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BBEJIEHHNE

Y T03BOHOYHBIX XKMBOTHBIX TPAHCIIOPT KUCJIO-
poia OT OPraHOB AbIXaHUS K MOTPEOISIOIIMM KHC-
JIOPOJl TKaHSAM 00ecTeYnBaeTCsl TeMOTIOOMHOM.
Mogekyna reMorioOMHa COCTOUT U3 ABYX MOJM-
MENTUIHBIX LEeIeil O-TUIa 1 IBYX MOJIUTIETITUIHBIX
Lerneit 3-Tumna, Kaxaas U3 KOTOPbIX CBSA3aHa ¢ TIPO-
CTETUYECKOU TPYIIOil — Xene30conepXaliuM re-
MoM. ['eHbI, Konupylolye a- U 3-rI0OMHbBI TETI0-
KPOBHBIX, — KJACCUYECKUII MOACIbHBIII OOBEKT
MOJIeKYJIsipHOI Ouosnorun. CTpyKTypa KJIacTepoB
0- U [-IJTOOMHOBBIX T€HOB, MEXaHWU3MBbI PEryJIsi-
LIMA MX TPAHCKPUIILMU B 3PUTPOMUIHBIX KJIETKaX
U 3BOJIIOLIMS U3yYEHBI OUeHb OCHOBaTeNnbHO [1—8].
CTpyKTypa MOJIEKYJbl FeMOIIOOMHA TIpearoara-
€T HeOOXOIMMOCTb SKBUMOJISIPHON B3KCMpeccuu

IMpunsaTteie cokpameHus: CTC — uupKyaIupyouue orry-
xoneBble KIeTkn; KLF1 nu KLF4 — tpaHcKpuninoHHbIe hak-
TOPBI, PETYIUPYIOLIME TPAHCKPHUIILMIO O- U [3-TIOOMHOBBIX
reHoB; LCR — o0nacTh KOHTpoOJIs JIOKyca, 3pUTPOUI-CIIELIA-
¢uunblii cynepanxaHcep; MRE — miaBHbBII peryisiTopHbIi
9JIEMEHT JIOKYCa Q-IJIOOMHOBBIX T€HOB, 3PUTPOUI-CHEIH-
¢uunebrit aaxancep; RIG-1 — pelentop pacrio3HaBaHUs Tia-
toreHoB; RNS — akTuBHbIe popmbl a3ota; ROS — akTuBHBIE
bopmbr kKUCTOpONA.

* Anpecar i1t KOppeCITOHIeHLIVH.

Q-IJIOOMHOBBIX U B-TIIOOMHOBBIX TEHOB C T€M, UTO-
OBl B 9pUTPOLIMTAX KOJTUUYECTBO O-TJIOOMHOBBIX 11€-
nei u B-TI0OMHOBBIX LIeTIel ObLIO MPUMEPHO 01 -
HaKOBbIM. M30BITOK - WU B-TJT0OMHOBBIX LIETIEH,
acCOLIMMPOBAHHBIM C TFeHETUYECKUMM 3a0oJieBa-
HUSIMU, TIPUBOAUT K OOpa30BaHMIO HECTaOWJIb-
HBIX TIOJUMENTUIHBIX arperaToB M3 U30bITOYHBIX
0eKOB, HapylIalIUX HOpMaTbHOE (DYHKIIMOHU-
pOBaHWE BPUTPOLUTOB, UX Pa3pyLIEHUIO U aHe-
muu [9—11]. TlpencraBisieTcss OYE€BUIHBIM, YTO
MpOoIle BCEro KOOPAMHMPOBAHHAsl COaJaHCUPO-
BaHHasl SKBUMOJISIpHAsl 3KCIIpeccusi TOCTUTAeT-
csl, Korja o- U 3-TIOOMHOBBIE T€HbI COCENCTBYIOT
B COCTaBe €IMHOIO JIOKyca, TPAHCKPUOUPYIOTCS C
o0l11ero MpoMoTopa W/WUJAM UCIOJL3YIOT OOIIWit
sHxaHcep. MMeHHO Takyro CTPYKTYpY, BEpOsITHEE
BCEro, UMeJ MPEAKOBBIi JOKYC, B KOTOPOM O- U
-r10OMHOBBIE T€HBI, MPENNOJOKUTEIbHO, JTOKa-
JIM30BAJINCh B HETIOCPEIACTBEHHOM OJM30CTH APYT
OT JIpyra U HaXOAUJIMCh B COCTaBE OOILETO perysi-
TOpHOTro JomeHa [12].

IIpenkoBbie a- U [-IIOOMHOBBIE TE€HBI IMPO-
U3OIIUIM B pe3yJibTaTe NyIJIMKaluu MPOTO-TI00u-
HOBOTO I'eHa y O0IIero npenka 4YeJaroCTHOPOTHIX U
COXpPaHWJIM COCENCTBO IOC]e AUBEpPreHuuun. Tec-
HOE COCENCTBO O~ U B-TJTOOMHOBBIX T€HOB U KO-
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OpPIMHUPOBAHHAs 3KCIIPECCUSI B COCTaBe OOIIEro
KJacTepa COXpaHWIMCh B T€HOMaX COBPEMEHHBIX
pbIO 1 3eMHOBOAHBIX. OTHAKO, HAPSIAY CO CIUTHIM
JIOMEHOM (./B-TJIOOMHOBBIX T€HOB, Y HEKOTOPBIX
TPy 36MHOBOAHBIX B TEHOME TPUCYTCTBYIOT Ce-
IrperMpoBaHHbIE JTOOMHOBBIE T€HBI. Y PENTWINIA,
NTULl U TUIALEHTapHBIX MJIEKOMUTAIONIUX O- U
B-r10OMHOBBIE TEHBI CErperupoOBaHbl MOTHOCTHIO
U pacriojararoTcs Ha pa3HbIX XxpoMocoMax. TpaHc-
MO3ULIMS MPEIKOBOro reHa [-miobuHa pa3pylliu-
Jla CTPOUMHYI0O M TIPOCTYIO CUCTEMY, oOecrieuuBa-
IOIIYI0 KOOPIMHUPOBAHHYIO 3KCIPECCUI0 O- U
[-TTOOMHOBBIX TE€HOB, U OOYCJIOBUJIA TOSIBICHUE
HE3aBUCUMBIX CUCTEM PEeryIslMy TPaHCKPUITLUU
JIOMEHOB O- U B-T100MHOBBIX TeHOB. Ha mepBblii
B3IJIsI/I, COOBITHE Cerperaluu, pa3pyliaroliee cjio-
SKUBIIMIACS PEryasITOPHBI KOHTEKCT, KOHTPIIPO-
JTYKTUBHO, OMOJIOTMYECKOTO CMbIC/Ia HE UMEET U He
JNIOJKHO OBUIO 3aKpemnuThes B 3Bosouuu. Ilpen-
CTaBJISIETCS OYEBUIHBIM, YTO OTOOP IOJKEH OBITh
HaIpaBJieH B CTOPOHY COXpaHEHMs COCEICTBa W
O0IIMX PETYASITOPHBIX MEXaHU3MOB JIJIsI TEHOB, KO-
JUPYIOIIUX CyObeIMHUIIBI OMHOTO Oenka. OaHako
JlaBJIeHUE €CTeCTBEHHOTO OTOOpa B HallpaBJIeHUU
cerperauMyd OYEBUIHO OOECHEeYMBaIO BO3MOX-
HbI€ 9BOJIIOIIMOHHBIE TPEUMYIIIECTBA, OKYITAIOII1e
«IOTepU», COIPOBOXIAMIINWE pa3pylieHue pe-
TYJISITOPHOTO KOHTEKCTa IIPEIKOBOro KiacTepa
0,/B-r10OMHOBBIX TeHOB. Pe3ynbraTtoM cerperauuu
MPEeIKOBOro KjacTepa MoOIja CTaTb BO3MOXHOCTb
HE3aBUCUMOI JKCIPECCUM O- U [-IIIOOMHOBBIX
T€HOB B HEIPUTPOUIHBIX TKaHSIX. MOXHO OCTO-
POXHO TIPEaNoJOXNUTh, YTO TEpBbI€ IOMBITKU
cerperauvy o- M [B-TJIOOMHOBBIX T'€HOB COBMHAIU
IO BPEMEHM C BBIXOJAOM Ha CyIIy OOIlero npeaka
Tetrapoda n oKOHYATeNbHO 3aKPEMUINUCH B TEHO-
Max Amniota BCJIEACTBUE MOJHON YTPaThl CBSI3U C
BOJIHOM cpefoii oouTaHusl.

Brixon Ha cyliry 661 OTpOMHBIM 3BOJTIOIIMOH -
HBbIM CcKaukoM. M3MeHeHue cpenbl oOUTaHUs T10-
TpeboBao pelIeHUsI MHOTMX, BO3HUKIINX B CBSI3U
C 9TUM, NPOOJIeM pa3BUTUSI HOBBIX (PU3MOJIOTHYE-
CKMX (bYHKIIMI, CUCTEM OpPraHOB U aAallTUBHBIX
MexaHu3MOB. Bo3MoOXXHO, MpuoOpeTeHre HOBBIX
(yHKUMIT y 00I11IeTO MpenKa Ha3eMHBIX XXMBOTHBIX
COTIPOBOXAAJIOCh  «IUJIEMOTpOMNuU3aleli» TeHOB
U KOAUPYEMBIX UMU TOJUMENTUIOB, MPUYEM HeE
TOJIBKO PEryJISITOPHBIX U CUTHAJIbHBIX, HO U YaCTU
CTPYKTYPHBIX O€JIKOB; U UMEHHO B 3TOM HallpaB-
JIeHUM 11ea otoop. Mbl npearoaraeM, 4To He3a-
BUCHMO 3KCIIPECCUPYIOLIMECT Q- U [B-TIIOOMHBI Y
MEePBbLIX OOUTATEIEH CYLIN ObUIU MPUCITOCOOTIEHBI
JUUIS. BBITTOJTHEHMSI HEKUX OCOOBIX (DyHKIIMA, BO3-
MOXKHO, aCCOLIMMPOBAHHBIX C PEIIIEHUEM MTPOOJIEM,
BO3HUKIIMX B CBSI3U C PaCIIMPEHUEM Cpenbl 00u-
TaHUS U TIPSIMO HE CBSI3aHHBIX C 9PUTPOLIMUTAPHBIM
TpaHcOopToM Kucjopoaa. MMeHHO 3To caenano
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HE TOJIbKO BO3MOXHBIM, HO U HEOOXOIUMBIM Ce-
rperauuio o- U [3-oOMHOBBIX TEHOB U UX HE3aBU-
CUMYIO 2KCIpeccrio. MoXHO MPeanoaoXuTb, YTO
MOTEPU B pe3yabTaTe MPOU3OIISAIIei cerperaluu
OKa3aluch He OUeHb cylllecTBeHHbIMU. Koperys-
LISl U30JIMPOBAHHBIX Q- U [3-TJIOOMHOBBIX T€HOB
B OPUTPOUIHBIX KJEeTKaX — MO BCeil BUAUMOCTH,
3ajJava JIeTKO paspelirMas B CUIy TOro, 4YTo ypo-
BEHb 3KCIPECCUU IJTOOMHOBBIX T€HOB BHIBEIEH Ha
MaKCHUMaJIbHOE 3HaUeHUe, U BECh METa00INYeCKUIt
MOTEHLMAJl SPUTPOOIACTa UCTIOJb3YeTCsT sl 10-
CTUKEHUST OJHON LIeIM — CUHTe3a MaKCUMaJabHO
BO3MOXXHOI'O KOJIMYECTBA remMoriodouHa. Bo3aMox-
Hble MPUOOpPETEeHUs], BOZHUKIIUE TOCJEe cerpera-
LIMU, OYEHb 3HAYMTENbHbI. OOQHUM U3 TaKUX MPU-
00peTeHU it ABIsIETCS BO3MOXKXHOCTh HE3aBUCUMOTO
y4acTUs TONABKO O~ WU TOJBKO [3-TJI0O0MHOB B (hop-
MUPOBAHUM HAJIMOJEKYJISIPHBIX KOMILJIEKCOB, OT-
JIMYHBIX OT reMorno6buHa. Torpma cerperamusi re-
HOB Hec/y4aiiHa, UMeeT OMOJOTMUYECKUIA CMBICT U
JIOJIKHA 3aKPENMUTHCS B BOTIOLMU.

ITunoTe3a o0 3aKOHOMEPHOM XapakTepe cerpe-
raluu o- 1 3-TJI00MHOBBIX TEHOB B X0/ BOJIIOLIUU
MO3BOHOYHBIX MPEACTaB/IeHA B HAyYHO TUTepaTy-
pe BIIEpBLIE.

BBOJIIONUA I'TOBUHOB, KOAUPYIOHIUX
NXTEHOB U PEI'VIIATOPHbBIX CUCTEM

ITo o611eMy MHEHUIO, TTIOOMHOBBIE T€HBI MO-
SBWINCh B T€HOME 3YKapMOT OJHOBPEMEHHO C
MUTOXOHIPUSIMU U TUIACTUIAMU B pe3yJibTaTe Ie-
peHoca reHoB, a BO3MOXHO, W TOIJIOIIEHUST WU
C/UsIHUST TeHOMOB. BeposiTHee Bcero, (pyHKUMSI-
MM TIPEIKOBbBIX [JTOOMHOB ObLIU (hepMEeHTAaTUBHAs,
CUTHaJbHas W 3amuTHas [13], Tak Kak st ApeB-
HUX aHa3POOHBIX OPraHU3MOB KUCIOPOI, BEPOSIT-
Hee BCEero, ObLJI TOKCUYEH. AHAIU3 9K30H-UHTPOH-
HOI CTPYKTYpPhI NIOOMHOB MO3BOJISIET YTBEPXKIATD,
YTO TOYTH BCE 3YKApPUOTUYECKUE TIIOOMHBI MPO-
U30IILUIM OT OAHOro mpeaka. Bech pernepryap mio-
OMHOBBIX TE€HOB COBPEMEHHBIX ITO3BOHOYHBIX
00s13aH CBOMM IOSIBJIEHMEM HECKOJBKUM LIMKJIaM
MOJTHOT€HOMHBIX TYTIJIMKALMIA U PSIYy CETMEHTHBIX
IyTUTMKAIUi B XONE 3BOJIIOLMU C IMOCHEAYIONIEei
cy0- 1 HeodyHKUIMOHanu3auuei. ITomHoreHOM-
Hble MYTUTMKAIUU TPEAOCTAaBUIM IIMPOKUE BO3-
MOXXHOCTHU JJIST OBICTPOU CIelMau3aluu q09ep-
HUX ¢opM U (PYHKUIMOHATBbHOU AUBepCcUdUKALIUU
0eIKOB, KOMUPYEMBIX IMapaJOrMYHbIMU T€HAMMU.

B reHoMax CcOBpeMEHHBIX TO3BOHOYHBIX
MPUCYTCTBYET HECKOJBKO TPYMIT ITOOMHOBBIX Te-
HOB, KomuMpylolux HeiipormoouHn (Ngb), uwmrto-
mobun (Cygb), anapornooun (Adgb), remorio-
oun (Hb), Mmuormooun (Mb), a Takxke MeHee
pacnpoctpaHeHHbIe T100uHbI X, Y u E (GbX, GbY
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n GbE) [14—16]. OcHOBHBIMU (YHKIIUSIMU 3TUX
IJTIOOMHOB SIBJISIIOTCS 3allacaHue KMCIopoaa B TKa-
HSIX, a TaKXKe 3allliTa OT OKCUJAATUBHOTO CTpec-
ca. B pesynbrare AByX payHIOB TOJHOT€HOMHBIX
OYTUTMKAIWN ¥ ocieaytolieii Heo(yHKIIMOHAM -
3allMU TOSIBUJINCH TJIOOMHBI, MPUCITOCOOJICHHBIE
K 3aIacaHuio KMCJIOpoaa B KJIETKaX pa3HoOro TUIla
(Mb, Cygb, GbE) [17]. Janee B xoae >BOJIOLIUU
BO3HMKJIA BO3MOXHOCTb (PU3MOJOTUYECKOTO pas-
JeeHusT Tpyaa MexXnay QYHKIUSIMU 3amacaHus
M TpaHCIIOpTa KUCIOPOJa; MOSIBWIMCH Tpelie-
CTBEHHUKHU O-TJIOOMHOB U [B-TJIOOMHOB YeJIOCT-
HOPOTBIX M TeMOIJTOOMHBLI OecyeatocTHhIX |[18],
MPUCTIOCOOJIEHHBIE K TPAHCIIOPTY KMCJIOpOAa OT
OPTaHOB JIbIXaHUs K TKaHSIM, YTO AaJI0 HEOIEHU-
MbI€ 3BOJIIOLIMOHHBIC MPEUMYIIECTBA MTO3BOHOY-
HBIM XUBOTHBIM [19]. YHUKanbHas cIOCOOHOCTH
reMorioOMHa TPaHCIOPTUPOBATh KUCIOPOIL U3
OPTaHOB JbIXaHUS M0 BCEMY OpraHU3My OOYCJIOB-
JIeHa €ro CrHocoOHOCThIO 3(PGhEeKTUBHO 3axBa-
THIBaTh KUCJIOPOJ B JIETKUX WIM XabpaxX M JIeTKO
BBICBOOOXAAaTh B TKaHsX. OnTumu3amus TpaHC-
MOPTHBIX PYHKIUI TpeboBaia YyCIOKHEHUS MoJie-
KyJbl-TpaHciopTepa Kuciopona. CoBpeMeHHbIH
reMOIJIOOMH 00513aH CBOUM ITOSIBJIEHUEM HECKOJIb-
KHM COOBITUSIM: DYTJIUKAIIMU POTO-TIIOOMHOBOTO
reHa, TOYeUYHBIM MYTallMsSIM B COCTaBe MOYEPHUX
MapajloroB M gajbHeitmeil nuddepeHIupoBKe a-
U B-r1006MHOBBIX TeHoB [19]. Jdymnukauus rmpo-
TO-IJIOOMHOBOrO reHa npousonraa 450—500 MiH
JIeT Ha3aj y o0IIero npeaka COBpeMEHHBIX MTO3BO-
HouHbIX [19, 20]. C ucnosb30BaHUEM CTaTUCTUYEC-
CKHX Y OMOXUMUUYECKHMX METOIOB JIJISI PEKOHCTPYK-
MU W DOKCIIEPUMEHTAJbHON XapaKTepUCTUKU
JIPEBHUX OETKOB ObUIM BOCCTAHOBJICHBI MYyTallUH,
KOTOpbIE€ MPUBEJIU K TOsIBIeHNUI0 oKojao 400 MiIH
JIET Ha3all TeTpaMepHoro remMoryioorHa. Beero npe
MOCTAYIJIMKAILIMOHHBIE 3aMEHbl Ha TMOBEPXHOCTU
7100yl PEKOHCTPYUPOBAHHOTO MPEIKOBOTO IJ10-
OMHa MpUBeIU K TMOSIBJICHUIO TIOOMHOB O-TUIIA U
B-Tura u obecneyrau BO3MOXHOCTb €ro TeTpame-
puzanuu [21]. ITosiBAeHUE CNOXHOI TeTpaMepHOit
CTPYKTYpPbl T€MOIJIOOMHA COBPEMEHHBIX I103BO-
HOYHBIX C/IeJajl0 BO3MOXKHBIM KOOIEPAaTUBHOE
CBSI3bIBAHUE U BBICBOOOXIEHME KUCIOPOIA, a TaK-
K€ aJlJIOCTepUYECKYIO PEryIsIiIo 9TOTO Mpoliecca,
HEBO3MOXHYIO Y TPEBHUX MOHOMEPHBIX UJI TOMO-
JUMEPHBIX TpaHCITOPTEPOB Kucaopona [22].
CpaBHeHME oOpraHu3allMu, TEeHOMHOM JIOKa-
JU3alMU U MEXaHU3MOB PEeTYJISLUU SKCIIPECCUU
IJTIOOMHOBBIX T€HOB y (DUIOTEHETUYECKU YyHaIeH-
HBIX OPraHMW3MOB MOXKET MPEIOCTABUTL Ba’KHbBIC
JAHHbIE O 3aKOHOMEPHOCTSAX UX IBOJIOLMU, B TOM
qyce 0 MeXaHW3Max U MOCJIEACTBUSIX cerperaiuu
a- U B-m1oOMHOBBIX JoMeHOB. Ilpenmonaraercs,
YTO FTeHOMHBIN KOHTEKCT U CTPYKTYpa MOCTAYILI-
KallMOHHOTO TIPEIKOBOTO JIOKYCa CXOXa CO CTPYK-
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TYpOii IJIaBHOIO JIOKyca 0/[3-INIOOMHOBBLIX T'€HOB
COBpeMeHHBIX pbIO. B coctaBe noMeHa mpucyt-
CTBYIOT KaK O-, TaK U [3-TJI0OMHOBBIE TeHbl [23].
bmuxaiiiiee  3BOIOMOHHO ~ KOHCEPBAaTHBHOE
OKpYXEHHUE CJIIMTOro JOoMeHa oOecIleurBaeT pe-
TYJISITOPHBINE KOHTEKCT, KOTOPBIiA OCTaeTcsl akTy-
aJbHBbIM Ha TIPOTSDKEHUW BCEi SBOJIIOLMOHHOM
HWCTOPUM TIO3BOHOYHBIX U COXpaHsSIETCS] B T'€HO-
Me Tetrapoda (puc. 1). C omHOI1 CTOPOHBI, JTOKYC
(bnankuMpoBaH TpeMmsl TeHaMU JTIOMAIITHErO XO3sIii-
crBa (RHBDF, MPG v NPRL3), B OIHOM U3 3TUX
reHoB (NPRL3) pacriojiokeH SpUTPOUI-CHELI-
(buuHBIT 3HXaHCEp (KOTOPBIN y MJIEKOMUTAIOIINX
o0nagaeT XapaKTepHBIMM YepTaMU CyIepIHXaH-
cepa), KOHTPOJMPYIOIIMIA TPAHCKPUMILIMIO TJIO-
OMHOBBIX TeHOB. HeoOxoaumMo OTMETUTb, YTO B
XOJIE€ 3BOJIIOLIMK KOCTUCTBIX PbIO Mpou3oulia Te-
JieocT-crielipuyeckasi MOJHOT€HOMHAs TyTUIU-
Kanus. B pesynbrate jg0Kyc o/B-T7100MHOBBIX Te-
HOB AYTUIMLIMPOBAJICSI, U B TEHOMaxX COBPEMEHHBIX
KOCTUCTBIX PBIO yepeayrommecs o- U B-noduHo-
Bbl€ T€HBI paclojlaraloTcsl Ha JABYX XpOMOCOMax B
[JJABHOM U MMHOPHOM JIOKycax. MUHOPHBIN JTOKYC
[JIOOMHOBBIX T€HOB CUHTEHEH INIABHOMY, OJHAKO
U3 TpeX (PIaHKUPYIOIIMX TeHOB TOMAIITHETO X0351ii-
CTBa B HEM IMPUCYTCTBYET TOJIbKO ofuH — RHBDF.
B munopHowM nokyce Danio rerio KapTUPOBaH 3pU-
TpOUI-CcHeM(PUUHBIA dHXaHCEP, HO €ro Mpouc-
XOXJIEHUE U 9BOJIOLIMOHHBIE B3AUMOOTHOIIIEHUS C
9HXaHCEepPOM TIJIaBHOTO JIOKYCa OCTalOTCSI HEBBISIC-
HEHHBbIMU [24].

XapakTepHoe ISl pbl0 COCEICTBO M TE€HOM-
HbII KOHTEKCT Q- U [3-IJTOOMHOBBIX T€HOB B CO-
CTaBe €IMHOTrO0 KJacTepa OTYaCTU COXPAHSIETCS U Y
3eMHOBOAHBIX (puc. 1) [25—27]. Ilpennonaraercs,
YTO Yy 0011IeTO Mpeaka aMm@uOuit MpeaKoBbIiA JTOKYC
uMen cleaylolnyo KoHdurypauuio: 5'-RHBDFI-
MPGI1-NPRL3-aE-aA-LT-BA-GbY-LUC7L-3".
I'en GBY npucyTcTBYeT B reHOMaxX COBPEMEHHBIX
KOCTHUCTBIX PbIO, IIMOPLEBOM JATYIIIKU, HEKOTO-
pBIX TIpecMbIKamILIuXcsa U yTKoHoca [28, 29]. Ero
(usmnosiornyeckass pojab Ha HACTOSIIUNA MOMEHT
n3yyeHa Mano. B xome 3BoJIIOLIMK 3€MHOBOMHBIX
CUHTEHUS B JIEBOI YacTU KJacTepa COXpaHUJach,
MPOTUBOIIOJIOXHBIN KOHEI MOIBEPIcs IMepecTpoii-
KaM, B pe3yJbTraTe 4yero BO3HUKJIM JBa JIOKyca.
OaMH JTIOKYC coaepKasl U O- U 3-TJI00MHOBbBIE TEHBI
(5'-NPRL3-aFE-aA-BT-3"), a npyroii — reH(bl)
-rmobuHa u ren miodbwHa Y, GBY (5'-LUC7L-
GbY-$A-3"). TakuMm oOpa3oM, B pe3yiabrare Iepe-
CTPOMKM MPENKOBOTO JIOKyca Y HECKOJIbKUX TPYMIT
36MHOBOIHBIX MOSIBJSICTCSI CETPErMPOBAHHbBIN TeH
[-rmobuHa, mpu4eM y HEKOTOPBIX CHUCTEeMaTU4e-
CKMX TPYMIl CIUTBHIA o/B-TJTOOMHOBBIA AOMEH U
CerperupoBaHHbI TeH (3-IJI00MHa pacrojaraloT-
Ccs Ha pa3HbIX XpoMocoMaX. AHajau3 TeHOMHOTO
OKPYXKEHUS 3TOr0 CEerperupoBaHHOrO B-Irao0uHa
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RHBDF1 MPG1 NPRL3 a B GbY TMEMS8 LUCTL reHbl OR

1R Hmm H v HHFEH o H o FRXY 72—

# MaTtHucTas naHuupHas wyka (Lepisosteus oculatus)

4+ ® H ™ H & FHHHHHHHHH L
* [aHwno pepwuo (Danio rerio)
4 ® H o H &~ HHHEH HEH HEH HEH HHH /XY
& LLinopuesas narywka (Xenopus tropicalis)
CHHHHHHIHEHMT O A R
©
c
£ Mwukpoueunnua ogHouseTHaa (Microcaecilia unicolor)
©
Z NHHEHRHY- NHNHRHMEN)] BN sNNINNINN
chr7 chr8
o= Turposas yepssra (Geotrypetes seraphini)
NOHHEIHRHY- NHHPRHMH )| B sN\N\INNGNN
chrb5 chr11
(J\ PasHosybas uepssra (Rhinatrema bivittatum)
NN By 3B sN\NINNINN
chr14
4’ Mwuccucunckuin annuratop (Alligator mississippiensis)
1T ® HmH ™ H] 7R -
! BaHkuneckas kypuua (Gallus gallus)
8 A ® H ™ H ™ —{HH —/— -
[=
£ 4‘-. YTKoHOC (Ornithorhynchus anatinus)
< w (B-1oA06HbI)
LHHHHH ] - ) [ H ] 7
M Yenosek (Homo sapiens)
1TRH™mH & H HHHHHH] —7— R

Puc. 1. OpI‘aHI/I3aL[I/IH 1 TCHOMHOC€ OKPYXCHUEC CIUTBIX U CEIrperupoOBaHHBbIX '€HOB reMor1o0rHa MO3BOHOYHBIX (C AKIICHTOM
Ha reHomax 36MHOBOHHHX). BerH;{H naHeJlb — Ha3BaHWA IrCHOB
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MO3BOJISIET MPEATONOXUTh, UYTO COOBITUSI TPAHCITO-
3UIIMM YaCTH KJlacTepa IMPOUCXOAWIN B 9BOJIOLNU
HECKOJIbKO pa3 U HE3aBUCHMO Y Pa3HbIX TAKCOHO-
MMYECKUX TPYIIT 36MHOBOJIHBIX. BblIO OBl OYEHB
3aMaHYMBO TMPEINOJOXUTh, YTO A- U [B-IIIOOMHO-
BbI€ T€HBI B COCTaBE CErperMPOBAHHBIX KJIaCTEPOB
IudhepeHLIMaTbHO KCIPECCUPYIOTCS HAa Pa3HbIX
CTaausIX WHIAWBUAYAJBHOTO Pa3BUTUS U MMEHHO
cerperaiusi o0ecrneumnyia ux He3aBUCUMYIO CTaaue-
ceuu@uUecKyto SKCIPECCUI0, OIHAKO CHUCTe-
MaTUYECKMEe AaHHbIE O CcTaguecnenupruIeckom
XapakTepe 3KCIpeccuu [3-IIOOMHOBBLIX T€HOB B
COCTaBe CJIMTOTO WJIM CErPErupoOBaHHOTIO JIOKyca y
3€MHOBOJHBIX OTCYTCTBYIOT.

VY oOmiero npeaka Amniota MpoOUCXOOUT Bax-
HOE COOBbITHE, CYIIECTBEHHO W3MEHUBIIEE Te-
HOMHBIIA KOHTEKCT M MEXaHU3Mbl peTryJIsiuu
- U B-IJTIOOMHOBBIX T€HOB — OKOHYaTeJbHasl ce-
rperaius o- U B-I0OMHOBBIX TeHOB. Eciu y pbIO
U 3€MHOBOJHBIX MO KpailHeil Mepe 4YacTb a- U
-rIOOMHOBBIX TEHOB KOJIOKAJIM30BaHbI B €1MHOM
KJacTepe, TO Y MOMAABJISIIONIETO OOJBIIMHCTBA CO-
BPEMEHHBIX PENTUINI, MTULl U MJIESKOTIUTAIOIINX
Q- 1 B-TJI00MHOBBIE T€HBI PacIiojiaraloTcsl Ha pas3-
HBIX XpoMocoMax [4].

I'eHoMHOE OKpyXeHue Q-TIOOMHOBBIX T€HOB
9BOJIIOIIMOHHO OY€Hb KOHCepBaTWUBHO. IlpakTu-
YEeCKM y BCEX MNTUIL U MJIEKOITUTAIOIINX COXPaHsI-
€TCsl COCEICTBO KJjacTepa NIOOMHOBBIX T€HOB C
reHamu NPRL3, MPGI v RHBDFI, xapakTtepHoe
JIJISI TJIaBHOTO JIOKYca INTOOMHOBBIX TeHOB pbi0 [30].
B reHomax 3aBporicui Mpou3olljia WHBEPCUsT Ha
3'-KoH1Ie jJoKyca [4], 6maromapst yemy reH TMEMS
oKazajics COJIMKeH C ITTOOMHOBBIMU T€HAMU U, IO
KpailHelt Mepe y NTHUILl, BOBJEUEH B PETYJISITOPHYIO
CeThb MIOOMHOBBLIX T€HOB M TIpUOOpEST 3PUTPO-
ua-crneunduuHbIil Xapaktep akcnpeccuu [31, 32].
I'enst MPGI1 v RHBDF1 y nipecMbIKarOIIMXCcs He
SIBJISTIOTCSI 00sI3aTEIbHOM 4YacThl0 CUHTEHMU, OIl-
HaKO, BO3MOXHO, UX OTCYTCTBUE CBSI3aHO C HENO-
cTaTKaMy KapTUPOBAHMSI.

HpeBHsIs accolanus o-II00MHOBBIX TEHOB U
POACTBEHHOIro [B-r100MHY OpdaHHOIro -II00u-
HOBOTO I'¢Ha B COCTaBe OOIIEro Kjacrtepa — CBOe-
00pa3HbIli TeHETUYECKUIA aTaBU3M — COXpaHSIeTCs
TOJIBKO Y OMHOIPOXOAHBIX U CYMUYaThIX MJIEKOIH-
tatomux (puc. 1) [29, 33—35]. ¥ Amniota mnocie
OKOHYaTEeJIbHOI cerperaluu JOKyChl a.- U B-TIo0u-
HOBBIX T€HOB OKa3aJIMCh Ha Pa3HbIX XpOMOCOMaX.
B reHoMax MJIEKOTTMTAIOIIMX U Y YACTH TIPECMbIKaIO-
IMUXCS [3-TTOOMHOBBIE TEHbI HAXOAATCS B OKpPY-
KEHUU WU (DJIIaHKUPOBAHBI MHOTOYMCAEHHBIMU
reHaMU OJOPAHTHBIX PELIENTOPOB, KOTOPbIE 3KC-
MPECCUPYIOTCS B OOOHSITEIbHBIX HelpoHax [36].
Cerperanus 3-r100MHOBBIX TEHOB MOTJ1a IPOU30ii-
TU B pe3yjibTaTe AyTUIMKauu [35] uiau TpaHCMO3U-
IIMU 1IeJIOTO MPEIKOBOro A0MeHa U TMocenyomei
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yTpaThl O-TJIOOMHOBBIX T'€HOB WJIM B pe3yJbrare
TPaHCMO3ULIMHU [3-IJIOOMHOBOIO T'eHa C COCEICTBYIO-
IIUM PETYJSITOPHBIM 3JIEMEHTOM WM TOJBKO
-r10OMHOBBIX TEHOB Ha APYTryIo XpoMocoMmy [29].
B pesynbrate aTOi nepecTpoiiku Obla pa3pylieHa
CBS3b INIOOMHOBBLIX TeHOB ¢ TeHoM NPRL3, B co-
CcTaBe KOTOPOI'0 HAXOAUTCS SHXaHCEP INTOOMHOBBIX
Te€HOB PBIO 1, IIPEAITOIOXUTEILHO, 36 MHOBOIHBIX.
HoBoe reHoMHOE OKpy:kKeHUe MOTpedOoBaIO MOsSIB-
JICHUSI HOBOTO PETYJISITOPHOTO KOHTEKCTa, B TOM
YUCJIe HOBBIX PEryISITOPHBIX 3JIECMEHTOB.

OPTAHM3ANUA CJIUTBIX
N CETPEITMTPOBAHHBIX JIOKYCOB
o/B-INIOBMHOBBIX TEHOB
Y COBPEMEHHBIX IITO3BOHOYHbIX

AHau3y OCOOEHHOCTE opraHu3alvv U Me-
XaHU3MOB PETYyJISILUU IKCIPECCUr O- U B-TIodu-
HOBBIX T€HOB TIOCBSIIICHO OTPOMHOE KOJUYECTBO
9KCMEPUMEHTAJIbHBIX cTaTelt u 0630poB |2, 8, 37].
[ToaTOMY MBI OCTAHOBMMCS Ha 3TOM BOIIPOCE OYECHbD
KOPOTKO. ¥ KOCTUCTBIX PbIO O- U [3-IJIOOMHOBBIE
reHbl PACTIOJIOKEHbI B IBYX CUHTEHHBIX KJlacTepax,
pPacmoIOKEHHBIX Ha pa3HBIX XpOMOCOMAx, B IJIaB-
HOM M MHUHOPHOM JIOKYCaxX, KOTOpbIE SIBJISIIOTCS
MPOAYKTaMU TOJHOT€HOMHOM TeleoCcT-crienudu-
yeckoit ayraukauuu [23]. B miaBHOM Jiokyce I1o-
OUHOBBIX TeHOB Danio rerio (KOTOPBII OJM30K MO
CBOCI1 CTPYKType K TIPEIKOBOMY) pacIioiaralorcs
13 a- ¥ B-IJTIOOMHOBBIX TEHOB, TPAHCKPUOVPYIOIIIUXCS
B IPOTUBOIIOJOXHBIX HarpaBaeHusx (puc. 2). Jlo-
KyC pasjesieH Ha ABa cTaauecneluuIHbIX cyomo-
MeHa, colepXallluX TreHbl, TPaHCKPUOUPYIOIIrecs
Ha B3pOCJOil U 3MOPUOHATBLHO-JIMUMHOYHOM cTa-
IUSX pa3BuTUsl. B3pocible TeHbl HaxomsTcs TOM
KOHTpOJIEM OOILEro yAaJeHHOTO SPUTPOUI-CIIeI-
¢uunoro snxaHcepa (MRE), kotopslit pacmono-
KeH BO uiaHkupywomeM kiactep reHe NPRL3.
DMOPUOHATBHO-TMYNHOYHBIE TeHBI, TPEATIOI0XKM -
TeJbHO, OOIIEro 9HXaHcepa He uMmeloT. Pernpeccus
5MOPHOHAIBHO-TMYMHOYHBIX TEHOB BO B3POCIbIX
SPUTPOLIUTAX, BEPOSATHEE BCEro, odecreunBaeTcs
cailJleHCepOM, pacrojIO)KEHHBIM B KOHIIE KJacTe-
pa. Craguecneuuduyeckue cyoaqoMeHbl pasiesie-
Hbl CTCF-3aBUCUMBIM HUHCYISITOPOM, obecrieun-
BalOIIMM M30JISILIUI0 SMOPUOHATBHO-TUYMHOYHBIX
reHoB oT sHxaHcepa MRE, HampaBisiioniero akc-
Mpeccuio TeHoB B3pocioro cyomomeHa [38]. B pe-
3yJAbTaTe CcerperalMi W TPAHCMO3UIIMU  BCETO
MPEIKOBOTO JIOKYCa WM €ro YacTH U TMOCeayIeid
HE3aBUCHMMOM 3BOJIOLIMU B CUHTEHHOM TTPEIKOBO-
My KJIaCTE€pPe OCTaIUCh UCKIIOUUTEIHHO Q-IJI00M-
HOBbBIC T'€HBbI, B-IJIOOMHOBBIC TEHBI TIEPEMECTUIUCH
y obiero mpeaka Amniota Ha APYryl0o XpOMOCO-
My. JIOKyC Q-TI1OOMHOBBIX T€HOB TEIJIOKPOBHBIX
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COMEPXKUT HECKOJBKO T€HOB, KOTOpbIE SIBISIIOTCS
MNPOAyKTaMM IYIJIMKALIM W KOAWUPYIOT pa3HbIe
130(pOpMbI O-IJIOOMHA, B TOM YUCIIE 9KCTIPECCUPYIO-
IIMeCs Ha pa3HbIX CTaAUSIX OHTOreHe3a. [aBHBIN
SPUTPOUI-CIIELIU(PDUYHBINA DHXaHCED U Y MTULL, U Y
MJIEKOTIUTAIOIINX, TaK e, KaK U y pbl0, HAXOAUT-
csl B UHTpoHe reHa NPRL3. Y 4denoBeKka U MBILIU
BMECTE C JOIMOJHUTEIbHBIM SHXaHCEPOM, KOTOPBII
Takxe pacrnonoxeH B uHTpoHe NPRL3, MRE Bxo-

-

MRE

APOBAA u ap.

JIUT B COCTaB MPOTSKEHHOTO cymnepaHxaHcepa [39].
PerynsitopHass ocHacTka JOoMeHa Q-IJIOOMHOBBIX
TeHOB TITHI] YCTpOEHa HECKOJbKO OoJyiee CI0XK-
Ho. [Tomumo MRE, B peryasiiiuv TpaHCKPUMILIMU
Q-IJT0OMHOBBIX TeHOB Gallus gallus TpuHUMAIOT
yJacTve JBa JOIOJHUTENbHBIX 3HXaHcepa, OAWH
M3 KOTOPBIX (DIAHKUPYET JIOKYC W, MPEATOJIOXKM-
TeJIbHO, 00eCIIeYnBaeT SKCIPECCUI0 AMOPHOHAIb-
Horo a-rimobuHoBoro reHa [40]. Tlomumo 3ToTO,
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Puc. 2. Opranusanust K1actepoB - U [3-INIOOMHOBBIX TEHOB U UX PETYISTOPHBIX SJIEMEHTOB Y Pa3HBIX BUIOB IMO3BOHOYHBIX.
YepHbIMU cTpeTKaMu 0003HAYeHBI yUYaCTKY, ruTniepuyBcTBUTeNnbHbIe K JIHKa3ze I, oBasaMu — perynsatopHbie 271eMeHTBI, TIPSIMO-

YroJlbHUKaMH1 — TPAHCKPUITIMOHHBIC €AMHUIIBI
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B PErYJSITOPHYIO CEThb 3PUTPOUM-CIIEU(DUIHBIX
pPeryasiTOpHBIX 3JEMEHTOB OKa3ajCsl BOBJEYEH
SPUTPOUIHBIN 3HXaHcep reHa TMEMS, KoTopblit
(maHKMpyeT TOMeH ¢ 3'-KOHIIa M OYyTWJICS TaM B
pe3yJbTaTe MHBEpCUY HEOOJBIIIOrO YYacTKa, CIelu-
¢uuHoit gnsa 3aBporicupn [31, 32]. Takum obGpa-
30M, PEryJIsITOPHBI KOHTEKCT IJIaBHOTO JIOKYyca
0,/-IJTOOGMHOBBIX TEHOB PBHIO U JIOKYCOB QL-IJTIOOU-
HOBBIX T€HOB TETIJIOKPOBHBIX, pa3IMYasiCh B aCCOp-
TUMEHTE PETYJISITOPHBIX 3JEMEHTOB, OCTaeTCs B
yacTU Hajanuus maBHoro sHxaHcepa (MRE) oueHb
KOHCEpPBAaTUBHBIM Ha TMPOTSKEHUU BCEU 3IBOJIIO-
LIMY MO3BOHOUYHBIX. bonee Toro, MRE-nmogo0OHbIit
SHXaHCEP, PACMOJIOXEHHBIH B OMJHOM W3 WHTPO-
HoB NPRL3, xapTupoBaH B JIOKyCE NIOOMHOBBIX
reHoB KpymiopoThix [18]. [7ToOMHOBBIE T€HBI KPYT-
JIOPOTBIX MapajoTUYHbl 0/B-IJTOOMHOBBIM T€HaM
YEJTIIOCTHOPOTBIX, HO 3BOJIIOIIMOHHO ropa3no OJiu-
K€ TeHY LIUTOIIO0MHA 1, CKOpPEee BCEro, SIBISIOTCS
MPOAYKTOM 3BOJIIOLIMK OOIIEro Mmpenka reHoB 11-
ToroOuHa, a-T1oouHa U B-roduHa. Takum obpa-
30M, PETYJISITOPHBIA KOHTEKCT INIOOMHOBBIX T€HOB
MOT c()OpPMUPOBATHCS paHbIIE TUBEPTEHIIUM 11~
TOIJIOOMHA U TeMOIIOOMHA, YTO BBIIJISIAUT J0CTa-
TOYHO TapaloKCaabHO.

ITocie TpaHCNO3UIIMU HA IPYTYIO XPOMOCOMY
JOMEH B-TJI0OMHOBBLIX T'eHOB oKazaJjcs (hJIaHKUPO-
BaH (y 3aBpOIICKI) MU OKPYKEH reHaMu OOOHSI-
TEJIbHBIX PELIeNTOPOB (Y MileKonmuTamIux) |12, 36,
41]. Y coBpeMeHHbIX Tetrapoda B cocTaBe ToMeHa
MPUCYTCTBYIOT HECKOJIbKO [3-TJTIOOMHOBBIX TI'€HOB,
KOIUPYIOIINUX pa3Hbie, B TOM YMCJIE CTaauecIe-
(pnueckue, nzopopmel reMoriodunHa. JIoKyc Haxo-
JIUTCS TIOl KOHTPOJIEM CJIOKHOTO, MPOTSKEHHOTO
yaajieHHoro peryastopHoro snemeHTa (LCR) [42—
44]. B coctaB LCR BxoasT aHxaHcephl, caiijieH-
Cepbl, MHCYJISITOP U PETYISITOPHl XPOMATUHOBOIO
craryca U BpEeMEHU peruiMKaluuu [(3-IJI00MHOBBIX
TeHOB. Y MTHUII, IO CPABHEHMIO C MJIIEKOMUTAIOIIN-
MU, B gononHeHre Kk LCR kaptupoBaH elie onuH
SHXaHCEP, PACMHOJIOKEHHBIN MEXIy INTOOMHOBBIMU
reHamu [45]. BaXXHbIM 3BOJIIOLIMOHHBIM TTpUOOpe-
TEHUEM B aCCOPTUMEHTE PETYISITOPHBIX DJIEMEHTOB
-mTOOMHOBBIX TEHOB TIOCE TPAHCITO3UIIMU SIBU-
JINCh UHCYJISITOPBI, U30JIMPYIOIINE TOMEH 3PUTPO-
UI-cnelr(UUYHbIX [3-INIOOMHOBBLIX T€HOB OT HeEli-
POHAJIBHBIX TE€HOB OJOPAHTHBIX PELENTOPOB [6,
46—48]. UMeHHO U301, TPUCYTCTBUE MHCYIISI-
TOPOB Ha rpaHullax JOMeHa, ONpeaesieT rpaHulLIbl
XPOMAaTHUHOBBIX TOMEHOB W MO3BOJISIET 3allUTUTh
COCEJICTBYIOIIME TE€HBI OT <«4YYKMX» IHXAHCEPOB.
M B cinyyae a-, u B ciiyyae B-IIOOMHOBBIX T€HOB
BaXKHBIM 3TarioM MX aKTUBALlMU B 3pUTpoOIacTax
SIBJISIETCS COJIMDKEHUE B MPOCTPAHCTRBE siapa 1 hop-
MUpPOBaHME KOHTAaKTOB MEXAY KOAUPYIOIIUMU
eNVMHULIAMU U yIaJ€HHBIMU PEryIsiTOPHBIMU 3JIe-
MeHTaMu ToMeHOoB [49—51].
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Cerperauust a- U B-IOOMHOBBIX T€HOB Yy 00-
1ero mnpeaka Amniota conpoBoXaaslach IOSIB-
JIeHUeM M OBICTPOI 2BOJIOLMEl HOBOTO CJIOKHO
YCTPOGHHOTO MHOTO(YHKIIMOHAJIBHOTO peryJsi-
TopHoro aemeHTa — LCR. IIpucyrcTBUe UHCYISI-
Topa B coctaBe LCR MOXHO 00BSICHUTH HATMYMEM
HEKOI'O MPOTO-MHCYJISITOpA B COCTaBE TPAHCIIOLIM -
POBaHHOI Ha APYryl0 XpOMOCOMY YacTU JOMEHa
00 «yIauyHBIM TPU3EMJIEHUEM» TPAHCIOLUPO-
BaHHOTO CErMEHTa B 00J1acTh, YXe 3allUIIEHHYIO
uHcynsgtopamu. IlocinenHee MaaoBEpOSATHO; TpU
JIIOOBIX OOCTOSITEILCTBAX MPU OTCYTCTBUU TAaKOTO
U30JIUPYIOIIETO 2JEMEHTa TPYAHO cede IpeacTa-
BUTb MEXaHU3MBbI COXpPaHEHUSI 3PUTPOUI-CIICIIM-
(uyHOrO XxapakTepa 3KcIpeccuu [-miodbuHa B
HOBOM reHOMHOI1 JIOKAlIMU U B OKPY>KEHU U HEWPO-
HaJIbHBIX TeHOB. [IpennonoXxuTeabHo, MPeaKOBbIi
0/-T7100MHOBBIN TOMEH YXe OblI cerpermpoBaH
Ha JABa WM HECKOJbKO CTPYKTYPHO U (PYHKIIMO-
HaJIbHO HE3aBUCHUMBIX CyO1OoMeHa (Takoe YCTpOli-
cTBO Kiactepa u gaxe npucyrcrsue CTCF-3aBu-
CHMOTO MHCYJISITOpa Mbl BUJAMM B IJITaBHOM JIOKYCE
J100uHOBBIX TeHOB Danio rerio [38]). BepositHee
BCEro, Toxoxkasl cerperanusi MpenKoBOro JIOKyca
MormIa ObITh 00YC/IOBJIEHA SKCIPECCUEN TUBEPTU-
poBaBIIMX M30(OpM reMomioOuHa (Hampumep,
MPUCIIOCOOJIEHHBIX K JBIXaHUIO B BOAHOI cpele U
Ha cyuie). OnHaKo JOCTaTOYHBIX MaTEepUaJIOB IJIsI
aHaJM3a 3TOr0 BOIPOCA C UCIMOJb30BaHUEM CO-
BPEMEHHBIX 3KCIIEPUMEHTAIbHBIX MOJEIe HeT.
3akJjouasi, HeoOXOAMMO elle pa3 OTMETUTh, YTO
cerperanusi M TPAHCIO3UIIMSA YacTU MPEIKOBO-
ro J0MEHa Ha APYTYyI0 XpOMOCOMY COIMPOBOXIA-
Jach (OpMHUpPOBAHUMEM HOBOIO, HE3aBUCHMOTIO
OT TPEAKOBOTO, PEryIsiTOPHOrO KOHTEKCTa Tepe-
MEILIEHHOTo JIoKyca. B To e BpeMsi perynsius
TPAHCKPUIILIUHU Q-TJTIOOMHOBBIX TEHOB, CUHTEHHBIX
MPEAKOBOMY JOMEHY, COXpaHWJa SBOJIOLMOHHO
JIpeBHUE OCOOEHHOCTH, BEPOSITHO, MPUCYIIUE 00-
1IeMYy TIPEeIKy YeJTIOCTHOPOTHIX M OeCUEeTIOCTHBIX
MO3BOHOYHLIX [ 18].

duoreHeTUUECKMI aHAJIU3 U aHAJIU3 CHH-
TEHUI JJOKYCOB Q- U [3-IJTIOOMHOBBIX TEHOB Y pa3-
HbIX TAKCOHOMMWYECKUX TPYMIT MO3BOJISIET ¢ OCTO-
POXHOCTBIO 3aKJIIOUUTh, YTO CErperaumsi oOIIero
0,/B-r10OMHOBOIO MPEIKOBOTO JIOKyca KOppeau-
poBajia ¢ OCBOGHMEM CYIIM OOIIMMU MpeaKaMu
Tetrapoda 1 oKOHYaTEIbHBIM Pa3pbIBOM C BOIHOI
cpemoit obutaHus y oOliero mnpenka Amniota.
M3meHeHre cpeabl 0OOMTaHUSI COMPOBOXIAIOCH,
MpeXae BCEro, U3BMeHEHUIMHU B (PU3UOJOTUM JIbI-
XaHUS — OT KaOEepHOTO JbIXaHWSI Yy PbIO K cCMe-
IIAHHOMY JIETOUHOMY M KOXHOMY JMABbIXaHUIO Y
3eMHOBOIHBIX U JIETOUHOMY JIBIXaHUIO Y Amniota.
Mpbl npedmnonaraeM, 4To MPUOOPETEHHE HOBBIX
(yHK1IUMiT y 00IIero npeaka Ha3eMHBIX JKMBOT-
HBIX, B TOM YHCJie MPUHIUITHAIbHbIE U3MEHEHMS

10*
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B (DU3MOJOTUHN JBIXaHUSI, COMPOBOXKIAIOCH «ILIe-
oTponu3anueit» a- 1 B-IOOMHOB 1 y4acTUEM UX
B (hOPMUPOBAHUU AJIBTEPHATUBHBIX TEMOITIOOMHY
HaJIMOJIEKYJISIDHBIX KOMILIEKCOB B HEIPUTPOUI-
HBIX KJIETKaX. DTO, B CBOIO OYEPE/Ib, MOBJIEKIO 3a
c000if HEOOXOMMMOCTbh HE3aBUCHUMOI IKCITPECCUU
Q- U PB-IOOMHOBBIX T€HOB U (POPMUPOBAHUS He-
3aBMCUMBbIX PETYJISITOPHBIX MeXaHU3MOB. MIMEHHO
IMO3TOMY OTOOP MOT OBITh HampaBjieH B CTOPOHY
cerperauuy 10MeHOB O~ 1 [3-IJTOOMHOBBIX TEHOB U
WX PETYJISITOPHBIX CeTeM.

OYHKIUU TEMOIVIOBMHA
B HEOPUTPOUAHbBIX TKAHAX

EcTb 1 Kakue-To OCHOBaHMS ToJiaraTh, UYTO
y COBPEMEHHBIX aMHMOT BO3MOXHOCTb HE3aBU-
CHUMOMI 3KCIIpecCCUM O- U [3-IJTOOMHOBBIX TE€HOB
neictBuTenbHO peanusyercs? HezaBucumast skc-
Mpeccusi UMeeT SIBHBbIII OMOJOTMYECKUI CMBICT B
HE3PUTPOUAHBIX TKAHSIX U, BO3MOXHO, HE3aBM-
CUMO 3KCHpeccCUpylolecs o- WIU B-TJI0OMHBI
JNEWCTBUTENILHO BBITIOJHSAIOT HEKME BaXKHbIE (DYHK-
LIMU, OTJAWYHBIE OT TPAHCIOPTUPOBKU KHUCIOPO-
na. B aTom ciydyae mpoMexXyTOYHBIM JJOTUYECKUM
3BEHOM SIBJISIETCS TPUHLIMITAAIbHAS BO3MOXHOCTD
9KCIPECCUU O- U [3-IJTOOMHOB B HEIPUTPOUIHBIX
TKaHsX. [leliCTBUTENBHO, HE TaK JaBHO (heHOMEH
HE3PUTPOUTHOMN BKCIPECCUN MIOOMHOB ObLT 00-
Hapy>XeH KaK Ha TPaHCKPUIIIIMOHHOM YpOBHE, TaK
1 Ha YpOBHEe cuHTe3a Oenka. [1pu aToM cuHTE3 re-
MOTIJIOOMHA B HEAPUTPOUTHBIX KJIETKAX UMEET He-
OXMIIAHHO PACIpPOCTPAaHEHHBIN XapakTep, UTO U
OTpaXXeHO B JUTepaTypHbIX o030pax [14, 15, 52].
B 1ienoM psine ciyyaeB reMOrioOMH HEIPUTPOUI-
HBIX KJIETOK OoDOecrieunBaeT 3aracaHue K1cjioponaa
B KJIETKE U TE€M CaMbIM OTYACTU AyOJMpYyeT (yHK-
LMY MUOTJIOOMHA U LUTOrnoouHa. Takoe myonum-
poBaHNe 0COOCHHO aKTyaJabHO JJIsI KJIETOK, UMEIO-
X BBICOKYIO YYBCTBUTEIBHOCTD K TMTTOKCUU WU
PE3KO YBEJIMYEHHYIO MOTPEOHOCTh B KUCJIOPO/IE: B
HeiipoHax pasHOro TUIIA, B KJIETKAX SHIOMETPHS,
MUIMEHTHBIX KJIeTKaX peTuHbl [53—59]. Heapu-
TPOLUMTAPHBI TEeMOIJIOOMH CITOCOOEH YaepXKu-
BaTb M CEKBECTPUPOBATHb KUCJIOPOA B TKaHSX,
JUISI KOTOPBIX HOPMOW SIBJSIIOTCSI BBICOKOTUITOK-
cuueckue yciaoBus. Tak, ymepkaHue KHUCIOpona
reMOTJIOOMHOM B XPYCTaJIMKE UMEET MPOTEKTHB-
HYIO pOJib, T.K. U30BITOK KMCIOPOAA B XPYCTAJIMKE
OIaceH ¢ TOYKM 3PEHHUSI BO3MOXHOIO OKWCIEHUS
OCJIKOB M TIPOAYKIIMM aKTUBHBIX (POPM KHUCIOPO-
na (ROS) [60, 61].

HeasputpolutapHblil reMOrIOOMH MOXET 00e-
CIeunBaTh LUEAbIN psan GyHKUMHA, HUKAK HE CBSI-
3aHHBIX C yAepXXaHMeM, 3aracaHueM WJIM TpaHC-
rnmoproM kucjiopoaa. Csi3piBaHUE U AUCCOLIMALIMS
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KHCJIOPO/a M YIJIEKUCJIOTO Ta3a reMOrJI00MHOM He
COTMPOBOXIAIOTCS M3MEHEHMEM CTEeNeHU OKMC-
JieHus kene3a. OmHAaKO MPU OMpEAeJeHHBIX YyC-
JIOBUSIX XKeJe30 B COCTaBe TeMOIIOOMHA MOXET
OKUCJSATBCA WM BOCCTaHABIMBATBLCS, W 3TO
CBOICTBO 00ecrneynmBaeT BO3MOXHOCTbH ydacTUs
remoriobuHa B Metabosusme NO u H,S, netok-
cukauun ROS u aktuBHBIX opM azoTa (RNS),
o0ecrieueH CEHCOPHBIX (DYHKUMK M ydacTUU
B nepenade curHana [62]. IlpuobOpersi BO3MOX-
HOCTb 3(M(EeKTUBHOrO TpaHCIopTa KUCIOpOJa,
COBPEMEHHBIII TeMOIJIOOMH TMO3BOHOYHBIX CO-
XpaHWJI 3BOJIIOIIMOHHO 0OoJjiee ApeBHUE DYHKIIUU
moouHoB. Tak, rem-Fe(Il)-O, cnocobeH pea-
rMpoBaTh C MEPOKCUHUTPUTOM C OOpa3oBaHUEM
nutpara u Fe(IIl). 'em obnagaeT nepoxkcuaazHoi
aKTUBHOCTBIO, IIPUYEM CIIOCOOHOCTb I'€MOIJIO-
ouna ytunusupoBath H,0O, maxke BbIlIEe, 4eM Yy
(bepMEeHTAaTUBHON CUCTEMBI TJIyTaTUOHIIEPOKCHU-
Ja3bl/TIIyTaTUOHPENYKTa3bl [63—65]. B ieioM psiae
OPUTHHAJIBHBIX MCCIENOBaHUI ObLIa MPOAEMOH-
CTPHMpOBaHa BaxKHasl POJib TeMOIIO0MHA HE TOJb-
KO B 3allacaHuM KUCJIOpoJa, HO U B aHTHMOKCU-
JAHTHOM 3allUTe HEIPUTPOUJHBIX KIETOK, B TOM
quclie HEMPOHOB, KJIETOK Me3aHTMaIbHOTO IUTE-
JIS U renatouuToB [66—68]. He nckiodyeHo, 4To
reMOIJIOOMH BBITIOJHSIET POJIb CEHCOpa Hepre-
TUYECKOTO CTaTyca HEMPOHOB U Jlake MPUHUMAET
ydacTue B peryJsiuuu ouoreHesa pudbocom, aBTO-
(harum M 3MUTEHETUYECKON PEerysiiuu dKCIpec-
cuu [69, 70]. 'eMOTIOOMH MOXET UTPaTh BaXKHYIO
pOJib B MUTOXOHIPHAJIbHOM JBIXaHUU, IIPEIIo-
JIOXUTENbHO, B3aUMOJAEUCTBYS C KOMIIOHEHTaMU
9JIEKTPOH-TPAHCIIOPTHON 1LIEMU MUTOXOHIPUI,
y4acTBYSl B PETYISILIMA OKMCIUTEIbHO-BOCCTAHO-
BUTEJIBHBIX PEaKIUil U 3alIUTe MUTOXOHAPUAJIb-
HBIX OEJIKOB OT OKCUJATUBHOTO M HUTPO3aTUBHOTO
ctpecca [58, 71, 72].

B anbBeossipHbix kieTkax Hb He Toiabko obe-
crieynBaeT MOTPAHUYHBINM TPAHCMOPT KUCIOPOIa
MEX1y BO3AYIIHOW CpPeloil M KPOBbIO, HO U BbI-
MOJTHSIET POJIb CEHCOpa COoMepXaHUs KUCIopoaa U
ckaBeHmxepa ROS u RNS npu okucautenbHOM U
HUTpO3aTUBHOM cTpecce [73, 74]. B ycnoBusx ru-
nokcuu ypoeHsb akcrpecun HIF-2a (TpaHckpuri-
LIMOHHBIA (baKTOp, MHAYLUMPYEMBI THUIOKCHEiT)
YBEJIMYMBAETCS, UTO, B CBOIO OYepellb BbI3HIBACT
OTHOBPEMEHHOE YBEJIMUEHNE CUHTE3a reMOII00u-
Ha U YMEHbIIIEHNEe CUHTe3a MPOo-CcyphaKTaHTHBIX
0eKOB B aJIbBEOJIIPHBIX KJIETKax. DTO obecneyn-
BaeT MojAepKaHWe ToMeOocTas3a JIETOUHOTO BIUTE-
JIUSL U 3alIATY €r0 OT MOBPEXIECHUS U OTeKa B yC-
JIOBUSIX TUTIOKCUM [75].

I'eMor10OMH 3KCIpeccupyeTcsl B LIEJIOM psilie
PaKoOBBIX KJIETOK [76—79], MOpennoaoXuTeabHo,
obecrieunBasi UX YCTOMYMBOCTb K OKCUJIATUBHOMY
CTpeccy, B TOM YMCIIE B XO[Ie XUMUOTEepaIuu.
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CBOOOIHBIIT TeMOITIOOMH U TeMOLIMAUHBI
(OuoJIOrMYecKr aKTUBHBIE TMPOAYKTBI MPOTEOJIM-
3a Hb) gBisiioTcs cUIbHBIMM aHTUOAKTEpUab-
HBIMM areHTamu. DKCIpeccus reMorioOnHa B Ba-
FMHAJIbHOM W LEepBUKAJbHOM 3mnuTenuu [79—81]
obecreuynBaeT 3alluTy KJIETOK OT OaKTepuaabHOM
nHpeku 1 BocnaieHus. IIpoageMoHCTpupoOBa-
Ha BaxXHasl poJib reMOIIOOMHA U TeMOILUINHOB B
MOIYJISIMU UMYyHHOro otBeta [82]. JIuzuc apu-
TPOLIMTOB, ACCOLIMMPOBAHHBIN C TpaBMaMu U Psi-
JIOM MHGEKIIM, BeleT K MOSIBJISHUI0 CBOOOIHOTO
reMomioOMHa B Tula3Me KpoBuU. B3aumoneiicTBys
C TMaTOreH-aCcCOLMUPOBAHHBIMU  MOJIEKYJAMHU,
Toll-monoOHBIMU pelienTopaMu, OeKaMu TeTI0-
BOTO 110Ka, TeMOTJIOOWH CTUMYIUPYET MpOouHbJIa-
MaTOPHYIO SKCIPECCUI0 IIUTOKUHOB [83—85] 1 Ta-
KM 00pa3oM BBITIOJIHSAET CUTHAJIBHYIO0 (DYHKIINIO.

HE3ABUCHNMAA DKCIIPECCUA
o- 1 B-ITIOBMHOBbLIX TEHOB

OOHapyXeHHe 3KCIpecCUur TreMOrIo0MHa B
HE3PUTPOUAHBIX KJIETKAX IMO3BOJIUIO MPEAroo-
KWUTb, YTO O~ ¥ 3-IJIOOMHBI MOTYT UCTIOJIb30BAThHCS
JUIS1 BBITIOJTHEHUST HEKAHOHMYECKUX (PYHKIIMIN Kak
B BUJI€ MOHOMEPHBIX OEJIKOB, TaK U B COCTaBE HEere-
MOIJIOOMHOBBIX HAaAMOJIEKYJISIPHBIX KOMILUIEKCOB.
HesaBucumas skcnpeccusi a- U [3-IJTOOMHOBBIX
TeHOB TeM 0oJjiee o0sieryaeTcsl UX cerperamueit Ha
pa3HbIX XpoMocoMax y Amniota, UCTIOJIb30BaHU-
€M HE3aBHCUMBIX MEXaHW3MOB PeryJsiliud TpaH-
CKPUIILIMU Y BCJEACTBUE 3TOIO0 BO3MOXHOCTBIO UX
HE3aBUCUMOI aKTUBAllUM W PEIPECCUU. XOUeTCs
elle pas IMOAYEPKHYThb, YTO JaBjeHHE OTOOpa B
HaIpaBJIeHUM 3aKpeIIeHUs] cerperalyuu MOXeT
OBITb 0OYCJIOBJIEHO UMEHHO BO3MOXHOCTBIO U He-
00XOIMMOCTBIO HE3aBMCUMOM 3KCIIpeCCUM Q- U
-r10OMHOB B CBSI3Y C BHIMOJIHEHUEM O-TJIOOMHOM
U B-TVIOOMHOM CaMbIX HEOXWIAAHHBIX (DYHKIIMIA,
HE CBSI3aHHBIX C TPAHCIIOPTOM, 3allaCaHUEM WU
yaepxaHueMm Kkuciopona. OOHapyXeHUe He3a-
BUCHUMOI 3KCIPECCUU O- U B-IJTIOOMHOB Y COBpe-
MEHHBIX TTO3BOHOYHBIX CYIIIECTBEHHO PaCILIMPUIIO
HallU MPEICTaBIEHUS O CIIEKTPE HEKAaHOHUYECKUX
(yHKUMIT a- U B-TJTOOUHOB.

bruto oOHapyxeHo, 4TO [3-IJIOOUH SIBJISIETCS
MOIIIHBIM TPOTMBOBUPYCHBIM areHTOM, MpUYEeM
€ro MpOTUBOBUPYCHOE HEHCTBUE peaM3yeTcs C
MPUBJICYEHUEM HECKOJbKMX HE3aBUCUMBIX MeXxa-
Hu3MoB. [Ipu uHdexkuun cBuHeit daaBUBUPYCOM
B-m1O0OMH CBSI3bIBAET KarlCUAHBINA OEJIOK W MHTH-
oupyet perukanuio BupycHoit PHK, yto ymeHb-
1maeT MHPEKIMOHHOCTh Bupyca [86]. Kpome Toro,
B-m10OMH MHAYLMPYET CUHTE3 MHTepchepoHa IO
RIG-3aBucuMOMYy CUTHAJIbHOMY IIyTH, T.€. B JaH-
HOM cJiy4yae [3-IJTOOUH BBICTYMAET B KAYECTBE OHO-
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ro u3 akTopoB BPOXIAEHHOIO MPOTUBOBUPYCHOTO
uMMyHuTeTa. Takke B-TI0OMH MHAYLUPYET TPO-
nykiuo ROS, 4to BbI3bIBaeT yOUKBUTUHUPOBAHUE
RIG-1 u ycuieHue npoTMBOBUPYCHOTO OTBETA [82,
87]. TakuM o6pa3oM, B Xo[e BUPYCHON MHGbEKIIUU
B-r1oOMH (QYHKIIMOHUPYET HE3ABUCHUMO OT Q-IJIO-
OrHa B KauyecTBe IJIEHOTPOITHOTO MPOTUBOBUPYC-
HOTO areHTa M peryasTopa UMMYHHOT'O OTBETA.

HesaBucumas skchopeccusi a-mioOuMHa Kak
Ha ypoBHe PHK, Tak u Ha ypoBHe Oenka oOHa-
PYXMBaeTcs B CUHUUTUOTpodobaactax U CTPo-
M€ TIUIalleHTBhl B YCJIOBUSIX TUIIOKCUM, a TakKXe
MpU MPESKJAMIICUM — IaTOJOTMYECKOM COCTOSI-
HUM, ACCOUMHUPOBAHHOM C AUCGYHKIIMENH Iu1a-
LIeHTHI [88]. BBIMOMHSAET JIM O-IJIOOUH 3alIMTHYIO
(byHKUMIO UK, HATPOTUB, SIBJISIETCS MATOJIOTUYE-
CKMM (haKTOpOM, OocTaeTcs HesicHbIM. HakormieHue
B-rmobuHa ObUIO OOHApPYXKEHO B MUTOXOHIPUSIX
HEMPOHOB OOJIBHBIX PACCESTHHBIM CKJIepOo30oM [69,
89]. Bo3aMoxxHO, HakoIUieHUe B-T100MHA SIBJISIET-
Csl MPOTEKTUBHBIM MEXaHU3MOM, 3alllWINAIIINM
HEHPOHBI OT TM0EU, a HE MAaCCUBHBIM CJIEACTBUEM
MaToJIOTMYECKOTo Mpoliecca.

[Tponykuusi MuHOpHOU ¢opMmbl [B-TI0OMHA
ObUta oOHapyXeHa B MBIIIMHBIX Makpodarax, 0o-
paboTaHHBIX JIMITOMOJIMCAXapUIOM U UHTEephepo-
HOM (T.€. B YCJIOBUSIX, MOACIUPYIOIIMX aKTUBALIMIO
JUMGOIIMTOB TIpU BCTpeue ¢ matoreHoMm) [90].
Boicokuit ypoBeHb npoaykiiuu RNS u ROS akTu-
BUPOBAHHBIMU MakpodaraMu SIBJISIETCS BaxKHOM
COCTaBJIsAIOIIEe MX OaKTEPUIIMAHOTO AeHCTBUS
U cornpoBoxagaeTcsd uHAYKUMerr NO-CcUHTa3bI,
NADPH-okcuaasbl 1 UHTMOMPOBAaHUEM KJIETOU-
HoTO nbixaHus. He uckioueHo, 4YTo MOHOMEPHBI
B-r1oObuH (PYHKIMOHUPYET B KayecTBE CEHCOpa
cogepxanusi NO u O, U 3amyckaeT MeXaHU3MbI
3alIUTHl MaKpo(darosB oT OKCUIATUBHOTO CTpecca,
MpY 3TOM He y4acTBys NpsMo B Metadboiausme NO.
HMHuTepecHo, 4To MHAYKUUU BKcrpeccuun Hbb-b1
B 3THUX YCJIOBUSIX HE MPOUCXOOUT. Bo3MOXHO, 13-
OupaTtesibHas UHIYKIMS OOBSICHSIETCS HaaudyueM
pPa3HOTO KOJWYECTBA CATOB CBSI3bIBAHUSI OJHOTO
U3 aKTUBATOPOB TPAHCKPUMLKUU [-TIIOOMHOBBIX
reHoB — KLFI1. B peryasatopHbIx mociienoBateib-
HoCTsIX Hbb-b1 MpUCYTCTBYIOT TpU TaKuX caiiTa,
MPOTUB OxHOTO — B Hbb-b2.

Dkcrpeccusi P-miobuHa, HO HE Q-TIoOWHA,
ObUla OOHapyXkeHa B LIMPKYJIMPYIOIIUX OITyXoJie-
BbIX KjeTKax (CTC) [91]. MexaHU3MbI BIKUBaHUS
CTC B KpOBOTOKE B YCIOBUSIX TOCTOSTHHOTO OKCH -
JNaTMBHOTO CTpecca U3y4yeHbl I10x0. B MonenbHoI
cucteMe nHAYKIMs ROS B kynsruBupyeMbix CTC
conpoBoxnanach KLF4-3aBucumoit TpaHCKpUII-
1Mei reHa 3-oouHa, mpuyeM aerieus B-raoou-
Ha CYIIECTBEHHO YBeJIMUMBaja YPOBEHb aronro3a
B pakoBbIX kjeTkax. IIpennonoxurensHo, B CTC
B-m1OOMH  BBIMOMHSET pPOJb LIUMTOIPOTEKTOpA
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1 obOecreyrBaeT BbDKMBAHHWE METACTa3UPYIOIIUX
KJIETOK B YCJOBUSIX TTOCTOSTHHOTO B3aMMOJIEHACTBUS
C UMYHHBIMHU KJIETKAMM U XPOHUYECKOTO OKMCIIM-
TeJILHOTO CTpecca.

IToMyUMO €cMOCOOHOCTU TPAHCIMOPTUPOBATL U
3aracaThb KMCJIOPOJ, TeMOIJIOOMH COXpaHWJI 3BO-
JIIOIIMOHHO OoJjiee NpeBHUE (PYHKIMU TTTIOOMHOB —
CEHCOPHYIO U CUTHaJIbHY10. B ciiyyae rerpamepHo-
ro reMornioouHa 3T (YHKLUU 00ecrneynBaroTCcs,
B YACTHOCTH, €0 CITOCOOHOCThIO B3aUMOJEHCTBO-
BaTb ¢ NO. NO sBisieTcst onHOI U3 HanboJjiee Bax-
HBIX CHUTHAJbHBIX MOJIEKYJ B OpraHM3Me TeIlIo-
KPOBHBIX U 3(PHeKTOpOM penoKc-peryaupyeMoi
rnepeaayv CUTHajla, OOYCJIOBJAEHHON HaIuYueM
HecnapeHHoro 37ekTpoHa. O6pazoBanue NO cBs-
3aHO C DH3MMAaTHUYECKON aKTUBHOCTbIO NO-CHH-
Ta3, HUTpAT- U HUTPUT-PEAYKTa3 U HEIH3UMATH-
YeCKMM BOCCTAHOBJIEHMEM HUTpuUTa. MoJjekyna
NO cBOOOAHO MPOHUKAET Yepe3 MEMOpaHbl CUH-
Te3UpOBaBIIEii ero KIeTKU, TuGPyHaIupyeT yepes
MEXKJIETOYHOE MPOCTPAHCTBO U MOMAAaeT B KJIET-
ku-muiieHu. B kinerkax-mumeHsix NO, Oyaydu
BBICOKOPEAKTUBHBIM PaJMKAJIOM, JIETKO BCTyIaeT
B peaKIMK C APYTUMU COSAUHEHNSIMU U BBICTYITIAeT
B Ka4eCTBE CUTHAJIbHOM MOJIEKY/Ibl, BBI3bIBASI MO-
auduKanuu OeJIKOB, B TOM YUCIe HUTPO3IWIUPYS
LIMCTEMHOBBIE OCTATKW WJIU CBS3BIBAsICh C TEMOM
pacTBOPUMON TyaHWJIATIMKJIA3bl U 3amycKas co-
OTBETCTBYIOIIE CUTHAJIbHBIE TTyTH [92, 93].

OcoOyto poJib B peryasuuyd TOHyca COCYIOB
WUrpaeT 3KCIpeccus o-Io0UHa B MeCTaX KOHTAaKTa
(myoendothelial junction, MEJ) sHmoTeauanbHbIX
KJIETOK C MUOLMTAMU COCYAMCTON CTEHKM TIepU-
(bepuueckux aprepuii [94—97]. DHuorennanbHas
NO-cuHraza (eNOS) obGecrnieynBaeT NpUCYTCTBUE
nyna NO B kietrkax sHporenus. NO cBoOoOgHO
audoynaupyet yepe3 MEJ u nmornomaercst KieT-
KaMU MBIIIIEYHOI CTEHKU COCyloB. B aTHx Kierkax
NO 3anyckaeT CMrHaJIbHbIM KacKal, KOTOPbIi B KO-
HEYHOM MTOTE BBI3bIBAET Ba30AWIATALIUIO, YBEIU-
YeHMEe OKCUTEHAIIMM TKaHel M MOHMKEHUE aBiie-
Hus. a-ImoObuH peryaupyer 6uomoctynHoctb NO
MOCPENCTBOM  PENOKC-3aBUCMMOTO  IIATTJIMHTA
a-rmmobuHa mexay NO-cunTazoit u AHSP — crierina-
JIU3UPOBAHHBIM IIAMIEPOHOM, TPEMSITCTBYIOIINM
MNpeLUNUTauud MOHOMEPHOro a-miodbuHa. B yc-
JIoBUsIX TUIiokcuu uin aumuno3a AHSP ceksecTpu-
pyeT Fe’** 0-m1o6MH B MHEPTHOM, HO CTaOMJIBHOM
CcOCTOSTHUU. BciieacTBre 3TOro npexkpamiaercs ie-
rpananuys rmoouHoM NO, obecrieurBaeTcsi Ba3oau-
JlaTalidsl U YBEJIUUMBAeTCsl OKCUTEHAlMsl TKaHew.
DHaoTenManbHas IUTOXPOM bs-peayKkTasza odecrie-
YHBaeT Mepexo]l Kejle3a U3 OKMCIEHHOTO B BOCCTa-
HOBJIEHHOE cocTosiHue. Korma Keae3o0 HaxomuTcs
B BoccTtaHoBiieHHOM coctogHuu (Fe?), eNOS 3a-
Meiraer AHSP B xoMIiekce ¢ INIOOMHOM, CUHTE-
3UpoBaHHbIN €0 NO gerpagupyercs A-IIOOMHOM,
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YTO BbI3bIBAET IPEepPbIBAHUE CUTHAJIBHOIO KacKanua
U TIOCJIEAYIOIIYIO Ba30KOHCTPUKIINIO. B aTOM City-
yae O-IIOOMH SIBJSETCS YYaCTHUKOM CJIOXKHOTO
HaJMOJIEKJIIPHOTO KOMILIEKCa, KOTOPhIi obecrie-
yy{BaeT Mnepenayy CUrHajaa MeXay pa3HbIMU TUMa-
MM KJIETOK, 00pa3ylollMMU CTEHKY mnepudepuyde-
ckux aprepuii. MHTepecHO, 4TO runepnpoRyKIus
Q-I7100MHA B KJIETKaX HIOTE S JIETOYHBIX aJlbBeO-
JISPHBIX COCYIOB aCCOLIMMPOBaHa C pa3BUTHUEM Jie-
TOYHOI runepreH3uu [98].

Takum o006pa3oM, MOHOMEpPHBIN O-IJTOOUH
BXOJUT B COCTaB CJIOXHBIX HaAMOJEKYISPHBIX
KOMIUIEKCOB, OTJIMYHBIX OT TETPAMEPHOIO 3PUTPO-
IIMTapHOTO TreMoroouHa. o-IJ100MH B cocTaBe He-
reMOIJIOOMHOBOIO HAJAMOJIEKYISIPHOTO KOMILIEK-
ca «BCIIOMMHAEeT» 2BOJIOIMOHHO 0oJjiee IpeBHUE
(yHK1IIMU, CBSI3aHHBIE C MpOLIECCaMU OKUCICHUS
1 BOCCTAHOBJIEHMSI HU3KOMOJIEKYJISIPHBIX BEILIECTB
U Tepenayr curHajgoB. Henb3s MCKIOYUTH, YTO
CXONHBIM 00pa3oM MPOUCXOAUT OOpa3zoBaHuUE
KOMILJIEKCOB O- WM [3-II00MHA C APYTUMU TKaHe-
cneuuduuHbiMU opmamu eNOS.

K coxaneHuto, MoJIeKyJsipHbIe MeXaHU3MbI
n30MpaTeIbHON aKTUBAIUU O-TJIOOMHOBBIX TE€HOB
WU [3-TIIOOMHOBBLIX T€HOB HesICHBI. Bo3aMOXHO, B
0o0ouXx ciydyasix OAHUM U3 (PaKTOpOB aKTUBALMU
MOXET ObITh TPAHCKPUIILIMOHHBIN cTaTyc (iaH-
KUPYIOIIUX reHOB. BO3MOXHOCTh M30upaTeIbHON
aKTUBAllMU TECHO CBSI3aHa C TEM, YTO MEXaHU3MBbI
perpeccuu a-rJI00MHOBBIX U [3-TIIOOMHOBBLIX TEHOB
B HEAPUTPOUIHBIX TKAHSIX CYIIIECTBEHHO pa3jinya-
1ot1cs [99—102]. a-ImoOGruHOBbBIE TreHbl HAXOASITCS B
OKpPYXEHUU TeHOB JOoMalllHero xo3siictea. Henb3s
HUCKJIIOYUTh, YTO HU3KOYPOBHEBas TPAHCKPUII-
11 O-TJI00MHA MOXET 00ecreurnBaThCsl MPOCThIM
UX MPUBJICYEHUEM K PSIAOM PACHOJIOKEHHOU aK-
TUBHO paboTalolieil B OOJbIIMHCTBE TUIIOB KJe-
TOK TPaHCKPUMILIUOHHON (habpuke. B sputpounsa-
HBIX KJIEeTKax Takas accouuaunusi onucana [103].
YpoBeHb TPAHCKPUIIIMMU C-TJIOOMHOBBIX TE€HOB
B HEBPUTPOUIHBIX KJIETKaX MOXET HaXOIMUThCS B
MPSIMOI 3aBUCMMOCTU OT YPOBHSI TPAHCKPUIILIUU
OKpYXalolIUX ero reHoB, KOTOPbI, B CBOIO Oue-
peab, MOXET CYLIECTBEHHO OTIMYAThCS B pa3HbIX
TUIIaxX KJeTok. B-I7oOuH, B OoTIMYME OT O-IJI0-
OrHa, B HEIPUTPOUIHBIX TKAHSIX TeTepOXpOoMaTh-
HU3WPOBAH U OKPYXXEH reHaMM OIOPaHTHBIX pe-
LIETITOPOB, UMEIOIIMMU HEHPOHAIbHBINA XapakTep
sKcnpeccun [36]. AKTUBALIMS TEHOB OAOPAHTHBIX
peuenTopoB, KOTopasi B TOM YMCJIe BO3MOXHa B
HeHelipoHanbHbIX TKaHsX [104], MoxeT pacrpo-
CTPaHSTbCS Ha COCEACTBYIOIIUN C HUMU JOMEH
[-T10OMHOBBIX TEHOB — B OCHOBHOM 3a CUET M3-
MEHEHUSI XpPOMaTUHOBOIO CTaTyca BCEro JIOKyca,
BKJIIOYAsI TeHbI OIOPAHTHBIX PELENITOPOB.

ITpoMoTOpPHI M SHXaHCEPHI A- U B-TITOOUMHOBBIX
TE€HOB CBSI3BIBAIOT LIEJIBIA psii OOIIMX TPAHCKPUII-
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LIMOHHBIX (pakTOpoB, B ToMm uncie GATAIL, KLFI,
SCL, NF-E2, LMO2, NF-Y u apyrue [51, 105,
106]. KaHoHMYecKue aKTUBATOPbl TPAHCKPUITLIMU
IJTOOMHOBBIX TeHOB B apurpobiactax (GATAL,
NFE2, KLF1), a takxxe HIF-1a yacto oOHapyxu-
BalOT B HEAPUTPOUAHBIX KJIETKaxX KaK B HOpME, TaK
Y TIPU BO3AEHCTBUM PA3HBIX CTUMYJIOB (HaIpuMep,
B YCJIOBUSIX TUTIOKCUHY UJIU B XOJI€ BOCTIATUTEIbHOMN
peakuuun) [107—110].

HekoTtopsie  yHUBepcajibHble aKTUBATOPbI
TPAHCKPUIIIUU U O~ U B-TIIOOMHOBBIX TEHOB MO-
I'YT 1eHCTBOBATh CEJIEKTUBHO B CUJIY TOTO, YTO M€-
XaHU3MBbI perpeccuu o- U B-TJT0OMHOBBIX T'€HOB
B HE3PUTPOUIHBIX TKAHSIX MPUHLIMIIMAIBHO pa3-
Junyarorcs. I1oaToMy KOHKYpEHLMSI SIUTeHETH-
YeCKOro cailJIeHCUHTa C YHUBEPCAIbHBIMU aKTH-
BUPYIOIIMMU TPaHCKPUITIIUOHHBIMU (aKTOpaMu
MOXET UMETh pa3Hble IMOCIEACTBUS 1T BO3MOX-
HOI CENeKTUBHOI 3KCIPECCUU O-TITOOMHOBBIX U
-rIOOMHOBBIX TE€HOB.

Bo3MoXHBI aJIbTepHAaTUBHBIE U 0OJiee CIeln-
(prueckre MexaHW3Mbl aKTHUBALlMU HE3aBUCHUMON
SKCMPECCUM TIOOMHOBBIX TeHOB. M3bupartenbHas
aKTUBaLUS 3-TJTOOMHOBOIO T€Ha MOXET OBbITh CBSI-
3aHa ¢ HanmnuneM ARE (ARE-antioxydant response
elements) B coctaBe [-IIOOMHA — PETYJISITOPHBIX
3JIEMEHTOB, CBSI3bIBAIOIIIMX AKTUBATOP TPAHCKPUII-
uun NRF2 [111]. Iponykuus NRF2 unnyuupy-
eTcsd B YCJIOBUSIX OKCUAATMBHOro crtpecca [112].
CenleKTUBHasI 9KCIPECcCUsi CA-IIIOOMHOBBIX TE€HOB
MoxeT wuHaynupoBaTtbess NF-kB — dakTtopom
TPAHCKPUIMLIMK, KOHTPOJUPYIOIIUM 3KCIIPECCUIO
r€HOB MMMYHHOT'O OTBETa, PETYJISITOPOB aIlonTo3a
U KjeTouHoro nukia [ 113]. MHaykumst cuHTe3a TeT-
pamMepHoro remoriaoouHa u csizbiBaHue NF-xB B
MPOMOTOpPE IreHa A-IJI00MHA OBLUIM MPOAEMOHCTPU-
pOBaHbI ITpU 00PaOOTKE HOPMAJIBHBIX U TpaHC(Op-
MUPOBAHHBIX KJIETOK LIEPBUKAJIBHOIO SIUTEIUS
nunononucaxapugamu (LPS) [81]. HMHTepecHo,
YTO B 3pUTPOMAHBIX KiaeTkax NF-kB, HanpoTus,
SIBJISIETCSL PEMPECCOPOM TPAHCKPUITLIUM 3MOpPUO-
HaJibHOTO a-mobuHa [114]. Takum o6pa3zoM, onuH
U TOT X€ TPAHCKPUMLIMOHHBIN (haKToOp B 3aBUCH-
MOCTH OT TUIA TKaHEN 1 peryassTOpPHOTO KOHTEKCTa
MOXET UMETh pa3HOHAIIpaBJIEHHOE IeCTBUE.

YpoBeHb 3KCIpeccur O-r1oduHa B KJIETKax
SHAOTENUSI KOPOHAPHBIX apTepuil HaXOMUTCS MO
koHTpojeM KLF2 u KLF4, npuuem KLF4 cBsi3bI-
BaeTCs C TPOMOTOPOM O.-IJTOOMHOBBIX TeHOB [115].
HonosHuTeNbHAsT MeXxaHWYeckasi Harpyska Ha
CTEHKHU apTepuil IpU TMIEPTOHUHN IMOBBIIIAET yPO-
BEHb DKCIPECCUU ITUX TPAHCKPUITIIMOHHBIX (hpak-
TOPOB, B pe3yJibTaTe YBEJIMYMBAETCSl COIEpKaHe
a-n1oOMHA B SHAOTENWU U mafaeT 3¢ GheKTUBHAS
KoHIeHTpaluss NO. DTo BHOCHUT CBOM BKJaa B
pa3BUTHE MATOJOTMYECKOTO Mpoliecca Mpu ruIep-
ToHMU [116].
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BEIcoKMii ypoBeHb TPaHCKPUIILINM O- U [3-TJ10-
OMHOBBIX TEHOB B 3PUTPOMIHBIX KJIETKaX 00YCIOB-
JIEH B TIIEPBYIO o4Yepelb yIaJleHHbIMU SHXaHCepaMU,
KOTOpBIE B3aMMOIEICTBYIOT C WHAWBUIYaTbHBIMU
IIPOMOTOPaMU. YpOBEeHb KaK KOOPAMHUPOBAHHOMM,
TaK U CEJICKTUBHOM 3KCIPECCUM INIOOMHOBBIX Te-
HOB B 3pUTpOOJIACTaX M HEIPUTPOUIHBIX TKAHSIX
HeconocTaBuM. [lpencTaBisieTcss HHTEPECHBIM BbI-
SICHUTb, YYaCTBYIOT JIU yJaJeHHbIE 3HXaHCEpPHl B
Peryisiliui 3KCIPECCUU ITIOOMHOBBLIX T€HOB B He-
SPUTPOUIHBIX KJIETKAX U CBSI3aHa JIM He3aBUCHMasT
9KCIpeccus a- U B-IJTI0OMHA C CeJIEKTUBHBIM BOBJIE-
YEHMEM DHXAHCEPOB B PETYISLIMIO TPAHCKPUIILIMY.

BO3MOZKHBIE ITPUYUHbBI
CETPETAIINMA o- U B-INTIOBUHOBBIX
I'EHOB Y 5BOJIIOIIMOHHbIX
INPEJITECTBEHHUKOB Tetrapoda I Amniota

M3 npuBeneHHbIX MPUMEPOB OUYEBUIAHO, UTO
Yy COBPEMEHHBIX MJIEKOMUTAIIMUX (2 BO3MOXHO U
npyrux Tetrapoda) Bo3MoOXXHa HE TOJBKO HEIPU-
TpOLIMTapHasl AKCMpeccusi TeMonIoOMHa, HO U He-
3aBUCHUMasi DKCIPECCUs a- U B-TIIOOMHOBBIX T€HOB
B HEAPUTPOUTHBIX TKAHSIX TIO TTOBOAY BHITTOIHEHUS
UMU (DPYHKIIWN, HUKAK HE CBSI3aHHBIX HU C TPaHC-
MOPTOM, HU C 3amacaHuWeM, HU C yIepKUBaHUEM
Kucjopona. Bo3aMoxXHO, BaXXHBIM YCIOBHEM He3a-
BUCHUMOI TPAHCKPUITLIUU U OOYCTOBAEHHBIM 3TUM
00CTOSATEILCTBOM ~ paclIMpeHus (pyHKIMOHasa
SBUJIACh  CEerperaius  3BOJIOLUOHHO-APEBHETO
CJIUTOTO JIOKyCa, B KOTOPOM Q- U [3-IJIOOMHOBBIE
TeHbl KOperyaupoBaiuch. [lpeanonoxurenbHo,
cerperaiysi CJIMTOIO JOMEHA B XOIE SBOJIIOLMU
MPOUCXOUJIa HEOMHOKPATHO U HE3aBUCUMO Y OT-
JEJbHBIX CUCTEMATUYECKUX TPYIIN 36MHOBOIHBIX,
y O01IEero ImpeakKa MTULL U MPECMBIKAIOIIUXCSI U Y
MJIEKOITUTAIOIIMX. DTO MO3BOJISIET 3aKJIIOUUTh, YTO
CYILIECTBOBAJIM OOIIME YCIOBUS, KOTOpbIE OIpe-
NI AaBjieHue oTOOpa B HampaBieHUU cerpe-
rauuu. Cerperanus o- U B-TIOOMHOBBIX T€HOB Y
Tetrapoda kKoppenupoBana ¢ BbIXOAOM MO3BOHOY-
HbIX Ha cyiny. KopeHHoe u3MeHeHue (pru3noaoruu
B CBSI3U C BBIXOAOM Ha CyIIly MOTpeOdOBaJIo pa3BU-
TUSI TOTOJHUTEIbHBIX CEHCOPHBIX BO3MOXHOCTEM
W/WIY CUTHAJIBHBIX MyTei, U UMEHHO 3T0 00YCJIO-
BWIO IIJICHOTPONMU3ALIMIO MPOTEOMa U YCJIOXHEe-
HUE MHOTUX CJIOXUBIIUXCS PETYISITOPHBIX CETeil.
C npyroit CTOpOHBI, IPUHUIUITUAIBHOE U3MEHEHUE
YCJIOBUIA OOUTAaHUS COIMPOBOXIAIOCH paclInpe-
HUEM aCCOPTUMEHTa CTPECCOBBIX (haKTOPOB: BbI-
HYXXII€HHBIMU MEPUOAaMU TUIIOKCUU U IeTUIpaTa-
1IMU, pacIIMpeHUeM aIrara3oHa TeMIepaTyp Cpeibl
oOUuTaHus, YAbTpaUOJETOBBIM OOJyUYEHUEM U TIP.
Bo3MoxHO, 3ammTa OT OKCHIATUBHOTO CTpecca
IUUIST TIEpBBIX oOUTaTeNeil Cylly 1 TepBbIX Amniota
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“Mesa MepBOCTENEHHOE 3HaYeHUE He TOJIbKO U3-3a
CTPECCOBBIX (DAKTOPOB, HO TaKXke M3-3a Pa3BUTHUS
MPUHLIUITMATIBHO HOBBIX (DOPM ABIXaHUSI — KOXHO-
IO U JIETOYHOTO, B TOTOJHEHUE UJIU aTbTepHATUBHO
>kabepHOMY. MOXHO MpenmnoyioXuThb, 4YTO BMECTe
3TU 0OCTOSITEBCTBA TTOBJIEKJIU 32 COOOI BpeMeH-
HYIO (3aBUCSIIYIO OT CTaIWM XXU3HEHHOTO IMUKJIa
WM KJIMMaTUYECKUX YCIOBUM) U/WIM JIOKATbHYIO
(3aBUCHIIYI0O OT CMEHBI Cpelbl OOWUTAHUS) AUC-
(byHK1IMIO TOTpeOIeHUST KUCTOpoaa KaK Ha (hU3Mo-
JIOTUYECKOM, TaK U Ha OMOXMMUYECKOM YPOBHSIX,
rurneprponykiimio ROS u RNS, xponunueckuii ok-
CUIIATUBHBIN CTpeCC MU HEOOXOAMMOCTh TpUBJIEYE-
HUS JTOMOJHUTEIbHBIX MEXaHU3MOB aHTHUCTPECCO-
BOI1 3a1IUThl. B HOpMaIbHBIX YCIOBUSX MTPUMEPHO
90% ROS B kjeTKe 00pa3yloTCs B MUTOXOHAPUSIX
n3-3a yTeuku 1—2% 51eKTPOHOB B IbIXaTeIbHOM
uenu [117]. AkTuBHBIE (POPMBI KUCIIOpOAA Tpen-
CTaBJISIIOT COOOI TeTEpOreHHBIN KjacCc COelnuHe-
HUIi, KOTOpbIE CIIOCOOHBI OKUCISITH BCE U3BECTHDIE
0MOMOJIEKYbl. B HOpMaNbHBIX (DU3MOIOTUUECKUX
ycaoBusix ROS mpuHMMaoT yyacTve B Iiepenaye
BHYTPUKJIETOUHBIX Y MEXKJIETOYHBIX CUTHAJIOB, a
TaKk>XKe UTParOT BaXKHYIO POJIb B UMMYHHOM OTBETE.
KoopnuHupoBaHHasi paboTa JbIXaTEIbHOU ILIENU
MUTOXOHIPUIA, KOMILJIEKCA OKCHIa3 U aHTUOKCHU-
JNAHTHOM CUCTEMBbI OOECreuyuBaeT MOoAAepKaHNe
OKHCJIUTEbHO-BOCCTAHOBUTEJIBHOTO TOMEOCTa3a
kieTku [118]. HapylieHre oKUCIUTEeIbHO-BOCCTa-
HOBUTEJIBHOTO FOMeOoCTa3a KJAETKHU IMOoJ 1eCTBUEM
BHEIIHUX (TUIIEPOKCUSI, MOHU3MpYIOIlasl paaua-
LM W T.I.) WA BHYTPEHHUX (haKTOpOB (aKTUBa-
1IMs1 OKCUIa3, HapylleHue (YHKIIMU aHTUOKCHU-
JNAHTOB) MPUBOAUT K rumneprponykimu ROS u ux
MPOU3BOAHBIX (HUTPO3MIMPYIOIIE areHThI, I'v-
MOTaJIOTeHUTHI, KApOOHWJIBI U JIP.), YTO BHI3bIBAET
OKUCJIUTEbHbIC TOBPEXACHUSI BCEX BaXKHEMIINX
ouosornueckux makpomonekya (JIHK, 6enku, nu-
MUIBI Y YIJIEBOABI) U MPUBOAMUT K Pa3BUTUIO OKUC-
JINTEJIbBHOTO CTpecca, JieXKalllero B OCHOBE MHOTHX
MaTOJOTMYECKUX COCTOSSHMIA. Tokcuueckoe neii-
CTBHE BbICOKMX KOHLeHTpauuii ROS npenorspa-
IIAETCS ITUPOKUM CIIEKTPOM HU3KOMOJIEKYISIPHBIX
AHTUOKCHUJAHTOB U KOMILJIEKCOM CIeLUaaInu3upo-
BaHHBIX aHTUOKCUIAHTHBIX (pepMeHTOB [119]. Kak
T€TpaMEpPHBbIi T'eMOITIOOMH, TaK WU MOHOMEpPHbIE
Q- U 3-IJIOOMHBI MOTYT YYacTBOBaTh B HEHTpaau3a-
1 ROS B yclIoBUSIX OKCUAATUBHOTO CTpecca, KOr-
Ja U ecii KaHOHWYecKue (haKTopbl HeUTpanausa-
1IMM OKa3bIBAIOTCSl HEAOCTAaTOUHBIMU. MIHTEpeCHO,
YTO B YCJIOBHUSIX CE30HHOTO Iepexoaa OT TMIOKCUU
K HOPMaJIbHOMY JIBIXaHWIO M CBSI3aHHOTO C 3TUM
MepexoaoM OKCHUIATUBHOIO CTpecca, reMONIOOUH
HEKOTOPBhIX BUJAOB 4eperax IOoJMMepUusyeTcsl 3a
CcUeT 00pa3oBaHUsI AUCYIbMUIHBIX CBSA3EH MEXITY
MOJIEKYJIaMM TeTpaMEePHOTO reMOIIoOMHA U TaKUM
00pa3oM ydyacTBYeT B HEWTpalM3allMy aKTUBHBIX

APOBAA u ap.

¢opm kucnoponaa [120]. AHTHUOKCUAAHTHAS 3ally-
Ta — TOJIbKO OJIHA 13 BO3MOXXHBIX HEKAHOHUYECKUX
(yHK1MIT MOHOMEDPHBIX O- U B-I100uHOB. K coxa-
JICHUIO, MBI MOXEM TOJIbKO JIOTaJblBaThCsl O TOM,
KaKKhe KOHKPETHO YCJIOBUSI U3MEHUBIIEHCS Cpenbl
0o0uTaHUSI TIOTPEOOBAIM HE3aBUCHMMOI 3KCIIpec-
CHUU O- U 3-TJIOOMHOBBIX T€HOB Y MPEIKOBBIX (hopM
Amniota B CBSI31 C MX OKOHYATEIbHBIM Pa3pbIBOM C
BOIHOI Cpenoii.

SAKIIIOYEHUE

Cerperauusi mpeakoBOro aomeHa o/f-mio-
OMHOBBIX T'€HOB, KOTOpasi MOBTOPsIaChb HEOIHO-
KpPaTHO B XOJi€ 2BOJIOLMU MO3BOHOYHBIX, 11O BCeit
BUAMMOCTH, HOCHUJA 3aKOHOMEpHBIN XapakTep.
Cerperanusi cjaejiajla BO3MOXHON HE3aBUCUMYIO
9KCIIPECCUIO Q- WU [3-III0OOMHOBBIX T€HOB U ObLIa
BaXKHOU COCTaBHOI YacCTbIO TPAHIMO3HOIO <«IIPO-
eKTa IUIeMOTpONM3allui» TeHOB U BO3HUKHOBE-
HUSI WHHOBALIMOHHBIX MPUCIIOCOOUTETbHBIX Me-
XaHMW3MOB B CBSI31 C BBIXOJIOM Ha CYIIY W MOJHBIM
pa3pbIBOM C BOAHOW cpemoil oburtanus. Kirac-
Tepu3alus KOperyJaupyeMblX TEHOB MOXET B XOJI€
9BOJIOLMMU YTPauyuBaThCsl B CUJIy TOTO, YTO Tpe-
UMYIIECTBA KJacTepu3allMy TOCTEEHHO HUBE-
JIMPYIOTCS, TOTAA KaK Cerperauus MmpeaocTaBiseT
HOBBIE PEryJISITOPHbIE M (PYHKIIMOHAIbHbIE BO3-
MoxXHOcTU. COOTBETCTBEHHO, IaBjeHUE OTOOopa
MOXKET OBITh pa3HOHAIPABIEHHBIM — KaK B CTOPO-
HY COXpaHEHMs KJIaCTEpU30BAaHHOU OpraHu3aluu
OYTUIMIUPOBAHHBIX KOPEryJIupyeMbIX Mapajioros,
TaK U B HAIlpaBJIECHUM U3OJSILIUU U TOCIEAYIOIEi
cerperaumy reHoB. HaunHasich Ha ypoBHE MYJib-
TUIJIUKALMK PEryISITOPHBIX 3JIEMEHTOB U Cerpe-
raiyyv QYHKIMOHAIBHBIX CYOIOMEHOB, U30JISALIUS
MOXXET 3aBEPIIUTHCS Pa3pbIBOM KjacTepa IyIiv-
IIMPOBAHHBIX T€HOB, TpaHCJOKallMel Ha APYTyIo
XpPOMOCOMY, MPUHIMMNUAIBHBIM M3MEHEHUEM Te-
HOMHOTO W PEryJsITOPHOTO KOHTEKCTa TpPaHCJIO-
LIMPOBAHHOTO JIOKYyCa, a, BO3BMOXHO, U XapakTepa
TKaHecneluduieckoit akcnpeccuu. MMeHHO 3Ta
JIOTMKa HampasJisijia 3BOJIOLIMIO O- U B-IJIOOUHO-
BbIX T€HOB MMO3BOHOYHBIX. 10 HallemMy mpenmnoso-
>KeHU10, OOyCJIOBJIEHHAsI cerperauueil He3aBUCH-
Masl 9KCIpeccusi a- U 3-IJIOOMHOBBIX TEHOB MOIJIa
WUrpaTh BaXkKHYIO pPOJib Y MPEAKOB Amniota, B TOM
yucie obecrneyrBasl 3allUTY MEPBbIX CYXOIMyTHBIX
MO3BOHOYHBIX OT CTPECCOBBIX (haKTOPOB HOBOI
cpelnbl OOMTaHUS.

Bxkaan asTopoB. Bce aBTOpBI yyacTBOBaIM B
BBIPAOOTKe KOHIIETIIMY 1 HalmMcaHuM 00630pa.
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SEGREGATION OF a- AND $-GLOBIN GENE CLUSTERS
IN VERTEBRATE EVOLUTION: CHANCE OR NECESSITY?

Review
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The review is devoted to the patterns of evolution of a- and (3-globin gene domains. A hypothesis is presented
according to which the segregation of the ancestral cluster of a/p-globin genes in Amniota is due to the
performance by a-globins and (3-globins of non-canonical functions not related to oxygen transport.
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