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BecuemocTHbIe, Kak HauboOJIee IpeBHME U3 HbIHE XKMBYILIMX [TO3BOHOUYHBIX, BBI3bIBAIOT HEYKJIOHHO BO3pac-
TaIOIINIA MHTEPEC B KauyeCTBe 00BbEKTa MCCASA0OBAaHINI 0a30BHBIX IIPOIIECCOB OHTOTeHE3a MO3BOHOYHBIX. M3
JIBYX KJ1aCCOB O€CUEIIOCTHBIX, MUHOT U MUKCUH, MUHOTH OBLJIM 0oJiee TOCTYITHBI IJISl MCccliefoBaTeleit Ha
MNPOTSKEHUHU CTa C JIMITHUM JieT. B mociennmne Xe mBa OeCATUIICTHSI CTAJIM BO3MOXKHBI MCCIICIOBAHMSI
GYHKIIMOHAILHOTO U 3BOJIIOLIMOHHOIO acleKTOB MX paHHErO OHTOreHe3a Ha MOJIEKYJISIPHOM YPOBHE.
Boibiioit mHTEpEC NpeacTaBIISIIOT NCCASIOBAHUS 0COOCHHOCTEH MIHOT KaK IPEeBHUX IIPEICTaBUTEICH I10-
3BOHOYHBIX 1 COTIOCTaBJIEHUE UX C 00JIe€ COBPEMEHHBIMU MPEACTABUTEISIMU IPYIIIILI — YEJTIOCTHOPOTBIMU.
MonexkynsspHbIe UCCIICIOBAHMS MOTYT IO3BOJIMTH ITOHSITH 9BOJIIOINMOHHBIC MEXaHU3MbI ITOSIBJICHUS U pa3-
BUTHS OTIEJIbHBIX YHUKAJIBHBIX CTPYKTYP ITO3BOHOYHBIX. OTHUM U3 BaXKHEWIITNX apOMOP(O30B ITO3BOHOY -
HBIX CTAJIO MOSBJIEHNE KOHEYHOTO MO3Ta, KOTOPbBII BIIepBEIe 00HAPYXXMBAaeTCsI UMEHHO y MUHOT. Pa3BuBa-
SICh U COBEPILLEHCTBYSICh B XOJ€ DBOJIIOLIMM, KOHEUHBI MO3T 00ecIedynsi BO3MOXXHOCTb peaiu3aliii BbIC-
mux GopM HEPBHOM AESITEILHOCTH y ITO3BOHOYHBIX, B TOM 4YHCJIE, y YelloBeKa. BaXHbBIMM Takxke
MNPEeNCTaBIISTIIOTCS UCCIEA0BAHMS MOJEKYJISIPHBIX MEXaHU3MOB TaKUX 0a30BBbIX COOBITHIT OHTOreHe3a MUHOT
W OIpyTUX II0O3BOHOYHEIX, KaK paHHSIS 3apoablieBast nruddepeHIIMpoBKa U HelipajibHast MHIyKIus. B cBoro
ouepelb, UCCIEOOBAHMS XOPOILIO Pa3BUTON Y MUHOT CITOCOOHOCTH K pereHepaliy MO3BOISIOT HalesIThCs
Ha BO3MOXHOCTbB XOT$I ObI YaCTUYHOTO IIPUMEHEHUS ITOJIy9aeMbIX 3HAaHUI B OyIyleil MeIUIIMHCKOM ITpaK-
TuKe. Hactosiias craThs MocBsileHa 0030py MOCAeTHUX JaHHBIX O MOJIEKYJISIPHBIX aCIEKTax paHHEro pas3-
BUTHS KOHEYHOT'O MO3Ta, 3apOAbIlIeBoil TuddepeHINPOBKU U pereHepaliuid MIHOT.

Karouesbie cnro6a: KpyriaopoTble, MUHOTH, pa3BUTHE KOHEYHOTO MO3Ta, HelipajibHast MHAYKIIWS, PaHHSIS 3a-

ponpieBast tudepHIUPOBKA, pereHepals
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BBEAEHME

MmwuHorH, Kak Hanbdosee IpeBHUE U3 HBIHE XNBY-
IIMX TO3BOHOYHBIX, IIPEACTABIISIIOT HEYKJIOHHO BO3-
pacTaroluii B mocjieJHee BpeMsl MUHTepeC B KaueCTBe
00BEKTAa IS MICCIIETOBAaHNI 0a30BBIX ITPOIIECCOB OH-
TOTeHe3a II03BOHOYHBIX.

CorylacHO COBpeMEHHBIM MpeACTaBICHUSIM, pa3-
JIeJicHe OeCYETIOCTHBIX U YEIIOCTHOPOTHIX IIPOU30-
IIJIO Ha CaMbIX PAHHMX 3Tarax 3BOJIOLUN XOPAOBBIX
B nasico3oe. 1o psimy olieHOK, 3TO pa3aejeHue MOTJIO
MIPOMU3OMTHU ellle B KEMOPUIICKOM IIepUOJie, TO €CTh
0KO0J10 535—462 M net Hazan (Janvier, 2006; Kuraki
and Kuratani, 2006; Feinberg and Mallatt, 2013).
HawnbGonee apeBHUM H3 OOHApPY>KEHHBIX Ha CEro-
IHSIITHUI OIeHb BUIOB MUHOT SBseTCs Priscomyzon
riniensis, ormucanHbiii B 2006 r. (Gess et al., 2006).
ABTOpBI OTMEUAIOT, YTO Y 3TOr0 AEBOHCKOIO Mpe.I-
CTaBUTENSI MHMHOT yX€ MPUCYTCTBOBAJIMU XapaKTep-
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Hble MOPGOJIOTMYEeCKHUEe TPU3HAKUA TPYIIIbI, TaKue
KakK, KpyTjasg BOpOHKA ¢ 3y0aMM U XKabGepHbIii arma-
pat. Bo3pact sToro nckonaemoro u3 FOxHoit Abpn-
KM COCTaBJIAET OKOJIO 360 MJIH JIET.

JAMCKYCCMOHHBIM JIOJITOE BpeMSI SIBJISITICS BOIIPOC
0 GWIOTEHETUIECKOM POICTBE MIUHOT, MUKCHUH 1 Ye-
JIIOCTHOPOTHIX. ITo omHOM U3 BepCcuil CECTPUHCKUMU
TPYIIIaMU SBJISTIOTCS MUHOTHU U YEJTIOCTHOPOTHIEC, B
IMPOTUBOBEC MUKCHHAM, OTHAKO B HACTOSIIIIEE BPeMsI
0OJIBIIYIO TTOAAEPKKY TOJydunsia TUIIoTe3a O TOM, YTO
KPYTJIOPOTHIE SIBJITIOTCS MOHOMDMIIETHIECKON TpyII-
IO, M UX pa3nejieHue ¢ YeJIFOCTHOPOTHIMU ITIPOU30-
1IJTO paHbllle pa3aejeHrs HA MUHOT U MUKCHH, KOTO-
poe opueHTUpoBouHO matupyercs 470—390 muH et
Hazan (Kuraki and Kuratani, 2006; Osorio and Retaux,
2007). CxoncTtBa B pa3BUTUM MUHOT U MMKCUH TaKKe
SIBJITIOTCST apTYMEHTOM B TIOIIEPKKY X MOHOMMIIE-
trdyeckoro npoucxoxnenus (Oisi et al., 2013).



S4 BAMPAMOB u 1p.

C 3BOMIOLIUOHHON TOYKU 3PEHUSI, KPYIIOPOTHIE
SIBJISIFOTCSl KpaiiHe MHTEPECHBIM OOBEKTOM MCCIIEA0-
BaHUII B CUIIy CBOeil apxandyHOCTU. BaxkHBIM mpe-
UMYIIECTBOM MUHOT Tepel MUKCUHAMU B KayeCcTBe
JJaboOpaTOpHOTO OOBEKTA SIBJISIETCS WX OTHOCUTEb-
Hasl OOCTYHOHOCTb. DTa IOCTYIIHOCTb MMEET CBOU
OrpaHWYEHUSI, 1 OHAa HeCpaBHUMA C JOCTYITHOCTBIO
IIIPOKO PacIIpOCTpaHEHHBIX JJa0OPATOPHBIX OOBEK-
TOB, TaKMUX KaK IINOpLeBas JISITYIIKa, KOCTUCThIE
PBIOBI WJIM MBIILIN, HO, C IPYTOi CTOPOHBI, 10 COBCEM
HelaBHETrO0 BpeMEHU, Ha TIPOTSDKEHMU TIOCIIETHUX
6osee yeMm 100 JreT, KMBBIX 3apOAbIIIeii MUKCUH UC-
cJIeoBaTeIIM YIABaJIOCh MOJIYYUTh BCETO HECKOIb-
Ko pa3. B 1864 r. KoponeBckas akagemust Komnenra-
reHa Jaxe OOBSIBWJIA CIICHUAJIBHYIO IIPEMHUIO 3a
YCIEUIHOe UCCIeA0BaHNEe Pa3BUTUS aTJIaHTUUECKOI
MUKCUHBI (Myxine glutinosa), omHaKoO TIpeMus 3Ta TaK
M OCTaJIaCh HEBOCTPEOOBAHHOM 1 ObL1a O(UIIUATIBHO
oro3BaHa B 1980-x romax (Martini and Flescher,
2002). OcHOBHAasI CJIOXHOCTBH CBsI3aHA C OCOOEHHO-
CTSIMU 3KM3HU MUKCHH, KOTOPBIE SIBJISIFOTCSI TJIyOOKO-
BOIHBIMY, IIPUYEM pa3HBIe BUALI OOUTAIOT Ha pas-
HBIX TIyOonHax. CucreMaTndyeckoe M3ydyeHre pa3BU-
TSI MUKCUH B JIabopaTopuu OBIJIO HA4YaToO JIUIIb
nocijie 2006 r. rpymnIoil SMOHCKUX MUcciegoBaTesiei
noxa pykoBoactBoM npod. Kyparanu (Ota and Ku-
ratani, 2006; Otaet al., 2007; Oisi et al., 2013; Sugaha-
ra et al., 2016). C ygeToM ITOgoOGHOI TPYTHOIOCTYII-
HOCTH B3pOCJIBIX 0CO0ei 1, 0COOSHHO, 3apOIbIIIcit
MUKCUH, MUHOTH B T€YCHHUE ITOCICAHErO CTOJICTUS
SIBJISUINCHh €AVHCTBEHHBIMM TIPEACTABUTEIISIMU Oec-
YEJIIOCTHBIX, IIPUTOTHBIMU IS UCCIICAOBAHUM OHTO-
reHe3a M paHHUX 3TaIlOB 3BOJIIOINY ITO3BOHOYHEIX.

OBIIMWE CBEAEHUA O I'PVIIIIE

Ha cerognsiniHuii neHb onucaHo okoso 40 BUaIoB
MUHOT, XUBYIIMX B YMEPEHHbBIX IIUPOTaX 0OOUX TO-
aymapuii (Renaud, 2011). IlpeacTtaButenu Bcex BU-
JIOB MUHOT pa3MHOXalOTCs JIMIIb OJUH pa3 B XWU3HU.
MHukyOanust UKpbl B €CTECTBEHHBIX YCIOBUSIX TPOUC-
XOJIUT Ha TAJICYHUKOBBIX TPYHTaX MPU TeMIlepaType
Boabl 11—18°C. IlpomomKuTebHOCTh MHKYOALIMU U
CKOPOCTb SMOPUOHAJILHOTO PAa3BUTUSI 3aBUCST OT TEM-
nepatypbl Boibl. Bo BpeMsi MCKYyCCTBEHHOIT MHKYyOa-
LUK TIpU TeMIeparype Boabl 14°C BeIxond IpemIadm-
HOK peyHOIf MMHOTM HaOmoganu Ha 14—18 cyr mmocie
ocemeHeHus (LlumbanoB u ap., 2018), a mpu n3MeHe-
HUSIX TeMIIepaTyphl B Auana3oHe 11—15°C pasButue 1o
BBITYIIJIEHUSI MOXeT 3aTtsaruBarbes 1o 28 cyt (Hume
et al., 2013). DMOprOHaTbHOE Pa3BUTUE MUHOT CpaB-
HUTEJBHO J0JITOe 10 CPAaBHEHUIO CO CTaHIAPTHBIMU
JTaOOpPaTOPHBIMU MOIECISIMU, TAaKUMU KakK PHIOBI 1
aMduoUU, YTO MOXKET MO3BOJUTH U3YYUTh ITOCJIEAO-
BaTEJIbHOCTU COOBITUI B paHHEM pa3BUTUU. Tadiu-
1Ibl pa3BUTHUS COCTABJIEHBI JIsI HECKOJBbKUX BUIOB
MUHoOT: Ichthyomyzon fossor, I. castaneus, I. unicupsis
(Smith et al., 1968) Petromyzon marinus (Piavis, 1961;
Smith et al., 1968; Richardson and Wright, 2003) u

st Lethenteron appendix (Smith et al., 1968) L. reiss-
neri, (Tahara, 1988), L. camtschaticum (Kuratani et al.,
2001), Entosphenus tridentatus (Reyes, 2008). O630pbl
0 aHATOMUM PA3BUTHUsS OMyOJIMKOBAHBI, HAIIPUMED,
Puyapnconom ¢ coaBropamu (Richardson et al., 2010).

Yepes HECKOIBKO THEH TTOCie BBUTYTUICHUS JIMIUH-
KW MUHOT — IMeCKOPONHKHU MOKUAAIOT THE31a U pacceisi-
1otcst 1o peuHoii cucteme (IlasmoB u ap., 2014), roe
MPOBOJIST MO Pa3HBIM TAHHBIM OT TPEX A0 IMSITH JIET.

C TOYKM 3peHUsI CTPOCHUS TeJla MUHOTYM UMEIOT
Pl OOIIMX C YEJIOCTHOPOTBIMU NPU3HAKOB, TaKue
KaK TOJIOBHOI M CIIMHHOI MO3T, XOpay, Yepern, TJo-
TOYHEBIE apKH, TTIPOU3BOIHbIE COMUTOB. B TO Xe Bpe-
MSI Y HUX €CTh PSIJI CYLIECTBEHHBIX OTJINYUIl — pOT-
MpurcockKa, hopMUpyloluiica B xoae MeTaMopdo3a,
OTPHITHI TMWHEAJbHbIII OpraH, IBa ITOJYKPYKHBIX
KaHaJia BO BHYTPEHHEM yXe, MHOE CTPOEHUE TJIOTKH,
OTCYTCTBYIOT UEJIIOCTU U mapHble KoHeuHocTH (Ku-
ratani et al., 2002; Osorio and Retaux, 2007).

C 3BOJIIOLIMOHHO-3MOPUOJIOTMYECKOM TOUKU 3pe-
HUSI UHTEPECHBIM SIBJISIETCSI MCCIIeIOBaHNE OCOOEH-
HOCTEM MMHOT KaK APEBHUX ITPeNCTaBUTEIIEN TO3BO-
HOYHBIX N COIIOCTAaBJICHUE UX C YECIIOCTHOPOTbIMU,
YTO MOXET MO3BOJIUTH HOHSTH 3BOIIOLIMOHHBIE ME-
XaHU3MBbI TMOSIBJACHUS U Pa3BUTUSI OTAEIbHBIX YHU-
KaJIbHBIX CTPYKTYP IMTO3BOHOYHBIX.

I'eHeTnyeckoii OCHOBOIL psima apoMoOp(O30B U BO3-
HUKHOBEHUSI HOBBIX CTPYKTYP MO3BOHOYHBIX MOIJIU
cTaTh OyIUIMKalluyi TeHOMOB. Borpoc o ToM, B Kakoii
MOMEHT B 3BOJIIOLIMY OHU IIPOMCXOIWIN, aKTUBHO 00-
CyXIaJICS B TIOCJIEAHEE BpeMsI Y BaxKHYIO POJIb TYT UT-
paj aHaJIM3 KJ1acTepoB Hox-TeHOB Y pa3HbIX TPYIIIT KU-
BOTHBIX. BOJIBIIMHCTBO YEIIOCTHOPOTHIX COepXKaT Je-
Teipe JIoKyca Hox m ParaHox TeHOB, Torma Kak
JIAHLIETHUK, HanOoJjiee MPUMUTUBHBIN IPeICTaBUTE/Ib
XOPIOBBIX, CONEPXKUT BCETO MO OTHOMY JIOKYCY 3THX
reHoB. [IporcxoxneHue 4eThIpex JOKYCOB y YeIIOCT-
HOPOTbIX O6'bﬂCHH.HOCb JABYyMs payHIaMM I1OJIHOIC-
HOMHOM AYIJIMKAILIMY HA PaHHMUX 3TallaX dBOJIOLUN
(Putnam et al., 2008). Kak 6b1u10 mokazaHo, B TEHOME
MUWHOTI, B OTJIMYUEC OT YEJTIOCTHOPOTHIX, COACPKUTCA,
10 MeHbIIIeil Mepe, 11ecTh JToKycoB reHa Hox (Force
etal., 2002; Mehta et al., 2013), yTo MOXeT yKa3bIBaTh
Ha L[OHOHHI/ITeﬂbeIﬁ payHa AYIUIMKaAlIUMU 9TUX TCHOB
y muHOr. OgHaKO IIpU 3TOM Y MUHOT ObLIO OOHApy-
2K€HO TOJIbKO 1Ba JoKyca ParaHox renoB (Gsx, Pdx, n
Cdx). 9Tu naHHBIE, B CBOIO O4Yepedb, TOBOPSIT O TOM,
YTO OyIUIMKALUs Hox TEHOB Yy MUHOT, BEPOSITHO, SIB-
JISJIach pe3yabTaTOM He ITOJTHOT€HOMHOI myIlIvKa-
LI, a CKOpee YaCTUYHOI, MpoU30Iilia yXe Iocie
pasnencHusT 3BOJIOLMOHHBIX JIMHUIA MHHOI U 4e-
mocTHOpoThIX (Zhang et al., 2017). CornacHo 3Toit
TOYKE 3peHUSI, OOIIMM Y OECUETIOCTHBIX U YEeJIIOCT-
HOPOTHIX OBUI OOWH payH ITOJTHOT€HOMHOI MyTLIN-
KalliM, a B JaJbHEHIIeM OYIINKAIMY IIPOUCXOININ
B 3TUX I'PYIIAax HE3ABUCUMO.

HUcxons uz 3TOr0, MMHOTH, C OMHOM CTOPOHBI, MH-
TEPECHBI BOBMOXKHOCTBIO U3YUYCHUA UX 001X C Ye-
OHTOI'EHE3
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JIOCTHOPOTBIMU TIPU3HAKOB, BBICTYMNasi B KauyecTBe
HaunOo0JIee IBOTIOIIMOHHO apXauyHbIX TTIO3BOHOYHBIX.
C apyroii — X MOXXHO paccMaTpuUBaTh U B KaueCTBe
BHEIIHEH TpyMIibl MPU WU3YyYEHUN SBOJIIOLIMOHHBIX
WHHOBAlLIMK 4yemtocTHOPOThIX. K niepBoMy psiny Bo-
IMPOCOB OTHOCSITCSI UCCIEAOBAHUSI HEPBHOM CUCTEMBbI
MUWHOT U MX TOJIOBHOTO MO3ra, CIIOCOOHOCTH K pere-
Hepaluu, Haboaaleiicsd y psjaa HU3INUX YeJT0CT-
HOPOTBIX, OCOOEHHOCTH alallTUBHOIO UMMYHUTETA.
ITpumMepom BTOPOIi TPYIIIbI BOIPOCOB SIBJISIETCS UC-
c/ieOBaHUE TIPOUCXOXIECHUS YEIOCTe M MapHBIX
KOHEYHOCTEM.

MMWHOI'M B UCCIEAOBAHUAX PASBUTUA
KOHEYHOI'O MO3TA ITO3BOHOYHBIX

OmHUM U3 BaXKHEUIITX apoMOpGh030B TT03BOHOY-
HBIX CTJIO TTOSIBJICHWE KOHEYHOT'O MO3Tra MY TeJIeH-
nedaJloHa — POCTPAJIbHOTO IOAOTHEA ITepeaHero
MO3ra, KOTOPHIii, pa3BUBasICh U COBEPIICHCTBYSCH B
XOJIe DBOJIIOLINU, 00ECTIEYNIT BO3MOXKHOCTh peajin3a-
IIUY BBICIINX (DOPM HEPBHOI NeATeIbHOCTH, HAGTIO-
IaeMBbIX Y TO3BOHOYHBIX 1 YeJIoBeKa. B ¢BsI31 ¢ 3THM,
OoJibIlIOE BHUMAaHME HCClenoBaresieil MpUuBJIeKaeT
CTpOE€HME TOJIOBHOT'O MO3ra MUHOT, U OCOOEHHO KO-
HEYHOTO MO3Ta, KOTOPBII 3BOJIIOIMOHHO BIIEPBHIC
MTOSIBJISIETCSI UMEHHO Y OTOU T'PYIIITHI JKUBOTHBIX.

B oHTOreHese 3akiagka KOHEYHOTO MO3ra y mo-
3BOHOYHBIX MPOMCXOAUT HA CaMbIX PAaHHUX 3Tarax,
KOTaa IepeaHsIsl 9acTh HepBHOM TpyOoKu nuddepeH-
LIIPYETCsI Ha TPU MO3TOBBIX ITy3bIpsi: Ipo3eHlieda-
JIOH, KaK 3a4aToK Oyayllero repeaHero Mosra, Me-
3eHIedaIoH — OyIyIINii CpeIHU MO3T M POMOSH-
nedanoH — Oymyimii 3agHuii Mo3r. IlepemHuit Mo3r
B JajibHeleM nuddepeHumpyercs, GopMupyst Ko-
HEYHBIII MO3T ¥ IIPOMEXKYTOYHBIN MO3T (IuaHIIeda-
JoH). KoHeuHbIil MO3T, B CBOIO OYepeib, ITOaApasie-
JIS€TCSI Ha OOP3aJIbHBbIM OTAE], MaJUIMYyM, KOTOPbI
JIaeT HAavaJIo CTPYKTypaM KOpbI WM MaHTUM MO3ra 1
BEHTPAJIbHBIM OTHE] WU CyOIlaJUIMyM, BKJIIOYAlO-
LUK MOAKOPKOBBIE CTPYKTYPhI, U3 KOTOPBIX Pa3BU-
BalOTCsl Oa3albHBIE simpa mMo3ra. B xome pasBuTus
MMOAKOPKOBBIX CTPYKTYP (hOPMUPYIOTCS MeAUAIbHBIA
U JIaTepajbHbIi raHIJIMOHApHbIE OYTOPKU, KOTOPhIE
al0T Havajo CTpUATyMy M ITaJUIMAYMy COOTBET-
crBeHHO (Sugahara et al., 2017).

PazButue cTpykTyp U OTIOEIOB MO3Tra MOIYIUPY-
€TCsI AKCIpeccreii COOTBETCTBYIOIINX PETYISITOPHBIX
T€HOB, KOAUPYIOLINX TPAHCKPUIILIMOHHBIE (haKTOPHI
¥ CUTHAJIbHBIE MOJIEKYJIbL. B cuity aTOr0, Kaxkablii u3
OTIIEJIOB Y TOAOTACIOB MO3ra MOXET OBITh OXapaKTe-
PU30BaH 9KCIPECCUEH TeX WIM UHBIX CIIEIN(PUIeCKIX
TPAaHCKPUIILIMOHHBIX PETYJISITOPOB, KaK IOKa3bIBaeT
MpakTUKa, JOCTAaTOUHO KOHCEPBAaTUMBHBIX B Pa3HBIX
KJ1accax II03BOHOYHEIX. Tak, B majummyMe oOHapysKM-
BaeTCsl 3KCIpPEeCcCusl TPAaHCKPUIIIMOHHBIX (PaKTOpOB
Emx1/2 un Pax6, BOBJIeUeHHBIX B PETYJISILIMIO POCTa U
I depeHIMPOBKY 3TOro oTrela, (pakropa Tbrl, Bo-
BJICYCHHOTO B TM(POEPEeHINPOBKY TIIIOTaMaTIprude-

OHTOTEHE3
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CKMX HelpoHOB. B cyOmayummyme HaOmMIOmaeTcsl 3KC-
Tpeccusi TeHOB ceMeiicTBa Dix, MOAYJIUPYIOLIUX pa3-
Butie 'AMK-spruueckux HEHpOHOB, MCTOYHUKOM
KOTOPBIX SIBJISIETCSI MEeANAIbHBINA TaHIIMOHAPHBII OYy-
ropok (Marin and Rubenstein, 2001; Medina, 2009).

MopdoJIornyecKy rojioBHOM MO3I MUHOT ITOXO0XK
Ha MO3T KOCTHCTBIX PbIO, 32 UCKJTIOUEHUEM Psiia 0CO-
OEHHOCTEN, TaKMX KaK XOPOIIO Pa3BUThIN 3nudus,
pACIIOJIOKEHHBIM 10 Ha3aJbHBIM OTBEPCTUEM, U
OYeHb CJIab0 pa3BUTHII MO3xkedoK (Sugahara et al.,
2017). Ilpu uccienoBaHNY reHOAPXUTEKTYPhI KOHEU-
HOTI'0 MO3Ta MUHOT, B €ro J0pPCajbHOI YacTu ObLia 00-
HapyXeHa 3KcIipeccus reHoB Pax6 (Murakami et al.,
2001; Derobert et al., 2002) u Emx (Tank et al., 2009),
a B BeHTpaibHOIi — reHoB DIx (Myojin et al., 2001;
Murakami et al., 2001; Neidert et al, 2002; puc. 1). O6Ha-
pyKeHue 30H 3kcnpeccun Pax6 n Dilx n ctano Ha paH-
HMX BTarax uccaeIoBaHUii OCHOBHBIM CBUACTEILCTBOM
HaJIMUUSI Y MUHOT CTPYKTYP, TOMOJIOTUYHBIX KOHEYHO-
My MO3TY YeTIIOCTHOPOTHIX. [Ip1 3TOM OTMeUYanoch, 4YTo
KOpa W TUIIOTaJlaMyC Y MUHOT Pa3BUTHI ellle ciaadbo
(Murakami et al., 2005). Jloyiroe Bpems1 y MUHOT CUMTa-
JIUCh OTCYTCTBYIOLIMMU CTPYKTYPbl MEAUAIBHOTO TaH-
IJIMOHApHOTO Oyropka (KOMMOHEHTa 0a3ajlbHbIX SIIEp
KOHEYHOTO MO3ra) 1 pOMOUYECKOI IyObl — 3auaTKa Oy-
TIYIIIETO MO3XeuKa, YTO CKJIOHSUIO McciiefoBareseit K
MHEHUIO O BOSHUKHOBEHUM 3TUX CTPYKTYP Y YEJTFOCTHO-
POTBIX YXKe MOoCJIe UX OTIEJICHUs B 9BOJIIOLIMU OT Oecue-
JocTHRIX (Sugahara et al., 2017).

HecMmoTps Ha BaXXKHOCTh MCCJIETOBAaHUS OCOOCH-
HOCTE BKCIIPECCUU TeHOB Y MUHOT C TOYKU 3pEHMUS
byHIaMeHTaTbHBIX TIPEACTABJICHUII O BO3HUKHOBE-
HUU Y 3BOJIIOIIUM OTIEILHBIX CTPYKTYP ¥ OPTaHOB T10-
3BOHOYHBIX, IITMPOKOMDOPMATHOTO CEKBEHUPOBAHUS
TPAaHCKPHUIITOMa MUHOT IO HACTOSIIETO BPEeMEHU B
MUpe He TIpoBeaeHO. BeposSTHO, 3TO0 MOXET OBITh CBSI-
3aHO CO CJIOKHOCTBIO O0bEeKTa IS MOAPOOHBIX J1a00-
pPATOPHBIX MCCIEOOBAaHMI — 3KeCTKas CE30HHOCTb U
OCOOEHHOCTH COCTaBa HYKJIEMHOBBIX KHCJIOT (TTOBBI-
1IeHHoe cpenHee coaepxkaHue GC-map U JoKajlbHbIE
GC-mnuibku), 3aTPyAHSIONIME NPUMEHEHUE CTaH-
JTapTHBIX JJabopaTopHBIX MeToauK. B 2013 r. ObLI O1Ty0-
JINKOBaH CEKBEHUPOBAHHbIN T€HOM JIBYX BUIIOB MUHOT:
Lethenteron camtschaticum (http://jlampreygenome.
imcb.a-star.edu.sg/) u Petromyzon marinus (Smith
etal., 2013), xoTs, KaK IMuUcajJu aBTOPbI Cpa3y U, KakK
TTOATBEPIMIIN TTOCTICIYIOIIEe pabOThl, CHKBEHC OKa-
3aJicst HermoHbIM (Bayramov et al., 2016).

INorck KOHCEepBAaTUBHBIX JJISI TTO3BOHOYHBIX IIE-
pPEIHETOJIOBHBIX TEHOB Y MUHOT, B COYETAaHUM C KC-
CJIeMOBaHUSIMUA Ha MUKCHHAX, IIPUBEIN K TOMY, U4TO B
TTOCJIETHE TOMIBI Y MITHOT OBLT OOHAPYKEH PSIIT HOBBIX
JIJISI HUX TEHOB, UTO BHECJIO KOPPEKTUBBI B CJIOXKUBIITY-
10Csl paHee KapTUHY TeHOApXUTEKTYPHI TIepeaTHUX OT-
nesioB Mo3ra (puc. 1r). beumn HaiineHbI 1Ba opToJjora
reHa Nkx2.1— reusl Nkx2.1/2.4Bwv Nkx2.1/2.4C, skc-
MIpeccysi KOTOPBIX HaOII0IaeTCs B BEHTPAIBHOM 30HE
MOIKOPKOBOM 00J1aCTH KOHEUHOT0 Mo3ra. ITockoirs-
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() (B)
Cr. 19 Cpennuii Mo3r  3anuuii Mosr
| ]
C3Ir— .
P2 P3
OtxA 1
HhA C3r
(r)

Pax6 DIxA
Fg8/17 EmxB
Sp8/9A GshA
Atohl Ptfla
OtxA Isl1/2B
Nkx2.1A HhA
FoxG1 Nkx2.1B

Puc. 1. CrpoeHue 1 reHOapXUTEKTYpa rOJIOBHOIO Mo3ra MuHorH (1o Murakami et al., 2001, 2002; Sugahara et al., 2016; Bayramov et al.,
2016). Cranuu pa3BuTtusi ipuBeneHbI o Tahara, 1988. (a) 3aponbiim peuyHoit MuHorY Lampetra fluviatilis (Ha ctamusix 19 m 27). (6) 3a-
KJ1ajika MepeaHEerojoBHbIX CTPYKTYP Ha CTalvuy TMO3MHEN Hepysbl (cTamust 19) M sKcrpeccusl paHHUX TePeIHEroJIOBHBIX TEHOB.
(B) MOp0JI0THSI U OCHOBHBIE OT/IEJIbI TOJIOBHOIO MO3ra MUHOTY Ha cTanuu 27. (T) 001aCTH 9KCIIPECCUY OIIMCAHHBIX B IUTEpaType Ie-
PEMHETOJIOBHBIX TeHOB MapKepoB Ha ctamuu 27. KM — koHeuHbIi1 Mo3r; ['17iM — ruttotanamyc; [Ttm — nperanamyc; Tam — tanamyc;
IIt — mperektym; CM — cpemHuii Mmo3r; C3IT — rpaHulia cpenHero u 3aaHero Mosra; P1, P2, P3 — pom6omepst 1, 2, 3; D — srmdus.

OHTOI'EHE3 TtomM 49 Ne 5 IPUJIOXEHHWE 2018
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KY Y TMO3BOHOYHBIX TeH Nkx2.l ommcaH B KadecTBe
MapKepa MeIMaJbHOIO TaHIJIMOHAPHOTO Oyropka
(Sussell et al., 1999), aTa HaxonKa yKa3blBaeT Ha HAJIU -
Ype y MUHOT CTPYKTYP, TOMOJIOTUYHBIX MEIUATEHOMY
raHMIMOHAPHOMY OYTOPKY YETIOCTHOPOTBIX, U3 KOTO-
poro, Kaxk yXe OTMeYajoCch, Pa3BUBAETCS JIBUTATE/Ib-
HBII LEHTp HaJUIMAyM, paHee CUMTABIIUIACS OTCYT-
CTBYIOILIMM Yy OecuemocTHbIX (Sugahara et al., 2016).

B obiactu 3agHEro Mo3ra y MUHOT ObLTU OOHApY-
JKEHbl TOMOJIOTU T€HOB, YYacTBYIOIIMX B Pa3BUTUU
poMOMYECKO#i r'yObl 1 MO3XeUKa YeJIIOCTHOPOTHIX —
reHbol Afohl, Wntl u Ptfla (Wullimann et al., 2011).
OTO yKa3blBa€T Ha TO, YTO TF€HETUYECKHE OCHOBBI
¢dopMUpPOBaHUSI ITOU CTPYKTYphl Mo3ra, MopdoJio-
TMYECKU OTCYTCTBYIOIIEH Y OECUeNIOCTHBIX, MOIJIU
c(opMUPOBATHCS €11I€ 10 IBOJIIOLIMOHHOTO pa3jesie-
HUST 0€CYEIIIOCTHBIX 1 YEJTIOCTHOPOTHIX.

HMHTepecHO IIpU 3TOM, UTO SKCHPECCUsT Y MUHOT Te-
Ha Pax6 1 ero HEZABHO OIMMCAHHOTO romoJsiora Pax6B
(Feiner et al., 2014), He ObL1a OOHaApyKeHa B JOpP-
caJbHOM YacTH 3aJJHETO MO3ra, Tlie 3TOT I'eH B HOP-
Me 3KCIIpecCcUpyeTcs y YeMOCTHOPOThIX (Sugahara
et al., 2017).

DKCIpecCcUsi paHHETO PETYIsITOpa Pa3BUTUSI MO3-
ra — reHa Ofx y MMHOT, HAYMHAETCS HA CAMBIX pAHHUX
aTarnax OHTOIreHe3a, B paiioHe CITMHHOM I'yObl 0J1acTO-
1opa, a y JMIYMHKU HaOIIogaeTcsI B 00JIaCTH TIepeaHe-
0 U CPeAHEro OTIEJIOB MO3ra, A0 T'PAaHULbI MEXIY
cpenHuM 1 3anHUM MosroM (Tomsa and Langeland,
1999; Suda et al., 2009).

Eiille onHUM BaXXKHEHIIMM MapKepOM U PETyJISITO-
pOM pa3BUTHUSI KOHEYHOTO MO3ra SBJSIETCSI TeH
FoxG1. IlaTTepH sKcIpeccun B 001acTy TelaeHLeda-
JIOHa KOHCEPBATUBEH Y Pa3HbIX IPYII TO3BOHOYHBIX,
a HapylIeHMs] ero 3KCIPeCCUM MPUBOAAT K MPaKTHU-
YeCKHU TIOJIHOM yTpare CTPYKTYp KOHEUYHOro Mo3ra
(Xuan et al., 1995, Kumamoto and Hanashima, 2017).
YV muHor akcnpeccus FoxG1 obHapyKuBaeTCsl HAUM -
Hasl co cTaauu 25 B 00J1aCTU BEHTPAJIbHOTO TeJIeHIIe-
danona. [1pm ToM, 9TO TIPOCTPAHCTBEHHO SKCITPECCUST
FoxG1 y MuHOT aHaJIOrMYHa 9KCIPECCUN Y YETIOCTHO-
POTBIX, OTHAKO 0 CPaBHEHUIO ¢ aM(UOUSIMU aKTHBA-
1M1 9KCIIPECCUM TTPOMCXOUT Ha 0oJjiee MO3IHUX CTa-
nusix passutus (Bayramov et al., 2016).

B 2015 r. 6611 Tak:Ke 0OHapYKeH Y KJIOHUPOBaH I'O-
MOJIOT OJHOIO M3 KJIIOUEBBIX PETYISITOPOB PA3BUTUSI
MepeaHero Mo3ra Mo3BOHOUHbIX — TeHa Anf/Hesx1 'y
Tpex BUIOB MUHOT Lethenteron camtschaticum, Lampe-
tra fluviatilis n Petromyzon marinus (Bayramov et al.,
2016, baiipamoB u ap., 2017). Panee, B cepuu paGoT Ha
amM@uousax ObUIO MOKa3aHO, YTO B KJIETKAX 3avyaTKa
nepegHero Moara 6eyiok Anf urpaet poib crienudm-
YECKOTo perpeccopa TPaHCKPUIILIMU, TTOAABIIsIST KC-
MPECCUI0 T€HOB, UHAYLIMPYIOLIUX TUhhEPeHUIUPOBKY
3agHux otaenoB Mosra (Ermakova et al., 1999; Eroshkin
et al., 2002; Martynova et al., 2004; Bayramov et al.,
2004; Ermakova et al., 2007). Mcxonms u3 atoro, ObLIa
BBIIBUHYTA TMIIOTE3a O TOM, YTO PEIIPECCOPHAsI aKTUB-
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HOCTb Anf B IlepemHel J4acTy 3a4yaTKa LEHTPaJIbHOM
HEPBHOI CUCTEMBI y IIPEIKOB ITO3BOHOYHBIX 0Oecre-
yujaa oOpa3oBaHKUE B 3TOM pPErMOHE OCO0OiI1 30HHI,
KJIETKA KOTOPOM OKa3aJIMCh CBOOOIHBI OT MHCTPYK-
TUPYIOIIETO BJMSIHUSI TE€HOB, HAIIPABJISIIONINX €€
I depeHIUPOBKY MO IIyTU (OPMUPOBAHUS 3aJHUX
pPETMOHOB HEPBHOI cucTeMbl. B pe3ynbrare, 31a 11e-
penHsIs 30Ha HepaIbHOTO 3a4aTKa, 3KCIIPECCUPYIO-
mas Anf, moayduiaa cBOOOILY 3BOJIOLUOHUPOBATH B
HOBOM HaIIpaBJICHUH, YTO U IIPUBEJIO, B KOHIIE KOH-
LIOB, K 00pa3oBaHMIO nepeaHero mo3ra. O0Hapyxe-
Hue reHa Lanf (Lamprey Anf) y MUHOT, KaK TIpEICTaBH-
Tenei caMoii 3BOJIIOLIMOHHO ApeBHEN IpyIbl MO3BO-
HOYHBIX, Y KOTOPBIX OMUCAHBI CTPYKTYPbl KOHEUHOTO
MO3ra, SIBUWJIOCh BaXKHBIM IOATBEPXKICHUEM 3TOM TH-
nore3bl. [1poBeieHHbIE (PYHKIIMOHAIBHBIE UCCIIEN0BA-
HUs TeHa Lanf moKa3ajiv, 4To MO CBOMM CBOICTBaM OH
CXOJIeH ¢ TeHaMU Anf 9eJIFIOCTHOPOTHIX, 00/1a1aeT MHT -
OUTOPHOIT aKTUBHOCTBIO, TIOAABJISISI SKCIIPECCUIO TeHA
Ofx 1 ycwInBasl 3KCIPECCUIO KIIFOYEBOIO PeryJisitopa
pPa3BUTUSI KOHEYHOTO Mo3ra — reHa FoxG 1. DTo yKa3bl-
BaeT Ha TO, YTO MOSIBIIEHUE TeHOB Kiacca Anf ObLIO Cy-
IIECTBEHHBIM, €CJIM HE KJIIOYEBbIM, (haKTOPOM B BO3-
HUKHOBEHMHM Yy IIO3BOHOYHBIX CTPYKTYpP KOHEYHOIO
moara (Bayramov et al., 2016; puc. 2).

CTpoeHHEe MoO3ra JUYMHKA MUHOTU M OO0JacTu
BKCIIPECCUU, OOHAPYKEHHBIX HA CETOAHSIIHUIMI IeHb
TOJIOBHBIX TEHOB MapKepOB MPeACTaBICHbI Ha puc. 1.

MHWHOI'M B UCCIIEJOBAHUAX 3AKITAIKHA
SAPOJABILIEBbBIX CJIOEB
1 HEWPAJIbBHOM MHAYKIINHN

MccnenmoBaHust caMbIx paHHUX 3TaIlOB 3apOMdbl-
meBoii nuddepeHIIMPOBKA M 3aKJagKu Oymylei
HEPBHOM CUCTEMBI IIO3BOHOYHBIX B ITOCJICTHEE BPEMST
MIPUHOCSIT MHOT'O HOBBIX JaHHbBIX, HE BCEra YKJIaIbI-
BAIOIIIMXCSI B CJIOXXMBILMECS paHee TpPeACTaBICHUS.
I[TosToMy m3ydyeHrEe OCOOEHHOCTEl paHHUX 3TAIlOB
OHTOT€HE3a 3apoblllieli MUHOT U HEMpaJIbHOM MH-
JYKUMW y 3TOM TPYMIIbI XKUBOTHBIX C 1IEJIbIO TTOMCKA
0a30BBIX ST IIO3BOHOYHBIX CIIEHAPUEB M MEXaHU3-
MOB paHHel TKaHeBOM mUddepeHIIMPOBKHA BBITIIS-
JISIT IEPCIIEKTUBHBIMMU.

Kiaccuueckass monenb HeWpalbHOW WHAYKIIWU,
BKJIIOYAsl IIOHATHE “opraHm3aTopa’, OepeT cBoe Hada-
Jo ¢ skcriepuMenToB I'. IImemanHa n X. MaHTroIbI
(Spemann and Mangold, 1924), npoBeneHHbIX Ha 3a-
ponbiiiiax ampuouii. OpraHu3aTop B TOM Mapagurme
MpeACTaBIIsIeT COOOM TPYMITY KJIETOK, CITIOCOOHYIO MH-
IyLIMPOBaTh Y PELIMITMEHTA pa3BUTHE MOJIHON OCHU Te-
Jia, BKJIIoYasi HEPBHYIO TIJIACTUHKY, a TakXKe CTUMYJIU-
pOBaTh KOHBEPIEHIIMIO U BBITATUBaHUE MPUJIETAIOIINX
rpyrnn kiaetok (Harland and Gerhard, 1997; Ariaz and
Stevenson, 2018). MonexynspHbIil aHaau3 [1InemanH-
HOBCKOTO OopraHusaropa (Iop3ajibHOii ryObl 0J1acTO-
opa) y 3apobIlIeil MOPLEBOM JATYIIKM MMOoKa3al,
YTO OH BBICTYMAET B KAUeCTBE UCTOUHHUKA CUTHAIBHBIX
(aKTOpOB U €ro UHAYKTUBHbBIN MOTEHIIMAl OTpaXKaeT
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Puc. 2. [Toseienue reHoB kiacca Anf/ Hesx I y TpeIKOBBIX TTO3BOHOYHBIX MOTJIO CTaTh KJIIOYEBBIM (haKTOPOM BO3HMKHOBEHUSI

y HUX CTPYKTYp KOHEYHOTo Mo3ra (o Bayramov et al., 2016).

aKTUBHOCTb 3TUX (haKTOPOB. DTUMU CUTHAILHBIMU
dakropamu saBJsItoTcsT HIMOUTOpHl BMP, Nodal u
Wnt curHanbsHBIX KackagoB (De Robertis et al., 2001).

ITouck opraHM3aTOpPOB y NpeacCTaBUTEIEH IPYTUX
KJ1aCCOB ITO3BOHOYHBIX MTOKA3aJT, YTO Y MJICKOITUTAIO-
II1X TEH3€HOBCKUI Y3eI0K ClTOCOOEeH MHAYLIMPOBATh
pa3BUTHE HETOJHBIX OCEBBIX CTPYKTYp, UTO CTaJIO
CBUICTEILCTBOM aKTUBHOCTH y3eJIKa B KA4eCTBE Op-
ranuszatopa (Beddington, 1994). OmHako Bompoc
(GYyHKIIMOHAILHOM TIOJHOLIEHHOCTH Y3€JKa B Kaue-
CTBE OpPraHM3aTOpa OCTAETCS MOKA AVCKYCCUOHHBIM,
MOCKOJIBKY MPH MepecanKax B MBIIIIMHBIX 3apOIbIIIax
OH 00JlaflaeT OYEeHb OTPAHUYEHHOMN CIOCOOHOCTHIO
BBI3BIBATH MEPEIHION0 Hepaau3aluio, a yrpaTa y3es-
Ka HE€ OKa3bIBacT BJIMAHMA Ha 3aKJIaaKy HepBHOﬁ
TKaHu (Ariaz and Stevenson, 2018).

V 1ITrIl TeH3eHOBCKUIA y3€JI0K 00agaeT Criocoo-
HOCTBIO MHAYIHUPOBATh 00pa30BaHME OCEBBIX CTPYK-
Typ, a MEPEOIHUN Kpaill pa3BUBAIOLLCUCS TMEPBUYHOMN
MOJOCKM TIPOSIBJISIET KaK HEWpaInu3yIolyl0 aKTHUB-
HOCTb, TaK Y CIIOCOOHOCTh MHAYIIUPOBATh PAa3BUTUE
KOMILIeKca oceBbIX CTpYKTYp (Bachvarova et al., 1998).

VY KOCTHUCTBIX PBIO 3apOABIINIECBBIM IIUTOK NPHU
TpaHCIUIAHTAIIMM MOXeT MHAYIXPOBaTh (popMUpOBa-
HUE SKTOIMMYSCKNX TOJIOBHBIX M TYJIOBUIIHBIX CTPYK-
Typ (Shih and Fraser, 1996), nmpudemM OBUTO TTOKa3aHoO,
4TO TIOJHBIA CIIEKTP CBOMCTB JAHHOIO OpraHM3aTopa
MOXET OBbITh BOCITPOM3BEIECH MMyTEeM ITOIaBIeHUS CUT-
HajoB Nodal u BMP (Xu et al., 2014).

OIHUM U3 BO3MOXKHBIX OOBICHEHUIT Habonae-
MOTO pa3HOOOpa3usl CBOMCTB OPTaHU3aTOPOB Y MPEI-
CTaBUTEJIe pa3HBIX KJIACCOB MO3BOHOYHBIX MOXET
CTaTh pa3jdyue B MPOCTPAHCTBEHHOM CTPYKTypeE 3a-
pornpiieit u popmax ux apoodienus. I[IpocTpaHcTBeH-
HO-BpeMEeHHasl 1IeJIbHOCTh KJIACCUUYECKOTro IITeMaH-
HOBCKOTI'0O OpraHmu3aTropa aM(GUuONii BRIISIIUT B 3TOM
psIIy CKOpee YaCTHBIM cllydaeM, 4eM 0a30BBbIM Clie-
HapueM (Ariaz and Stevenson, 2018).

HccrmemoBanust 0COOEHHOCTE 3aK/TaKA 3apOIIbl-
LLIEBBIX CJIOEB MO3BOHOYHBIX 1 POJIM SOX T€HOB B 3THUX
TIPOLIECcCax TAKXKE CTaBsIT ITOJT BOIIPOC TO, HACKOJILKO Ha-
GmonaeMasi y aM(puOuii KapTHA OTpaXkaeT IMPeTKOBOE
71T TO3BOHOYHEBIX cocTostHue (Takeuchi et al., 2009).

Hao6mromaemast BapnabeIbHOCTh MEXaHU3MOB DM-
OpMOHAJIbHOM WHAYKUMU U MyTeid UX PETyIsaluu y
MO3BOHOYHBIX MOBBIIIAET UHTEPEC K UCCIETOBAHUIO
9TUX TIPOILIECCOB Yy MUHOT, KaK HanboJjiee 3BOJIOLI-
OHHO JIPEBHUX OPTaHMU3MOB T'PYIIIHI.

HccnemoBaHus sKcOpecCMd MAaTEPUHCKUX T'€HOB
SoxB n SoxF'y MopcKoif MUHOTHM MOKa3aJId, 4To, He-
CMOTpsI Ha BHEIITHEE CXOACTBO PaHHEro ApOOJICHUS
3apoJblIeii MUHOT ¥ aMm(puOUii, Ha BETeTAaTUBHOM I10-
JIIOCe Y MUHOT, B OTJIMUME OT aM$pnOmii, MMeeTcs BHE-
3apopbllIeBast XeaTkoBast Macca (puc. 3), B KOTOpOii
OTCyTCTBYEeT 3Kcrpeccus Sox reHoB (Cattell et al.,
2012). DT maHHBIE MOATBEPKIAIOTCS M aHAIN30M
MaTepHaJIbHOI 3KCIIPECCUU TeHa eomes, KOTOPbIA y
KOCTHUCTBIX PbIO Ha paHHMX CTagUsIX OOHAPYKMBaET-
¢S BO Bce Oymymieit oiractogepMe, a riepen HayajaoM
OHTOTEHE3
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Puc. 3. Cxema 3apoJblllIeBbIX CJIOEB HA CTaAMU PaHHEi racTpyJibl y pa3HbIX Ipyril Mo3BoHOUHbIX (110 Takeushi et al., 2009).

racTpyJISILiMM JIOKAJIU3YeTCsl B MapruHaJbHOM 30HE,
Jalolleil BIOCIeACTBUM HAYalo SHIOASPME U Me30-
JepMme. Y MUHOT 3KCIIPECCUST eomes TaKKe OOHapy-
JKMBaeTCsl B aHMMaJbHBIX OJlacToMepax Ha CTaauu
MODPYJIbl M1 B MAPTMHAILHOM 30HE Ha CTaINH TaCTPYJIbL.
IIpu 5TOM, B BereTaTUBHLIX GlacToMepax y MUHOIH,
TaKKe KaK U B XEJITOYHOI Macce Y KOCTUCTBIX PhIO,
BKCIPECCUM eomes He OOHApY>KUBAETCSI B BereTaTUB-
HbIx 0j1actomepax (Bjornson et al, 2005; Takeuchi et al.,
2009). TpaHckpuIIInoHHLBIHN dakTop Tbx16/VegT, nr-
paloluii BaXXHYIO POJIb B 3aKJIalKe 3apOAbIIIEBbIX
ciioeB y Xenopus (Zhang et al., 1998), B reHoMe MUHOT
OOHapyKeH He OBLI.

ITo xommyecTBY U pacIpeAcaeHHUIO XeITKa B Sii-
LIEKJIETKE MUHOTU 3aHMMAaIOT MIPOMEXKYTOYHOE T10JIO-
XKEHUEe MeXHy OOraTbIMu XKEJTKOM SIMIIEKJIeTKaMU
KOCTHMCTBIX PBIO 1 IITHUIL C MEPOOJIaCTUIYECKUM TUIIOM
JIpo0JIeHUs U OoJiee O AHBIMMU XKEJITKOM SIMIIeKIeTKa-
MU aMpUOMit ¢ TOJIOOJTACTUYESCKIM JpOOJIeHUEM. DTO
MOXET OBITh OTpaKeHNEM 3BOJIIOLMOHHOI TPEeBHOCTU
muHor. IIpearonaraeTcsi, 4To TOI00JIACTUYECKUIA TUTT
JIPpOOJICHUST MUHOT, TPU KOTOPOM BereTaTUBHbIE OJia-
CTOMEPBI SIBJISTIOTCS BHE3aPOIBIIIEBEIMU MATATEIbHBI-
MU XKEITKOBBIMM KJIETKAMU, MOT OBITh IIPEIKOBBIM JIJIsT
MMO3BOHOYHBIX (pUC. 3), a TrojiobjlacTUYecKoe apooIie-
HMe ampuoMiA, IIPU KOTOPOM Bce OJIacTOMEPHI BXOIST B

OHTOTEHE3

tom 49  Ne 5 TTPUJIOXEHHME 2018

COCTaB 3apObBIIIEBbIX CJIOEB, TOSIBUJICS BTOPUYHO
(Takeuchi et al., 2009). MepobiactTuyeckoe npobJieHue
KOCTHUCTBIX PbIO M aMHUOT (PeOTUINM, TITULIBL), B CBOIO
ouepeb, BOSHUKAJIO B KaXKIOM M3 TPYIIT HE3aBUCUMO
(Arendt and Nubler-Jung, 1999).

HMccnenmoBanrie peryasiTOPHBIX KAacKalOB U CUT-
HaJIbHBIX OCJKOB, padoTalonnxXx Ha paHHUX 3Tariax
HelipaabHOM MHIYKIIMW U MPU TKaHeBo auddepeH-
APOBKUA y MUHOT, MPEACTABIISIET OOJIBIIION WHTEPEC
TSI TOHUMAHUS MEXaHU3MOB 3TUX ITPOLIECCOB Y MPE-
cTaBUTeJIeil Oojiee BHICOKOOPTAaHW30BAHHBIX KJIACCOB
TMO3BOHOYHBIX.

MOJEKVIIAPHBIE ACITEKTHBI
PETEHEPALIMM MUHOTI'

Eime omHuM HampaB/ieHUEM B MCCIIEIOBAHUSIX MH-
HOT SIBJISIETCSl U3y4eHUE MOJICKYJISIPHBIX OCHOB pere-
Hepalmy y 3TUX XKMBOTHBIX. PereHepalist — mpoliecc
BOCCTaHOBJIEHMSI CTPYKTYP, OT YACTH KIJIETKH JTO YacTei
Tejia, ToCje eCTeCTBEHHOIO M3HAIIIMBAHUSI WU CIy-
yaitHoit yrpatel (I'ommueHkoB u np., 2004). Y B3poc-
JIBIX MJICKOITMTAIOIINX CITOCOOHOCTh K Oe3IIpaMOBOIA
pereHepauuy TKaHeir orcyrctByeT (Gurtner et al.,
2008), 1 ommcaHa CIIOCOOHOCTb (DYHKIIMOHAJIBHOTO
BOCCTaHOBJICHMSI JIMIITb HEKOTOPBIX OPTaHOB, HATIPH-
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JIgHKa peYHO MIUHOTH
Lampetra fluviatilis,
1 MecsiI1 TTocse BBUTYTUICHUST
(ctanus 30 mo Tahara, 1988)

HopmanbHBIi XBOCT

AMMyTalus XBocTa
(0 mHeit mociie aMITyTaluu )

YactuaHas pereHepalusi XBocta
(15 mHeit TTocae aMITyTalllim)

[TonHast pereHepalivst XBocTa
(30 mHeit mocie aMITyTallun)

Puc. 4. Perenepauusi aMnyTupoBaHHOIO XBOCTa peuHoit MuHoru Lampetra fluviatilis.
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Mep, TeYeHU, a pereHepalms HeHTPaJIbHOU HEPBHOM
CUCTEMBI IIPOUCXOIUT ovyeHb ciaabo (Hugnot and
Franzer, 2011). B To ke BpeMsI IIpeICTaBUTEIN APYTUX
KJ1aCCOB IMO3BOHOYHbBIX MOTYT BOCCTaHABJIMBATh TKa-
HU, CTPYKTYpPhl U OpraHbl 1axke BO B3POCIOM COCTOSI-
Huu (Seifert and Maden, 2014). Tak, pbIObI MOTYT pere-
HEPUPOBATh IUTABHUKU U CEPALIE, XBOCTaTble aM(puOumn
MPEKPaCHO 3aXKUBJISIIOT paHbI U PETEHEPUPYIOT KOHEU-
HOCTH, XBOCT, XpyCTaluK u cetyatky (Godwin, 2014),
YCIIEIIIHO BOCCTaHaBIMBaTh CHUHHONW Mo3r (Diaz
Quiroz and Echeverri, 2013). KinaccuuyeckuM o0ObeK-
TOM B U3yYE€HUU pereHepalui NO3BOHOYHbBIX Ha MPO-
TSDKEHUU HECKOJIbKUX AECATWIETUI ObLIM 3apojibl-
LU LIMOPLIEBOM JATYIIKU, KOTOPble HA PAHHUX CTa-
IUSIX PA3BUTUSI MOTYT pereHepupoBaTh KOHEYHOCTHU
1 XBOCT 0e3 obpazoBaHus mipamoB (Yokohama et al.,
2011) u, mogoOHO pHIOaM, BOCCTAaHABIMBAThL CITMH-
HOM Mo3r nocJie moBpexaeHuii (Edwards-Faret et al.,
2017). Ilpu 3TOM B XOIe OHTOTeHE3a CIIOCOOHOCTH K
pereHepaluu y aMuOunii yTpaunmBaeTcsl, 3axK1BJICHNE
pPaH y B3pOCIbIX SKUBOTHBIX TIPOUCXOUT, KaK 1 Y MJle-
KOIUTAIOLINX, ITyTeM 00pa3oBaHus 1ipamoB (Bertolot-
ti et al., 2013). Takum obpa3oM, 1LITOpLEBast JSTyIIKa,
WHTEpECHA B UCCIIEIOBAHUSIX MEXaHU3MOB PETYJISILINU
pereHepaluy B TIepBYIO ouepeab KaK OObEKT C IIpOMe-
>KYTOUHBIM pereHepalliOHHbIM MOTEHIIMAIOM, MEHSI-
folMcst B TedeHue onroredesa (Li et al., 2016). Ha
TEXHUYECKOM YPOBHE 3apOJbIIIU LIMOPLIEBOM JATYIII-
KM 00JIamaroT ILIEIBIM CIIEKTPOM YIOOOHBIX CBOIMCTB,
OOBSICHSIIOLIUX MOMYJIIPHOCTb 3TOi Moaenu. TyT cka-
3bIBAETCs IMPOCTOTA JIaOOPATOPHOTO COAEPXKAHMUSI, BO3-
MOXHOCTb ITOTY4E€HUS OOJIBIIIOTO KOJIMYECTBA 3apOIbI-
el B JIloOOe BpeMsl roma IyTeM HCKYCCTBEHHOIO
OIJIONOTBOPEHUsI, OTCEKBEHUPOBAHHBIN W OITyOJIu-
KOBaHHbI TeHOM, OTpabOTaHHbBIE TPAHCTEHHBIC TEX-
HOJIOTMH, BO3MOXHOCTb pPEIaKTUPOBaHUSI TeHOMa
(Chenetal., 2014). Y MuHOT pereHepaius Obljia OIu-
caHa Ha MopdoJiornueckomM ypoBHe 6osiee 50 JieT Ha-
3an (Niazi, 1963). bruto mokasaHoO, YTO JIMYUHKU
JIIByX BUIOB MUHOT Petromyzon marinus n Lethenteron
appendix cIocOOHBI pereHepUpoOBaTh aMIIyTUPOBaH-
HbIii XBOCT. Takoli ke ClToCOOHOCTBIO 00J1a1aI0T U JIU-
YMHKW pedyHoil MuHOTH Lampetra fuviatilis (puc. 4).
ITo3xe OBIT0 TTOKAa3aHO, 9YTO B3POCIBIE 0COOM MUHOT
MOTYT pEreHeprMpoOBaTh U BOCCTAHABIMBATb (PYHKIIM-
OHAJILHOCTh CIIMHHOTO Mo3ra nocJjie TpaBMbl (Cohen
et al., 1988; Lurie and Selzer 1991; Tanaka and Ferretti,
2009; Parker, 2017). M3yuyeHue MOJIEKYISIPHBIX ac-
MEKTOB pereHepalli MUHOT MOXET JaTh HOBYIO UH-
¢dopmalinio 0 MexaHU3Max pereHepaluu Mo3BOHOU-
HBIX B 1I€JIOM, BEPOSITHBIX MPUUYMHAX yTpaThl 3TOit
CMOCOOHOCTH Y BBICIINX MTO3BOHOYHBIX U MOTEHIIMU-
aJIbHBIX TTOAX0aX JIJIsl HAITPaBJICHHOIO BOCCTaHOBJIE-
HUS 3TUX BO3MOXKHOCTE B MEIULIMHCKUX 1easXx. Ha
MOJICKYJISIPHOM YPOBHE OBLJIO TTOKa3aHO, YTO MpPU pe-
reHepalyd CITMHHOTO MO3ra y MO3BOHOYHBIX peak-
TUBUPYIOTCS CUTHAJIbHbIE KAaCKaJbl, BOBJIECUEHHbIE B
n3HavanbpHoe pa3sutue LIHC, Takue kak Wnt, BMP,
Hh xackanpr (Vergara et al., 2005; Cardozo et al.,

OHTOTEHE3

tom 49  Ne 5 TTPUJIOXEHHME 2018

S11

2017). UccnenoBaHme NU3MEHEHUN yPOBHEI 3KCIIpPeC-
CHUM T€HOB, CBSI3aHHBIX C pereHepalneil Ipyu TpaBMe
CIIMHHOTO MO3Ta Y MMHOT IOKAa3aJIo, YTO MHOTHE M3
AKTUBHUPYEMBIX IIPU pereHepalii TeHOB OTHOCSIITCS K
y4aCTHMKAaM KaHOHMYECKOT0 M HEKAHOHMYECKOTIO
Wnt KackaaoB, a Takxke (hakTopaMm, aKTUBUPYIOIIIUM
poct akcoHoB (Herman et al., 2018). OTo yka3biBaeT Ha
TO, YTO TIPU pereHepalu y MUHOT, 10 BCeil BUTUMO-
CTU, TPOSIBJISIOT AKTUBHOCTb TPAHCKPUIILIMOHHBIE
¢daxkTophl ¥ MYTU BHICOKO KOHCEPBATUBHBIE IJISI TIO-
3BOHOYHBIX B 1lejioM (Smith et al., 2011; Lerch et al.,
2014; Chandran et al., 2016). BaxxHocTh KaHOHUYE-
ckoro Wnt/beta catenin Kackana sl YCHEIITHON pe-
TreHepalliy COMHHOTO MO3ra KOCTHUCTBIX PBHIO ObLIa
HelaBHO nmoka3saHa (Strand at al., 2016). Ha rimy6oxkuit
SBOJIIOIIMOHHEIN KOHCEPBAaTU3M BOBIIeYeHHOCTH Wnt
CUTHajla B pereHepaluio yKa3biBaeT OOHapyKeHUeE
aKTUBAIIMK 3TOTO KacKaja IIpY pereHepaiuy ToJI0B-
HBIX CTPYKTyp moayxopaoBbix (Lutrell et al., 2016).
Ectb Hagexna, yro Oyayiuue (yHKUMOHAIbHbBIE UC-
ClIeIOBaHUSI TPAHCKPUIILIMOHHBIX PETYISITOPOB U
CUTHAJIbHBIX KACKaJ0B, ONUpaloIIiecs Ha yXe Moy~
YyeHHbIe JaHHbIe Mo auddepeHIInaIbHON IKCIpec-
CUM T€HOB IIpU pereHepaluu, Mo3BOJISIT Oojiee Tiy-
OOKO TIOHSITh MEXaHU3MBI PETYJISILIMU pereHepary-
OHHBIX TIPOLIECCOB W MNPUMEHSATH 3TU 3HAHUS B
MEIULIMHCKON MPaKTUKE.

SAKITIOYEHHME

B 1mesoM MOXHO OTMETUThb, UTO B MOCJEIHEe
BpeMs MHTepeC K MUTHOTaM, KaK K He BIIOJTHE Tpaar-
IIMOHHOMY, HO TIEPCIIEKTUBHOMY OOBEKTY IJIsT JTah0-
paTOpPHBIX WCCIIEAOBaHUI, HEYKJIOHHO BO3pacTacT
(Green et al, 2014; McCauley et al., 2015; Yang et al.,
2016). C TeXHUYECKOM TOYKU 3pEHUST STOMY CIIOCO0-
CTBYIOT OCOOEHHOCTU PaHHUX 3TAIlOB Pa3BUTUS JIU-
YUHOK U BO3MOXHOCTb IMPUMEHEHUSI MHOTHX COBpe-
MEHHBIX MeTOAUK. ECTh BO3MOXXHOCTH MOJYYEHUS
OOJIBIIIOTO KOJMYECTBA 3apojblllieil B JJabopaTopuu
MyTeM MCKYCCTBEHHOTO OIUIONOTBOPEHUSI, MUKPO-
WHBEKIIMA CUHTETUIECKNX MaTepUasioB B pa3BUBaIO-
LIMecs 3apoAblllH in vivo. @DeHoTunndeckue 3¢ heKThb
JIETKO aHAJIM3MPOBATh, MTOCKOJBKY 3apOIBIIIN WHKY-
OupyloTcs B pacTBope (puc. 1a) 1 CKOpOCTb pa3BUTUSI
peryapyeTcs TeMIepatypoil. JlocTyrreH aHaam3 po-
CTPAHCTBEHHOM 3KCHPECCHU TEHOB METOIOM THUOpPH-
NU3alnU in Situ Ha LIeJbIX 3apobiiinax (Sugahara et al.,
2015), MomyJIsIIIvsl KCIIPECCUM T€HOB IYTEM MOpP-
domuHoBOro HokaayHa (Bayramov et al., 2016) u
peIaKTUPOBaHUs TeHOMA C IPUMEHEHNEM CUCTEMBI
CRIPR/Cas (Square et al., 2015; Zu et al., 2016). Ta-
KUM 00pa3oM, 3TU BO3MOXHOCTH OTYACTU KOMITCH-
CHUPYIOT OITMCaHHBIE BhIIIIE TPYAHOCTH B paboTe C MU-
HOTaMU B JJaGOpaTOPUU 1 TTIO3BOJISIIOT B MEPCIIEKTUBE
pacCUMTHIBATh HA TTOJTYYeHUE HOBBIX TAHHBIX 00 3BO-
JIIOIIMOHHON MCTOPUM YHUKAIBHBIX IJISI TIO3BOHOY-
HBIX CTPYKTYP.
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Pa6ota BeimoHeHa 3a cyet rpaHTa PODU (1ipoekT
Ne 18-04-00015). Dkcriep¥MeHTBI IO CO3AAHUIO MOIEIN
pereHepaLuy XBOCTa peYHOM MUHOTH, TTPEeICTABIEHHOMK
Ha puC. 4, BBITIOJTHEHBI 3a cYET rpaHTa Poccuiickoro Ha-
yuHoro doHaa (mpoekT Ne 14-50-00131).
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Cyclostomes, as the most ancient of the living vertebrates, evoke a steadily increasing interest as the object of
study of the basic processes of the ontogenesis of vertebrates. Of the two classes of jawless, lamprey and mixin,
lamprey were more accessible to researchers for more than a hundred years. In the last two decades, studies
of the functional and evolutionary aspects of their early ontogenesis at the molecular level have become pos-
sible. Of great interest are studies of the lamprey features as ancient representatives of vertebrates and their com-
parison with the more modern ones, the gnathostomes. Molecular studies of lampreys can provide insight into the
evolutionary mechanisms for the emergence and development of individual unique structures of vertebrates. One
of the most important aromorphoses of vertebrates was the appearance of the telencephalon, which was first de-
tected in lampreys. Developing and improving in the course of evolution, telencephalon provided the possibility of
realization of higher forms of nervous activity in vertebrates, including human. Also important are studies of the
molecular mechanisms of such basic events of the ontogenesis of the lamprey and other vertebrates as early embry-
onic differentiation and neural induction. In turn, studies of the ability to regenerate well developed in the lampreys
make it possible to hope for the possibility of at least partially applying the knowledge gained in future medical
practice. This article is a review of recent data on the molecular aspects of early development of telencephalon, early

embryonic differentiation and regeneration of lampreys.

Keywords: cyclostomes, lamprey, development of telencephalon, forebrain, neural induction, early embryon-

ic differentiation, regeneration
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