3peHUsI, U 3TO HallpaBJIieHUE HaXoauTcs B (poKyce
BHUMAaHMS MHOTHX McCcliefoBaTeaIbCKuX rpymm. Co-
BpEeMEHHOE IIOJIOXKEHME Al II0 ITOl TeMe O4YeHb
HOAPOOHO M OOCTOSITEJIFHO OCBEIIECHO B psilie 0030-
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poB — Nord et al., 2015; Nomura et al., 2014; Medi-
na, Abellan, 2009; Takahashi, Liu, 2006.

He meITasich 0OBSAATH HEOOBSITHOE, B HACTOSIIEM
0030pe, MbI, KpaTKO pacCMOTPEB aKTyaJlbHbIE TaH-
HBIE O MOJICKYJISIPHBIX MeXaHU3MaX MepPBUUYHOM -
depeHIIMPOBKM 3a4aTKa KOHEYHOro Mo3ra, Kak 4Ja-
CcTU HeHTpaibHOU HepBHOI cuctembl (LIHC) mo3Bo-
HOYHEBIX, CKOHLICHTpUPYEMCS IIPEUMYIIECTBEHHO Ha
BOIIpOCAaX ITOSIBJICHUS W Pa3BUTHUSI KOHEYHOTO MO3ra
IMO3BOHOYHBIX HA paHHUX 3Tallax UX 3BOJIOLOHHO-
ro myty. OIUH 13 BOIIPOCOB, HEN30EKHO BO3HUKAIO-
III1X B 3TOM KOHTEKCTE COCTOUT B TOM, YTOOBI ITIOHSITh
Ha KaKOM 3Tarle 3BOJIIOLMY KOHEYHBIN MO3T BIIEPBEIC
nosBisieTcs. ECTeCTBEHHBIM ITyTEM B peIIEHUH 3TO-
ro BOIIPOCa BUAUTCS MCCIEAOBAaHUE OCOOCHHOCTEM
CTPOEHUSI KOHEYHOTO MO3Ta Y COBPEMEHHbIX IIpe/-
CTaBUTeJIeH HanboJIee SBOTIOLIMOHHO IPEBHUX I'PYTIN
MMO3BOHOYHBIX, TAKMX KaK OECUEJIIOCTHBIE, a TaKKe
MOMCK roMoJjioruit B ctpoeHuu otaeos LIHC y pon-
CTBEHHBIX IO3BOHOYHLIM ITPEACTaBUTEIICIA TUITIA XOP-
JIOBBIX — OecyepemHbIX M O0OJOYHUKOB. MHorue
JIaHHbIE 10 3TUM I'pYMIIaM MOJIyYeHbl B OYyKBaJILHOM
CMBICJIE B IIOCJIETHME TOMIBI, YTO AeJIacT aKTyaJlbHOM
MOITBITKY MX CYMMUPOBAHUS U aHAIM3a HAaKOIUICH-
HBIX pe3yJIbTaTOB.

JANOOPEPEHLIMPOBKA 3AYATKA
KOHEYHOI'O MO3T'A B PAHHEM
OHTOT'EHE3E ITO3BOHOYHBbIX

ITo xomy 3BOMIOLIMOHHOIO Pa3BUTUS Pa3HBIX TPYIIII
MO3BOHOYHBIX, CTPOSHUE KX TOJOBHOIO MO3ra MEHSI-
JIOCh IOJI, BO3AEUCTBHEM (haKTOPOB OKPYKAIOIICI cpe-
IIbI, o0ecIieunBasl MPUCIIOCOOJIEHHOCTb XMBOTHBIX K
MEHSIIOIIMMCSI 9KOJIOTMYECKUM OOCTOSITENbCTBaM. B
pe3yJibTaTe, KOHEUYHBIM MO3T CTajJ LEHTPOM MYJIbTH-
MOJAJIBHOM CEHCOPHOI OpraHn3ay, KOHTPOJIMPYIO-
LM OOTaThIi TTOBEICHYCCKUI perepTyap KMBOTHBIX
U yeJioBeKa.

Huddepenumponka 3ayatka [IITHC y mo3BoHOU-
HBIX HAUMHAETCsI Ha paHHUX 3TallaX OHTOTeHe3a B X0-
Jle HelipaJlbHOM MHAYKUMK. MccinenoBaHus ITOKa3bl-
BaIOT, YTO HEMPOIKTOAEpMAaIbHAS IUIACTUHKA, TIPE/I-
CTaBJISTIONIAST COOOM MEpPBUYHBINM 3a4aToOK Oymyleid
HHC yxe crpatmduinmpoBaHa Ha MOJCKYIIPHOM
YPOBHE IO MepenHe-3amHeil ocu. CorjlacHO Ipoco-
MepPUIECKOM MOAESIIN, OITMCHIBaIoNIe nuddepeHIIn-
POBKY F'OJIOBHOTO OTAeJIa HEPBHOM TPYOKHU MO Mepe-
He-3agHeil ocHu, MepBUYHBLIN IJIaH Mopdoyornde-
CKOTO CTPOEHUSI BKJIIOYAET IoApasjicjicHue 3adyaTka
Oyayliero Mo3ra Ha IepeIHuil, CpemTHU U 3aTHUMN
OTZAEJbI, C MPUMBIKAIOIIUM K HUM KayaaJabHO CIIUH-
HbIM oTnenoM (Puelles, Rubenstein, 2015). B manb-
HEMNIIeM 3T OTAEJIbI TTOApa3AeIsIoTCs Ha 6oJiee MeJl-
KM€ TTOJOTIEIIbI IT0I BO3IEICTBUEM CUTHAJIOB TaK Ha-
3BIBaEMBIX “BTOPUYHBIX OpraHm3aTopoB”’. B KauecTBe
TaKMX OPraHM3aTOPOB BHICTYMHAIOT PACHOJIOKEHHBIE

BEHTpaJIbHEl HEPBHOI IUIACTUHKU Me30IepMabHbIe
HOTOXOPI U MpeXopHajibHasl IUIACTMHKA, IIepeIHMNIA
Kpail HepBHOM IUIACTUHKM, OrpaHUYCHHAsT BHyTpUTa-
JTamMudecKast 30Ha (zona limitans intrathalamica, Z11),
paCIIOI0KEHHAS MEXIY TAJIaMyCOM U IIpeTalaMyCoM
M MepelieeK UJIu uCTMyc-opranm3aTtop (isthmic orga-
nizer, IsO), Ha rpaHuIle CpeIHErO U 3aJHEr0 OTIEJIOB
Mosra (mid-hindbrain border, MHB) (puc. 1). B pe-
3yJIbTATE MEPBUYHBIN 3aqHUI OTAE MTOAPA3AESACT-
csl Ha MeT3HIledalloH, BKJIIOYAIOIINN MO3XEY0K U
MoOCT U MmueneHuedanoH (medulla oblongata), cpen-
HUI OTHEJI OCTAaeTCsl €AUHBIM, a IIepEeIHUIl JOMEH
pasgelisieTcs Ha IPOMEXXYTOUHBIN M KOHEYHBINA OT-
neabl Mo3ra. JJopco-BeHTpaabHO ITPOMEKYTOUHBIN
MO3T B CBOIO OUYepeab MOoApa3aeisieTCsI Ha TalaMyC 1
TUIIOTAIaMyC, & KOHEYHBIA MO3T — Ha KOPY U MO~
KopKoByIo 30HY (Yamamoto et al., 2017).

B kauectBe MOp(hOreHoB BTOPMYHBIX OPraHM3aTO-
POB BBICTYITAaIOT Takue akTophl Kak Shh u Fgf8/Wntl,
BOBJICUCHHBIE B TUMOEPEeHINPOBKY IIEPEIHETO, IIPO-
MEXYTOYHOIO, CPEIHETO 1 YaCTU HeiipOMepOB 3aHETO
otnenoB (Viera et al., 2010; Danesin, Houart, 2012). B
MOIIePEeYHOM CEYEHUN B HEPBHOM TPYOKe KaK IPaBUJIO
BBIICJISIIOT YeThIpe cerMeHTa — Kphliia (roof plate),
JopcajibHbIii cerMeHT (alar plate), BeHTpabHbIIA cer-
MeHT (basal plate) u gHo (floor plate) (puc. 1). Jopco-
BeHTpaJibHas1 U depeHINPOBKA 3ayaTKa HEPBHOI
CHUCTEeMbl IPOUCXOIUT PaHO, YK€ Ha CTaAUU HEPBHOM
IUTACTUHKU, Y1 IO €T0 CBOPAYMBAHUS B HEPBHYIO TPYOKY
BBITJISIIUT KaK CTpaTU(OUKAIUS IIIACTUHKY B MEAMOJIa-
TepaJIbHOM TTOCKOCTH.

KoHeuHbIli MO3r MopdoJIorTuYecKu BIEpBbIE
000c00JIs1eTCsl B KaueCTBE BhIPOCTa Mpo3eHledalio-
Ha (3a4aTKa repeJHero Mo3ra IT03BOHOYHBIX) Ha Me-
peaHeM KOHIle HepBHOM Tpyoku. Ha 3ToT MOMeEHT,
MOp@dOJOTUYECKHN OYIYILINii KOHEYHBIII MO3T IIpe/-
CcTaBNIsIeT cOOOI TOHKUI, IO BCE BUIUMOCTH, €I -
HOOOpPAa3HbBIN TIACT HEHPOSIIUTEINAIBHBIX CTBOJIO-
BBIX KJI€TOK, KOTOPBII, B XOI¢ MOC/ICHYIOIINX aejie-
HUI TaeT Havajao HeiipoHaM U TJIMAJIbHBIM 3JIeMEeHTaM
Kopbl Oonbiiux Tonyinapuii (Taverna et al., 2014).
CTpoeHue KOHEYHOI'O MO3ra Y TIO3BOHOYHBIX KOHCEP-
BaTUBHO U Y IPEICTaBUTENIEH BCEX KJIaCCOB OH BKJIIO-
yaeT B ce0s 1Ba OTAesa: JopcajlbHbIi (Kopa Uiu naji-
JINYM) ¥ BEHTPAJIbHBIN (ITOIKOPKOBasi 30HA WU Cy0-
nauinym). Kopa cocTouT M3 4eThIpex OTIeJIOB:
MeIuaJibHbII NaaauyM (OyaylIrii TUTIIIOKAMIT), TOp-
CallbHBII najummyM (00pa3ylolInii Kopy), JaTepajib-
HEBI najummyM (Oyayiiasi o0OHsITeJIbHasI Kopa U 4acTh
MUHIQIMHBI) WM BEHTPAIbHBIN mayumyMm (Oymymias
orpaga mMo3ra M 4acTb MUHAAJUHEI). IlogkopkoBas
30Ha cocTtouT 13 telencephalic stalk, maTepaipHOTO M
MeIMaIbHOTO Oyropka, KOTOpbIEe AT Haydajgo Oa-
3aJIbHBIM TaHTJIUSIM CcTpUaTtyMmy 1 nmamnnaymy (Bachy
etal., 2002).

bazanpHble raHMyU, OPOAYLIMPYIOLIME WHIUOU-
topHble [AMK-3prudeckue HEMpOHBI — 3TO BBICOKO-

OHTOI'EHE3 TtoM 51 Ne 3 2020
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Puc. 1. (a) — HelipaibHass MHIYKIIWSI HEPBHOW TUTACTUHKU, €€ ToCJIeyIolliee CBOpaunBaHe B HEPBHYIO TPYOKY U JOPCO-BEH-
TpajibHas auddepeHIMPoBKa (MoIepeyoe CeYeHre). H — HOTOXOP/I, HIT — HepBHasl IJIaCTMHKA. (6) — cxeMa pacroJIOKeHUS
OpraHMU3allMOHHBIX LIEHTPOB (“BTOPUYHBIX OPraHM3aTOPOB”’) B 3a4aTKe IOJIOBHOTO MO3ra Mo3BOHOUYHBIX. ANR — mepenHuii
Kpaii HelipasibHOTO 3a4yaTtka (anterior neural ridge), ZLI — zona limitans interthalamica, I1sO — isthmus organizer Tiepeleex win
WCTMYCOBBIIf OpraHu3aTop, OHIT — 6a3ajbHasi YaCTh HEPBHOM IUIACTUHKM, KHII — KPbIIIa HEPBHOM I1acTUHKHU (roof plate),
H — HOTOXOp/, MIT — MpexopaajibHas IUIaCTUHKA. (B) — pacIOJ0XeHHWEe OTIeJI0B MO3ra Ha CarMTTAJIbHOM CPe3e TOJIOBHOTO
OTIeJIa 3apoJIbIia eBporieiickoil peaHoit MuHoru (Lampetra fluviatilis) na cramnu 27 (1o Tahara, 1988), KM — KOHEYHBII MO3T,

M — TIPOMEXYTOUYHbIA MO3T, CM — CPEIHUI MO3T.

KOHCEpPBAaTUBHbIC CTPYKTYpbI, KOTOpbIE IO JaHHBIM
KOMIUIEKCHBIX MCCIIEMOBAaHWM, BKITIOYAIOIIMX aHAIN3
KJIETOYHOUM MOP(DOIOTHN M KCIIPECCUM HeiipoTpaHC-
MHTTEPOB TeHOB PaHHETO Pa3BUTHS, OBUIM OITMCAHBI Y
BCEX HbIHE KMBYIIMX MO3BOHOYHBIX. KileTKy 3ayaTka
JIOPCATTLHOTO OTAEJIa — KOPBI — SIBJISIIOTCSI KCTOYHUKOM
aKTUBATOPHBIX TIyTAMaTIPIUIeCKNX HelipoHOB. [Ipu
5TOM, B OTJIMYME OT KOHCEPBATMBHBIX CTpUATyMa W
MajutuayMa, CTPYKTYpbl KOpbI 3HAUMTEJIbHO Oosee
SBOJIIOIIMOHHO JIAOWJIBHBI y Pa3HBIX TPYI ITO3BO-
HouHbIX (Briscoe, Ragsdale, 2019).

IMpocTpaHcTBeHHas AuddepeHInpoBKa KOHEY-
HOTO MO3ra peryjJupyeTcss OpraHU3allMOHHBIMU
LICHTpaMX W TPAHCKPUIILMOHHBIMU (aKTOopaMHu,
KOTOphIe HanboJjiee TOJTHO MCCIEIOBAHBI Y MIIEKO-
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nutatomux (Hebert, Fishell, 2008; Kiecker, Lums-
dem, 2012).

MOJIEKVYIJIAPHBIE OCHOBBI
ANODEPEHUMPOBKHM KOHEYHOI'O MO3TA

IMpuHsaTast Ha CETOMHALIHUI TeHh MOJIETh MHIAYK-
LIMM KOHEYHOTO MO3ra BKIIIOUAET B ce0s CIeayIoLIe
MOCTYJIAThI:

— HepBHas mnacTuHKa GOpMUPYETCS U3 HAUBHOM
SKTOIEPMBI yTeM UHIYKIINHU, IJ1sI KOTOPOIi TpeOyeT-
csa marnonposane BMP 1 TGF-beta curHambHBIX
KacKaJoB.

— WMunynmpoBaHHas HepBHAsl TKaHb U3HAYATBLHO
OpHEeHTHpOBaHa Ha b GepeHIIMPOBKY IT0 TIepeaHe-
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My (aHTepHOpHOMY) TIyTH (TaK Ha3bIBaeMasi MOIETb
WHIYKOIUY “TI0 YMOJTYaHUIO ).

— IlongmepxaHue BO3MOXHOCTU IUMPdHEpeHII-
POBKHU KJIETOK MO aHTEPUOPHOMY THUIIY 3aBUCHUT OT
AKTUBHOCTU aHTAarOHWCTOB 3aJHUX CUTHAJIOB, KOTO-
pble, B CBOIO Oodepedb, HAMPaBISIOT auddepeHIIn-
POBKY o noctepruopHomy tuity (Andoniadou, Mar-
tinez-Barbera, 2013).

Kiaccuueckas mopenp HelpallbHONM WHIYKIIWUU,
BKJTIOUAs TIOHSATHE “opraHm3aropa” OepeT cBoe Ha-
gango ¢ skcniepumenToB I. Illmemanna n X. MaH-
rOJbJ 110 MHAYKIIMU TOTOJHUTEILHOIO KOMILIeKCca
OCEBBIX CTPYKTYp MpPU MepecanKke T0pCaTbHOI TyObl
GJacTonopa OJHOTO 3apojiblilia B BEHTPAJIbHYIO 00-
JacTh Apyroro 3aponbilia amuodbuii (Spemann,
Mangold, 1924). OpraHuzaTop 31ech NMpeacTaBiseT
CcO00I1 TPyIIy KJIETOK, CIIOCOOHYIO MHIYIIUPOBATh Y
peluMIIMeHTa pa3BUTHE MOJIHOII OCH Tejla, BKJIIOYast
HEPBHYIO IUIACTUHKY, a TaKXKe CTUMY/IMPOBATh KOH-
BEPreHIINI0O W BBITSTUBAHME IIPWICTAIOIINX TPYIIIT
kinerok (Harland, Gerhard, 1997; Ariaz, Stevenson,
2018). MonexkynsgpabIil aHanu3 LImemMmanHOBCKOTO Op-
raHuzaTopa (IopcajlbHOI I'yObI OJIacTOnOpa) y 3apObl-
LIEH IIMOPLEBOM JIATYIIKY TT0Ka3aJl, YTO OH BbICTYIIAET
B KaueCTBe MCTOYHMKA CUTHAJIbHBIX (haKTOPOB U €ro
VHIYKTUBHBIN TTOTEHILIMAN OTpaXkaeT aKTUBHOCTh 3TUX
(aKTOpOB. DTUMU CUTHATBHBIMU (haKTOPAMU SIBIISTIOT-
cst unruontopel BMP, Nodal 1 Wnt curHaibHBIX Kac-
kanoB (De Robertis et al., 2001). CtpykTypbl, o01ana-
OIIYe WHAYKTUBHBIM IMOTEHIIMAJIOM, HAIlOMMHAlO-
IIMM OpraHu3aTop am¢uouii ObUTM 0OHAPYKEHBI U Y
JIPYTUX II03BOHOYHBIX — TIE€H3EHOBCKUI Y3€I0K Y
MTULL, SMOPUOHAJIBHBII IIIUTOK Y PHIO, Y3€JO0K y MJle-
konuTtaomux. OMHAKO B XOAE SKCIIEPUMEHTOB, OKa-
3aJI0Ch, YTO HE BCE OPraHM3aTophbl 00JIamaloT II0JI-
HBIM CHEKTPOM MHIYKIIMOHHBIX aKTUBHOCTEI, KaK B
clydae opraHuzaropa y am@uooii. Tak, nepecagka
3apOIbIIICBOIO y3eJIKa Y MbIILIeit MOXeT MHIYLUPO-
BaTb JIMIIb Pa3BUTUE HEMOJHON OCH, 6€3 KOHEUHOTO
mosra (Beddington, 1994). Beuio BbISICHEHO, YTO IIsI
WHIYKIMYA TOJHOLEHHONM OCU TpeOyeTcsl IIPUCYT-
CTBUE IIepemHeil BuclepanbHOil sHmoaepmbl (ITBD)
(Thomas, Beddington, 1996). Oxa3sanock, uro I1BD
COIEPKUT TPYMILy KJIETOK, mruddepeHUINPYIOIINXCS
emie 10 ¢OpMUPOBAHUS IEPBUYHOM MOJOCKU M 3KC-
MIPECCUPYIOIIMX TeHbI, HEOOXOMUMbIC TSI MHIYKIINNA
TEepeTHETOJIOBHBIX CTPYKTYp, Takne Kak Otx2, Lhxl,
Foxa2, Cerl, Leftyl, Dkkl (Andoniadou, Martinez-
Barbera, 2013). Ananorom I1B3D y nTtui ssBisieTcst TM-
MoGJacT, y pbl0 — JOpCaJIbHbIM CUHUMTUAIbHBIN
cJIol, y aM(puOUii — 3KeJITOYHbIE KJIETKU BereTaTUBHO-
'O MOJIFOCA, YTO YKa3bIBaeT Ha BEPOSITHYIO KOHCEepBa-
TUBHOCTb POJIM 3TUX CTPYKTYp B 3apoasbiirax. Ha ce-
TOAHSIIIHUIA AeHb TOYKA 3PEHMsI O BaxKHOI PO
I[1BD B muddepeHIUpPOBKe IIEpeaHeil YacTU HEepPB-
HOM IUIAaCTUHKU siBJIsieTcs obimenpuHsaTon (Wilson,
Houart, 2004; Andoniadou, Martinez-Barbera, 2013).

I1pu sTom, curHanel I1BD B3auMoneiiCTBYIOT C Apy-
TAMU CUTHAITBHBIMU LIEHTPAMU, TAKAMU KaK BBIIIE-
OMUCAHHBIE TACTPYJSIIMOHHBIE OPTaHU3ATOPHl U
oceBass Me30[IepMa, BEHTPAIBLHO ITPUMBIKAIOMIAS K
HepBHOM m1acTuHke. COBOKYIHAasi aKTUBHOCTb 3TUX
CUTHAJIbHBIX LEHTPOB 3allMIIAET MEePEeIHION YacTh
HEPBHOM IJIACTUHKHW OT BO3AEUCTBUS MOCTEPUOPU-
3YI0IIMX (paKTOPOB.

[MokazaHo, yTo mns1 HelipaabHOU AUddepeHLI-
POBKM TIO TIepeaHeMy THUITy TpebGyeTcs ImomaBiieHUe
BMP, TGF-beta Wnt/beta-catenin curHaaIbHBIX Kac-
kanos (Watanabe et al., 2005). DTa Touka 3peHNs HaIIa
CBOE MOATBEPKIEHNE B UCCIIEIOBAHMSIX OCOOEHHOCTEM
BSKCIPECCUU TeHOB U 3KCIIEPUMEHTAX 110 MOIYJISILIUA
MX aKTUBHOCTH TTOJTyY€HHBIX Ha TIPeICTaBUTEISIX PbIO,
MTUL], MJIEKOMUTAIOLIUX U, B TIEPBYIO O4Yepelb, aM-
¢ubwmii. BpTO MOKa3aHO, YTO KJIETKA aHUMaJIbHOM
9KTONEepPMbl aM(pUOUil, B OTCYTCTBHE BHELIHUX CUT-
HaJIOB UM dEepeHIIUPYIOTCS B MIEPSIHION Helpallb-
Hyio 3kTonepMmy (Grunz, Tacke, 1989), uro u GbLIO
Ha3BaHO “MHAYyKIUEH mo-ymMonyaHuio”. OmHako, Ipu
00paboTKe TakMX KJIeToK (pakropamu BMP, ripoucxo-
nmia ux auddepeHIIMpoBKa 1o SIUACPMATBHOMY TTy-
™ (Wilson, Hemmati-Brivanlou, 1995), yro moarsep-
KIajao BaXXHOCTh nonasieHuss BMP anraronucramm,
SKCITPECCUPYIOIIMMUCS B IINEMaHHOBCKOM OpraHU-
3arope (pakropsl Noggin 1 Chordin), mis Helipaab-
Holt nHaykuuu. OTKkpbiTHe 0enka Cerberus, obi1ana-
IOIIIETO CITOCOOHOCTBIO C OJIHOM CTOPOHBI MHTMOUPO-
BaTb curHajibHble myTu BMP, TGF-beta Wnt/beta-
catenin, a ¢ APyro — WHAYLIMPOBATH MOJTHOLICHHBIE
oceBble cTpyKTyphl (Piccolo et al., 1999) mokasano,
YTO MHTUOMPOBAaHUE 3TUX TPEX CUTHAIBHBIX ITyTeil
BaXXHO JUIST HOPMAJIBHOM TTepeaTHeTOI0BHOM nudde-
PEHIITMPOBKMU.

Bri10 mokazaHo, 4To MOJeKyabl Wnt OKasbIBalOT
MOCTepUOPU3YIOLLIEe BIUSIHUE HAa HEMPAJIbHYIO TKaHb.
Tak, y ampubuii HabII0maeTCs rPagueHT YPOBHS aK-
TUBHOCTU Wnt Kackaia ¢ MUHUMYMOM B TOJIOBHOI1 ya-
ctu 3apoabia (Kiecker, Niehrs, 2001), uro cornacyer-
csl C JAaHHBIMU Ha MJIEKOMUTAIOIINX, I1Ie TAaKWUe MUILIe-
Hu Wnt/beta catenin Kackaga, Kak reHbl Axin2 u SpJ5,
9KCIIPECCUUPYIOTCS B 3aJIHEM U OTCYTCTBYIOT B Tiepe/-
Hel Jyacth HepBHOM TutactiHKU (Andoniadou et al.,
2007). Y puIO MTOBBIIIEHHBIN YPOBEHb aKTUBHOCTU
Wnt kackaga mpuMBOAUT K AuddepeHIMpoBKe 3a-
yaTka Oyayllero KOHe4YyHOro Mo3ra M TKaHei riia3a
Mo TyTU TIPOMEXYTOUHOro otaesia Mosra (Heisen-
berg et al., 2001).

B xadectBe aHTaroHmcroB Wnt Kackama OBLIM
OINMMCaHbl JIBA PAHHUX IIePEIHETrOJIOBHBIX IeHa —
Anf/ Hesx 1 n Six3, nogaBlieHUe 3KCITPECCUN KOTOPBIX
MMPUBOAUT K PEIYKLIMU CTPYKTYp KOHEYHOTO MO3ra
(Zaraisky et al., 1992; Dattani et al., 1998; Lagutin
et al., 2003).

Hpyrumu pakTopamMu, 06J1agaloIMMHI ITOCTEPHO-
pU3YIOIIEe aKTUBHOCTBIO SIBIISTIOTCS PEeTUHOEBAs
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kuciota (Maden 1999) u ¢akropsl cemeiictBa FGF
(Mason, 2007).

[Ipu 3TOM BaxXHO OTMETHUTh, YTO PSII UCCIEIOBA-
HUii yka3beiBaeT Ha HeooxonuMocTth FGF u Wnt cur-
HaJIOB IJIS CaMbIX paHHUX 3TAIlOB HEWpaJIbHOM WH-
OYKIIUM €Ille Ha CTaIuM TacTpyJbl, a IOCJIeIyIoIIee
nHTONpoBanne BMP curuama 3akperuiser yxe
COCTOSBIIYIOCS HelipanbHYI0 ITHU(PEepeHIUPOBKY
(Streit et al., 2000; Linker, Stern, 2004; Wilson
et al., 2001; Wilson, Houart, 2004).

Paznuunst ”THOIYKTUBHBIX MEXaHU3MOB Y IIPEACTa-
BUTeJIeil pa3HBIX KJIACCOB TTO3BOHOYHBIX BCTPEUYAIOTCS
U B OTIEJBHBIX acleKTaxX HerpasibHO# auddepeHim-
poBku. Tak, cormacHO TpaaULIMOHHONW MOAEJIN, HOTO-
XOpI, B KayeCcTBe IIEPBMYHOrO WHAYKTOpPA, MOCPE-
CTBOM aKTUBHOCTH CEKPETUPYEMOTO TPAHCKPUITIITUOH-
Horo dakrtopa Shh, 3amyckaetr (popMupoBaHHE THA
Oynyleil HepBHOM TPYOKU a 3aTeM U €€ JOPCO-BEH-
TpaibHYIO cTpaTHUdUKanoo. OQHAKO ObLIO ITOKa3a-
HO, YTO Yy IITHUII 9KCIIpeccus Shh B 3a9aTKe JTHA HEPB-
HOIM TpyOKe OGHApYKUBAETCS paHbIIIEe, YeM B HOTO-
XopAe, 4YTO TpeOyeT YTOYHEHUS U, BO3MOXHO,
nepecMoTpa CylleCTBYIOlIEH MHAYKIIMOHHOM MoJe-
g1 (Kremnyov et al., 2018).

ITomoOHBIC pa3anuns GyHIAMEHTATbHBIX OHTOTEe-
HETNYCCKUX ITPOLIECCOB Y HpC[[CTaBI/ITeHeﬁ Pa3HbIX
KJIaCCOB MO3BOHOYHBIX AEJAlOT aKTyaJlbHBIMM TIO-
MBITKY UCCJIEA0BaHMI 0a30BBIX PETYISITOPHBIX MeXa-
HU3MOB Yy TIpECTaBUTEJICH SBOJIOLIMOHHO JAPEBHUX
TPYII, ¥ KOTOPBIX C OOJIBIIOMA HOJE BEPOSTHOCTU
MO3IJIA COXPAHUThCSI MATTEPHBI, IPUCYIINE TTPEIKO-
BBIM (pOopMaM.

noaxXoAbl K BOCCTAHOBJIEHHIO
OBOJIOIITMOHHOUN NCTOPUHN
KOHEYHOI'O MO3TA

DBOJIIOIIMOHHOE TIPOUCXOXIEHUE CTPYKTYp KO-
HEYHOTO MO3Ta MO3BOHOYHBIX TOJITOE BpEMS OCTaBa-
Jochk HesicHbIM (Pani et al., 2012).

Mopdonorndyeckue OTIAYUS ITO3BOHOYHBIX OT
0ECITO3BOHOYHBIX BEJIMKM, 1 y MOCJIETHUX HEe OOHA-
PYXEHO CTPYKTYP, OUEBUIHO TOMOJIOTUYHBIX T'OJIOB-
HoMy Mo3ry TTo3BoHOUHbIX (Briscoe, Ragsdale, 2019).
YV MHOTHX 0€CITO3BOHOYHBIX HET IEHTPAIIM30BaHHOMN
HEPBHOM CHCTEMBI, a IPOBEIEHHBIN IMPOKOPOp-
MaTHBIM CpaBHUTEIbHBIN aHAJINW3 MOKa3all, YTO LIEH-
TpajJu3alys HEPBHOW CUCTEMBI Y KOJIbYAThIX YEPBEH
1 YJIEHUCTOHOTUX C OJHOM CTOPOHBI Y [TIO3BOHOYHBIX
¢ Apyroii mpoucxonuin He3aBucuMo (Martin-Duran
et al., 2018).

Hcropudecku, OCHOBHBIM METOIOM PEKOHCTPYK-
LIMY MPEIKOBBIX (DOPM TPaIMLIMOHHO SIBJISLIACH CPaB-
HuTenbHass Mopgdosiorusi. OHa JOMOJHWIACH CpaBHE-
HHEM OCOOCHHOCTE M SKCITPECCHH PETYIIITOPHBIX TEHOB
M MEXaHU3MOB pa3BuTUs (evo-devo), a Takke TaKIMU
YCOBEPIIICHCTBOBAHHBIMA MOPMOOIOTUIECKUMU  TIOM -
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XOJAaMHU, KaK aHAJIU3 CEpUil CPe30B Ha 3JICKTPOHHOM
MUKpocKore (serial transmission electron microscopy,
TEM) ¢ mociemyiolmmM BOCCTAaHOBICHUEM OOBEMHOM
CTPYKTYPBI U KOH(OKATIbHAS MUKPOCKOITASI MEUEHBIX
criennpUIeCKNMM aHTHUTEJIaMH 00pa3IIoB.

Eme ongyH 13 MOSIBUBIIMXCS B TOCJIEIHEE BpeMs
noaxomoB — uiocTpaTurpadusi, Mucciaemyolas
9BOJIIOIIMOHHOE IIPOUCXOXICHNE T€HOB, SKCIIPECCH-
PYIOIIMXCS B TOI WJIM MHOM CTPYKType MO3Ta IO3BO-
HouHbIX (Domazet-Loso, et al., 2007; Sestak et al.,
2015). IToxyyeHHBIE METOJAMU CPABHUTEILHOI T€HO-
MUKHU JaHHbIE MO3BOJISIIOT OLIEHUTh Ha KaKOM 3Talle
BOJTIOLINU ObLJI ChOPMUPOBAHBI TEHETUYECKasT TTPE/I-
TOCBUIKY JIJIsI TIOSIBJICHUSI ONPEIeICHHON CTPYKTYPHI.
B yacTtHOCTHM, KOIa Takoi MOAXoM ObLI MpEeMEHEH K
aHaJIM3y TEHOB, 3KCIPECCUPYIOIIUXCSI B OTOEJaX U
CTPYKTYpax MO3ra IO3BOHOYHBIX, ObLIO YCTAHOBJIEHO,
YTO MUK MOSBJIEHUSI HOBBIX T€HOB IJISI MO3Ta B 1IEJIOM
(BKTIO9asI mepeTHUI CpeaHUI U 3a0HUI OTACIIBI) Ha-
OrogaeTcs y JIaHLIeTHUKA. B To Xe BpeMs, eciin AeTa-
JIM3MPOBATh aHAJIM3 TEHOB KOHEYHOTO MO3ra, pa3ie-
JIMB ¥IX Ha OOpCaJIbHBIA Y BEHTPAJIbHBII OTHEIBI, TO
T€Hbl BEHTPAJIbHOIO TeJIeHIle(daloHa B OCHOBHOM
MOSBUWJIMCH Y JIAHLIETHUKA, XOTS IOIIOJHUTEIbHBIC
MUKW HAOIIOMAIOTCS U MO3Xe — Y OECUETIOCTHBIX U
KOCTHBIX pbI0. '€eHbI TOopcaqbHOTO OTAEa KOHEUYHO-
ro MO3ra aKTUBHO TOSIBUJINCH YXe Y TTO3BOHOUHBIX.
Ha ocHOBaHUM Takoro aHaJin3a MOXHO CJieaTh BbI-
BOJI, YTO OOJIBIIMHCTBO T€HOB, BOBJICUEHHbBIX B pa3-
BUTHE MO3Ta ITI03BOHOYHBIX MHOSBWJIMCH y OOIIETO
npeaka becuepennHbBIX U II03BOHOYHBIX. M cKITIoueHne
COCTaBJISIOT JIMIIIb TeHbI TOPCAILHOIO OTAeIa KOHEeY-
HOTrO MO3Ta, MHOTHE U3 KOTOPBIX MOSBUINCH yKE Y
no3BoHouHbIX (Holland, 2015).

IlepenHe-3agHsIs1 1 DOPCO-BEeHTpaabHAast MOpPdO-
Jnorudeckast nuddepeHuunponka [LIHC y kaxnoro us
MOMEIBbHBIX O0BEKTOB YK€ Ha paHHMX 3TallaX pa3Bu-
THSI XapaKTepU3yeTCss OCOOCHHOCTSIMHU SKCIIPECCUU
crieunpuIeCKNX ITeHOB-MapKepoB, UTO IIPUBEIO K
MOSIBJICHUIO KOHILIEIIINY reHoapxuTeKTyphl (Puelles,
Ferran, 2012). Dta pa3sMeTrka Ha MOJIEKYJSIPHOM
YPOBHE OTMeYaeT I'paHUIIbl HeiipOMepOB, YaCTO COB-
najgarmolyMe ¢ CerMeHTalueili Ha aHaTOMUYECKOM
ypoBHe. Bricokasi creneHb KOHCEpBaTU3Ma CerMEeH-
TallMy TOJIOBHOTO MO3ra y pa3HbIX I'PYIIN MO3BOHOY-
HBbIX KaK Ha MOP(OJOrMYecKOM U MOJIEKYJISPHOM
YPOBHE YKa3bIBaeT Ha TO, UTO IJIAH CTPOCHUSI U €ro
TeHeTUYeCcKasi OCHOBAa 3TOM CTPYKTYPBI C(POPMUPO-
BaJIMCh Y OOIIIETO MpeaKa TPYIHIbI.

OmHUM 13 OCHOBHBIX ITyTeii MpU PEKOHCTPYKLINHU
3BOJIIOLIMOHHO 0a30BOro IJjaHa CTPOEHUS OTIEC/Ib-
HOI1 CTPYKTYPHI SIBJISICTCSI UCCJIEJOBaHUE OCOOEHHO-
CTell BKCIPECCUU OPTOJIOTOB KIIIOYEBBIX TEHOB Map-
KEPOB 3TOil CTPYKTYphl Y pa3HbIX IPYII IIO3BOHOY-
HBIX M WX OnmXaimmx poacTBeHHMKOB. Hawnbosee
OJIM3KUMM IpyNIIaMU K TO3BOHOYHEIM SIBJISIIOTCSI Ta-
K1e IIPEACTAaBUTENIM XOPHAOBBIX KaK OecuepemnHble
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(TJaHLIETHUKK) U OOOJIOUHMKU. B mociegHue romsl
MOSIBMJIOCh MHOTO HOBBIX JAHHBIX 00 OCOOEHHOCTSIX
SKCIPECCUU PETYIITOPHBIX T€EHOB B PAaHHEM pa3BU-
TUU 3TUX TPYIII, KOTOPbIE Mbl 1 pACCMOTPUM HITXKE.

[TOMCK I'OMOJIOI'OB KOHEYHOI'O MO3T'A
Y BECYHEPEITHBIX 1 OBOJIOYHHNKOB

Ty XopmoBBEIX BKITIOYAET B ce0sI TPU IMOATUIIA —
oecuepenHbix (Cephalochordata), 060109HUKOB (Tu-
nicata) u no3BOHOYHbIX (Vertebrata).

Bcex mpencraBuTesieil TUIIA XOPIOBbIX OObEIUHSIET
HaJIMuMe Me30JIepPMaJIbHOTO TsKa — HOTOXOpIa, XBO-
CTOBOTO (IMOCTAaHAJIBHOTO) OTHEeNa Telda W JTOPCATbHO
paCITOJIOXKEHHOM HEpPBHOM TPYOKW. DBOJIOLIMOHHAS
IUBEPTEeHITNS TPeX TPYIII XOPOIOBBIX POM30IIIIa OKO-
710 550 MutH et Hazan (Putnam et al., 2008).

IMoaTun GecyepenHBIX WM JIAHLIETHUKOB BKJITIO-
yaeT 23 BUAa MOPCKHUX XKUBOTHBIX. BHellIHe aH1eT-
HUKM TTOXOXM Ha PbIO, HO HE UMEIOT KOHEUHOCTEMH,
YeII0CTel 1 MapHbIX CEHCOPHBIX OPraHoOB, XapaKTep-
HBIX JJIsI TIO3BOHOYHEBIX, 110 TUIY OUTaHUSI — (PUIb-
TPaTOpPHI.

CexkBeHUpOBaHME TeHOMa (PIOPUACKOTO JaHIIET-
HuKa Branchiostoma floridae moxa3ajno BBICOKHIA ypO-
BEHb €r0 CUHTEHUM C TeHOMaMU IT03BOHOYHBIX. [1po-
BEISHHOE CpaBHEHME TakKe MOATBEPAWIO HICIO,
BIIEpBbIE BhIicKazaHHY10 B 1970 r. Ohno o nByx payH-
JIaX TIOJTHOTEHOMHOM AyTUIMKALMU, ITPOU30LIEIIICH
Yy MMO3BOHOYHBIX. YacTh TOMOJIHUTEIBHBIX KOTUIA Te-
HOB, MOSIBUBLLIUXCS TIPU TOM OYTUIMKALIMU ObLIU BITO-
CJISICTBUM yTpayeHEI, HO TeHbI, y4aCTBYIOIIME B pa3-
BUTUU W KOOUPYIOIINE CUTHAJIbHbIE OEIKU B Macce
CBOEI COXPaHWJIUCH, 1, BIIOJIHE BEPOSITHO, TTIOCITYKI-
JIM TeHeTUYeCKMM (PyHIAMEHTOM O0SCIIEYMNBIIIMM I10-
SIBJICHUE W TIOCJICOYIOIee pa3BUTHE CIIOXKHOCTPYKTY-
PUPOBAaHHOTO MO3Ta O3BOHOYHBIX.

OTcyTcTBME T€HOMHOWM NYIJIMKAIlMUM U MEMJIeH-
Hast CKOPOCTb 3BOJIIOLIUHU TTO3BOJISIIOT pacCCMaTpUBaTh
OecuepernHbIX KaK IpyIIny, OJU3KYIO IO CTPOSHUIO K
npeakoBsIM popmam xopaoBbix (Holland, 2015). Ho-
MOJTHUTEbHOM TTOAAEPXKKOM TaKOTO B3IJISIAA BBICTY-
MaroT UcKoraeMbie (popMbl, Takue Kak Haikouella, B
3HAYUTEJIbHOW Mepe CXOMHbIe C JIAHLIETHUKOM, HO
o0J1anaBliive MapHbIMU [J1a3aMU M CPAaBHUTEIBHO OOJTb-
mmMHu pa3Mmepamu moara (Morris, Caron, 2014).

Ha nepennem Kpae HepBHOM TPyOKM JIAaHIICTHUKA
pacnoJjiaraeTcs yToJleHue — MO3TOBOM ITy3bIpb, KO-
TOPBIA MOP(POJIOrMYECKM MUMEET He TaK MHOIo 00-
IIUX YePT ¢ OTAeJIaMU FOJOBHOIO MO3Ta MO3BOHOY-
HbIX. OmHAKO IIpU aHaJIMU3e MAaTTEPHOB BKCIIPECCUU
KOHCEPBATUBHBIX PETYISITOPHBIX I'eHOB OBLJIO ITOKa-
3aHO, YTO OMNpEIeJICHHbIC TOMOJIOTUYHEIE YEPThI C
MO3TOM MO3BOHOYHBIX UMEIOTCS. DTO 3aJHUIT OTHE,
MIPOMEXYTOYHbBIIA MO3T C TOMOJIOIOM MUHEATIbHOTO
opraHa, 1, BO3MOXHO, MaJIEHbKHUIA ITO pa3Mepy Cpeli-

HUIA MO3I, KOTOPbII MOJYy4aeT CUTHAJbI OT (DPOH-
TanbHOTO T71a3a (Toresson et al., 1998).

Anatomunyecku [THC naHlieTHUKA HE UMeET BbIpa-
>KeHHOM CerMeHTalluy, 3a UCKJIIOYeHUeM 3aJHeil rpa-
HUIIEI MO3TOBOIO ITy3bIpS M IIepeaHe-3aaHsIsT MapKu-
POBKa OOBIYHO MPOM3BOAUTCS IO COMUTaM, KOTOPBIE
TSIHYTCSI IO CaMOro IepeIHero Kpas teja. Jlokazareinb-
CTBOM HAJIM4MS Y JJAaHIIETHMKA TOMOJIOTa 3aIHETO OTIe-
JIa MO3Ta SIBJIsIeTCST OOHapykKeHHast aKcrpeccust Hox re-
HoB (Shubert et al., 2006). AHAIM3 TTATTEPHOB SKCITPEC-
CHU PETYJIITOPHBIX T€HOB MOKa3aJl, YTO Y JaHIIETHUKA
MPUCYTCTBYIOT, 10 KPaHEN MEPE YACTUYHO, TEHETUYE-
CKME MEXaHU3MbI, IETEPMUHUPYIOIIE TP OCHOBHBIX
OpraHU3allMOHHBIX LIEHTpa (BTOPUYHBIX OPraHU3aTo-
pa) Mo3ra MOo3BOHOYHBIX — MepeAHUI HEPBHBIN BAJIUK
(anterior neural ridge, ANR), zona limitans intrathalami-
ca (ZLI) u rpaHuviia MeXIy 3aIHUM U CPETHUM MO3TOM
(MHB). INepenumnii kpait IIHC y maHueTHNKA, KaK 1y
MO3BOHOYHBIX, 3KcmnpeccupyeT DIx5, FoxGl, Fgf§
(Holland et al., 1996; Bertrand et al., 2011).

Ha ocHoBe npoBeIeHHOTO UcClIeI0BaHUST OCOOEH-
HOCTe 3KcIpeccuu 48 MapKepHbIX T€HOB JIAHLIETHU -
Ka, TOMOJIOTUYHBIX OMMCAaHHBIM PETYJISITOpaM pa3BU-
THSI TOJIOBHBIX CTPYKTYP IO3BOHOYHBIX ObLIA IIPEIJIO-
XKeHa cxeMa pasfelieHUsI 3adaTka €ero HEpBHOM
CHCTEeMBI Ha 2 pernoHa — nepeaHnii Ofx-1oNI0XNUTEIIb-
vb1ii (ARCH, archencephalic prototagma) u 3agHuii,
askcnpecupyrommii Gbx (DUE, deuteroencephalic pro-
totagma). Y 103BOHOYHBIX IpaHUIIA MEXIY 00JacTsI-
MM 3KCIPECCUU ITUX T€HOB OTMEYaeT OAUH U3 BaXK-
HBIX BTOPUYHBIX OPTaHU3aTOPOB — I'PAHUILY CPEIHETO
u 3agHero otaenos Mo3ra (MHB). Ilepennuit (Otx+)
JIOMEH IIPpU 3TOM MOKET OBITh B CBOIO OYepeab ITO/I-
pasaesieH Ha OCHOBE 3Kchpeccuu reHoB Fezf u Irx.
Kak 1 y TO3BOHOYHEIX, Y JIAHIIETHUKA 3KCIIPECCUs
Fezf obOHapyxXuBaeTcs B caMoOil IIepeaHeil 4acTu
HEpBHOM TpyOKM HAa paHHUX CTagUsIX ee (hOpMUPOBa-
Hus. C3aau K 3TOMY TOMEHY, IIPUMEPHO II0CEepeINHE
MO3TOBOTO ITy3bIpsI IIpUJIETaeT 00JIaCTh SKCIPECCUU
Irx. WccnenoBaHusi, IMpoBeACHHBIE HA IO3BOHOY-
HBIX, TTOKa3aJjii, YTO rpaHMIla 00JacTeil SKCIIpeccuu
Fezfu Irx maet Havya10 BAXKHOMY OpraHU3allMOHHOMY
LEeHTPY Ha TpaHUIIe TIpeTajamyca U Tajamyca — ZLI
(Scholpp et al., 2007; Rodriguez-Seguel et al., 2009).
ITpu 3TOM TrOMOJIOTHST 3TOM OOJIACTU Y JIAHLIETHUKA U
MO3BOHOYHBIX HE SIBJISIETCSI ITOJTHOM, MOCKOJIBKY 3KC-
MPECCUPYIOLINIACS B 3TOI O0JIACTH Y JIAHLIETHUKA TeH
engrailed y mO3BOHOYHBIX OOHAPYKMBAETCsI Ha TPaHULIE
cpenHero u 3agHero otaenon (Castro et al., 2006).

ITo pesynbTataM aHajauW3a T€HOAPXUTEKTYPHI Me-
penHeil yacTM MO3TOBOIO ITy3bIpsl JaHIIETHMKA Ha
ctagumn Helipysbsl (7 comutoB) Albuixech-Crespo u
COaBTOPBI Ha3bIBAIOT Fezf MONOXUTEIbHYIO 00JIaCTh
runotajgamo-TpetaiaMmuyeckuM 3auatkoM (HyPTh),
a mpujerapllnuii K Heit c3any Irx-IoJd0XKUTEIbHBIA
IIoMeH — AusHIledano-mMe3eHledaTnyeckuM 3a4aT-
koM (DiMes). B cBoio ouepensp, IepeqHUiA U3 TOMe-
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HoB (HyPTh) momonmHuTenbHO moppasnesisieTcss Ha
TPM 30HBI 1O TIepeiHe-3aaHell OCU. ABTOPbBI MMPUXO-
JISIT K BBIBOAY, YTO HauOoJiee MepeaIHU 13 OTACIOB
MO3TOBOI0 My3bIPs1 JIAHILIETHUKA COOTBETCTBYET 3a-
yaTKy MNepeaHero OoTAejda MPOMEXYTOUYHOIO0 MO3ra
nmo3BoHOYHBIX (Albuixech-Crespo et al., 2017). Otot
BBIBOJI, COTJIACyeTCsl C JOMUHUPYIOIIEN Ha CETOMHSIIII-
HUI N€Hb TOYKOM 3pEHUS, COTJIACHO KOTOPOH, y CO-
BPEMEHHBIX OecUyepemnHbIX (U, C OOJBIION noJeil Be-
POSITHOCTU Yy MPEIKOBBIX (DOPM XOPAOBBIX) B Kaye-
ctBe TiepenHero otmena ILIHC BpicTymaeTr romosor
MPOMEXYTOYHOTO OT/e/la MO3ra TO3BOHOYHbIX, a KO-
HEYHbBI OTIeJ MO3ra MOSIBISETCS B 9BOJIOLIUU 03~
JKe, TOJIbKO Y TIO3BOHOUYHBIX. Takke oTMeuaeTcs, 4To
IMPOMEXXYTOUYHbIN M CpEIHUI OTAEIbl MO3TOBOTO My-
3bIpsl JIAaHLETHUKA, TOMOJIOTUYHBIE COOTBETCTBYIO-
IIIUM OTAEJaM MO3Ta MO3BOHOYHBIX pa3BUTHI cyiabo,
COCTOSIT JIUIIb U3 IBYX PSIJIOB KJIETOK, 9KCIIPECCUDPY-
omnx Pax4/6. DToO MOXET CBUICTEIBCTBOBATH 00
9BOJIIOIMOHHOM €IMHCTBE T'OMOJIOTUYHBIX 3TOMY
CEerMEHTY OTIEJIOB MO3Ta MO3BOHOYHBIX — TajaMyca,
nperektyma U cpenHero mosra (Albuixech-Crespo
etal., 2017).

ITockonpky muddepeHIIMpoBKa HEPBHOM CUCTE-
MBI y JIJAHIIETHUKA, KaK M Y TI03BOHOYHBIX, TIPOMCXO-
AT Ha paHHUX 3TallaX OHTOTeHe3a, B KaueCTBe OObEK-
TOB UCCAEAOBAaHUII TIpU HU3YYEHUU OCOOECHHOCTEM
CTPOEHMUSI OTIAEIBbHBIX CTPYKTYP U ITOMCKAX TOMOJIOTUIA
C IpyTMMM TPYyMIaMy XUBOTHBIX BbICTYNAIOT OOBIYHO
paHHUE CTamuM pa3BUTHs. B To ke BpeMsi, TIpoBeneH-
HBI aHaM3 SKCIPECCUM TIePeIHETOIOBHBIX TEHOB-
MapKepOB Y B3POCIBIX OCOOEi JIaHIIETHUKA TIPUHEC
HeoxXumaHHble pesyabrathl. [locie mMeramopcdosa B
MO3TOBOM ITy3bIp€ B3pOCJIOro JaHIIETHUKA ObLT OOHA-
PYXXEH TOMEH, OJU3KUI MO CBOeit TeHOapXUTEKType
HENPOSMUTENINIO Pa3BUBAIOIITUXCS] KOPBI M TOTKOPKO-
Boii obnactu mo3BoHOYHBIX (Benito Gutierrez et al.,
2018). B HeM oOHapyKMBajlach OOIIMPHAsI 00JIaCTh
SKCIIpeccud reHa FoxG 1, TipocTuparomiasics ot Iiasa,
o mepenHero Kpast uHQyHIUOyIsipHOro opraHa. Ha
JIMYMHOYHOM cTaguu 3Kcripeccust FoxG 1 oOHapyKuBa-
JIach TOJIKO B OTIETBHBIX KJIETKaX ITepeTHE 9acTh Te-
na. Kpome FoxG1 B nopcajibHOIT YaCTU MO3TOBOTO ITy-
3BIps ObIJTa OOHApYXKEHA 3KCIpeccust TeHOB EmxA n
FEmxB, He onicaHHBIE paHee Ha TUIMHOYHOM CTaIuu
u reHbl Lhx2 u Lhx9. [lopco-BeHTpabHasi KOMIapT-
MEHTaIM3a11sl KOHEYHOTO MO3Ta MO3BOHOYHbBIX, CO-
CTOSIILIETO M3 KOPbI U TMOAKOPKOBBIN 30HBI, MOXKET
OBITH OXapaKTepu30BaHa 00JIACTIMU SKCITPECCUU T'e-
HOB Pax6 n Nkx2.1 (Hebert, Fishell, 2009). Okasa-
JIOCh, YTO MATTEPH 3Kcnpeccuu reHa Pax4/6'y B3poc-
JIOTO JIAHIIETHUKA CHJIBHO OTIWYAETCS OT JMYMHOY-
HOIi cTaauu, 60JIbllle HAITOMUHAs TaTTepPH OPTOJIora
Pax6 no3BoHouHBbIX. Tak, y B3poCJbIX 0cobeit reH
Pax4/6 obHapyxXuBaeTcsl TOJBKO B JTOpPCAIBHOI Ya-
CTH MO3TOBOTO ITy3bIPsI, YACTUYHO ITePEKPHIBASICH C
nomeHamu skcnpecuu Emx v Lhx2/9. TlattepH aKc-
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npeccun NkxZ2.1, HaGaomaeMblii Ha JTMYMHOYHOM
CTaguM B 3aIHE-BEHTPAJIbHOII YaCTH MO3TOBOIO ITy-
3bIpsi, Ha B3POCJION CTaAuM HOIIOIHSIETCSI JOMEHOM,
JIOCTUTAIOIIMM TIepeTHE YaCTU MO3TOBOTO ITy3bIPS,
YaCTUYHO MEPEeKPHIBAIOIIETOCS ¢ 001aCThIO 9KCIIPEC-
cum FoxGl. JloMeH 3KCIpecCUy B MO3TOBOM ITy3bIpe
ObLI OOHapyKEeH Ha B3pOCJIoii cTanuu 1y reHa Hedge-
hog (Shh, Hh), akTHUBHOCTb KOTOPOTO B IepeHei ya-
CTU HEePBHOI TUIACTUHKU Y TTO3BHOYHBIX HEOOXOM M-
Ma sl popMHUpOBaHUs KoHedyHoro moara (Retaux,
Kano, 2010). ITo3gHss aktuBamus sKcrpeccun Hh B
MO3TOBOM MY3bIpe MHIyHUpyeT AuddepeHLIMPOBKY
0o0IIMpPHOI 00J1acTy, aKcnpeccupylomeit FoxG 1, Koto-
past B JajdbHEHIIeM IToapa3aeiisaeTcsl Ha HOpCaIbHBIN
Emx-Lhx2/9- Pax4/6 NoN0XWUTeNbHBIN U BEHTPATbHbII
Hh-Nkx2. [-10JT0OXUTENbHBIN JTOMEHDI.

B coBoKynmHOCTU C TaHHBIMU 00 OOHAPYKEHUU Y
JIAaHLIETHUKA OOPCAJIbHON IIOIY/ISIIMKA TJIyTaMaTap-
TMYECKUX U XOJIMHAPTUYECKNX HEMPOHOB 3TO HCCIIC-
JIOBaHME IOKa3bIBaeT, YTO Yy JIAHIETHMKA, IO BCEM
BEpPOSITHOCTU, IU(PEepeHINPOBKA CTPYKTYp MO3Ta
MPOMCXONUT B ABa 3Tamna: Ha JUYMHOYHOI CTaguu
¢GopMUpPYIOTCS BEHTpPaJbHbIE CTPYKTYpPhI, a IIOCJIE
MmeTamopdosa — nopcanbHbie (Benito Gutierrez et al.,
2018). Ha Ha1 B3rJisia, 3TU HOBbIE JaHHbBIE UHTEPEC-
HBI TAKXKE C TOUKHU 3peHUsI OOIIEro ITOHMMAaHUST MeXa-
HU3MOB MOSIBJICHUSI HOBBIX CTPYKTyp. Habmomaemas y
JIaHLIETHMKA BbIPaXKEHHAas1 TeTEPOXPOHUS SKCIIPECCUU
TEHOB-MAapKEePOB KOHEYHOI'O MO3ra SIpKO WJUTIOCTPU-
pyeT TIPEeanoYTUTEIbHYIO BEPOSITHOCTh ITOSIBICHUS
SBOJIIOIIMOHHO HOBOM CTPYKTYpPBEI Ha CpPaBHUTEIBLHO
MO3MHUX CTAINSIX OHTOTeHEe3a.

YV 0007109YHUKOB, B OTJIMYME OT JIAHLIETHUKOB, Ha
MMO3BOHOYHBIX BHEIITHE TTOX0XAa JIUIITb CBOOOIHO T1j1a-
Batoliasi JIMYMHKA, KOTOpas mocjie meTramopdo3sa
MpeBpaniaeTcss BO B3pOCIYI0 0CO0b, BEIYIIYIO MPHU-
KpemeHHbI 00pa3 xu3Hu. Hanbosee n3ydeHHBIM
MpeacTaBuTesieM 3TO TPYMIbl SBASETCS acLUAWS
Ciona intestinalis, B3pociiag 0COOb KOOPOM HMeEeT
MEIIKOBUIHOE TEJIO U JBa OTBEPCTUS — BBONSIIWMN U
BeIBoIAIIMIA cuoHbI (Nieuwenhuys, 2002). ITpu 3ToMm,
aHaJIM3 TEHOMHBIX JaHHBIX TTOKa3aJl, YTO, HECMOTPS Ha
OombiIre MOpPGOJOrMIeCKre pasndusi, 00O0TOIYHUKHN
SIBJISTIOTCST O0jiee OIM3KMMU POACTBEHHUKAMU TTO3BO-
HOYHBIX, yeM GecuepernHble (Delsuc et al., 2006). B to
>Ke BpeMsl, OTMeYaeTCs, YTO 000TOUYHUKHU 3BOTIOINO-
HUPOBAJIU CPAaBHUTEIBHO OBICTPO U UX TEHOM CUJIBHO
peayuupoBaJiCcsl, yTpaTUB MHOTHUE PETYISITOPHbIE Te-
HbI. JINUMHKA XK€ COCTOUT U3 CPaBHUTEIBHO HEOOJIb-
IIOTO YMCJia KJIETOK. DTU OOCTOSITENIbCTBA CUJIBHO
OCJIOXXHSIIOT TTOTIBITKM BOCCO3JaHUsI OOIIEro mpeaka
M03BOHOYHBIX 1 06onouyHrKoB (Holland, 2015).

XapakTepHble MPU3HAKU XOPIOBbIX — HOTOXOPI U
JIOPCAJILHO PACIOJIOKEHHAsI LIEHTpalbHasl LiepBHAs
cuctemMa oOHapyXMBaKOTCS y aCLUINUM TOJbKO Ha JIU-
YUHOYHOM CTaIuM U IPU MeTaMopd03e 3TU CTPYKTYPbI
pecopoupyorcsd. ITHC nmmumBKM BKIIOYAeT pacliy-
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PEHHYIO TOHKOCTEHHYIO MEPEIHION0 YacTh, BEPETEHO-
00pa3HbIil TIPOMEXYTOUYHBIM W IJIMHHBIA XBOCTOBOM
otnenbl. [lepenHuii oTae OObIYHO HAa3bIBAIOT CEHCOP-
HBIM ITy3bIPEM U BKITIOUYAIOIILYO BEHTPAJIBbHBIN OTOJIUT,
TPYIIITy BEHTPO-KAyJAJBHBIX KIIETOK, ITPEITOIOXU-
TEJIBHO BBIMOJHSIOIINX POJIb CEHCOpA HABJICHUSI U
JIBUXKEHUSI U OTHOCUTEJIBHO KPYITHBIN (hoTOpeLienTop-
HBbII1 OpraH.

B ceHcopHOM my3bIpe JTUYMHKU acUMAUM ObLia
oOHapy:KeHa 3Kcrpeccust reHa Hroth — eTUHCTBEH-
HoOro romoJjora reHa Ofx ITO3BOHOYHEIX. XapaKTep
9KcrIpeccun obHapyxXeHHoro reHa HrPax2/5/8 ot-
JIMYAJICS OT TOMOJIOTUYHBIX eMy reHoB Pax2, Pax5 n
Pax§ mo3zBoHOUHBIX. bbin Takke 0OHApYKEHBI TPU
Hox rena, romonornunsie reHam Hoxb 1, Hox3, Hox5
(Wada et al., 1998).

IMonyyeHHbIe JaHHBIE TTOKA3bIBAIOT, UTO CETMEH-
Talust HepBHOM CUCTEMbI HA OCHOBHBIE OTHEbI — T1e-
pemHuii (Tmpo3eHIedalIoH + CpemTHU MO3T), Cpel-
HUil (TTpodoATOBaTHIi MO3T) W 3aAHUil (CTIMHHON
MO3T) OTHEJIbl HAOJIOMAaOTCs Y BCeX XOPHOBBIX UTO,
IT0 BCEi BUOMMOCTH, SIBJISIETCST OTpaskeHUEM TTOSIBIIE-
HUS TaKoit mruddepeHITMPOBKY €Ile 10 SBOIOIINOH-
HOTO pasnesieHrs 6ecuepeITHbIX, 000JIOYHUKOB U TTO-
3BOHOYHBIX.

KOHEYHBbIN MO3I' ¥ BECHEJIIOCTHBIX,
KAK APEBHEMIIUNX IMPEACTABUTEJIEN
ITO3BOHOYHBIX

B KoHTeKCTe M3yyeHUs] MEXaHU3MOB PaHHETO pa3-
BUTHSI HEPBHOI CUCTEMbI TIO3BOHOYHBIX, O€CUETIOCT-
HbIe (KPYIJIOPOTHIE) SIBIIIOTCS YHUKAJIBHOM TPYITITONM
KUBOTHBIX. [10CKOJIBKY VX TIPEIKI OTACIMINCH OT 00-
IIIETO CTBOJIA TTO3BOHOYHBIX Ha CaMbIX paHHUX 3TaItax
WX 3BOJTIOINH, Y TEHOB 3TOM TPYIIITHI, ¢ GOJIBIIOI Bepo-
SITHOCTBIO, MOT COXPaHUTHCS IPEBHUI TUIT SKCITPECCH -
OHHBIX TTATTEPHOB, XapaKTepHBII T TIPEIKOB MTO3BO-
HOYHBIX.

CoryacHO JuTepaTypHBIM JaHHBIM, paslelieHUe
BeTBeil GECUCIOCTHBIX U UYEJIIOCTHOPOTBIX MPOU30-
1IJTO HA CaMbIX paHHUX ATallaxX 3BOJIOLMU TTO3BOHOY-
HEIX B najieo3oe. 1o psaoy olleHOK, 3TO pas3ieiieHue
MOTJIO TIPOU30MTH ellle B KEMOPUIICKOM ITepuoe, TO
eCcTb 0K0JI0 535—462 maH neT Ha3zan (Janvier, 2006;
Kuraki, Kuratani, 2006; Feinberg, Mallatt, 2013).
HauGonee npeBHMM U3 OOHApPYXEHHBIX Ha CEro-
IHSIIHWUN IeHb BUIOB MUHOT sSIBIIsIeTcsT Priscomyzon
riniensis, ormucaHHblii B 2006 r. (Gess et al., 2006).
ABTOpPBI OTMEYAIOT, UTO Y 3TOTrO JAEBOHCKOTO Tpe-
CTaBUTEJISI MUHOT YXe IIPUCYTCTBOBAJd XapaKTep-
Hble MOpdoJornyeckKrue MPU3HAKKU TPYMIIbI, TaKue
Kak, Kpyrjasi BOpOHKaA ¢ 3y0aMu U xKabepHbIii anmna-
pat. Bo3pacrt atoro nckomnaemoro u3 FOxHoit Agppu-
KU COCTaBJISIET OKOJIO 360 MJIH JIeT.

CoBpeMeHHbIe OeCUeMIOCTHRIE BKIIOYAIOT B Ce0sl
MpeacTaBUTENIeil IBYX KJIACCOB — MUHOT M MUKCHH.

BAMPAMOB u np.

BonbimmHcTBO MccnenoBarelieii Ha CETOOHSIIITHUII
JIeHb CXOISITCS BO MHEHUM, UYTO KPYTJIOPOTHIE SIBIISI-
IOTCSI MOHO(UIIETUYECKOI TPYIIIION W pasaelicHue
MWHOT 1 MUKCUH OpUEHTUPOBOYHO JaTupyetcs 470—
390 maH ner (Kuraki, Kuratani, 2006; Osorio, Re-
taux, 2007).

ITo cpaBHEHMIO ¢ MUKCMHAMM, MUHOTY O0Jiee 10~
CTYITHBI B KaU4eCTBe J1abOpaTOPHOro 00bEKTa, IOITO-
MY UICTOPUYECKU OCHOBHAS YacTh PabOT ObLjla MMOCBSI-
IIeHa MCCIIEMOBAaHUIO UMEHHO 3TOM rpyribl. MHTe-
pec K MUHOTaM, KaK K He BIIOJIHE TPaAULIOHHOMY,
HO TIEePCIEKTUBHOMY OOBEKTY ST JIaDOpPaTOPHBIX
HMCCIIeIOBaHMM, HEYKJIIOHHO Bo3pacTaeT (Green et al.,
2014; McCauley et al., 2015; Yang et al., 2016).

Ha ceroasiminuii neHb onvcaHo okosio 40 BUIOB
MUWHOT, XHUBYIIMX B YMEPEHHBIX IIUPOTaAX O0OOUX TTO-
nymapuii (Renaud, 2011). IlpeacraButenu Bcex BU-
JIOB MUHOT Pa3MHOXaIOTCS JIMIIb OJIMH Pa3 B XNU3HU.
MHukybanus UKpbl B eCTECTBEHHBIX YCIOBUSIX TTPOUC-
XOJIUT Ha TaJIEYHUKOBBIX IPYHTaX MpU TeMIiepaType
Boabl 11—18°C. ITpomo/KUTeIbHOCTh MHKYOAIMU U
CKOPOCTh 3MOPHUOHAJIILHOTO Pa3BUTUSI 3aBUCSIT OT
TeMIiepaTypbl BoJbl. Uepe3 HECKOJIbKO JHE Mmociie
BBUIYTUICHMS] IMYMHKU MUHOT — MECKOPONHKU MOKMU-
JalOT THE3[a U PACCENSIOTCS MO PEUYHON CUCTEMeE
(ITaBnoB u ap., 2014), roe IIPOBOISIT IO pa3HbLIM JaH-
HBIM OT TpeX J0 MSATH JeT.

C TOUKMU 3peHUSI CTPOEHUSI TeJla MUHOTH UMEIOT PSIJT
O0IIMX C YEJTIOCTHOPOTHIMU TIPU3HAKOB, TAKUE KaK Io-
JIOBHOW Y CIIMHHOI MO3T, XOp/1y, YepeTl, INIOTOYHbIE ap-
KU, TIPOU3BOJIHbIE COMUTOB. B TO e BpeMs y HUX €CTh
PSIA CYIIECTBEHHBIX OTIWYUN — pOT-IIprcOocKa, hop-
MUPYIOIIUIACS B Xolie MeTaMopd03a, OTPBIThIA MUHE-
aJTbHBIN OpTaH, 1Ba MOJTYKPY>KHBIX KaHAJIa BO BHYTPEH-
HEM yX€, NHOE CTPOCHUE MIOTKU, OTCYTCTBYIOT YEIIIO-
ctu 1 mapHble KoHeuHoctu (Kuratani et al., 2001;
Osorio, Retaux, 2007).

I'eHeTnyeckoii ocHOBOII psina apomMopdo30B U
BO3HMKHOBEHMSI HOBBIX CTPYKTYpP MO3BOHOYHBIX
MOTJIU CTaTh OYIJIMKALIMU TeHOMOB. Borpoc o ToMm, B
KaKoif MOMEHT B DBOJIIOLIMM OHU MPOUCXOAWUIIU aK-
TUBHO OOCYXZIAJICSI B MOCJIEMHES BpeMs U BaXKHYIO
pOJIb TYT UTpajl aHAJIM3 KJIacTepoB Hox-TeHOB y pa3-
HBIX TPYMII XKMBOTHBIX. BOJIBIIMHCTBO 4€1I0CTHOPO-
TBIX comepkaT 4eThipe JJokyca Hox m Para Hox reHOB,
TOTroa KakK JaHIOEeTHWK, HauOoyiee NPUMUTHUBHBINA
MPEICTaBUTEIb XOPAOBBIX, COIEPXKUT BCETO 110 OTHO-
My JOKyCy 3TuX reHoB. IIpomcxoxneHne deThIpex
JIOKYCOB y YEJIIOCTHOPOTHIX OOBSICHSJIOCH IBYMSI pa-
YHIAMU TIOJTHOTEHOMOI IyIJIUKAllMM Ha pPaHHUX
sTamnax 3oouuu (Putnam et al., 2008). Kak 0bL10
MoKa3aHo, B TeHOME MUHOT, B OTJIMYUE OT YETIOCTHO-
POTHBIX, COOEPXKUTCS, IO MEHBIIIEH Mepe, IIECTh JIO-
KycoB reHa Hox (Mehta et al., 2013), 4yTo MOXeT yKa-
3bIBaTh Ha JOIOJHUTENILHBIA payHn IyIUIMKAIUu
3TUX TeHOB Y MuHOr. OOHAKO, IIPU 3TOM, Y MUHOT
OBLIO OOHAPYXEHO TOJILKO ABa JoKyca ParaHox re-
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HOB (Gsx, Pdx, nu Cdx). DT jaHHBIE, B CBOIO OUYepellb,
TOBOPST O TOM, UTO OyIIuKauus Hox TeHOB y MUHOT,
BEPOSITHO, SIBIISLIACH PE3Y/ITATOM He MOJTHOTEHOMHOI
IYIUIMKAIAM, a CKOpee YaCTUYHOM, IMPOM30IIlIa YXKe
Tocjie pa3ae/ieHrs] SBOTIOLMOHHBIX JIMHUI MUHOT U
YeTIOCTHOPOTHIX (Zhang et al., 2017). TakuM obGpazom,
COTJIACHO 3TOM TOYKE 3pEeHUSI, OOIINM y O€CUETIOCTHBIX
W YEJTIOCTHOPOTHIX ObUI OOWH payH, ITOJTHOTeHOMHOM
IYIUIMKALAM, a B JaJTbHEHIIEM OYTUIMKALIMUA ITPOMCX0-
JIVIM B 9TUX TPyIIIaxX HE3aBUCHMO.

INocKojbKy MOsIBieHUE KOHEYHOI0 MO3ra CTajio
OIHUM U3 BaXXHEHIINX apoMOpdh030B IMTO3BOHOYHBIX,
GoJibllIoe BHUMaHHWE MCCJenoBaresieii IpUBJIeKaeT
CTPOEHYE TOJIOBHOTO MO3ra MUHOT, U OCOOEHHO KO-
HEYHOTO MO3ra, KOTOPBIA MOP(MOJOrMYECKH BIIEp-
BbI€ TTOSIBJISIETCSI UMEHHO Y 3TOM TPYIIITBI JKUBOTHBIX
(puc. 1B).

MopdosIorudeckKy roJIoBHOM MO3T MUHOT TTOXO03K
Ha MO3T KOCTHCTBIX PbIO, 32 UCKIIIOUEHUEM Psiia OCO-
OEHHOCTEM, TaKMX KaK XOPOIIO Pa3BUTHINA 3nudu3,
pACIIOJIOKEHHBIM TIOJ Ha3aJIbHBIM OTBEPCTHEM, U
OueHb cjlabo pa3BUTHIA Mo3xXKedyokK (Sugahara et al.,
2017). I1pu uccnenoBaHUY T€HOAPXUTEKTYPbl KOHEU -
HOT'O MO3ra MUHOT, B €ro JOpCcajlbHOM YyacTu Obuia 00-
HapyeHa 2KcIipeccust reHoB Pax6 (Murakami et al.,
2001) u Emx (Tank et al., 2009), a B BeHTpaJIbHOI — Te-
HOB DI/x (Miojin et al., 2001; Murakami et al., 2001;
Neidert et al., 2002). O6HapyXeHre 30H SKCIIPECCUU
Pax6 v Dix 1 ctajio Ha paHHMX 3Tallax MCCIeIOBaHMA
OCHOBHBIM CBUJIETEILCTBOM HAJIMYMSL Y MUHOT CTPYK-
Typ, TOMOJIOTUYHBIX KOHEYHOMY MO3Ty YeJIIOCTHOPO-
ThIX. [Ipy 3TOM OTMEUAI0Ch, YTO KOpa 1 TUIIOTaIaMyC y
MUHOT pa3BUTHI elle ciaado (Murakami et al., 2005).
Honroe BpeMsi Y MUHOT CYUTAJIMCh OTCYTCTBYIOILIUMM
CTPYKTYpbl MEAWAIbHOIO TaHTJIMOHApPHOIo Oyropka
(KOMITOHEeHTa 0a3aJIbHBIX siiep KOHEUYHOro Mo3ra) u
poMOHYeCcKOil ryobl — 3a4yaTKa Oyayliero Mo3xedka,
YTO CKJIOHSLIO HccieaoBaTesieii KO MHEHUIO O BO3-
HUKHOBEHUM BTUX CTPYKTYP Y YETIOCTHOPOTHIX YXkKe
MOCJIe UX OTAEJIEHUS B 9BOJIIOLIMU OT OECUETIOCTHBIX
(Sugahara et al., 2017).

ITouck KOHCepBaTUBHEIX OIS ITO3BOHOYHEIX IIe-
PEIHETOJIOBHBIX T€HOB Y MUHOT, B COYETAHUM C YC-
cJIefOBaHUSIMY HAa MUKCHUHAX, IPUBEIX K TOMY, UTO B
MOCJIeIHNE TOAbl Y MUHOT OBbLI OOHApPYXEH Psia HO-
BBIX IUISI HUX T€HOB, YTO BHECJIO KOPPEKTUBEI B CJIO-
XKUBIIYIOCSI paHee KapTUHY T'€HOApXUTEKTYphl Ie-
peIHMX OTIAEJIOB Mo3ra. bbuin HaliieHbI 1Ba OPTOJIO-
ra reHa Nkx2.1 — renbl Nkx2.1/2.4Bw Nkx2.1/2.4C,
BKCIIPECCUs] KOTOPBIX HAOJI0AaeTCsl B BEHTPAJIbHOM
30HE MOJKOPKOBOM 00J1acT KOHeYHOro mo3sra. ITo-
CKOJIBKY Y TIO3BOHOYHBIX TeH Nkx2. ] onrcaH B Kaye-
CTBE MapKepa MeAuaaIbHOTO FaHIJIMOHAPHOTO Oyrop-
ka (Sussell et al., 1999), 3Ta HaxonKa yka3bIBaeT Ha
HaJIMYMEe Y MUHOT CTPYKTYpP, TOMOJIOTMYHBIX MEO-
aJIbHOMY TaHIIMOHAPHOMY OYIOpKYy YeIIOCTHOPO-
TBIX, 13 KOTOPOI0, KaK YK€ OTMe4ajloCh, pa3BUBACT-
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Csl IBUTATEJIbHBIN HEHTP HaJUIMAyM, paHee CUMTaB-
LIUICS OTCYTCTBYIOIIMM Yy OecuesitocTHbIX (Sugahara
et al., 2016). Takxke y MUHOT GBI OOHAPYKEHBI TPU
optoJiora reHa Pax6. Bce oHU 3KCHIpeccHpyIOTCs B
dopMupyIOmMXCs TIa3HBIX CTPYKTYpax U MO3Te, YTO
COOTBETCTBYET 3KCIPECCUM TeHa Pax6 y 4elmtoCcTHO-
POTBIX, Y KOTOPBIX 3TOT T'€H SIBJISIETCS] KIIOUEBBIM pe-
ryjasitopoM pa3Butus a3 u [THC (Osumi et al.,
2008; Klimova, Kozmik, 2014). ITpu sToM naTTepH
9KCIpeccur TeHOB Pax6 MUHOT B IPYTUX CTPYKTypax
paznuuaercs. Dkcnpeccusi Pax6a oOHapyXuBaeTcsl B
TeYeHU, yKa3bIBast Ha TO, YTO Y IMPEIKOB MO3BOHOYHBIX
reH Pax6, o Bceit BUMMMOCTH, YJ4acTBOBAII B (popMHM-
poBanuM 3toro oprana (Ravi et al., 2019).

B obyiactu 3agHero Mo3ra y MUHOT ObLTA OOHapy-
>KeHbI TOMOJIOTU T€HOB, yYacTBYIOIIUX B Pa3BUTUU
poMOHUYecKoii TyObl M1 MO3euKa YeTIOCTHOPOTBIX —
reHbl Atohl, Wntl n Ptfla (Wullimann et al., 2011).
DTO yKa3blBaeT Ha TO, YTO TeHETHMYECKIE OCHOBBI
dopMHUpOBaHUS 3TOM CTPYKTYpHI Mo3ra, Mopdoro-
TUYECKA OTCYTCTBYIOIIEH y OeCUeTIOCTHBIX, MOTJIN
chopMHUPOBATHCS €IIIe IO IBOJIOIIMOHHOTO pa3ielie-
HUsI 6ECUYETIOCTHBIX U YeJIIOCTHOPOTHIX. B HOTOXOpIE
HabJrogaeTcs aKcnpeccus reHa Shh (puc. 2).

DKcnpeccus paHHETO PETYIISITOPa Pa3BUTHS MO3-
ra — reda Ofx y MUHOT, HAUMHAETCSI HA CaMbIX paH-
HUX 3TalaX OHTOreHe3a, B paiioHe CIIMHHON TIyObl
Oiacromnopa, a y JUYMHKM HAOMI0maeTcs B 00J1acT
MepeIHEero U CpeIHero OTIAEJIOB MO3ra, A0 I'PaHULIbI
MEXIy cpeaHUM U 3agHuM Mo3roM (Tomsa, Lange-
land, 1999; Suda et al., 2009).

Nurunduropom skcnpeccun reHa Ofx y II03BOHOY-
HBIX M OJHMM M3 KJIIOYEBBIX PETYISITOOPB paHHE
I depeHIMPOBKY IIEPEIHET0 MO3Ta IT03BOHOYHBIX
SIBJISIIOTCSI TOMEOOOKCHBIe TeHbl Kiacca Anf/Hesxl1
(nanee Anf) (Zaraisky et al., 1992). B cepuu paboT Ha
aMduoMsIX OBLIIO IMOKA3aHO, YTO B KJIETKAaX 3a4aTKa I1e-
peaHero Moara 6e10K Anf urpaet posb crienduIecko-
ro pernpeccopa TPaHCKPUITLUU, TTOAABJSISI SKCIIPeC-
CUI0 TEHOB, WHAYLUpPYIOIIUX AUPDEPEHLIUPOBKY
3agHuX oTaenoB Mo3ra (Ermakova et al., 1999, 2007;
Eroshkin et al., 2002; Martynova et al., 2004; Bayramov
et al., 2004). Mcxons u3 3Toro, OblIa BEIABUHYTA T~
IoTe3a O TOM, YTO PEIpPeCcCOpHasi aKTUBHOCTH Anf B
nepenHei 4yacTu 3a4aTKa LeHTpaJIbHOM HEPBHOM CU-
CTEMBI y IIPEeIKOB II0O3BOHOYHBIX OOecIiedmia oopa-
30BaHUE B 3TOM PETrMOHE 0CO0O0iT 30HBI, KJIETKU KO-
TOPOIi OKa3aJIUCh CBOOOIHBI OT MHCTPYKTUPYIOIIETO
BIUSIHUSI TEHOB, OIpPEIESIONINX Cyap0y 0osee 3am-
HUX PETMOHOB HEPBHOII cucteMbl. B pesyibrare, aTta
MepeIHsIs 30Ha HelpaJbHOTO 3a4aTKa, 3KCIIPEeCCUpy-
o1ast Anf, noaydusia cBOOOLY SBOJIOIIUOHUPOBATH B
HOBOM HaIIpaBJICHUHU, YTO U IIPUBEJIO, B KOHIIE KOH-
1I0B, K 00pa30BaHUIO MEPEAHETO MO3Ta. DTa TUIoTe-
3a IOJIy9/JIa BaxkKHOE IIOATBEpPXKICHHUE IIOCIe TOrO,
KaK y TpeX BUIOB MUHOT Lethenteron camtschaticum,
Lampetra fluviatilis u Petromyzon marinus 6611 0OHa-
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BAMPAMOB u 1p.

ZLI

(Che, 25

Puc. 2. OGacTi 5KCIPECCUU PETYISITOPHBIX TEeHOB Ha paHHUX CTaausIX Pa3BUTHUSI eBPOIeiicKoi peuHoit MuHoru (Lampetra
Sfluviatilis) nokazaHHbIe METOIOM TMOPUAM3ALINY ik Situ. a, 6 — naTTepH 3Kkcnpeccuu reHa Hedhehog (Hh). ZL1 — zona limitans
interthalamica. B—3 — 9KCIIpeccysi TeHOB 3a4aTka KOHEYHOT'0 MO3ra. B, I' — 9Kcrpeccusi reHa Lanf. 1, € — akcnpeccusi reHa NogginB.
XK, 3 — 9Kcnpeccust reHa FoxG 1. KM — KOHEUHBII MO3T, YIT — YIITHOM ITy3BIPEK.

pyxeH reH Anf (Bayramov et al., 2016, Baiipamos
u 1p., 2017, puc. 2).

DyHKIMOHATbHBIE UCCIEA0BAHUS TTOKA3aJI1, YTO
reH Anf MIHOT MO CBOMM CBO#CTBaM CXOAEH C TeHAMU
Anf4eoCcTHOPOTHIX, 001agaeT MHI'MOUTOPHOM aK-
TUBHOCTBIO, TOHABJsIA 3KcIpeccuio reHa Ofx u
YCUIUBAST SKCITPECCHUIO KITFOYEBOTO PETYyIsATOpa pas-
BUTHUSI KOHEYHOTO Mo3ra — reHa FoxG 1. DTo yKa3biBaeT
Ha TO, YTO TOSIBJIEHUE F'eHOB Kjacca Anf ObLI0 Cyliie-
CTBEHHBIM, €CJIM HE KJIIOYeBBIM, (DaKTOPOM B BO3-
HUKHOBEHUM Y TIO3BOHOYHBIX CTPYKTYP KOHEYHOTO
mo3sra (Bayramov et al., 2016).

benok, Koagupyemblii HEOMHOKPATHO YITOMUWHAaB-
1umiics Boile reHoM FoxG 1, OTHOCUTCS K ceMeliCcTBy
Forkhead-cBs3pIBarommx TpaHCKPUNIIMOHHBIX (pak-

TOPOB 1 UTPAET KJIIOUEBYIO POJIb B MHIYKIIMU U TIPO-
CTPaHCTBEHHOM OpraHMU3alluy Pa3BUTUS KOHECYHOTO
MO3ra y ITI03BOHOYHBIX. DKcrpeccust FoxG1 B miepen-
HEM OTJIeJIe MO3Tra JOCTATOYHO KOHCEPBATUBHA Y pa3-
HBIX TPYIII NO3BOHOYHBIX U, TIO3TOMY 3TOT F'e¢H 4acTo
MpUMEHSIETCS B KadecTBe MapKepa TaHHOTO OTIelia
mo3sra (Kumamoto, Hanashima, 2017). ¥ Bcex uccie-
JIOBAaHHBIX MO3BOHOYHBIX FoxG1l (paHee Takxke W3-
BECTHBIM Kak BF-1), siBlsieTcsl OAHUM U3 TIEPBBIX
TPAaHCKPUMNILIMOHHBLIX (AKTOPOB, 3KCIIPECCUPYIO-
IIUXCS B TIepeIHeil YacT HepBHOM TUIaCTUHKU — 00-
JIaCTH OyAyllero KOHeYHOro MO3Tra M B TaJIbHEHIIIeM
€ro BKCIIPECCHUST COXPAaHSETCS OO 3PEeNIbIX CTamuid
(Danesin, Houart, 2012). Beto 1mokasaHo, 4To IeH
FoxG1 nMeeT BaxkHO€ 3HaY€HUE IJIsI MHOTUX acIlleK-
TOB Pa3BUTHUSI KOHEYHOTO MO3Ta U BBKUBAHUS Heli-
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POHOB B KOpP€e r0JIOBHOTO MO3Ta y B3pOC/IbIX OPraHU3-
MoB. biokupoBanue Tpancsiunu FoxG1y puid 1 MbI-
1e#f MPUBOIUT K PENyKLIMU BEHTpaIbHON 0O0JacTh
KOHEYHOTO0 MO3ra, YTO OTpaXaeTcsl B BEHTPaIbHOM
9KCIMAaHCUU MapKepoB JOPCATbHON YaCTU KOHEYHOTO
moara (Martynoga et al., 2005; Danesin et al., 2009).
V yenoBeka Mmytauuu reHa FOXG 1 npuBoIsT K Hapy-
IIEHUSIM Pa3BUTUSI, TAKMM KaK CUHApoM PeTTa, anu-
JIETICUSI, MOCTHaTaJibHasi MUKpoledanns, TsKeaas
YMCTBEHHasl OTCTaJlOCTb, HAPYIIICHUSI PEYU, TUCKU-
He3Us U runoreHes3 Mmo3onmctoro Tena (Kortum et al.,
2011; Danesin, Houart, 2012).

IIpocTpaHCTBEeHHBII MaTTepH 3Kcnpeccuu FoxGl
Yy MHUHOT B LIEJIOM COOTBETCTBYET HATTepHAM 3KC-
npeccuu FoxG 1y Ipyrux mo3BOHOYHEIX, B TOM YKCJIC
y mmopuesoii isarymku (Ermakova et al., 2019). B To-
Ke BpeMsI UMeeTCs U psin oTiinamii. Tak, akcrpeccus
FoxG' 1y MuHOTH BIIEPBBIE B PA3BUTUU IETEKTUPYETCST
B (hOPMUPYIOIINXCS YITHBIX TUIAKOAAaX U BEHTapajlb-
HOM yacTu TeseHuedanona (puc. 2). I1Ipu atom y mu-
Horu FoxG1 coBceM He DKCIIpecCUpyeTcsl B Hopcaib-
HOIM YacTu TejieHledaloHa, Torna Kak y Ipyrux Io-
3BOHOUYHBIX 9KCITPECCHS 3TOTO reHa B TeJleHIedanoHe
HOCUT TpageHTHbII XapaKTep, C BO3pacTaHUEMU UH-
TEHCUBHOCTU OT JOPCAJbHOI YacTu K BEHTPAJbHOI
(Danesin, Houart, 2012). Takke y MUHOTY B OTJIMYME
OT IPYTruX MO3BOHOYHLIX 3Kcmpeccus FoxGl He oOHa-
pyXuBaeTrcsi B (hOPMUPYIOIINXCS TJIA3HBIX CTPYKTY-
pax, YTO MOXET OOBSICHATHCS OCOOEHHOCTBIO Pa3BU-
THSI 9TUX CTPYKTYP Y MUHOT. B oT/IM41ie OT 4eIrocTHO-
pOTBIX Y MHMHOI HaOJIOgaeTcsl IBYXCTYIIEHYATOE
pa3BUTHE TJ1a3a U 3puTeibHOTO HepBa. Ha amMOpmo-
HaJbHOI CTaauM rjia3 NOKPHIT TOJCTOM HeIpo3pay-
HOIM KOXE€W, XpyCTaJIUK HE3PEJblii 4YTO, BO3MOXKHO,
YKa3bIBA€T HA IPUMHUTHUBHOEC COCTOSAHUE 3p14Tean0171
cucteMbl mo3BoHOYHBIX (Melendez-Ferro et al.,
2002; Suzuki et al., 2015). B aToT nepuon odbpaszyercst
HeOOJIbIIOE KOJIMYECTBO BOJIOKOH 3pUTEILHOIO HEPBA.
ITo3xe B oHTOreHe3e (hOPMUMPYIOTCSI HOBBIC OINTUYEC-
CKME BOJIOKHA, 1 IT0CjIe MeTaMopd0o3a y B3pOCIIbIX MU~
HOT Pa3BUBAIOTCS ITOJTHOLIEHHBIE IJIa3HbIE KAMEPHI.

ITpu aHanM3e 0COGEHHOCTEM TMHAMHUKI KCITPEC-
cun reHoB Anfu FoxG 1y MuHOT ObLUIO ITOKa3aHO, YTO
y 3TUX T€HOB MMHOT HaOJIomaeTcsl TeTepPOXPOHUS
SKCIIPECCUU TI0 CPAaBHEHUIO C MX TOMOJIOTaMHu y 60-
Jiee DBOJIIOIIMOHHO IIPOABUHYTHIX ITO3BOHOYHBIX —
amouownii (Epmakona u ap., 2020). V nimmopiieBoii Jisi-
TYIIKKW BO3pacTaHue KCcIpeccumn Anf HaOmomaeTcs
ellle 40 Havyaja HEMpYJISaL1r, Ha CTaAUU NO3IHel ra-
CTPYJIbI, B TO BpeMsI KaK Y MUHOTH 3TOT I'e¢H HaUuMHAaeT
aKTUBHO DBKCIIPECCUPOBAThCS TOJBKO HAYMHASI CO
cranuu nmo3aHei Helpyssl (cT. 20 mo Tahara, 1988).
I'en FoxG1 y mmopleBoil JSTYIIKY HAYMHAET 3KC-
MIPEeCCUPOBAThCS YKe B KOHIIE TACTPYJISIIIUK — Hadajie
HEHPYJIAIINN B KJIeTKaX 3a9aTKa KOHEYHOTO MO3Ta, B
TO BpeMs KaK Y MUHOT 3Kcrpeccusi FoxG1 obHapy-
JKUBaeTCs B 00JJACTU KOHEYHOTO MO3Ta Ha CTalN U TO-

OHTOTEHE3 Ne 3

TOM 51 2020

JIOBHOTO BBIPOCTA, T.€. VK€ I0CJIE OKOHYaHUS HENPY-
nsuu (ctagust 22 o Tahara, 1988).

Takast TeTepOXpOHUST SKCIIPECCUN T'eHOB KOHEY-
HOI'0 MO3Ta COOTBETCTBYET IMIOTE3€ O TOM, UTO 3TOT
OTZEJl MO3Ta, SIBJISISICh HauboJiee dBOJIIOLIMOHHO MO-
JIOABIM OTIEJOM LIEHTPaJIbHOW HEPBHOM CUCTEMBI,
MOT TTOSIBUTBCS Y TTPEAKOB TTO3BOHOYHBIX B KAUEeCTBE
HAJICTPOMKN Ha MO3MHUX CTAIMSIX WX dMOPHOHAIb-
Horo pa3Butus (Epmakosa u np., 2020).

Eme omHuUM peryisiTopoM paHHEro pa3BUTHUS
CTPYKTYp MEPEAHETO MO3Ta TTO3BOHOUYHBIX SIBJISTFOTCS
reHbl cemelictBa Noggin. OTkpbiTue reHa Noggin
MOXHO MO TIpaBy OTHECTU K OMHUM M3 BaKHEUIINX
COOBITUIT B UCTOPUU MOJIEKYJISIPHON OMOJI0TUU pa3-
BuTHsi. Noggin cTaj mepBbIM U3BECTHBIM (DAKTOPOM,
B HOpME CeKpeTUpyIoImMcs B ooactu 1llmemMaHHOB-
CKOTO OpraHu3aTopa, IJis KOTOpOro ObuUla ITOKa3aHa
CMOCOOHOCTh BBI3BIBATH (DOPMHUPOBAHUE JTOMTOTHU-
TEJILHBIX OCEM TeJIa B CIyJasix ero 9KCIIepUMEHTATbHOM
9KTOIMUYECKOMN IKCIPECCUU Ha BEHTPAJIBLHOM CTOPOHE
3aponbima amguouii (Dale, Slack, 1987; Smith, Har-
land, 1992; Lamb et al, 1993; Smith et al., 1993; Slack,
Tannahill, 1993). BriocneactBum Obl1a Takxke MOKa-
3aHa KJItoueBas pojib reHa Noggin B IIIMPOKOM CHEK-
Tpe OHTOTEHETUYECKUX TPOILIECCOB, B YACTHOCTH, B
IuddepeHIIUPOBKE U YCTAHOBJIIEHUU ITaTTEpHA 3a-
yaTKa HEPBHOM CHCTEMBI U Me304epPMbl COMUTOB
(Knecht, Harland, 1997; McMahon et al., 1998), B
pPa3BUTHUM CYCTaBOB M 4epelHbix mBoB (Brunet et al.,
1998; Warren et al., 2003), nuddepeHLMPOBKE BOJIO-
caHbIx ykoBuil (Botchkarev et al., 1999). Takxke 1o-
KazaHo, 4yro Noggin MOXKET IOAAaBIISITH pa3BUTHC
KpoBeHOCHBIX cocynoB (Reese et al., 2004).

B nocneactBuu GbUTH OMMCAHBI JBAa TOMOJIOra re-
Ha Noggin — Noggin2 n Noggin4 (Fletcher et al., 2004;
Eroshkin et al., 2006). Ha Moaenu mmopueBoii Jisi-
TYLIKH OBLJIO MOKA3aHO, YTO MaTTePH SKCITPECCUU Ie-
Ha Noggin2 B 1IeIOM HalIOMUHAET OMMMCAHHBIN paHee
naTTepH 3Kcrpeccuu reHa Noggin 1. B yactHOCTH, Ha-
yaJio aKcnpeccuu reHa Noggin2 HabmogaeTcs Ha cTa-
MU HENPYJIBl B 00J1aCTU MepeaHET0 HEPBHOTO BaJIU-
Ka, a UMEHHO — BO BHYTPEeHHEM (CEHCOPHOM) CJIOe
HEPBHOM TIJIACTUHKM, a Ha OoJiee MO3MIHUX CTATUSIX
9KCIIpeccusi oOHapyXuBaeTcsi B IopcaabHON 00Ja-
cTu hopMUpYyIOLIerocs MepeaHero Mo3ra, u, Ha 60-
Jlee HU3KOM YpPOBHE — B palioHE 3aJHEero MO3Ta,
CIUHHBIX Y4aCTKaX COMUTOB U B (pOPMUPYIOLIEMCS
cepmire (Eroshkin et al., 2006).

Jlonroe BpeMsI CUMTAIOCh, YTO OCHOBHOM (I10 Cy-
TH — €AUHCTBEHHOIi ormMcaHHOM) MyHK1me Noggin 1
B Pa3BUTUM TIO3BOHOYHBIX SIBJISICTCS TOMABJICHUE
curHaiapHoro kackaga BMP (bone morphogenetic
proteins) — rpynIbl pOCTOBEIX (haKTOPOB U3 CyIIepce-
meiictBa TGF-beta. Monynsauust akruBHoctu BMP
KacKaja sSIBJIsieTCSI HeOOXOAMMEIM YCJIOBUEM ISE (hop-
MHUPOBAaHUSI HEPBHOM TKaHW M AUddEpeHIIMPOBKU
nopcaiabHOI Me3omepMbl (Xanthos et al., 2002;
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Moreau, Leclerc, 2004). Takum o0pa3oMm, BEICTYyIIast
B KauecTBe aHTaroHucta BMP curHana u obnanas
CIIOCOOHOCTBIO CBSI3BIBAaTh MOJIEKYJIbl BMP, Noggin
UTpaeT NPUHIMIUAIBHYIO POJb B ABYX BaXKHEMIIINX
OHTOT€HETUUYECKMX TMpolieccax: nopcajlu3alud |
Helpanuzanuu. Hopcanusaiusi NpeacTaBisieT co-
00Ii mpoliecc pa3BUTHS 3aPOIBIIIESBOI Me30JePMBI B
CKEJICTHYIO MYCKYJaTypy, a Helipaiusauust — aud-
¢dhepeHIMPOBKY 3MOPUOHABHON 3KTOAEPMBI IIO
HelpaJlbHOMY TIyTHU. AKTHUBHOUW CEeKpeTHUpyeMOM
dopmoii pakTopa Noggin SBISIETCSI TOMOIUMED TH-
Ma LMCTUHOBOTO y3/ia, B KOTOPOM JBE€ MOJEKYJIbI
CBSI3aHBbI MEXIY COOON MUCYIb(MUIHBIM MOCTUKOM
(Smith et al., 1993).

ITpu nccneqgoBanuu reHa Noggin2 ObUIO TTOKa3a-
HO, UTO OH O0JIaaeT CITOCOOHOCTHIO TOJAABISATL HE
tospko BMP, Ho Takxke u Nodal/Activin u Wnt/beta-
cathenin curHaJIbHbIE KACKAbl, UTPAIOLINX KITIOUEBhIE
PO B KJIETOUHOM TrddepeHIMPOBKE U pa3BUTHUHU TO-
JIOBHBIX CTPYKTYp ITO3BOHOYHBIX. OBEpaKCIIpeccust
MPHK Noggin2 B 3aponpiiiax X. laevis mpuBomuT K
GOpPMUPOBAHUIO TOITOTHUTEIIBHOTO KOMILIEKCAa OCe-
BBIX CTPYKTYP B KOTODPBIX HAOMIOHACTCS DKCITPECCUS
nepeaHeroaoBHbIX TeHoB (Bayramov et al., 2011).

Optonor reHa NogginZ2, ren NogginB, sxcripeccu-
pyloiuiicss B 00J1aCTH 3a4aTKa KOHEYHOTO MO3Ta Ha
paHHUX CTagusgx ero muddepeHIINPOBKHA OBIIT OOHA-
pyXeH y MUHOT (puc. 2).

B 1ie;toM, mpu COMOCTaBIEHUH T€HOAPXUTEKTYPHI
MO3Tra MUHOT M YEeJIOCTHOPOTHIX OOHAPYKUBAETCS
MHOTO T'OMOJIOTH, CBUIETELCTBYIOIINX O TOM, UTO
CerMEHTAlIMs OTIEJIOB MO3ra MOSBUJIACH Y TIPEIKO-
BBIX TTO3BOHOYHBIX A0 pa3desIeHUsT SBOJIOLIMOHHOTO
IYTU 3TUX TPYMIT SKUBOTHBIX.

2KuBBIX 3aponblleii Ipyroil rpymnIbl 0ecYeTrocT-
HBIX — MMUKCUH, BBUIY 3KOJOTMUYECKUX OCOOEHHO-
CTEI DTUX XKUBOTHBIX, BEAYIINX INTYOOKOBOIHBIN 00-
pa3 XW3HM, HE YIAaBalIOCh IOJyIUTh OYEHb HOJTOE
BpeMsl. CucreMaTnyecKoe U3ydeHue pa3BUTUS MUK-
CHH B JJabopaTopuy OBLIO HAYATO JIMIITH B ITOCIIETHUC
10—15 et rpyIIoii AIMOHCKUX UCCaea0oBaTeIei o
pykoBoactBoM mnpod. Kyparanu (Ota et al., 2007;
Oisi et al., 2013; Sugahara et al., 2016).

AHanu3 HelipoMepOB rOJIOBHOTO MO3Ta Ha paHHUX
CTaIMsIX pa3BUTHS MUKCUHBI Eptatretus burgeri noka-
3aJ1 HAJIMYKe B 00JJaCTM KOHEYHOr0 MO3ra 3KCIpec-
CUM OpTOJIOoroB reHoB FoxG1, EmxB n Pax6. 'unora-
JlaMyc, OOHapy>KMBaeTCsl CIIepeau OT MPOMEXYTOY-
HOTO MO3ra Kak o0jacTu 3Kcrpeccuu reHa Hh2
(Bcero y MUKCHHBI HaliiecHO Tpu opToroya reHa Hh)
u reHa Nkx2.1/2.4, oprosioruuHoro reHam Nkx2.1 n
Nkx2.4 no3BoHouHbIX. Kak 1 y MUHOT, 00J1aCTb 3KC-
npeccun Hh otmedaer ZLI Mexny IpeTajaMycoM U
TaJlaMycoOM B MPOMEXYTOUYHOI oTaese Mo3ra (Suga-
hara et al., 2016).

BAMPAMOB u np.

TakuMm obpa3oMm, IO KOIUYECTBY OOHAPYKEHHBIX
TOMOJIOTHI, B T€HOAPXUTEKTYype MoO3ra 0ecuesrocT-
HBIX U YEJIIOCTHOPOTBIX, MOXXHO 3aKJIIOUYUTh, UTO KO-
HEYHbI MO3T, BIIEPBbIE MOSIBUJICS Ha CaMbIX pAaHHUX
3Tarax 3BOJIIOIIUYU TTO3BOHOYHBIX U OCHOBHBIE MOJIe-
KYJSIDHBbIE MEXaHU3MBI, JIEXAIE B OCHOBE €ro 3a-
KJIaaKU U (pOpMUPOBAHUS MPUCYTCTBOBAIU Y TIPEJ-
KOB MTO3BOHOYHBIX.

OBOJIIOLIMOHHBIE BEKTOPHI PA3BUTHA
KOHEYHOT'O MO3TA V YEJIIOCTHOPOTBIX

DBOIIOLIMOHHBII paclBET KOHEYHOTO Mo3ra, 6e3-
YCJIOBHO, IIPUXOIUTCSI Ha YEIIOCTHOPOTHIX. B xome
9BOJIIOLIMOHHOIO ITyTU 3TOI I'PYMIIbI, OOTHUM U3 OC-
HOBHBIX BEKTOPOB Pa3BUTHUSI KOHEUHOTO MO3Ta SIBJISI-
JIOCh YBEJIMYCHUE Ppa3MepPOB M CTPYKTYPHMPOBAHHO-
CTH BTOTO OTHella, OOecIleYMBalOlIde pa3BUTUE U
YCJIOXKHEHHME ITIOBEICHYECKOIo pemnepryapa >KMBOT-
HBIX 1 BBICIIMX (pOpM HEPBHOM AEITEIHLHOCTU YEJIO-
BeKka. B kauecTBe OJHOro M3 BO3MOXKHBIX MEXaHU3-
MOB TaKOM 9KCITAaHCUHX pacCMaTpUBaETCs U3MEHEHME
BpeMeHU 3aKJIaJK1 OpraHU3allMOHHBIX LIEHTPOB, MO-
IyJIUPYIOLIMX TKaHeBY0 nuddepeHunpoBKy. ITo ne-
penHe-3aJdHell Ocu Teja, KakK yXe OTMeJaoch TaKu-
MU LEHTPaAMU SBJSIOTCH MEPEAHUN Kpail HEPBHOM
IUIACTUHKM, ITyTeM cekpeumnu Fgf crumynmpytommii
aKcnpeccuio reHoB FoxG1 u Emx1, y9acTBYIOIIUX B
pa3BUTHU 3a9aTKa MEepPEeTHMX OTIEJI0B MO3ra, W Ipa-
HULIA MEXIYy CPeOHUM U 3aIHUM OTIeIaMU MO3Ta
(MHB), cekpeTtupymoolias HOCTEpUOPUIYIOLINI CUT-
Has Wnt (Bielen et al., 2017). IIpu atoMm, ecinu y pbIO
aKTUBAlMs 3TUX CUTHAJBHBIX LIEHTPOB HMPOMCXOAUT
OIHOBPEMEHHO, Ha CTaauu CPeAHEN racTpyJibl, TO y
MJIEKOMUTAIOIIMX BKJIIOUEHUE 3aIHETO LIEHTpa Mpo-
HWCXOIUT Ha 0oJiee TTO3MHUX CTaaUsIX. 3a CUET 3TOro
BPEMEHHOTO CABUIa aKTUBHOCTH 3aIHETO OpraHu3a-
TOpa, 3a4aTOK HEPBHOU TUIACTUHKU AOJbIIE HAXO-
JIUTCSI TIOJ BO3IEMCTBUEM CUTHAJIOB, CTUMYJIUPYIO-
mux 1uepeHIUPOBKY MO IIEpeIHEMY THUITY.

B 3akimoueHre MOKHO OTMETUTh, YTO, KaK MOKa3bl-
BacT MPUBCACHHBINA aHAIN3 JIUTEPATyPHBIX TaHHBIX, B
MOCJIeIHIE TOAbI MOJIy4eHO MHOTO HOBOII MH(pOpMa-
1 00 OCOOEHHOCTSIX CTPOCHUSI Y T€HOAPXUTEKTYPhI
3ayaTKa KOHEYHOI'O MO3ra y HU3IINX IT03BOHOYHBIX U
MX OMDKANIINMX PONCTBEHHUKOB — OeCuepenHbIX U
000109HIKOB. Bo3pacTaiomiass cKoOpocTh MHOSIBICHUS
9TOI MH(pOPMALIMY 1 €€ BHYLIUTEIbHbIE 00heMBI BCE-
JISIIOT HaAeX Iy Ha Ka4eCTBEHHBIN ITPOIrpecc B IOHUMAa-
HUM TIPEATNOCHIIOK M TEHETUYECKMX MEXaHU3MOB,
00€eCIeuYnBIIIMX MTOSIBJIEHUE W MOC/IEIYIOIIEe SBOJIIOLIM -
OHHOE Pa3BUTHE KOHEYHOTO MO3Ta Y TO3BOHOUHBIX.

OUHAHCHUPOBAHUE PABOTHI

HccnenoBaHue BBIMOJHEHO U IIyOJMKALIUS IIOMI-
rotroBjieHa mpu GpuHaHCOBOI momnepxke PODU B
paMKax Hay4gHoro Ipoekta Ne 19-14-50215.
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DKCIIEpUMEHTHI 110 KUCCIIENOBaHUIO TeHOB FoxG I n
Noggin MUHOT TIpOBeAeHBI 3a cueT rpaHTa PODOU
Ne 18-04-00015. Ananm3 skcripeccnn TeHa Hh BBI-
MOJIHEH 3a cueT rpaHTa Poccuiickoro HayyHoro hoH-
na (mpoekT Ne 19-14-00098). DkcnepuMeHTHI 0
GYHKIIMOHAILHOMY HMCCJIEIOBAHUIO TIEPEIHEr0JI0B-
HbIX TE€HOB IIIOPILIEBOM JISATYIIKM BbIMOJHEHBI 3a
cueT rpaHTa PO®U Ne 18-29-07014. UccaemgoBaHue
reHa Anf BBITIOJIHEHO 3a CYET rpaHTa I10 IMporpamMMe
PAH “®yHnamMeHTallbHbIE UCCASAOBAHUS IS OUO-
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MCOMIMHCKHUX TEXHOJIOTUMN .

COBJIIOAEHUE STUYECKMNX CTAHIAPTOB

HacTostimast ctathst He COOEPKUT OIMMUCAHUST BbI-
MOJITHEHHBIX aBTOpaMU MWCCIAEHOBAHUI C ydacTUeM
JIoIeil MJIN UCITOJIb30BaHMEM XKUBOTHBIX B KaYECTBE
OOBEKTOB.

KOH®JIUKT MHTEPECOB

ABTOpBI 3asIBIISIIOT, YTO KaKOi-I1100 KOHMJIMKT UHTE-
DPECcoOB OTCYTCTBYET.
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Genetic Mechanisms of the Early Development of the Telencephalon as a Reflection
of the History of the Appearance and Evolution of This Unique Department
of the Central Nervous System of Vertebrates
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One of the most important aromorphoses in the evolution of vertebrates was the emergence of a complex
structured telencephalon — a rostral part of the forebrain, which, developing and improving in evolution, pro-
vided the possibility of realizing higher forms of nervous activity observed in animals and humans. The laying
of the telencephalon occurs at the earliest stages of vertebrate ontogenesis, when the anterior part of the neu-
ral tube differentiates into three cerebral vesicles: prozencephalon, as an embryo of the future forebrain, mes-
encephalon — the future midbrain and rhombencephalon — the future hindbrain. The forebrain further dif-
ferentiates, forming the terminal brain (telencephalon) and the diencephalon (diencephalon). The develop-
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ment of brain structures and regions is modulated by the expression of appropriate regulatory genes encoding
transcription factors and signaling molecules. Issues of the appearance in the evolution and ontogenesis of
the telencephalon, being today one of the central in modern developmental biology, at the molecular level
remain still poorly studied. Recently, when studying the evolutionary mechanisms that ensure the appearance
of the telencephalon in vertebrates, much attention is paid to the most evolutionarily ancient groups of verte-
brates, such as cyclostomes (lampreys and myxines) and the closest relatives of vertebrates — Tunicata (ascid-
ians) and Cephalochordata (lancelets). Of particular interest in these studies are cyclostomes, since it is the
representatives of vertebrates in which telencephalon appears for the first time in evolution as a separate mor-
phological structure, and there is reason to believe that they could retain expression patterns and regulatory
mechanisms characteristic of vertebrate ancestors. In this review we summarize and analyze the data accu-
mulated in recent years on studies of the genetic mechanisms of the early development of the telencephalon
in lower vertebrates and the results of the search for homologues of this structure in vertebrate-related chor-
date groups — skulls and membranes.

Keywords: telencephalon, prosencephalon, neural induction, cranial, cyclostomes, lampreys, vertebrates, de-
velopment of the telencephalon, early embryonic differentiation
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