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Ha nmpumMepe ppId paccCMOTpeHBI MEXaHU3MBI TUBEPTeHIINU TyTUTMIIMPOBAHHBIX TEHOB, TTPUBOISIINE K He-
GobIIUM (“cyodyHKIIMOHATU3a1Ms ) M 3HAYUTEJIbHBIM (“Heo(yHKIIMOHAIU3a1s ) UBMEHEHUSIM Mapa-
JIOToB. JIMBepreHIMs TeHOB OCYIIECTBIISIETCS TIPU TTIOMOIIY TaKUX MEXaHM3MOB, KaK MPUBOISIINE K aMU-
HOKHCJIOTHBIM 3aMeHaM MyTallui, peopraHu3aliis MHTPOH-3K30HHOM CTPYKTYPbl M UBMEHEHUS peTyJisi-
TOPHBIX TTOCJIEAOBATEILHOCTEM, BBI3BIBAIOIINE PA3IMIMS B MPOCTPAHCTBEHHO-BPEMEHHOM JIOKAIU3aIluN

9KCIPECCUU NTapaIOTUYHBIX T€HOB.
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OnHUM U3 BaXKHENIIIMX MEXaHU3MOB, Y4aCTBYIOIIIX
B BBOJIIOLIMOHHBIX MPEe00pa30BaHUSIX, CITYKAT TyIUIM-
Kalyy TeHOB (B TOM YHCJIe, TMOJIUIUIONIN3AlINST TeHO-
MOB). PoJjib MyrminMKaiyy reHoB B 3BOJIFOLIMOHHBIX IIPO-
1eccax omHuUM u3 nepBbix otMevasl H.K. Konslios. B
YacTHOCTH, elie B 1932 1. o nucair: “B npenenax He-
KOTOPBIX POIOB PACTEHUM M XXWBOTHBIX OTAECIbHBIE
BUJIBI WUIU pachl (HaIIpuMep, Y IMIIEHUII) OTJIMYAIOTCS
JIPYT OT Jpyra JBOMHBIM WJIM MHOTOKPaTHBIM YHCJIOM
XPOMOCOM. DTO MO3BOJISIET B HEKOTOPBIX CIIy4asix Ha-
METUTDh IIyTh 3BOJIOLMU B JAHHOM POAE, a C APYTroM
CTOPOHEI — HABOJAMUT Ha MBIC/Ib O BO3MOXKHOCTH I10-
JIYYUTh UCKYCCTBEHHO HOBBIE (POPMEBI ITyTeM DKCIIe-
PUMEHTAJILHOTO YIBOCHMS YMCIa XpoMocoM...” [1].

JUtst u3ydeHus B3aMMOCBSI31 AYTIMKALIMY TEHOB 1
SBOJTIOLIMOHHBIX IPE00pa30BaHUT MOIETLHBIMUA 00b-
eKTaMU ciayKaT peiObl. [IpyHATO cuynTaTh, 9YTO OKOJIO
350 MUIH. JIET Ha3al MpoU3o0IiuIa MoJTHAas TyTTMKALAS
reHoMa (IOJIMIUIONAN3ALNS ) TPEAKOBOI (DOPMEI PEHIO,
YTO TTOBJIEKJIO 3a COOOM OYpHBIN BCIUIECK BHUIOBOTO
pa3HOOOpa3usl 3TOI TPYIIILI (IBOIIOLIMOHHAS paaua-
LIMs1) U BOBHUKHOBEHME HOBOIO TAKCOHA: KOCTHUCTBIX
puI0 [2—4]. Oco0EHHOCTH 3TOTO IIpolecca UCCIEoy-
IOTCd B HACTOAIIECC BpEMA Ha IMOJUINIOMIHBIX U OU-
IUTOMIHBIX BUAAX PHIO, YTO MTO3BOJISIET IPUOIU3UTHCS
K TTOHMMaHUIO MEXaHU3MOB BO3HUKHOBEHUSI HOBBIX
TakcoHOB. Cpeny pblO, HACYUTHIBAIOLINX ITPUMEPHO
28000 BUIOB, MOJUIUIOUAMSI pacpoCcTpaHeHa B He-
CKOJIBKHX OTpsiiaX PhIO: 0CETPOOOPa3HBIX — MpeacTa-
BUTEJICH XPSILIEBLIX TAHOUIOB, a TAKXKE JIococeodpas-
HBIX, KapIiooOpa3HbIX, KapIio3y0ooOpa3HbIX, OKYHE-
OOpasHBIX M HEKOTOPBIX APYIMX, OTHOCSIIUXCS K
KOCTUCTBIM pbIOaM [5—7].

Posb pynaukalimy reHOB B 3BOJIIOLIMOHHOM paan-
alMu KOCTUCTBIX PbIO XOPOIIO WJLTIOCTPUPYETCS Ha
npuMepe Hox-reHoB, KOHTPOJIUPYIOIUX (HOpMO0OO-
paszoBaTresIbHBIEC TIPOLIECCHI U, CIEA0BAaTEIbHO, OIpe-
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JIEJISIIONINX B 3HAYUTEJbHON Mepe MOop¢OJIOTUIO
B3poOcCJoro opranusma [8—12].

OCOBEHHOCTH MOJUITNTIONIAN3ALTNN
Hox-TEHOB N UX BSBOJIOIMOHHOE
SHAYEHUE

B 3BOMIOLIMOHHBIX IIPEOOPA30BAHUSIX CTPOCHUS
KMBOTHBIX Ha YPOBHE TE€HETUYECKON peryisiun
BaxkHOe 3HaueHue orBoauTcst Hox-renam. Jyrimka-
11s1 3TUX TeHOB (KaK TaHJAeMHasl, TaK U MOJHas1) Ha
OIpeNeIeHHBIX 3TamaxX (GUIOreHETUIECKOTO pa3BU-
TUSI KOPPEIUPYET ¢ KPYITHOMACIITAOHBIMU 3BOJIIO-
LIMOHHBIMU MpPeoOpa3oBaHUSIMU, B YaCTHOCTH, (Dop-
MUpOBaHMEM HOBBIX TakcoHOB [13—15]. Ilokaza-
TEIbHBIM B 3TOM OTHOIIEHUM MOXET CIIYXUTh
BO3HUKHOBEHME TAKCOHOB B XOJI¢ 9BOJIIOIIMU KOCTH-
CTBIX PBIO. DTOT BBIBOJ, CJIEAYET U3 CPaBHEHUSI OCO-
OeHHOCTEN cTpoeHUsT Hox-TeHOB Y pa3IMYHBIX TPYIIT
KMBOTHBIX U TMaJCOHTOJOTUYECKUMU JAaHHBIMU O
BpPEMEHU VX IPOUCXOKIACHUS.

AHamm3 cTpyKTypbl Hox-TeHOB, COOpaHHBIX OObIU-
HO B KJIACTePhl, a UHOTAA AUCIIEPTUPOBAaHHBIX IO T'e-
HOMY, IToKa3aJjl, YTO BaprallMy YMCJia 3TUX T€HOB U
0COOEHHOCTU MX KJTaCTEPHOUW OpraHu3alii oTpaxka-
IOT 3BOJIIOLIMOHHYIO UICTOPUIO TeHETUYECKOI PeryJs-
nu popMooOpazoBaTeIbHBIX TIpoieccoB [12]. ITpo-
CTEHINUIA TUIT OpraHu3aluu Hox-reHOB B BUJE OTHO-
ro Kxijacrepa IIOSIBWICS, KaK IIpearnojiaracrcs, y
NPEeaKOB BCEX OMiaTepaJbHBIX OpraHm3moB [14].
Cpenu coBpeMeHHBIX XKMBOTHBIX Hox-TeHbl, COOpaH-
HBIE B OJIMH KJIACTEp, XapaKTePHHI [JIsI BCEX MEPBUY-
HopoThIX (Protostomata), a Takske IS IPUMUATHUBHBIX
BTOpHUYHOPOTHIX (Deuterostomata). B yactHocTu, Ta-
Koe CTpoeHMe UMeIT Hox-TeHbl y mpeAacTaBUTEs
TUIOCKUX uepBeit Lineus sanguineus [16] 'y Drosophi-
la melanogaster [17]. U3BecTHO, UTO y IpeACTaBUTEJISI
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COBPEMEHHBIX BTOPUYHOPOTHIX JaHIleTHUKA (Bran-
chiostoma floridae) Hox-reHbl cOOpaHbl B OJMH KJa-
cTep, Bkmovamomuii 14 renoB [9]. Hox-TeHbl, co-
OpaHHBIE B ONWH KJIACTEP — pPe3yJIBTaT TaHICMHOM
IYTUTMKALIAY TIPEIKOBOIO reHa.

Hponcxomeﬂwe ITO3BOHOYHbLIX CBA3aHO C IIUPO-
KOMACIITaOHOM 3KCIaHCUEeil HOBBIX T€HOB B Pe3yJib-
TaTe JABYX PayHIOB IOJHOM AYIUIMKALIUM T€HOMOB
(2R-rurmoreza) [18, 19]. DTr cOOBITHS IPUBEJIM, B YaCT-
HOCTHU, K AYTUITMKALIMU LeJIbIX KJIacTepoB Hox-reHoB. B
COOTBETCTBUM C 3TUM COBPEMEHHEBIE TeTparomHbIe
MO3BOHOYHbIE, TIPEIKU KOTOPBIX COACPKAIU OIUH
Hox-xnacrep, UMelOT 4eThIpe KjacTepa JaHHBIX re-
HoB. Takasg opranmzauuss Hox-TeHOB ycTaHOBJIECHA
JUISI MBIIIM 1 9estoBeKa (kiactephl A, B, C, D) ¢ cym-
MapHBIM KoandyecTBoM 39 reHos [13]. CxonHas Kap-
TUHA 4-KJIacTepHOU opraHuszauuu Hox-reHoB Oblia
BBIsSIBJICHA y am¢uOMii (1IIToplieBast JATyIKa) 1 ITHUL]
(xypuua) [20].

Hox-éenvt y pot6

AnHanu3 opranusauym Hox-TeHOB Y KOCTUCTBIX
pBIO, TIEpBOHAYAJILHO MPOBEACHHBIN Ha naHuo Danio
rerio (otp. Cypriniformes), najn HeOXHIaHHBIE pe-
3ynbTaThl. OKa3aJioch, YTO Y 3TUX PBIO Hox-TeHBI Op-
raHMW30BaHbl HEe B BMJE YEThIpeX KJIAacTepoB, KakK y
JIPYTUX TETPaIoJHbIX MO3BOHOUHBIX, & COCTOST U3
7 xnactepoB (Aa, Ab, Ba, Bb, Ca, Cb, D), conepxka-
mux 48 reHoB [8]. CxomHas cTpykrypa Hox-Kiacre-
poOB Obllla BBISIBJIEHA €1e Y OJHOTO TMpeacTaBUTENs
KOCTUCTHBIX pbI0 Menaku Oryzias latipes (otp. Cyprino-
dontiformes) [15]. M3 aHaiu3a ca0XHOI opraHu3a-
uu Hox-TeHOB y 3TUX PbIO ClieAyeT, UTO OHU — pe-
3yJIbTaT AyMadKaluu 4eTbipex Hox-KiaacTepoB, Bbl-
SIBJICHHBIX Y JAPYTUMX TeTPanoOAHBIX ITO3BOHOYHBIX
(ambubuu, nTunpl, Miaekonurtatolye). [Ipu cpas-
HUTEJIbHOM M3YyYEHUU 3TUX TEHOB Y ellle OJHOro
MPEACTaBUTEIIST KOCTUCTBIX PBIO U3 CEM. UTJIOOPIOXUX
Takifugu rubripes (otp. Tetraodontiformes) Takxke
MpocCyeXnBaeTcs AYTUIMKALUSl 4YeThIpeX KJIacTepoB
Hox-reHOB, HO U3 BOCbMU TEOPETUYECKU BO3MOXK-
HBIX KJIaCTepOB COXPAaHWJIMCh TOJBKO 4YeThIpe: IBa
A-xiacrepa 1 no ogHomy B u C, Torma Kak ocrajibHEIE
obumu yrpadyeHs! [10]. B renome tmximun (cem. Cichli-
dae, otp. Perciformes) Takxxe npou3soiiuia notepst Hox-
KJIaCTepOB: ObLIO BEISIBJICHO IIECTh K1acTepoB [21].

Bmecre ¢ TeM y mpyroit 6ojiee ApeBHEM TPYMIIbL:
xpsieBbiX pbl0 (Chondrichthyes), B coctaB KoTopoii
BXO/ISIT, B YACTHOCTHU, XUMeEPbl, aKyJibl U CKaThl, CO-
nepxxurcs 9yeTbipe Hox-xnacrtepa (A, B, C, D), o6Ha-
pyxeunsie y Callorhinchus millii — mipencraBuTens
XUMepoobpa3HbiX pbid (oTp. Chimaeriformes); Tpu
Hox-xnactepa (A, B, D) BoisiBieHo y Leucoraja erina-
cea, OTHOCSIIETOCs K POMOOBUIHBIM CKaTaM (CeM.
Rajidae), u y Scyliorhinus canicula — nipencraBuTes
Komaubux akyna (ceMm. Scyliorhinidae) [22]. Cnenyer
OTMETHUTh, YTO y APYTOro NpeacTaBUTEs aKyJTOBBIX
pbIO — pa3Ho3yboii akynwl Heterodontus francisci

(otp. Heterontiformes), oOHapy>KeHO TOJBKO 1Ba
Hox-xnactepa, coorBeTcTByIolnx A- u D-kiacre-
paM MJICKOIIMTAIONINX, B3SITHIX 32 OCHOBY KJ1acCu(u-
Kaonu [12, 23].

TakuMm o6Gpazom, mpou3olIedlnass y IIPEeaIKOBBIX
dopm pwIO (TIocie otmesieHUst Acipenseriformes u
Semionotiformes) myruiMkamnusi 4eTbIpeX KJIacTepOB
Hox-reHoB, XxapaKTepHbBIX JJISI TO3BOHOYHBIX KMBOT-
HBIX, MpUBEJa K 3aMETHOMY YBEJIWYEHUIO KOJIUYE-
CTBa 3TUX T€HOB, YTO B UTOre MOCYXUJIO OCHOBOM
TSI BCTIJIECKA pa3HOOOpa3usl JaHHOM IPYyIIEL, COCTa-
BUBIIEI BIIOCJAEACTBUM HOBBIM KPYIHbIA TAKCOH KO-
CTUCTHIX pbIO [8, 10, 12].

MEXAHU3Mbl AUBEPTEHILIN
AYIINIMOUPOBAHHBIX TEHOB
Y KOCTUCTBIX Pblb: AJATITAHMOHHBIE
N B5BOJIIOLIMOHHBIE OCOBEHHOCTH

Ha coBpeMeHHOM 3Tarie pa3sBUTUSI JTaHHOIO Ha-
MpaBJIeHNs] BaXXHENIIINM TIPEICTABISIETCS] BOIPOC O
MeXaHW3Max TUBEPreHIN TyTUIMIINPOBAHHBIX TEHOB.
HauayibHbIe 3Tarbl 3TOro IMpoLecca MOXKHO paccMar-
pMBaTh KaK 3J€MEHTApHbIE SBOJIIOLIMOHHBIE COOBITHS,
MPUBOIAIINE B UTOTE K SBOJIIOLMOHHBIM ITpeodpas3o-
BaHUSIM.

IMapasiornyHble T€HbI, TTOSBISIONIMECS B PE3YIIb-
TaTe FreHHBIX TYTJIMKALIMI, POXOAST CTaANIO AUBEP-
reHouu (OOBIYHO 3TO “CyO(YHKIIMOHAIM3ALUA~ —
0o0pa3oBaHue POACTBEHHBIX T€EHOB B pe3yJibTaTe My-
TalUMi, MPUBOASIINX K HEOOJbIIUM (DYHKIIMOHAb-
HBIM M3MCHEHMSIM, a “Heo(YHKIUOHAIU3ALUSI~ —
npuodpeTeHrne reHOM HOBBIX (DYHKIIMI B pe3yJibTaTe
MyTauuii) [4, 19, 24]. CieayeT OTMETUTD, YTO TOJIbKO
MeHee MOJIOBUHbBI TYTJIMIIMPOBAaHHBIX T€HOB COXpa-
HSI0TCSI B TEHOME JUIUTEJIbHOE BpeMs U MOTEHIIMaJIb-
HO MOTYT MOABEPraThCs AWBEPreHIIMN, y4acTBYS B
9BOJIIOLIMOHHBIX U aIalTAllMOHHBIX TTPpeoOpa3oBaHU-
ax [4]. YnoOHoiT MoaespIo ISl aHaIn3a MEXaHN3MOB
JUBEPTEHILIMM NYTUIMIIMPOBAHHBIX TEHOB CJIyXKaT
MpeACTaBUTEIM KOCTUCTBIX pPbIO, (opMUpoBaHUE
OTPOMHOT0 pa3HOOOpPa3usi KOTOPhIX MTPOU3OILIO TTO-
cJie OyTUIMKAllMM TeHoMa y MPpeIKOBBIX opm [4, 12,
25]. Ha nmpumepe KocTucThIX pbid nanuo Danio rerio,
menaku Oryzias latipes, xomomku Gasterosteus ac-
uleatus, urnoodproxa Tetraodon nigroviridis, dyry Tak-
ifugu rubripes, BbloHa Misgurnus fossilis, 3010TOI
pwuioku Carassius auratus, s Oreochromis nila-
ticus OBUIO YCTAHOBJIEHO, YTO MO KpaitHeit Mmepe 3—4%
OYTTMLIMPOBAHHBIX 0€JIOK-KOAUPYIOIINX FeHOB (Te-
HOB-IIapaJIOTOB) COXPaHWINCH B reHoMe [25]. MHo-
TY€ U3 T€HOB-T1apaJioTOB SIBSIOTCS KJIIOYEBBIMU JLJIST
MpOLIeCCOB pa3BUTHUs. bellku — TpOayKThl JaHHBIX
TeHOB, (DYHKIIMOHUPYIOT KaK TPaHCKPUITLIMOHHBIE
(hakTOpBI, CUTHAJIbHBIE MOJIEKYJIbI, (DEPMEHTHI U JP.
TTouTu Bce obcyknaemble 3AeCh MapaaiornyHble T€HbI
MPOLLIU Yepe3 TUBEPreHIIUIO, Pe3yJIbTaTOM KOTOPOIi
CTaJIO B UTOT€ MPUOOpETEeHUE HOBBIX OEJIKOB WX U3-
MEHEHUE DKCIIPECCUU KOAUPYEMBIX 3TUMU TeHAMHU
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oenkos [25]. ITocnmencTBUSI reHHBIX IYTUTAKAILIAN OJ1sT
9BOJIIOLIMU TTO3BOHOYHBIX, U B YACTHOCTH, PbIO, BbI-
paxaroTcs B OoJiee CrelMaIM3UPOBAHHONW peryJisi-
IIMU TIPOIIECCOB pa3BUTHSI. B MexaHM3Max nuBepreH-
LMY TTapaJIOTUYHBIX TEHOB BBIACJSIIOT YPOBEHb PEry-
JISITOPHOT'O KOHTPOJISI U YPOBEHb U3MEHEHUS OEJIKOB
(TIpexIe Bcero aMMHOKUCIIOTHBIX 3aMeH) [26, 27].

IIpoliecc mMBEpreHIMM TEHOB OCYIIECTBISIETCS
npu I1nmoMolmM HECKOJIbKMX MEXaHMU3MOB: TOYCYHLIC
MyTalluy, MPUBOISIINE K aMUHOKUCIOTHBIM 3aMe-
HaM, U3BMEHEHUST UHTPOH-3K30HHOM CTPYKTYPHI 1 U3-
MEHEHMUS PETYJISTOPHbBIX MOCAEA0BATEIbHOCTEN, TIPU-
BOIOMIIME K Pa3IddMsM ITPOCTPAHCTBEHHO-BpPEMEH-
HOI JIOKAJIM3aLIMU 9KCIIPECCUM TTapaIOTUIHBIX TEHOB
[28—32]. OueBUIHO, YTO BBIBOJBI 00 OCOOEHHOCTSIX
JNIMBEPreHIIUU AYTUIMLIIMPOBAHHBIX TEHOB, B YAaCTHOCTU
3aKJIIoYeHre o0 “cyodyHKIMOHAIM3AUN ™ WA “Heo-
dyHKIIMoHAIU3auM”’, GOPMYIUPYIOTCSI Ha OCHOBE
aHajM3a CTPYKTYpPbl 1 PYHKIHUU OEJIKOB, KOIUPYEMBbIX
JTaHHBIMU TeHaMU. [103TOMY BaskKHBIM aCIIEKTOM B I10-
HUMaHUU MEXaHU3MOB TUBEPreHIIMN TEHOB CIYXKUT
HE TOJIbKO CEKBEHUPOBaHNE MapaJlOTMYHbIX TEHOB, HO
Y U3yYeHUE CTPYKTYPbl KOIUPYEMBIX UMU OEJIKOB, UTO
MO3BOJISIET CYOIUTh 00 MX (PYHKIIMOHAIBLHBIX OCOOCH-
HOCTSIX. AHaJIU3 JaHHBIX MEXaHU3MOB Ha IMpuUMepe
PBIO TIPUBOAUTCS HITKE.

Y koctucThIX pBHIO (HaHMO, UTTIOOPIOX, MeJaka,
BbIOH, LIMXJIMABI U Ap.) IPOaHAJIU3UPOBAHO MHOIO
MapaJIOTUYHBIX TE€HOB, KOAWPYIOLIMX BaxKHEUIINE
TUNBI 0€JIKOB: TPAaHCKPUIILIMOHHEIE (PAKTOPHI, ep-
MEHTBI, TOMeO3UCHbIe Hox-TeHbl, MEMOpaHHbBIE pe-
LEeNTOPHI U Apyrue 6eJKU, BOBJICUECHHbIEC B ITPOLIECCHI
BHYTPUMKJIETOYHOI curHanu3auum [25, 30, 31, 32].
HyrnuumpoBaHHble Hox-reHbl y nanuo D. rerio oT-
JIMYaloTCs MpeXae BCEro cocTaBoM IapajioroB. Kia-
crep Aa comepXuT 8 roMeoOOKCHBIX FeHOB, a Ab —
TonbpKO 5; Ba — 10 renos, a Bb — Tomsko 4 u T.10.
CxonHbIe pa3nudus TTOJAy4YeHBI IJIs1 Knactepa Hox2
urnoopoxa 1 Meaaku [33]. ¥V atux peiO Kiactep
Hox2a conepxut neBsatb reHOB, a Hox2b — 5 reHOB.
PacrionoxeHune JaHHBIX T€HOB B COCTaBe KjacTepa
TaKXXe OTJIMYAeTCs y 3TUX PhIO.

MHoro npuMepoB AUBEPreHIIMA TeHOB YCTaHOB-
JIEHO IS IIapajoroB, KOAUPYIOIINX TPAHCKPUIILIN-
OHHBIE (paKTOpPHI. B yacTHOCTH, ITapaOrnYHbIe TCHBI
ceM. Sox (Sox11a v Sox11b), KoTOpbIE KOOAUPYIOT CO-
OTBETCTBYIOIINE TPAHCKPUMNIIMOHHBIE (DAKTOPHI, BbI-
SIBJIEHBI B reHoMe JaHuo D. rerio [4]. Y aToro Buga
pbIO OOHapyXeHbI TeHbI-TIapasioTu bmp2a v bmp2b,
KOIUPYIOIIUE ellie OAUH BUI (DAKTOPOB TPAHCKPUII-
oun, TIpruHamiekammx K ceM. Bmp [34]. ITapamorny-
Hble TeHBI 1yr (tyrosinase) (tyra v tyrb), KOTOpbIE KO-
IUPYIOT bepMEHT MeTaboIU3Ma MeJIaHUHA, TUPO3U-
Ha3y, BbISIBIICHBI B TeHoMe (hyry Takifugu rubripes u
tunssniuu Oryzias niloticus [4]. Tlapanoru reHa Snap
(snap25a v snap25b), kogupyloiiyue 6eJI0K CHHAIICOB
Snap25, oObHapyKeHbI B TeHoMe maHuo [35]. B rerHo-
M€ 3TUX PbIO BBISIBIICHBI TeHbI-nIapayioru (fabhla n
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fabh 1b), xonupyloiiue cuHTe3 OejiKa TuIa 1, CBI3bI-
Baroliero xkupHeie kuciaotel (FABP1) [31]. duBep-
TeHIUS TTapajioroB IToKa3aHa TakKsKe IS TeHOB JIeT-
KUX lierieit Muo3urHa (mic), Konupyroumx CUHTE3 CO-
OTBETCTBYIOIIMX MBIIICUYHbIX OCEJIKOB Yy BbIOHA
Misgurnus fossilis 30, 35]. Ieunt mlc 1 v mlc3 aBASIIOT-
cd mapajioraMu, MPOIIeAIINMU 3Tall JUBEPreHIINN
KaK Ha ypoBHE MyTallWii, TaK U HAa YPOBHE MHTPOH-
9K30HHOM CTPYKTYPHI.

Jynnukanus KiaacTepHbIX Hox-TeHOB, peryaupy-
o1ux ¢hopMoodpa3oBaTeIbHbIE MPOLIECCHl B paHHEM
OHTOTEHE3e U B XOJE 3BOJIIOLIMOHHBIX Mpeodpa3oBa-
HWIA, MOKa3aHa 11 reHa Hox2, mpeIcTaBIeHHOTO B Te-
HoMme dyry Takifugu rubripes n menaxku O. latipes mapa-
noramu Hox2a n Hox2b [33]. DTu napajioru sKcmopec-
CUPYIOTCS B pa3jIM4YHBLIX OTIOEIaX 3aJHEr0o MO3Ta.
IMpennonaraercsi, YTo y TaHWO TaK>Ke MPOU3OIILIA Ty-
wkauus reHa Hox2. OpHako mapanor Hox2b coxpa-
HUJICS B TeHOMe, a Hox2a mpeBpaTHiICcs B TICEBIOTCH.

st aHamM3a JUBe PreHIIMY apaJIOTMYHBIX TEHOB,
T.e. X “cy0dyHKIIMOHAIM3aun’ — HanboJiee 4acTo
BCTPEYAEMOI0 pe3yibTaTa JUBEPIeHINU, BAXKHO U3y~
YeHUE CTPYKTYPHBIX W3MCHEHMII OEJIKOB, BBI3BAaH-
HBIX MyTalUsSIMU, U UX (PYHKIIMOHAJIBHBIX CBOMCTB.
DTOT moaxon ObUI MCITOJL30BaH JIsI aHaJau3a Iapa-
JIOTMYHBIX TEHOB U MX OCJIKOBBIX MPOAYKTOB y TET-
PATUIONIHBIX PHIO.

Cyboghynkyuonansuzayus Oynauyupo8aHHblx eeHO8

Toueunwvie mymayuu. J1ns1 n3ydeHuss 0COOEHHOCTEM
“cyodykuroHanu3almu” BaKeH BbIOOp B KayecTBE
MOJIeJIM T€HOB, MyTalluu B KOTOPBIX MPUBOIAIT K Jie-
TEKTUPYeMBIM (PYHKIIMOHAJILHBIM HM3MEHEHUsIM. B
CBSI3U C 3THM MBI ITPOBEJIN CEKBEHUPOBAHUE JIBYX Tapa-
JIOTMYHBIX TEHOB JaKrataeruaporeHasnol (ldh-A) us
OBICTPBIX CKEJICTHBIX MBI BbloHa Misgurnus fossilis —
TETPAIIOUIHOTO BUAA KapHOBbIX phIO [32].

DepMeHT YTIIEeBOTHOTO OOMEHa JaKTaTIeTHIpO-
reHaza (LDH-M4), koagupyembiii reHoMm Ildh-A, B
OBICTPBIX CKEJETHBIX MbIIILAX BbIOHA UMEET CTPYK-
Typy romoteTpamepa [36]. [lepBoHayanbHO IpU U3Y-
YeHUU 3TOro pepMeHTa Ipu HU3KUX (5°C) M OTHOCH -
TeabHO BbICOKUX (18°C) TeMmeparypax aganTaluuu
(akxknuMmanun) B TedeHure 20 CyT ObLIM BBISIBICHEI IBE
¢opMEI 3TOro PepMeHTa, KOTOPhIE OTIMYAINCH KN~
HETUYECKUMU OCOOEHHOCTSIMU, TepMOAWHAMUYE-
CKMMM CBOMCTBAMHU, YCTOMUYMBOCTHIO K HEHCTBUIO
TeMIIEpaTyphl U JeHATYpUPYIOIIX areHToB [36].

B MblIlI11ax BbIOHOB, aganTUPOBAHHBIX K HU3KOM
¥ BBICOKOM TeMIieparype, ObIIM OOHApY>KEeHBI M OXa-
pakTepu3oBaHbl ABe n30copMbl LDH-A mRNA: ko-
potkast o.-u3zodopma (1332 mH) u mMHHAS -U30-
dopma (1550 mH), koTopble mMeroT Kak 5'-UTR, Tak u
ORF oanHakoBoil minMHB (333 aMMHOKUCIOTHBIX
ocraTka), Ho omiuyatotcs maauHoit 3'-UTR [32]
(puc. 1). CexBeHupoBanue 3Tux aByX mRNA BBI-
SIBUJIO 44 HYKJICOTUAHBIE 3aMEHbI, KOTOPbIE B UTOTe
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Puc. 1. Crpykrypa mRNA mnapajormyHbIx KOIMUIA TeHa
LDH-A BpioHa. HykiteoTunHble 3aMeHBI yKa3aHBI CHApy-
KM, @ 3aMeHbI AaMUHOKUCJIOT YKa3aHbl BHYTPH.

NpyUBEIU K TPeM aMUHOKHUCIOTHBIM 3aMeHaM
(Gly214Val; Val304lle u Asp312Glu). Kak noka3zaino
KOMITBIOTEPHOE MOJIEJIMPOBaHUE MTPOCTPAHCTBEHHOM
CTPYKTYpbI, OJIHA U3 aMUHOKUCJOTHBIX 3aMEeH JIOKa-
JIM30BaHa B MEXCYObeAMHUYHON obnactu pepMeH-
Ta, YTO MOXET CKa3bIBaTbCSI HA OCOOEHHOCTSIX €ro
¢dyukumonuposanus [37]. Ciaenyer OTMETUTD, UYTO B
CKEJIETHBIX MBIIIIAX MPUCYTCTBYIOT U O.-, U B-U30-
dopmbl LDH-A mRNA, Ho npu pa3HbIX TeMIlepaTy-
pax amanTtaluy COOTHOILIEHUE 3TUX U30(DOPM H3Me-
Hgercd. I1pu agantauuu K 18°C 3TO COOTHOILIEHUE
coctasysiet S : 1, a mpu 5°C conepxkanue -uzodop-
MBI CHM3KAETCSI IIPaKTUIeCKH 10 HyJs [32].

TMony4yeHHBIE pa3IMIs MOTYT OBITH PE3YIBTaTOM
MyTallMii TTapajJOTMYHBIX TeHOB. OmMHAKO HE SICHO,
Mo4yeMy 3a CTOJIb JJIUTEJIbHbINA MepUo, MpOIIeaAITni
Tocyie KpyITHOMACIITaOHOM OYTUIMKAIIMA TeHoMa y
PBIO, KOTOPBIN IIpuBea K (popMupoBaHuio Teleostei,
MPOM30IILIO TaK Majlo aMUHOKMCIOTHBIX 3aMeH. Oj1-
HaKO IMUTOTeHETHYECKUI aHAIN3 TTOKa3all, YTO BBIOH
SIBJISIETCS TETPAIJIOMIOM TI0 OTHOIIEHUIO K IPYTUM
OMM3KUM BUIaM ceMmeiictBa. TakuMm oOpa3om, JaH-
HBbIC DAY MEXIY IapaJOrMIHBIMU TeHaMU y
BBIOHA MOTYT OBITh OOBSICHEHBI AYTUTUKAIIUEH TeHO-
Ma, CBSI3aHHOM ¢ rubpuausalveil pPoICTBEHHBIX
npeakoBbIX ¢GopM (ajmnorerparniaounusaiun). Ecau
MPEONOJIOKUTh YTO TUOPHMIM3AIIAS TTPOMCXOIMIIA
MEXKIy XOJI0A0I00MBOM U TETLIONI00MBOI (hopMamu,
Torga KUHETUYECKHE OCOOEHHOCTH BYX (hOpM HdaH-
HOro (pepMeHTa MOTYT OBITH JIETKO OOBSICHUMEL.

3aBUCHMBIE OT TEMITePaTypPhl adalTallMOHHbBIE U3-
MEHEHMUSI COOTHOIICHUSI KCITPECCUPYIOLINXCS Ol- U
B-nzodpopm LDH-A mRNA ormpenenstoT COoTHOIIIe-
HHUe cuHTe3upyeMblx (opm depmenra LDH mnpu
HU3KUX U OTHOCUTEIIbHO BBICOKHUX TeMIlepaTypax,
YTO MOATBEPXKIAETCs MPOBEAEHHBIM HAMU U3YYEHU -
€M KMHETHMYECKUX, TePMOIMHAMHYECKUX U CTPYK-
TYPHBIX CBOMCTB maHHOro ¢epmenTa [32, 36]. 3aBu-
csllMe OT TeMmIlepaTypbl cpelbl (PYHKIMOHATbHbIE
pasauuusl TOH WIU Opyroil u3ogopmbl, IPUBOIAT K
TOMY, YTO IIPY HU3KMX TeMIiepaTypax (PyHKIIMOHUPYET
ogHa ¢opma LDH, a nipu OTHOCUTEIBHO BBICOKUX —
npyras. Takum oOpa3oM, U3MEHEHHUE COOTHOIICHMS
n30popM JaHHOTro pepMeHTa IIPU Pa3HBIX TeMITepa-
Typax CIIY>XKUT OTHUM 13 MEXaHU3MOB ajanTaiiu Me-
TaboJIM3Ma Y 3TUX PBIO, KOTOPBI pacIInpsieT TeMIIe-
paTypHBIN OUarna3oH WX METa0O0JIMIeCKO aKTUBHO-
CTH U, CJIeAOBAaTEIbHO, TEMIEPaTypHOTO AUana3oHa
oOUTaHU BUIA.

Crenyetr OTMETUTb, UTO HayaJbHbIE 3Tarbl AUBEP-
TeHLUU AYTUTULIUPOBAHHBIX TEHOB, KaK MpaBUjio, CBO-
JISITCST K paCIIMPEHUIO WX CIIeMaTu3auuu pyHKIA-
OHAJIBHBIX BO3MOXHOCTE HMCXOMHOTO (MPEeaKoBOTO)
Oenka. Ha aTux aTanax AuBepreHInu napajioroB Npo-
HCXOASIT HEOOJIbIIIE U3MEHEHUST CTPYKTYPBI U (hyHK-
I[IUOHATBLHBIX CBOMCTB OEJIKOB, CBOASIIMECS K aganTa-
LIMOHHBIM U3MEHEHUSIM. B CBSI3U € 3TUM AUBEPTrEeHIINS
IyTIMIUpoBaHHbIX TeHOB LDH-A city>kut nocratod-
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Puc. 2. DK30H-MHTPOHHAS CTPYKTypa TeHOB JIETKUX lieTieit Muo3uHa (mlic). a — reust mlc 1 v mlc3 nanvio v reH mic 1/3 aenoBexa,
KOIVPYIOIIUI albTepHAaTUBHBIC CILTaiic-(pOpMBI; 6 — CTPYKTypa reHoB mlc2 v mlc2a nanuo.

HO peIKMM IIpUMepoM “‘cyOdyHKIIMOHAIU3aun”,
HETIOCPECTBEHHO 3aTparvBalolieil aganTalOHHbIE
MpoLEeCChl — paclIUPEeHUE TeMIIePATypPHBIX TPaHMII
XKU3HEASITSIHOCTY BUAA U, KaK CJICICTBUE, PACIIIM-
peHUe ero apeaa.

Humpon-sxsonnaa cmpykmypa. JuBepreHuus
MYTUTAIIMPOBAHHBIX TEHOB BO MHOTHX CJTYyYasiX CBSI3a-
Ha C U3MEHEHUSIMU WHTPOH-3K30HHOU CTPYKTYpPBI
STUX TEHOB, YacTO C MOTEped aJbTEPHATUBHOIO
crlaiicuHra npeakoBoit (popMbl TeHa. [laHHBIN Me-
XaHU3M TTOKa3aH IS MHOTUX MapajJTOTAYHBIX TEHOB
[28—33].

Cpenn ppl6O OTHUM M3 TaKMX MPUMEPOB CITYKUT
IYTUTMLIMpPOBaHHBIN reH Syn2 ¢yry (1. rubripes), Ko-
IUPYIOIIMI CHHTe3 OeJika CUHamncuHa (synapsin)
[29]. CnenyeT oTMeTUTb, YTO y YesjoBeKa mapajoru
reHa Syn2 SIBISIIOTCS IPOAYKTaMU aJIbTEPHATUBHOIO
crutaiicunra. Ilapanoru atoro reHa (Syn2A4 v Syn2B)
KOJIUPYIOT O€JIKU, KOTOPbI€ yU4aCTBYIOT B CUHANTHYE-
CKOM TIepemade M OCYIIECTBIISIOT upstream peryis-
LIMI0O POCTA aKCOHOB M pereHeparuio KJIeTOK peTH-
HaJIbHbIX TaHIMEB. Y ¢yTy napayior reHa Syn2A4 co-
crout u3 13 sk30HOB, a Syn2B — m3 11 3K30HOB.
Kpowme Toro, napajnor Syn2A4 y atoro Buaa pbio co-
IEePKUAT (MEXKIY 5-M U 6-M 5K30HAMI) BCTABKY B BUIC
reHa (timp4), KOTOPBIIT KOIMPYeT CHHTE3 TKAaHEBOTO
MHTUOUTOpa MeTaJuTonpoTenHas. JlaHHBII I'eH JJoKa-
JIN30BaH U (PyHKIIMOHUPYET B mapayiore Syn2A, of-
Haxko B Syn2B napanornyHasi Konnus reHa timp4, mo-
BUJIMMOMY, yTpadeHa [29].

IMotepst anbTepHATUBHOIO CIUIAaiCMHTA TIPU T'€H-
HOM IyTUTMKAIIMKA HaOJIIomaeTCs TakKe IMpU aHaIn3e
nocjenaoBaTebHOCTe ! reHa Mitf. B reHoMe HeCcKOIb-
KMX BUAOB PHIO (MedeHocHa, ¢yry, Uriodproxa, aa-
HMO) O0OHAPYKEeHBI MapaaorudaHbie TeHbl Mitf (mitf-m
U mitf-b), Komupylolme CUHTE3 CBSI3aHHOTO ¢ MUK-
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podTanbMueit TpaHCKpUITIMOHHOTO (pakTopa MITF
[28]. DTOT (bakTOp TpacKpUNIUM WUTPACT BaxKHEM-
1IyI0 poab B muddepeHINPOBKe, KMU3HECITOCOOHO-
cTM U (YHKUMOHUPOBAHUMU MeJlaHoLUTOB. Eciu
mitf-b conepxut 10 3K30HOB, TO mitf-m — 8 5K30HOB.
YV BBICIIMX TTO3BOHOYHBIX U30(DOPMEBI TeHa Mitf BO3-
HUKJIW B pe3yJibTaTe MCMOJb30BaHUSI aJibTepHATUB-
HBIX 9K30HOB 1 IPOMOTOPOB UCXOIHOro reHa [28].

B Haureit pabore Takke ObLT M3y4eH MEXaHU3M
JUBEPTEHLIVU NYTUIMLIMPOBAHHBIX T€HOB, OCHOBAH-
HbIA HA M3MEHEHUM HMHTPOH-3K30HHOM OpraHu3a-
LIMM MapaJloTUYHbIX reHoB y pbio [30] (puc. 2). B
YaCTHOCTHU, OB YCTAHOBJICH MEeXaHU3M (hOpMHUPOBa-
HMS TeHa OOHOM M3 JIETKMX lieTieli Muo3rHa (mlc3) n3
MBIIIL KOCTUCTBIX PHIO (BbIOHA, TAHMO 1 UTJI00pIOXa)
B pe3yJibraTe AyIInKauuu milcl v mociienyronieii am-
BEpPreHIINY TeHOB-IapayoroB. Y phI0 nmapanoru micl
1 mlc3 noKaM30BaHbl B pa3HbIX XpoMocomax. [Tpex-
Jie Bcero ObLa IToKa3aHa BBICOKAsI CTeIIEHb TOMOJIO-
rum micl n mic3, a Takxke CXOACTBO UX 9K30H-MHTPOH-
HOI CTPYKTYpPHI. Y 3THUX T€HOB-IIApaJIOroB JTaHUO Ye-
Teipe B3K30Ha (3—6), GOPMUPYIOIINX KaTbLIMi-
cea3piBaromnii fomeH EF-hand tuma, mMeroT cxom-
HYIO CTPYKTYPY, @ OTJIMYUSI JIOKAJIM30BaHbl B 5'-00J1a-
ctu: mlc I MeeT 5K30HBI 1a 11 2a B 3TOU 00J1acTH, TO-
roa Kak mlc3 — 3k30HBI 1b 1 2b, HETOMOJIOTUYHBIE
aK30HaM la u 2a reHa mlicl (puc. 2,a). [Ipennonara-
€TCs1, UTO IPEAKOBBIN I'eH mic 1o AynInKaluyu UMeJI B
5'-00J1aCT APYIYI0 3K30HHYIO CTPYKTYDPY, COCTOSI-
MIyIO M3 YeThIPeX IMOCIe0BaTeIIbHBIX 9K30HOB: 1a, 1b
u 2b, 2a, 1 KogupoBaJ ABe N30(OPMEI C UCIOJIb30Ba-
HHEM aJITepHaTUBHOrO criaiicuura. I1pu myrumka-
LM 3TOTO TeHa Ipou3olnia auddepeHalbHas 1e-
reHepanus aJilsTepHATUBHBIX 3K30HOB M MX pa3jeie-
HUe MEXIy TMapaJoTUYHbIMU TeHamu micl u milc3,
KOTOpPOE COOTBETCTBYET HBIHEIIHEMY PAaCIIOJIOXKE-
Huto. ClienyeT OTMETUTh, YTO Y BBICILIMX ITO3BOHOY-
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HBIX milcl n mic3 9BAIIOTCS aAJBTEpHATUBHBIMU
crnaiicopmamu [38] u y pbib reHsl micl n mlc3 06-
pa30BaJINCh B pe3yibTaTe yTPaThl aITepHATUBHOTO
cIuTaficMHTa, XapakKTepHOTO IUISI IIPEIKOBOrO TeHa
(puc. 2). TakuM obpa3om, MPOAYKT reHa milc3 aBisieT-
Cs1 HOBOU (hopMOI KadblIUIA-CBSI3bIBAIOIIETO OeJiKa,
KOTOPBIN OCYIIIECTBIISIET 6oJiee TOHKYIO PETYJISIINIO
COKpallleHUST CKEJIETHBIX MBIIIII, YTO COIJIACYeTCS C
OHOM M3 OCHOBHBIX TPAKTOBOK AYIIMKAIIUU T€HOB
KaK cIocoba pacIIMpeHusT agallTUBHBIX (PYHKIIUI B
MPOIIECCe DBOJIOLIMU.

B renome manmo Obl1a OOHapyXXeHa TYTUTAKAIIMS
elle OJTHOTO reHa JISTKUX neneit Muo3uHa (mlc2) [30].
BbL1 BBISIB/IEH MTapajior JAHHOTO TeHa, IOKAJIU30BaH-
HBII Ha Ipyroi xpomocome. M3 11ecT 5K30HOB 3TUX
TCHOB TISITh UMEIOT UJICHTUYHYIO CTPYKTYpY, a OAUH
9K30H OTJIMYACTCS: €CIU B OMHOM M3 ITapajoroB reHa
mlc2 TpeTnit 3K30H COXpaHMIICsI 0e3 N3MEHEeHUI, TO B
Kommuu mlc2a 3TOT 3K30H pa3aeanicsd Ha ABa MyTeM
BCTaBKU MHTpOHA (3K30HbI 3a u 3b) (puc. 2,6). Takum
oOpazoM, Imapajioru reHoB micl u mic2 no3BOISTIOT
YBEJIMYUTh B TCHOME KOJIMYECTBO F€HOB U UX OEIKO-
BBIX MPOAYKTOB, KOTOpPbIE 00JIaNalOT TOMOIHUTEIb-
HBIMU 00Jiee COBEPIICHHBIMYA (DYHKIIVSIMMU.

TIpocmpancmeenHo-8pemeHHas A0KAAU3AUUUS DK C-
npeccuu napanoeuuHvix eeHog. CyllleCTBEHHYIO POJb B
JWBEPreHIIN OYTJIMIMPOBAHHBIX TE€HOB MIparoT
pa3nuuus B JTJOKAIU3ALNU 3KCIIPECCUU TEHOB-TTapa-
JioroB. Breu1o ycraHoBeHO, 9TO IIpuMepHO 65% un3y-
YEHHBIX MYTUTMIMPOBAHHBIX T'€HOB Yy JAHUO HMMEIOT
Pa3HYIO WJIN YaCTUYHO TEePEKPHIBAIOIILYIOCS JIOKAU -
3alMI0 9KCIPECCUM KaXKI0TO U3 MapajoroB B TeX WK
MHBIX TKaHSIX W opraHax [25]. B OOJIbIIMHCTBE 3THUX
cJlydyaeB pedyb UAET O YACTUYHO TEPEKPBHIBAIOIIUXCS
30HaX BKCIIPECCUU MapaJTorMyHbIX T€HOB.

Ha HeckoJbKMX BHIaX KOCTUCTHIX PBIO (TaHMO,
KOJTIONIKA, (Pyry, pUCOBBI YTOpb) ObLIM BBISIBJICHBI
napajoru reHa Sox9 (Sox9a n Sox9b), KOTOphie pery-
JIMPYIOT TaKWe TIPOIECCHl, KaK (DOPMUPOBAHHE XPSi-
1a, o6pa3oBaHNe HEPBHOTO IPeOHS, TETEPMUHAIIIIO
KJIeTOK ceMeHHUuKa [39]. [deTalbHbIll aHaINU3 JIOKa-
JIN3aIIN 9KCIIPECCUH 3THX MapayioroB MOKa3al, YTo
B pa3BUBAIOIINXCS 3apOABIIIAX M JAYMHKAX KOJIIOII-
KU ¥ TaHWO MMEIOTCsI 0OIII1e 30Hbl aKTUBHOCTH: TeH
Sox9a y 3TUX BUIOB 3KCIIPECCUPYETCS BOKPYT IJ1a3a 1
CITYXOBOTO ITy3BIpbKa, a Y JaHWO TOTIOJTHUTEIIBHO eIIle
1 B pa3BUBAIOIIMXCS COMUTAX. DKCIIPECCHsl mapajo-
TUYHOTO reHa Sox9b y 3apojpbliiieii 3TUX pbld oTMeue-
Ha BOKPYT TJ1a3a, CIyXOBOTO ITy3bIpbKa, a TAKXKE, B OT-
Juuue oT Sox9a, B paiioHe HEPBHOTO I'peOHs. Takum
0o0pa3oM, B 9KCIPECCUU ITUX T€HOB-IIApaJOroB Ha-
GromaloTcsT Kak MepeKphIBaoIIecsT, TaK U CITeI-
¢duyeckue 30HbI AKcIpeccun [39].

B Hameit pabore M3ydyanauch Mapajoryd reHa Jier-
KX ueneﬁ MHUO31MHA M3 CKECJCTHBIX MBIIIL JAaHUO
(mlc2) [30] (puc. 2). Eciu ucXomHBlil TeH mic2 3Kc-
MPECCUPYETCS B MBIIIIAX, 4 €r0 OEJTKOBBII MPOIYKT
Y4aCTBYET B PEryjsiiumM MbIIICYHOI'O COKpallCHMUs,

TO Mapasor 3Toro reHa (mlc,), Kak cjaeayeT U3 aHaJlu-
3a JjaHHbIx 0anka Unigene (Kiractep Dr. 36460), sxc-
TIpeccUpyeTcs B 3apOIbIIax, SMOPUOHATIEHOM CepII-
IIe ¥ pereHepupyIoIeM TUIaBHUKe TaHno. Bo3mox-
HO, Mapayior mlc2 MOXET CIyXWUTb MaTpULIel It
CUHTE3a SMOPUOHAJIBHBIX JIETKUX IieNeil MUO3uHa
(MLC.,), mockosbKy npyroi reH mic, (ToMUMO Tapa-
Jiora mlc2), Konupyloluii B 3apoibiiiax 1 JUYMHKaX
pb16 MLC,, He obHapyxeH [30].

AHanU3 pa3IMYHON UM YaCTUYHO MEepeKphIBa0-
Ieics JTOKaIM3alluy 3KCIPEeCCUU IYIUIMIUPOBaH-
HBIX T€HOB OBbUI MPOBEACH Ha pa3HbIX CTaAUSIX 3M-
OpHMOHaABHOTO pa3BUTUS AaHWo [25]. B niepuon am-
OpumoreHe3a Ha craguu pharyngula moka3zaHO, 4TO
OYIUIMOUPOBAHHBIN TeH fabp 11 3KciipeccupyeTcs B
ceTyarke, XpycTajJuKe U BeHax, TOrjaa Kak ero mapa-
Jior fabp 11l — TonbKO B ceTyaTKe. DKCIpeccUs reHa
frd8a na ctanuu cerMeHTallMM COMUTOB OOHapy:KeHa
B 3—7 cerMeHTax rJ10TOYHBIX (;KaOepHBIX) YT, Tepei-
HEM MO3Te, HEpBHOM TpyOKe, BEHTpaJlbHOW Me30Iep-
Me, 3aJJHEM MO3Ie, Toraa Kak Imapajor frd8b — ToIbKo
B KOHEYHOM MO3Te¢ W TIPOMEXYTOUHOM Mo3sre. Ya-
CTUYHO TIepeKpbIBAIOIIMECsT 30HbI SKCITPECCUU B 3a-
POIbIIIaX TaHMO ITOKA3aHHbI JIsI ITapajloroB IeHa esrrg
[25]. Ecniu ogHA M3 KONUM 3KCIIPECCUPYETCsT Ha CTa-
JUY CeTMEHTAIlMU Me30JIepPMbI BO BCEX TKaHSIX 3apo-
JIBIIIA, TO €r0 Mapajor — TOJILKO B XBOCTOBOM ITOYKE.
CxomHasl KapTHAa 3KCIIpeccur oOHapyXXeHa JJIsT Te-
Ha gpx 1. [1apaior gpx la skcnpeccupyercsi B KJIeTKax
OOKOBOI1 JIMHUM 3TUX PBIO, ceTyaTKe, MeUYeHU, KU-
HIeYHMKE, tectum, a ero KOs — B KJIETKax OOKOBOM
JIMHUU U CIyXOBOTO My3bIpbKa. OaMHAaKOBasI JJOKaIU-
3alMsl 9KCIIPECCUU XapaKTepHa il 5% mapajioruy-
HBIX T€HOB. 3HayWTelIbHas 4acTh I'€HOB-IIAPAJIOTOB
(30%) He MMeeT MPOCTPAHCTBEHHOI'O OTrpaHUYEHUSI
aKcmpeccun [25].

Paznmuus B IpoCcTpaHCTBEHHOI JTOKAIM3allMy DKC-
Mpeccuy YCTAaHOBJIEHBI TaKKe IJIsT TeHOB Hox-Kiiacre-
poB. ITapanor rena Hox2a, akTHBHOCTh KOTOPOTO BBI-
SIBJICHA B 3aJHEM Mo3re ¢Gyry, cj1ad0o 3KCIIPeCcCUpyeT-
cI B cerMeHTe 12, Torma Kak Hox2b axTWBHO
BKCIIPECCUPYETCH B cerMeHTax 12-r6 [33].

B oTHOILIEHMM BpeMEHHBIX OTIMUMIA SKCITPECCUN
clieayeT OTMETUTb, UYTO COOTHOIIEHUE 3KCIIPECCUU
OTIEJIbHBIX apaJOrMYHbIX KON MEHSIETCS Ha pa3-
HBIX CTaAusIX SMOpPUOHAIBLHOIO Pa3BUTUS TAHUO
[25]. Beuto moka3aHo, 4yTo U3 67 mmap ucciaen0BaHHbIX
IYTUIMIPOBAHHEIX T€HOB TOJILKO JIJISI YeThIpEeX ITapa-
JIOTOB XapakKTepHa KOPETY/IsIIus — OTCYTCTBHE pa3-
JIMYUA B BKCIIPECCUN MApPaJIOTUYHBIX TEeHOB Ha pas-
HBIX cTaausax pa3Butust. OcraibHbBIe 63 Taphl Mapa-
JIOTUYHBIX TE€HOB MPOSIBISIOT WJIW PELUNPOKHBIN
(MHBEePTUPOBAHHLII) XapaKTep KCIpecCcuu (Harpu-
Mep, napanoru fbx 14 v fbx 14a), Wiv OTINYAIOLIYIOCS
Ha pa3HBIX CTAAUIX Pa3BUTUSI JUHAMUKY 3KCIIPECCUU
(nmapaioru socs3a u socs3b).

CrienyeT OTMETUTB, YTO CpeAy MCCIIETOBAHHBIX
HapajoruyHbIX T€HOB Pa3jiuuusl B IMPOCTPAHCTBEH-
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HO-BPEMEHHOI BKCIIPeCCUU BCTpeYaloTcs 3HA4YU-
TEJILHO Yallle II0 CPaBHEHMIO C pa3INndMsIMU, BbI3BAH-
HBIMH CTPYKTYPOI1 IOMEHOB WJIN CYOKJIETOUHOM JI0-
Kammz3aumeir [25]. TakmMm o0Opa3oM, IUBEpreHIINS
IYIUIMIMPOBAHHBIX T€HOB MOXET IPOUCXOOUTH 3a
CUET TaKUX MEXaHM3MOB, KaK TOYCUHbIC MYTallUU,
W3MEHEHUSI WHTPOH-3K30HHOM CTPYKTYPHI, pas3iin-
Yyus TIPOCTPAHCTBEHHO-BPEMEHHOW JIOKAJIM3ALNU
9KCIIPECCUN TEX WU MHBIX TEHOB, X 3TU MEXaHU3MbI
JIUBEPTeHIIUU 4acTO (DYHKLIMOHUPYIOT MapajuieIbHO
(OIHOBpPEMEHHO).

Pabora yactmuHO nopaep:kaHa rpaHToM [Iporpam-
MbI (pyHIaMEHTAJIbHBIX HayYHbIX MccaenoBaHuii [pe-
sunuyma PAH “2KuBast mpupomna: coBpeMeHHOE COCTO-
sSIHME 1 IIPo0JIeMbl pa3Butus’ (rmoamporpamma “JuHa-
MUKa U COXpaHEeHUEe TeHO(OHIOB”).
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Based on fish genomic studies, we review mechanisms of divergence in duplicated genes (paralogs), resulted
in small (“subfunctionalization”) or large (“neofunctionalization”) changes in paralogs. Gene divergence
occurs due to several processes, such as non-synonymous substitutions, exon-intron structure rearrange-
ment, and alterations in regulatory regions, which cause differential temporal or spatial expression of para-

logous gene copies during ontogenesis.
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