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CpaBHUTEIbHBIE UCCIEIOBAaHUS TEHOMOB HU3IINX Metazoa rnmokasaim, YTO MHOTHE KJIACChl TPAHCKPUITIIH-
OHHBIX (DPAKTOPOB, BaXKHBIE IJIsI pa3BUTHS OMJIaTePaTbHBIX JKUBOTHBIX, BOSHUKJIM 10 TUBEPTeHIIMY COBpE-
MEHHBIX BeTBell XMBOTHOTO liapcTBa. [eHbl Hox-Kinacrtepa MOSIBUWIMCH MO3IHO, y MOCJIEAHETO O0IIero
npenka Cnidaria u Bilateria. CTpykTypHasi 3KCITaHCHS 1 YCOBEPIIEHCTBOBAaHIE MEXaHU3MOB, UHTETPUPY-
omx Hox-xkiactep B eAMHOE 11eJI0e, CeJIalIu €ro YHUBEPCATbHBIM MHCTPYMEHTOM OCEBOTO MaTTEPHUPO-
BaHwMs. Crebl CTPYKTYPHOM 1 peryIsITOpHOM 3BomolMn Hox-Kitlactepa MpocesknBaloTcsl B MopdoreHe-
3aX COBPEMEHHBIX OMIaTepabHbIX XKMBOTHBIX, U CeiiYac OYEeBUIHO, UTO pa3HbIe CTPATErMM UCIIOJb30Ba-
HUSI 9TOTO PETYISATOPHOIO MHCTPYMEHTa TIprBesu Bilateria K aGCOIIOTHOMY JOMUHUPOBAHUIO TI0 YUCITY U
pa3zHOOOpa3uIo BUIOB CPEIU BCEX MHOTOKJIETOYHBIX SKMBOTHBIX.

Knroueswie cnosa: MopdoreHes, 3BOTIOLIMS ITporpaMM pa3sutusi, Hox-xknactep, Hox-napanokc, Urbilateria,

Lophotrochozoa, Annelidae.

MOP®OJIOTMYECKASA 5BOJIIOLIMA
KAK PE3VIJIBTAT USMEHEHUU
B I[TPOI'PAMMAX PA3BUTUA

Mopdosorndyeckoe pasHOOOpa3ure COBPEMEHHBIX
OunaTepabHbIX KUBOTHBIX, HECOMHEHHO, PE3yJIbTaT
9BOJIIOLIUM, KOTOPas 11j1a Ha YPOBHE MPOrpamMM pa3Bu-
1. KimoueBble y4acTHUKU MOP(OTeHE30B M3BECTHBI:
9TO TPAHCKPUITILIMOHHBIE (DAKTOPHI U 3JIEMEHThI CUCTEM
MEXKJIETOUHOTO CUTHAJIWHIA, MPUHAJIeXallue K
OrpaHUYEHHOMY YMCITY CTPYKTYPHO U (PYHKIITMOHATIBHO
KOHCEpPBAaTUBHbBIX CEMENCTB. YAUBJSIOLIAs CTeNeHb
9TOM KOHCEPBAaTMBHOCTU IPOSICHUJIACH, Korma ObLIv
CEKBEHHMPOBaHbI TEHOMBI XKUBOTHBIX, TPUHAIEXAITAX
K cecTpuHCcKUM 51 Bilateria rpymmamM: reHOMBI TyOKU
Amphimedon queenlandica, Tpuxomnakca Trichoplax
adhaerens v xuupapnnu Nematostella vectensis. Oka3a-
JIOCh, YTO BCE CUTHaJIbHbIC ITyTU U BCE OCHOBHBIE Ce-
MeicTBa TPaHCKPUITIIMOHHBIX (DaKTOPOB, XapaKTep-
HbI€ JII IEPBUYHO- U BTOPUYHOPOTHIX JKUBOTHBIX, CY-
ILIECTBYIOT Y TYOOK M KUILIEUHOMOJOCTHBIX (Srivastava
et al., 2008; Erwin, 2009). bosee Toro, MHOr1e 13 HUX
Y4YacTBYIOT B IPOLIECCax €C/IU HE TOMOJIOTUYHBIX, TO, IO
KpaliHell Mepe, aHaJloTMYHbIX. Tak, Te€Hbl ceMelcTBa
Wht nubddepeHIIMaIbHO 3KCOPEeCCUpYIOTCs  BIOJb
opajabHO-abopanbHOI ocu Nematostella, a onyuH 13 Ta-
KWX T€HOB I'YOKU TTOJISIPHO 9KCITPECCUPYETCS Y TUIaHy-
1wl (Kusserow et al., 2005; Adamska et al., 2007). Oxka3a-
JIOCh, UTO y KUIIIEYHOIIOJOCTHBIX €CThb MHOTHE “Me30-
nepMaiibHble” TeHbl Bilateria (twist, snail, forkhead), a'y
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ryOOK HaliieHbI TPAHCKPUITIIMOHHEIE (PaKTOPHI, XapaK-
TepHble U1 HeWpallbHbIX AucdhdepeHIMpoBoK (Sox,
Pax) (Martindale et al., 2004; Larroux et al., 2006). Bme-
cTe ¢ TeM y xoaHodareluisaTel Monosiga brevicollis pe-
nepTyap TPaHCKPUIILIMOHHBIX PEryJIITOPOB U CHUCTEM
CUTHAJIMHTA BBITJISIAUT CKPOMHEE: Y Hee HET 2JIEMEHTOB
curHaymHra wnt 1 TGF-3 1 oTCyTCTBYIOT reHBI KJTacCOB
POU n Antp (King et al., 2008). Bunumo, aH1iecTpasib-
HBIi T€HOM MHOTOKJIETOUHBIX YK€ BKJIIOYAJl B ceOsi
bHLH, Mef2, Fox, Sox, T-box, ANTP, Prd-like, Pax,
POU, Six, TALE v npyrvie KOHCEpBaTUBHbIE TEHHBIE Ce-
MelicTBa, HO HEKOTOPhIE U3 BbIIIENIEPEUNCIEHHBIX HE
BCTPEYAIOTCsl Y KITYTUKOHOCILIEB, TPUOOB U PACTEHUIA.
WIx nosiBiieHUe COBITagaeT ¢ BOSHUKHOBEHHUEM TIEPBBIX
MHOTOKJIETOUHBIX, a IyTUIMKALAS M AUBEPreHIIUST OT-
JIeJTbHBIX TEHHBIX CEMEMCTB COMPOBOXIAIUCH MOSIBJIE-
HUEM KpYMHBIX TaKCOHOB Metazoa. [lokazareabHBIIA
MpUMep TaKOH CUTyaIluy — MOSIBJICHUE U CTPeMUTE b~
Hast KCITAHCHST TOMEOIOMEHHBIX TPAHCKPUTIIIMOHHBIX
dakropoB 1Byx kimaccoB — ANTP (ot Antennapedia —
Hox-conepxarero nokyca Drosophila) i PRD (Paired-
like). IeHBI 3THUX KJ1TaCCOB OOHAPY>KEHKI TOJIBLKO Y Meta-
zoa (Holland, Takahashi, 2005). 1 coBepiiieHHO OCO-
OBl MHTEpeC MPEACTaBISIOT Hox-TeHbI, KOTOPEIE eCTh
uckiounTenbHo y Eumetazoa (Larroux et al., 2007)

CTPYKTYPHBIE 1 ®YHKIMOHAJIbHBIE
OCOBEHHOCTH Hox-T'EHOB

Cmpykmypa eomeodomera. Hox-reHbl KOIUPYIOT
OEITKOBBIC PETYISITOPHBIE (PAKTOPHI, OCYIIECTBIISIONTIE
KOHTPOJIb HAJl SKCIIPECCUEN T€HOB-MUILEHEN, 3a CUET
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Puc. 1. CxeMa roMeoaoMeHa B ABYX MPOEKLIUX (a) (TpeThbst
pacro3Harollas o.-Crupajib B3aUMOIEHCTBYET C GOJBIION
o6oposakoit JIHK npu momoniy crepeoTUTHbIX aMUHOKHC-
JoTHBIX ocTaTKoB Ile47, GInS50, Asn51 u Met54 (mo: Alberts
et al., 2008)) u mpumep 6eTKOBOI TTOCIIEIOBATEIHBHOCTU TO-
MeonomMeHa (6). () — KOHCepBaTUBHbBIC YYACTKM.

CBSIBBIBAHMSI C YUC-PETYSATOPHBIMU CalATaMM TIOCIIEI-
Hux. OOIasi CTpyKTypHas yepTa Bcex MmpeacTaBuTesieit
cynepceMeicTBa roMe000KCHBIX TeHOB U Hox-TeHOB B
YaCTHOCTU — HaJIMYMEe TOMeOOOKCa, KOTOPBIN Mpe-
crapiisier coboii 180-HyKJICOTUIHYIO TMOC/eI0BaTE b-
HOCTb, Koaupyrolryio 6eiakoBblii JIHK-cBsi3piBarommii
JIoMeH — TroMeonoMmeH. [oMeonoMeH cocTouT u3
60 aMMHOKHCJIOTHBIX OCTAaTKOB, YJIOXEHHBIX B TpH
OL-CIIpaju, IBe U3 KOTOPbIX aHTUIIApaUIeIbHbI, a TPe-
Ths1 (Ha C-KOHIIe) UM IepreHauKyasipHa (puc. 1). Mo-
TUB, 00pa3yeMBbIil BTOPOI M TPETheil CITMPAIIBIO, TTOTY-
yua HaszBaHue “helix-turn-helix” (crnmpajib-ImoBOPOT-
cnupaib). PacnosHatoiasi criupajib — TpeTbsl. OHa
caiTcrennduIecKuM 00pa3oM BXOIUT B OOJIBIITYIO 00-
posnky cnupanr JHK. MuHUManbpHbBIN caiiT mIs 1Mo-
calKil TOMEOJOMEHHOIro OelKa MpeacTaBIsieT COO0O
KOpOTKytlo TocienoBatenbHOCTh TAAT[t/g][a/g]. Ee
pacIto3HaOT aMMHOKMCIOTHBIE ocTaTku le47, GInS0,
Asn51 1 Met54 tpeTbeit o-cripanu, a Takke Argd Ha
N-koH1Ie 6enka (puc. 1). Tonkas cnelmguka B pacro-
3HAHUU PETYJIITOPHOM 30HBI pealu3yeTcs 3a CYET CO-
ceHUX obJlacTelt TOMEOJJOMEHHOTO 0esika, B YaCTHO-
ct, 3a cuyeT goMeHa YPWM, KoTophIii B3anMOACH-
ctByeT ¢ Kodaktopamu. Ilpumepbl Takux B3auMO-
neurcTBuii onucaHbl st Hox-6enkoB apozoduibl u
mbiim. M3BectHo, uro Extradenticle (Exd) — romeomo-
MeHHBIN ¢dakTop Kimacca TALE oGpasyer mnumep ¢
Hox-6enxom Ultrabitorax (Ubx) Ha sHXaHcepe mof-
KOHTOPOJILHOTO reHa decapentaplegic (dpp). IlokazaHo,
urto B3anMmozelicTBre ¢ Exd obecrnieunBaeT BepHYIO CITe-
nudukamonHylo gyHkuuio Ubx B riepBom adbmomu-
HaibHOM (A1) cermeHTe Mmyxu. B otcyrctBue Exd cer-
MeHT cneumpumpyercs 1mo tuny A3 (Rauskolb, Wie-
schaus, 1994). TpanckpurimoHHbie (akTopsl Disco u
Teashirt — kodaxTops! aApyroro Hox-6enka Drosophila,

KOPYAT'MHA u ap.

Sex combs reduced (Scr). Ix muddepeHInanbHas ak-
TUBHOCTb B KOHTUHYYME 9KCITPECCUU Scr TIPUBOJIUT K
TIOSIBJICHUIO PasInInil MeXITy JaOWaTbHBIM U TIEPBBIM
TopakanbHbIM cerMmeHTamMu (Roder et al., 1992; Robert-
son, 2004). Y no3BoHouHbIX Pbx1 — romosnor Exd siBisi-
eTcsl KopakTopoM Hox-6e1koB 13 omHOM-AeCATH Ma-
panormyeckux rpymr. Hox-6enku-mapamorn n3 11—
14 rpynn oOpa3zyioT numepsl ¢ apyrum TALE-dakro-
poMm — Meisl (y Drosophila — Homothorax (Hth))
(Phelan et al., 1995; Shen et al., 1997). BzaumoneiicTBust
TaKOTO po/ia CIIOCOOHBI B Psie CydaeB OUYeHb TOHKO
KOOpAWHUpoBaTh padoty Hox-daktopa.

Knacmeprocms. Hox-TeHbl ObUIN TIEPBBIMM, OTKPBI-
ThIMUA B CYIIEPCEMEMCTBE TOMEOOOKCCOMEPKAIINX T'e-
HOB. AHOMAaJIMM, CBSI3aHHBIC C HApYIICHUEM 1X (PyHK-
1IMI1, JTaBHO MNpUBJIEKIM K cebe BHMMaHUE U ObLIU
OIMCaHKI ellle B IT03anpoluioM Beke. HapyiieHws B pa-
0ote Hox-TeHOB MpUBOAST K TOMEO3UCHBIM TpaHChOp-
MalusM, CYThb KOTOPBIX B 3aMEIEHUM HOPMAILHOM
CTPYKTYPBI IPYroi, CEPUINHO-TOMOJIOTUYHOM U JiexXa-
IIeii BBIIIe WIM HIDKE 110 OCHOBHOM (TIepeaHe3aaHeit)
OCHU TeJia.

IMTo manHBIM (PUITOTEeHETUYECKOTO, CTPYKTYPHOTO 1
(hbyHKIIMOHAJIBHOTO aHaIN3a, TeHbl Hox-Knactepa Bila-
feria OTHOCSTCSI K YEThIpeM mozaceMeiicTBaMm (puc. 2):
1) nmepenHue TeHbl (mapajdorudeckue rpymmsl (PG)I1—2
Y XOpAOBBIX WK lab, pb — y HaceKoMbIX); 2) Hox3-110-
no6Hble TeHbl (PG3; Hox3/zen); 3) LieHTpabHbIEe TEHbI
(PG4-S; Dfd, Scr, Antp, Ubx, abdA); 4) 3anHue wiv o-
cTepuopHble reHbl (PG9—-14; AbdB).

Knacrepnast opranmzaiust Hox-TeHOB — CTPYKTYp-
HOE CBUJICTEILCTBO UX MPOoUcXoxaeHus. CoracHo ru-
note3e bputrena u Kosna (Britten, Kohen, 1968; muT.
no: IunbGept, 1995), TaHaeMHbIE ceMeENCTBA UIACHTUY-
HbIX TTocyenoBarebHocTel JIHK Bo3HUKAIOT B pe3yJib-
Tare “CKa4yKoOOpa3HOIl peIUIMKalKi~ HEITOBTOPSIO-
miercs “apXeTUITMYECKO” TI0C/IeIoBaTeIbHOCTH. 3a-
TeM BTU IyIUIMIUPOBAHHBIC KOMWU MOTYT TMOIBEp-
raTbcsl “He3aBUCUMBIM MyTalysM” 1 otoopy. UMeHHO
IMyTeM TaHOEMHBIX AYIUIMKALIMI Ha 3ape CTAaHOBJICHMS
Eumetazoa ¢popmupoBaics kinactep Hox-reHOB. DT
TeHBI YIOOHO KJIACCU(UILIMPOBATH ITO MapaJIOrM4eCKIM
rpyrmaM. Optojoru Hox-TeHOB — 3TO TOMOJIOTUYHbBIE
Te€Hbl, TpUHAAJIEXAILE K OJHOM’ U TOM >Ke Mapajoruye-
CKOW TpyIrie, HO 0OHAapy>XeHHBIE Y Pa3HbIX BUIOB. [eH
B IIpeeIax CBOeU NapajaorniaecKoil IpyniThl SBOIIOI-
OHHO “3aKOHCEepPBUPOBAH” M Kyda OOJIbIlle ITOXO0X Ha
OPTOJIOT, MPUHAJIEXKAILUI APYTOMY OpTaHU3MY, UeM Ha
COCEIHIOI TOMOJIOTMYHYIO IIOC/IeOOBATEIbHOCTD W3
JIPYroi napajori4yeckKoi rpyniibl.

V nopaBiIgIoOIIEro 4mMcia XXKMBOTHBIX Hox-Kitactep
onuH. OIHAKO B 3BOJIIOIIMOHHON BETBU IMTO3BOHOYHBIX
MepUOINYECKA MPOUCXOIUIN OYTIIMKAIIMA BCETo Te-
HoMa 1 Hox-kimactepoB B yacTHOcTH. ClieHapHil 5THX
JyTUTMKALAM, BEpPOSITHO, ObUT TaKKUM: TIepBast TyTIiKa-
st Hox-xiacrepa (MOXOXero Ha KJjlacTep COBpEMEH-
HOTO JIaHIIETHWKA) TTPOM30IIUIa Y OOIIETo TpeaKa ye-
JIIOCTHOPOTBHIX M OeCcUeIoCTHBIX phli0 0ko10 500 MJIH
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Hox-KJIACTEP 1 5BOJIIOLIUA MOP®OT'EHE30B

JIET TOMY Has3azd, U MpPU 3TOM TIPeAKU COBPEMEHHBIX
MUKCHUH U YETIOCTHOPOTBIX COXPAHWIM OOJIBIIYIO YACTh
OPTOJIOTOB MCXOMHOTO KJIacTepa, a MIUHOTH TTOTePsITH
vacth reHoB (Papageorgiou, 2007). 3aTeM 4e1F0CTHOPO-
ThIE el1Ie pa3 AyTUTMLIMPOBAJIM T€HOM, M YeThIpe KjlacTe-
pa Hox-reHoB ObUM yHacnenoBaHbl Tetrapoda. B muaun-
SIX GECUEITIOCTHBIX PhIO ABAXKIBI IIPOU3OIILIN HE3aBUCH -
Mble AyrMkaumu. Jlyrmkamuu — Hox-KiactepoB
MNPOAO/KUINCH U B IMHUM YETIOCTHOPOTHIX, TaK, Ha-
MIpUMEpP, YV KOCTUCTBIX PHIO OOHAPYXXMBAeTCS OT 8 OO0
14 xnmactepoB (Amores et al., 2004; Dehal, Boore, 2005).
MHorue reHbl 1 Jaxe 1eJible K1acTepbl TEPSUTUCH B 3BO-
JIIOLIMOHHBIX BETBSIX UETIOCTHOPOTHIX. K TIpumMepy, pbI-
0a dyry (Takifugu rubripe) moTepsijia OPTOJIOrY KjlacTe-
poB Cu D (Kuracu, Meyer, 2009), a MyieKonuTaolue B
001Iel CJIOXKHOCTU He GOJIbIIIe CEMU TeHOB Ha MyTU OT
Oo0IIIeTOo C APYTMMU YETIOCTHOPOTHIMHU TpeaKka. DTH
yTpaThl U IPUOOPETEHUST HE TOJIBKO OTpaXkaloT (prjiore-
HETUYECKUE OTHOLIECHUSI B IIPee/iaX COBPEMEHHBIX Ue-
JIFOCTHOPOTBIX HO, TI0 CYTH, WITIOCTPUPYIOT UX 3BOJTIO-
LI1IO.

Konauneaprnocms. Bricokast KoHcepBaTUBHOCTh Hox-
OCIKOB M CTporasl CTPYKTypHasl yMHOpsiIOYeHHOCTh
Hox-TreHoB B Iipeeiax KJIaCTepOB TOBOPSIT O KOHCEPBa-
TUBHOCTU nx QyHKumK. Panusas skcnpeccuss Hox-re-
HOB Y OOJIBIIIMHCTBA OWJIaTepalbHbIX KWUBOTHBIX MO~
pasgensieT (perioHaIM3yeT) IepeIHe3aIHIOn OCh Teja
Ha IIMPOKHME TOMEHBI. DTH 00JacTh BiusHUSA Hox-pe-
T'YJIITOPOB KOJMHEAPHBI MO3UIIMU TeHa Ha XpOMOCOME.
HMHbIMU clTOBaMM, TTIO3ULIMS Te€HA B KJIacTepe OTpeacisi-
€T MECTO ero 3KCIIPeCCUU BIOJb MepeaHe3aaHel ocu
sMOproHa. MTHTepecHO, YTO TOYTH BO BCEX MCCIENO-
BaHHBIX CJTy4YasX CaMylO0 pOCTPaJbHYIO TPaHMIIYy 3KC-
MIPECCUM BbIKA3bIBAIOT Hox-reHbl 13 BTOPOU ITapaJIoru-
yeckoii rpymiibl (PG2), a He redbl u3 rpynnbsl PG1. K co-
KaJleHW10, Majlo KTO M3 MCcienoBaTesieil obpaliaer
BHMMAHME Ha 3TO ITOBCEMECTHO BCTpEYaIOIIeecs WC-
KJTIOUEeHUE.

IIpupoma kKonmmHeapHOI 3Kcripeccun Hox-TeHOB
aKTHUBHO HCCJIAYeTCsI, U yKe ceiuac MOHSITHO, YTO B
OCHOBE ee JeHCTBYeT He EeIMHCTBEHHBI MeXaHW3M.
[lepBUYHO- M BTOPUYHOPOTHIE >KUBOTHBIE W30pain
pa3Hble CTpaTerMu it ynpasieHus Hox-reHamu.
OrpoMHble KJIacTepbl HACEKOMBIX M HEMaTol 4acTo
BKJTIOUAIOT B ce0sI TOCTOPOHHYE, HE TOMEOOOKCHbIE Te-
Hbl (amalgam, tRNA, xytukynspHble reHsl). I[TpoTs-
JKEHHBIE PEeryJIsITOpHbIe 001acTh Hox-TeHOB y HaceKo-
MbIX OPTAaHM30BaHBI B BUIE MOJIYJIEi, CIIOCOOHBIX aK-
TUBUPOBAaTh OOVWH W TOT Xe TeH B CaMbIX pPa3HBIX
MPOCTPAHCTBEHHO-BPEeMEHHBIX KOHTeKcTax. K npume-
py, Ubx y 4elyeKpbIIbIX HEe TOJILKO OMpeaeisieT Mo3u-
LIMIO0 U MOP(MOJIOTUIO TPETHETO TPYIHOTO CETMEHTA, HO
Y MHOTO TO3Xe BKJIIOYaeTcsl 11 MOAU(UKALIUUA PU-
CyHKa LIBETHBIX YEIIyii Ha BTOPOIl Mape KPBLILEB
(Weatherbee et al., 1999). IIpocTpaHcTBeHHAsT yropsi-
JIOYEHHOCTb 3KCITPECCUU OCYIIECTBIISIETCST 3AeCh OJia-
romapsi padboTe PETYISITOPHBIX MOMYJIEH, KaxXKIblil U3
KOTOPBIX COCTOUT M3 HECKOJIBLKIX PA3HOPOIHBIX CANTOB
CBSI3BIBAHUST PETIPECCOPOB U aKTUBATOPOB TPAHCKPUII-
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Puc. 2. I1pocTpaHcTBEeHHas1 M BPEMEHHAsI KOJIMHEApHOCTh
aKcrpeccud Hox-TeHOB y 3MOPUOHOB YJIEHUCTOHOTMX U
Ha3eMHBIX TO3BOHOYHBIX (T10: Wolpert, 1998, c uameHeHwMsI-
MU), BbIpRKEHHAs] B JIMHEHHOM COOTBETCTBUM TMO3WULIMM
KaXI0ro reHa Ha XpOMOCOME M MECTOM/BPEMEHEM €r0 IKC-
Mpeccuy BIOJb MEPeIHE3aIHel OCU XKUBOTHOTO. [eHBI O/~
HOM MapajorMyecKoOu rpyIrinbl BbIACIEHbl OIHUM LIBETOM.
BunHo, uto Hox-KiacTtep MocjieTHero ooIero npeaka nep-
BUYHO- Y BTOPUYHOPOTBIX KUBOTHBIX COCTOSLT ITO MEHBILIEH
Mepe U3 CEMU TeHOB, CPeIY KOTOPBIX LIeHTpaIbHbI (PG6/S)
¥ octepuopHbIil (PGY/14) mapanoru AyruiMiiipoBaIUCh U
JIMBEPTUPOBAIA HE3ABMCUMO B Pa3HBIX 3BOJIOLMOHHBIX
BETBSIX.

uu. BkatoueHne mim BeikJiioueHue Hox-reHa 3aBUCUT
B IAHHOM CJIy4ae OT MHTepIpeTallii aKTUBHBIM MOy~
JIEeM COBOKYITHOCTH CUTHAJIOB, 3(p(peKTOpaMm KOTOPHIX
SIBJSIIOTCSI  TPAHCKPUIILIMOHHBIE (DaKTOPhI, CTOSIIINE
“up-streem” 110 OTHOILICHUIO K JaHHOMY Hox-TeHy.

Hox-xnactep apo3oduibl pa3opBaH MEXIy LeH-
TpaJIbHbIMU TeHamu Anfp u Ubx u oOpa3yeT 1Ba KOM-
riekca — Antp-C u BX-C, paccTosiHUEe MeXXTy KOTOPbI-
mu cocTanisieT okosio 0.1 T.i.H.. MHTepecHo, 4TO Mexa-
HU3MBI, TIOAIEPXKUBAIOIIME 1IEJOCTHOCTh KilacTepa,
0cJ1Iab/In y APO30(MINI, HACTOJIBKO, YTO pa3HbIe BUAbI
pona IeMOHCTPHUPYIOT CaMble pa3Hble BAPUAHTBI CTPYK-
TYPHBIX TIEPECTPOCK 3TOro Komruiekca. Tak y D. virilis
pa3pbIB B KJIacTepe IPOXOAUT MexXay reHamu Ubx u
AbdA (Papageorgiou, 2007). ¥ D. buzzatii npoucXoauT
peapaHXKMpOBKa TeHOB B Mpeaenax (pparMeHTOB Kia-
cTepa Tak, YTo MepBblii KOMITJIEKC COCTOMUT 13 TeHOB /la-
bial, abd-A v Abd-B, a Bropoir — u3 Ubx, Antp, Scr, Dfd,
pb (Negre, Ruiz, 2007). BMecTe ¢ TeM reHOB BCETO I10-
MpeXXHEMY BOCEMb, U CAMU MYXM BHEIITHE Majlo OTJI-
yaroTcs Apyr oT apyra. Jpo3oduia — HeynauHbIiA 00b-
eKT IJISI CCIIENOBAHUST aHIIECTPATbHBIX MEXaHU3MOB
peryasitiuu Hox-reHoB. DTO HaceKoOMOoe ¢ JUTMHHOM 3a-

3*
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POIBIIIEBO MMOJIOCKON, U MHOTHE paHHHE MOpdoreHe-
TUYECKHE COOBITHS (CerMEHTAalIMsI, OceBasi peTMOHaI-
3a1Ksl) MMPOUCXOISAT y Hee B OUeHb KOPOTKUI TTPOMEXKY-
TOK BpeMEHU. Y HaceKOMbIX C KOPOTKOW WU
MPOMEXXYTOUHOI 3apOAbIIIEBO MOJOCKOU (MpsiMO-
KpBUIbIE, XYKI) CETMEHThI (hPOPMUPYIOTCS TIOCTIEA0BA-
TEJIbHO, U3 30Hbl POCTa, aHAJIOTUYHO COMUTAM MO3BO-
HOYHBIX. ¥ XyKa Tribolium xnactep Hox-TeHOB 1LIeJ10CT-
HbIl 1 ToHOpa3MepHbIil (Shippy et al., 2008). TTpu
¢dopMHrpoBaHUM a0MOMMHAIBLHBIX CETMEHTOB 5'-acco-
LIMMpoBaHHbIE Hox-TeHbl XKyKa aKTUBUPYIOTCS MOCTe-
JIOBATEJIbHO.

HMHTepecHO, 4TO XMBOTHBIC C €CTECTBEHHBIMM Pa3-
pbiBamu B Kyiactepe reHoB (Drosophila, Ciona, Capitella)
M TaXKe Te, Y KOTOPBIX KJIACTEP MOJTHOCTHIO IE3MHTETPH -
poBaH (Oikopleura), IeMOHCTPUPYIOT YITOPSIIOYCHHYIO
TpaHCKpUILuo Hox-reHoB BOOJb NepeaHe3agHel OCU
(Wadaet al., 2003; Ikuta et al., 2004; Seo et al., 2004; Ed-
vardsen et al., 2005; Frobius et al., 2008). ITpocTpaH-
CTBEHHasl KOJIMHEApHOCTb dKcIpeccuu Hox-reHoB He
3aBUCUT B JAHHOM CJIydae OT MX YIOPSIOYEHHOIO pac-
MHOoJIOXKeHUS B KiacTtepe. OmMHAKO CyIIECTBYET KOJIMHE-
apHOCTb XpOHOJIOTUYECKas, U BpeMEHHas1, Koraa re-
pemHuii TeH (3'-acCOLMMPOBAHHBIN) AaKTUBUPYETCS
paHblle 5'-accOLMHUPOBAHHOIO cocena. Ata ¢hopMa Ko-
JIMHEAPHOCTU OTCYTCTBYET Y OOJIBIIIMHCTBA UCCJIEIOBaH-
HBIX KBOTHBIX C (pparMeHTUPOBAHHBIM I Pa30pBaH-
HbeM KitactepoM (Ikuta et al., 2004; Seo et al., 2004).

Kitacteppl NO3BOHOYHBIX OYEHb KOMITAKTHBI
(~100 T.I1.H.), He “3aMycOpeHBI” TTOCTOPOHHUMM IIO-
CJIeOBaTeILHOCTSMU 1 HE colepkaT TPaHCIIO30HOB
(Duboule, 2007). Takast crporo noaaepxxmuBaeMast 0T00-
POM CTPYKTYypa KJIACTEPOB HAIIPSIMYIO CBsI3aHa C UX OCe-
BOIl permoHau3yomeii pyHkuueit. ITpoctpaHcTBeH-
Hasl KOJIMHEapHOCTh AKCIIpeccun Hox-reHoB BIOJIb I1e-
pemHe3amHe OCH ONPEACIISICTCS Y TI0O3BOHOYHBIX Yepe3
KOJIMHEApHOCTh TeMITopaibHyto. [lociienoBaresibHast
MUTpaLs] U MHTPECCUSI KJIETOK 3IMMOJIacTa B IEPBUYHYIO
MOJIOCKY Y KypUHOTO SMOPHOHA IIPOMCXOAUT Oaromapsi
YIIOPSIIOYEHHOM BO BpPEMEHM TpaHCKpurumu Hox-re-
HOB. B aKkcmepumeHTe HapyllleHUsT B TMpenenax
JHK-cBs3biBaroniero nomeHa Hoxb9 npuBomsIT K TOMY;,
YTO 3KCIIPECCUPYIOIINE €r0 KJIETKA MUTPUPYIOT paHb-
e, yeM B HopMe (limura, Pourquie, 2007). MexaHU3MBI,
KOTOpBIE YIIPaBISIOT ITOCIEI0BATEILHBIM “BKIIIOYeHU-
em” Hox-TeHOB B KJIacTepax ITO3BOHOYHBIX HE SICHBI JIO
KoH11a. MI3BecTHO, 4TO yropsimoueHHast SKCITPECCUST OT-
JIeJIbHBIX Hox-TeHOB B TI0YKEe KOHEYHOCTU 1 B TIEPBUY-
HOI1 TIOJIOCKE Y MBIIIIM MOXET OBbITh 9KCIIEPUMEHTAIBHO
HapyllleHa, €CJId MX TMO3WLMI OTHOCUTENBHO 3'- U
5'-KOoHLIOB Ki1actepa uaMeHuTh (Tarchini, Duboule, 2006;
Tschopp et al., 2009). Cyl1iecTBYIOT 3HXaHCEPbI, KOTOPhIE
KOOpIMHUPYIOT paboTy Hox-Kinactepa MO3BOHOUHBIX
Kak enuHoro komrurekca (Spitz et al., 2003; Tarchini,
Duboule, 2006). B T0 ke BpeMs1 B IepUoj, paHHE 0ceBOIA
akTiBauyu Hox-Kmactepa B IIEPBUYHON ITOJIOCKE BaK-
HYIO pOJIb UTPAIOT I'paueHThl MOp(oreHoB 1 mytu Fegf-
n Wnt-curHaymara. BeposiTHO, KOHTpoOJIb Ham 3KcC-
npeccueii Hox-reHOoB B 3MOpuoOreHe3e I03BOHOYHBIX

KOPYAT'MHA u ap.

HE OrpaHNYMBaeTCs KAKUM-JIM00 OTHUM MEXaHU3MOM,
a BKJIIOYAeT B cebs KaK peopraHu3alyio XpOMaTHUHa,
TaK 1 pabOTy yIaJeHHBIX ¥ TCHOCTICI(PUIHBIX ITPOMO-
TOPOB. DTa PETYISATOPHAsT TIACTUIHOCTb MOTIJIA OBITh
yHacjIeA0BaHa OT OOIIEero IpeaKa OunaTepalbHbIX K-
BoTHbIX — Urbilateria.

Hox-TTAPAJIOKC 1 EI'O PASPEIHIEHUE

OtkpbiTUEe HOX-T€HOB 1 MHOTUX APYTYX 3BOJIOLIM-
OHHO-KOHCEPBATUBHbBIX TEHHBIX CEMENCTB, UMEIOIIUX
CTEPEOTUNHBIN MATTEPH IKCIIPECCUU, MOPOAWIO 1Ie-
JIBII PsiZl HOBBIX BOMpocoB. OHa U3 TaKUX 3arajok Io-
Jiyaria Ha3BaHue “ Hox-mmapamokce”. CyTh mapamokca B
TOM, YTO HECPAaBHUMasI 110 YPOBHIO MOP(HOJIOTMYECKOTO
pa3HOO0pa3Ksi COBOKYITHOCTD OUJIaTepabHBIX KMBOT-
HBIX UCITOJIb3YET OJIUH U TOT K€ HaOOPp PETYJISITOPOB IS
MOCTPOEHUST TIPUHLIMITUAIBHO pa3HbIX Tes. s Toro
YTOOBI pa3pelIMTh ITOT ITapag0OKC, HEOOXOAUMO ITOHSITh
TOHKYIO MeXaHUKY paboThl Hox-reHOB Ha pa3HbIX 3Ta-
nax MopcdoreHe3a 1 pacIlMpyuTh KPYT MOJETbHbBIX 00b-
€KTOB.

CmpyxmypHas 26omoyuss Hox-eenos. IlepBuuHast
rnocJiefoBaTe/IbHOCTh TOME0OOKca O4YeHb KOHCEepBa-
THBHA W B HAMOOJIBIIIEH CTETICHU TIPOSBIISIETCS Ha TeX
y4JacTKax, KOTOpbIe OTBETCTBEHHBI B O€JTKEe 3a CBSI3bIBa-
HYE U pacIio3HaHUE PETyJISITOPHOIO caiiTa reHa-Mullle-
HU. OYeBHIHO, YTO JaXke MUHUMAJIbHBIC Bapyallid B
CTPYKTYype TOMeOIOMEeHA KapANHATBHBIM 00pa3oM Me-
HSIFOT BEChb CIIEKTp MHUIIEHEel TPaHCKPUIILIMOHHOTO
dakropa. Tem He MeHee ITPUMepHl TAKUX M3MEHEHUIA
BcTpevatotcs. Hanpumep, reH Bicoid (bed) y Drosophila
BO3HUK U3 npeakoBoro Hox-reHa (Stauber et al., 1999).
XOTsI 3TOT reH KOOPAMHATHEIN, OH BOBJIEYeH B MOP(O-
TEeHETHYECKYIO TTpOTrpamMMy TIEpBUYHOTO CTAaHOBJICHUS
nepeaHe3aaHel MOJISIPHOCTH, a He B TPOLIeCChI MaTTep-
HUPOBaHUs U crieliMdurKalMy nepeaHe3anHeii ocu (oc-
HoBHas ¢yHKuMsI Hox-reHoB). EnuHCTBEeHHAsI 3aMeHa
rJIyTaMyiHa Ha JU3uH B 50-1 MO3UIMM TOMEOoJoMeHa
MPUBOAMT K MOJTHOM cenapalyu MUIlieHel MexXy bed 1
mo6biM 13 Hox-renos (Hanes, Brent, 1991). 3a nipene-
JlaM1 TOMeo0OOKca Bapralliy BCTPEYArOTCs JOCTATOYHO
YacTo U MOTYT UMETb BaXKHbI 9BOTFOLIMOHHBIN CMBIC]T.
Tak, TaHmeMHast TyTUTAKAIIAS aJJaHHA, CITYIUBIIAsICS y
MpenaKa HaCeKOMBIX BO BHETOMEOOOKCHOI YacTH TeHa
Ubx, mpuBesia K MOSIBJICHUIO Y 3TOTO reHa HOBOi (hyHK-
mun: 6enok Ubx Hauvan penpeccrMpoBaTh TPAaHCKPUII-
uto reHa distal-less (dll), yAvBepcaTbHOTO MHIYKTOPA
MpoKCUMOIUCTaIbHbIX oceit y Bilateria (Grenier, Car-
roll, 2000).

BDeoaroyust Ha yposHe eenos-muuieneil. Tapcua-ben-
mmno (Garcia-Bellido, 1975) BeIIBUHYI UACIO O TOM,
qto Hox-TeHbl — celeKTOpHl (IepeKIodyaTesin), KOTo-
pble e1aloT BBIOOP MEXIY aJITepHATUBHBIMU COCTOSI-
HUSIMU JIeTEpPMUHALIMKM Ha YPOBHE MeTaMmepa. YHUBeEp-
CaJIbHOCTb I KOHCEPBAaTUBHOCTb HoX-TeHOB CTAHOBUT-
CsI BIIOJTHE OOBSICHUMOM, €CJIV TPEATTOTOXUTh, 4YTO 3TU
peryJISiITOpHbIE TeHbl padOTalOT, KaK YCTOWYMBBIE OU-
HapHble Tiepekioyareii. OHU MOIYT OBbITh TOJIBKO
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Hox-KJIACTEP 1 5BOJIIOLIUA MOP®OT'EHE30B

“BKJIIOYEHBI” WU TOJBKO “BBIKIIOYEHBI” B KaxKIOM
KOHKPETHOM MeTaMepe, ITOTOMY UTO JIFOObIC IpyTUe Ba-
PUAHTHI IPUBOAAT K TOMEO3UCHBIM TPaHCHOPMALIMSIM,
KOTOpBIe Yy BEICOKOIU (M GEePEeHIIMPOBAHHBIX YWIEHUCTO-
HOT'MX HECOBMECTHMBI C XKMU3HbIO. DBOIIOLIMS IO 3TOMY
ClieHapHIo Kacajlach TOJIbKO Hox-TMOJYMHEHHBIX TeHOB,
T.e. TeHOB-MHTepHpeTatopoB Hox-Koma. Benmmkoner-
HbIE 3KCIIepUMeHTaIbHBIe paboThl Kapposia Bropoit
MojIoBUHBI 1990-X HaMISIAHO MOKAa3aiu CeJIEKTOPHYIO
¢yHK1IMI0 HOX-T€HOB Y MX 3BOJIIOLIMOHHYIO POJIb B IU-
BepcUUKaALIMKU TUIAHOB TeJIa YWICHUCTOHOTHX, B YacT-
HOCTH, KaKuM 00pa30M IIUTa SBOJIIOLNS KPbIJIaThIX Ha-
cekoMbix (Carroll et al., 1995; Grenier, Carroll, 2000).
[To-BuaumMoMy, mporpamMMa pa3BUTHS KpbLia BO3HUKIIA
€IMHOXIbl U peau3oBajlach cpa3y BO BCEX TYJIOBMIII-
HBIX CETMEHTAX MpeaKa KPbIJIaThIX HACEKOMBIX. B paH-
HeM KapOoHe (325 MJIH. 1.H.3.) yXe CYIlIeCTBOBaI Ha-
cekoMble (Paleodictyoptera), HUM®BI KOTOPBIX HEC/IU
KPBUIOBUIHBIE BBIPOCTBI HA TPYAHBIX U a0IOMHHAIIbL-
HbIX cerMeHTaX. [locTeneHHO B XO[e 3BOJIOLIMU pa3-
JIMYHBIEC TeHBI-YYaCTHUKU IIPOrpaMMBbI Pa3BUTUST KPbI-
JIa IEPEXOAWIN IO PEIIPECCUBHBIN KOHTPOJIb Hox-Te-
HOB. MOXHO SKCIIEPMMEHTAIBHO MOJYYUTh IPO30-
dwy, MyTaHTHY10 10 Hox-reHaMm Scr u Abd-A. Y takoii
MyXU 3a4aTKU KPbUIbeB C(HOPMUPYIOTCS B OOJIBIITUH-
CTBe TYJIOBUIITHBIX cerMeHTOB (Carroll et al., 1995). He-
KOoTopble Hox-TeHbl TOYTM HUKOTJA He “BMEIIMBa-
JIMCh” B MPOrpaMMy pa3BUTUSI KpbLia (Hanpumep, Antp
BO BTOPOM TPyOHOM CEIMEHTe), Apyrue “OTMEeHWIN”
3Ty mporpaMmmy HacoBceM (Scr — B MIEPBOM T'PYIHOM
cerMeHTe, Abd-A — B OPIOIIHBIX CerMEHTaX), TPEThU €€
momupunpoBam (Ubx). DBOMOLMS PETYJIITOPHOM
MPOrpaMMBbl Pa3BUTHSI KPbLIA IIPOUCXOAMIA B Pa3HbIX
OTpsiIaX HACEKOMBIX He3aBUCHUMbIM OT Hox-TreHOB 00-
pa3om, Ho MopGoIorndecKast pa3sHULA MEXKIY KPbUTbSI-
MU OIHOTO U TOTO K€ HACEKOMOTO — pe3y/IbTaT BJIHSI-
Hust Hox-reHa Ubx, KOTOPBIi1 y BCeX HACEKOMbIX aKTH-
BU3UPYETCSI B TPEThEM TPYIHOM CErMEHTE U OepeT IO
CBOM PEIPECCUBHBIA KOHTPOJIb Pa3HbIC T€HBbI-MUILIE-
HU. B paznmnyHbIX OTpsimax HACEKOMBIX MUILIEH MOTYT
ObITh pasHbIMU. Y Tribolium castaneum (Coleoptera)
PHK-mHTepdepentsg rena Ubx IpMBOIWT K TpaHC-
dopMalLIMi KPbLIbEB Ha TPETheM IPYIHOM CerMEHTE B
xectkue amuTphl (Tomoyasu et al., 2009). OueBumHO,
YTO B JaHHOM CJIydae pernpeccuBHast pyHKius Ubx Ha-
MpaBJicHa Ha OTMEHY 3K30CKeJIETU3all1 BTOPOIi Maphbl
KpBLIbeB, Omaromapst yeMy Coleoptera mpro0penu 3a-
IIUTHBIE HAAKPBLIbS U COXPAHUIIN CIIOCOOHOCTH K IT0-
JIeTy — TaK OJIHA M Ta XK€ TporpaMMa MoauMUIIMpyeTCs
B Mpejiesax OJHOTO U TOTO K& OpraHu3Ma U jaet Gora-
TYIO TIOYBY JIJISI afanTUBHOM paguauyu. O4eHb MOXO0-
XKasl peryJsiTOpHasl Urpa 3aTparuBaeT 3BOJIOLIMIO Ce-
PUIHO TOMOJIOTMUHBIX CTPYKTYP Y UJIECHMCTOHOTUX B
enom (Averof, Patel, 1997; Pavlopoulos et al., 2009).

Beonroyust Ha yposHe eeHo8-peayasmopos. I1ociie Toro
KaK CITIEKTP MOJAEIbHBIX O0bEKTOB MOJICKY/ISIPHOI O1O-
JIOTAM Pa3BUTHSI OB PacIIUPEH, CTAJIO SICHO, 4TO Tpa-
HUIIBI 9KCIIPECCUU OPTOJIOTMYHBLIX HoX-T€HOB MOTYT
CWIBHO BapbUpOBaTh Y XKMBOTHBIX 13 Pa3HbIX KJIACCOB
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OHOTIO TUIIA, & B HEKOTOPBIX CIy4asiX pa3iudus eCTh U
B npeneax ogHoro kiacca (Crustacea, Malacostraca).
I1pn 3ToM MopdoIornYecKrie rpaHULIbI OTACIOB TeJla
COBIIANAIOT y OMJIaTepaIbHBIX XKMUBOTHBIX C TPaHUIIAMU
9KCIpeccuu oTaeabHbIX Hox-reHoB. CyllecTByeT 3BO-
JIIOLMOHHO TactiyHas “Hox-dopmyna”, nepemMeH-
Hble B KOTOpOI (Bpemsl aKTUBALlMU, JUIUTEJbHOCTh U
MPOCTPaHCTBEHHAs MPOTSLKEHHOCTb 30HbBI 3KCIIPECCUN
JUIST Kaxknoro Hox-reHa) ornpenesisiioTcsl peryasTropaMu
“up-stream” (reHbl Gap, CErMEHTHOI TIOJISIPHOCTH,
cad/Cdx n T.A.) IpyU COXpaHEHUU OOILEro MpUHIIMIIA
oceBoM KonmmHeapHOCcTH. CerMeHThI CO CXOTHON MOp-
dorrorveit n GyHKIIMEH 00 beAMHEHBI Y YJICHUCTOHOTMX
B TarMbl 1 3KCIPECCUPYIOT CXOMHBIN Ha00op Hox-reHOB.
YV pakooOpa3HBIX 3BOIIOLMOHHBIC MI3MEHEHMS B ITO31-
UM TarM XOPOIIO ITPOCJICKMBAIOTCS Ha YPOBHE OT-
JIEJTbHBIX KJIACCOB U OTPpsiAoB. CyIIeCcTBYeT KOPPEIISIIST
MEXIYy YWCJIOM MaKCWUIONOAUI (HOroyestocTeil) u
nepenHei rpanuiieit skcnpeccun Ubx B TpyIHBIX CET-
MEHTaX y paKooOpa3HbIX. ¥ TMTPUMUTUBHBIX KaOpPOHO-
rux (Branchiopoda, Artemia) HeT MakCWJIJIONIOAW U
BCE TPYIHBIE CETMEHTBI CXOIHBIM 00Pa30M 3KCITPECCH-
pytor Ubx (Averof, Patel, 1997), onHako B mnpeaenax
kiraccoB Maxillopoda m Malacostraca HOro4eJIroCTH Io-
SIBJISIIOTCST Ha TIePBBIX TPYOHBIX cerMeHTax. Yuciao ta-
KMX CETMEHTOB BapbUpYeT B IIpeAe/iaxX pa3HbIX OTPSIOB
Kimacca Malacostraca 1 4€TKO COOTHOCHUTCSI CO CMEIIIe-
HUEeM BKcrnpeccuoHHoi rpaHuubl Ubx. Ha rpymHbix
CerMeHTax, B KOTOPBIX HeT akcnpeccun Ubx, pa3BuBa-
10TCsl HorouenocTu. MHTepecHo, uto y Porcellio B paH-
HeM sMOpHOreHe3e Mapa KOHEYHOCTEH Ha IepeaHeM
rpynHoM cermeHTe (T1) Majio oTiMyaeTcst oT IOKOMO-
TOPHBIX HOT, OCTEIIEHHO MOP(OJIOTHSI UX MEHSIETCSI, U
y B3POCJIOTO >KMBOTHOTO OHM CTAHOBSITCS HOTOYENIO-
cramu. Oprodor reHa Ubx y Porcellio He aKcripeccupy-
etcs B T1 HU Ha ogHOM U3 cTaauii sMOpuoreHes3a (Aver-
of, Patel, 1997), Tam pabotaet npyroii Hox-treH — Scr.
Ha panHux stanax pa3putus B T1 nmpucyTcTByeT TOIb-
KO TPaHCKPUIT Scr, 9TO TOBOPUT O CYIIECTBOBAaHUU
TPaHCISILIMOHHOTO 0710Ka B OTHOIICHUM 3TOM MaTpHU-
116l BeKoBbIi (hakTOp BBISIBIISIETCS TIO3KE, U €ro T10-
SBJIEHUME COBMaAaeT ¢ HayajaoM Mop¢hOJIornyecKoi
TpaHcdopMalri HOr B Horodemocty (Abzhanov, Kauf-
man, 1999). Bo3aMoxkHO, Scr — KJIIFOUEBOI TeH, OIpee-
JISTIOIIMI MOP(OJIOTUIO MAaKCUILIOTIOAUI, a CMEIIEHUE
rpaHulIbl 3Kcripeccun Ubx nenaeT 3Ty ero (pyHKIIUIO
BO3MOXKHOI. DKCIIEpUMEHTaIbHO ObLIO TTOKa3aHO,4TO
aKTonmyeckas akcrnpeccust Ubx y ampunonsl Parhyale
hawaiensis TpaHC(OPMUPYET HOTOUYETIOCTU B XOOWJIb-
HbIE HOTY, a BTOPYIO ITapy MaKCWLI IIpeBpalliaeT B HO-
rouemocti. PHK-uHTepdepenumsi Ubx mpuBOauT K
obpaTHOMY 3((MEKTY: YBEJIMIMBACTCSI YMCIO0 MAKCHII-
Jionoauii 3a cueT xomwibHBIX HOTr (Pavlopoulos et al.,
2009; Liubicicha et al., 2009). BaxHo, 4TO CTCIeHb
TpaHchopMalli ONHOM CTPYKTYpPhI B OPYIYIO Ipamy-
aJbHa M 3aBUCUT OT YPOBHSI BKTOIMMYECKON IKCITpec-
CUU. DTO 3HAYUT, YTO M3MEHEHUE TPaHUILIbI SKCITpeC-
cuu Hox-reHOB MOXET IPOMCXOAUTD B XO/I€ SBOJIIOLIMU
HE CKa4KooOpa3Ho, a ITOCTEIIEHHO.
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IepenHe3agHsIst OCh HO3BOHOYHbBIX OAPA3ICISICTCS
Ha MOpdOJOrnYecKn 4eTKo auddepeHIpyemMble pe-
TUOHBI (IIEHHBINA, TPYAHOM, ITOSCHUYHBIN, Ta30BLIA 1
KpeCTLOBHIN). PazHoe 41CIo cerMeHTOB, 00pa3yIoninx
3TU OTAENbI, — OCHOBA ISl BapuaOETbHOCTU MEXIY
Pa3IMYHBIMU TAKCOHAMU MO3BOHOUYHBIX U TaK Xe, Kak
U B Cclydae C WICHUCTOHOTMMU, OIPEC/ISIeTCS
“ Hox-dopmyioit”. TpaHUIIBI OTIEIOB COOTHOCSITCS C
nepeaHUMU TpaHuLIaMu aKcnpeccuu Hox-reHos. [lpu
3ameHe reHoB Hoxa3 va Hoxd3w Hoxalna Hoxb 1y MbI-
LM He TIPOUCXOAUT BUAUMBIX (DEHOTUTTMUECKUX HAPY-
LLIeHW. DTO TOBOPUT 00 MACHTUYHOCTU (DYHKLIMI 3TUX
apajioroB 1 MpeodIagaHNI0 KOJINYECTBEHHOTO BITHSI-
Hus Hapg KadectBeHHBIM (Greer et al., 2000; Tvrdik,
Capecchi, 2006). Bo3aMoxHO, TOHKHE MOpPGOIOrnye-
CKU€ pa3inurs MeXIy TMTO3BOHKaMM OJHOrO OTAesia —
CJICICTBUE KOJIMYECTBEHHON MOTU(MUKALIUU aKTUBHO-
CTU TEHOB-MMUIILICHEH, a He pa3HMUIbI MEXIy CaMUMU
mutneHsMu. OceBast aKcrpeccust Hox-KaacTepoB I10-
3BOHOYHBIX HYXXHA He Ui CIeHMMUKALNN KaXKIOro
CerMeHTa, a JUIsl CO3/aHusl IIMPOKUX BEepTeOpaTbHBIX
noMeHoB (Burke et al., 1995), rpaHULIBI MEXITY KOTOPbI-
MU OIIPEACIISIIOTCS Yepe3 “KadyeCTBEHHYIO (hyHKIIMIO
Hox-reHoB.

Beontoyus Ha ypogHe peeyrimopHblx modyaeii. CTpo-
rasi MeTaMepHasl CeJICKTOPHOCTh Hox-TeHOB He TOMI-
TBEpAWJIACh. DTU T€HBI CIIOCOOHBI K 3HAYMTEIBEHO 00-
Jiee TUIACTUYHOU PeryJisiiiu U SIBJISIFOTCS OMHAPHBIMU
MepeKIouaTelIsIMUA, CKOpee, Ha YPOBHE OTIEIbHBIX
KJIETOYHBIX KJIOHOB, a He METaMepOB B 1IeJIoM. BaxkHo,
YTO TMPHU YAUBUTEJIBHOM KOHCEPBATU3ME KOAUPYIOLLEHN
YaCTU OCHOBHBIM WHCTPYMEHTOM MOP(OIIOrMYeCcKOmi
SBOJIIOLIUM SIBJIIETCS TOHKAsI UTpa Ha YPOBHE CJIOKHO
OPraHMU30BaHHbBIX, MOJIYJIbHBIX PETYJIITOPHBIX 30H Ca-
Mux Hox-reHoB 1 X MUIIIEHEH BO BCeX INTOCKOCTSIX pe-
TYJISTOPHOI nepapXuiu. DTO HATJISIIHO MTOATBEPXKICHO B
ncciegoBaHussx CrepHa (Stern, 2003), KOTOpbIit U3ydal
TOHKME acCIeKThl 3KCIPECCUOHHON aKTUBHOCTU OJTHO-
ro n3 Hox-reHoB y HECKOIBKIX BUIOB pona Drosophila
1 10Ka3aJI, YTO HEKOTOpbIe MOPGOIOrMIecKre pasim-
YUl MEXIY TUMHU BUIAMU HaMpsIMyIO CBSI3aHbI C He-
3HAYUTEILHBIMU BapUalsIMU B aKTUBHOCTY TaHHOTO
TeHa, a 3TO B CBOIO o4epeab 00YCIOBICHO TUBEPreHII -
eli ero peryJsITOpHbIX caiiToB. B To ke Bpemsi yuc-pery-
JISTOPHBIE MOAYJIN, OTBETCTBEHHBIE 32 PAHHIOIO PETUO-
HAJIM3YIONIYI0O aKTUBHOCTh HoXx-T€HOB, MOTYT OBITh
9BOJIIOLIMOHHO KOHCEPBAaTHUBHBI, YTO MOIACPKMBACT
obmmii mmaH opranuzaiiuu (Ho et al., 2009). Mutepec-
HO, YTO Y TPAHCT€HHOM MBIIIM ¢ TECHOM-PEITOPTEPOM
10, pAaHHUM 3HxaHcepoM Hoxc8 Kypullbl aKTUBaLUs
TpaHCITeHa IIPOMCXOAWA paHblle (U POCTpalbHEN),
gyeM akTuBanusI coocrBeHHoro Hoxcs. Ien Hoxce8 xypu-
LBl in Vivo akTUBUPYETCSI paHblile U OTVKe K MepeIHen
rpanuiie Hoxc6, 9eM ero OpToJIOor y MbIIIH. [leTabHBIN
aHaJIN3 BBISIBUJ BCETO HECKOJIBKO HYKIICOTUIHBIX 3a-
MCH MECXKIY O9HXaHCEpaMU 3TUX TCHOB — 1 3TO XOpOLL[I/lﬁ
IpUMep TOro, Kak miactudHa “Hox-dopmyna”, cro-
coOHasg MEHSThCS 3a CYET O4YEeHb OrpaHMYEHHBIX
yuc-monucdukauuii (Belting et al., 1998).

KOPYAT'MHA u ap.

Hox-TEHbBI U ®UJIOT'EHHMA Bilateria

CrpykTypHast U (pyHKIMOHAJIbHAS KOHCEpBATHB-
HOCTb Hox-0enkoB HempaBOOIIOJOOHO BeluKa. Y
TPaHCTEHHBIX MyX, COACPKAIINX B TeHOME Ko Hox-
TEHOB MBIIIM IO IPOMOTOPaMU OEJIKOB TEIJIOBOTO
III0KA, BKCIPecCcUsi KOHCTPYKLNI MTPOBOLIUPOBAa Te
Ke caMble aHOMAaJMU, KOTOphle MOXHO BHIETb MPU
CBEPX3KCIPECCUM COOCTBEHHBIX OPTOJIOIOB JIP030(Pu-
a6l (Malicki et al., 1990; Zhao et al., 1993). O1o o3Haua-
€T, YTO, HECMOTP Ha pa3HULy B 600 MJIH. JIET, pa3nesis-
IOLIYIO ITIEPBMYHO- Y BTOPMYHOPOTHIX XKMBOTHBIX, HOX-
GEJIKM COXPaHWIM CPOACTBO K OINpeAeSIeHHBIM MMUIIIE-
HSIM, KOTOPbIE B CBOIO OUepe/Ib COXPAHWIA B HEM3MEH -
HOCTU YUC-PETYISAITOPHBIE CAWTHI I CrielM(pUIHOTO
y3HaBaHus1 Hox-6emkoB. Co3naaeTcsd BriedaTieHUe, 4TO
Mop¢OreHe3bl, yYaCTHUKAMU KOTOPBIX SIBJISIIOTCSI
Hox-reHbl, UMEIOT PETYJISITOPHBIE KOHTYPhI C OYE€Hb
HU3KOM 3BOJIIOLIMOHHON BapUa0eIbHOCTHIO (BO3MOXK-
HO, 3TO HanboJjiee NPEBHSIS, a MOTOMY OOIlas 4acTh
rporpamMmMbl pa3Butus Bilateria) u oGiactu, rae ecre-
CTBEHHBIIA OTOOp JOITyCKaeT OeCYMCIICHHbIE Bapyallii.
BaxxHoe 006001IeHME, TTPOMCTEKAalolIee U3 KOHCEPBa-
TU3Ma CTPYKTYphI U (pyHK1IMU Hox-reHoB, caenan Cink
(Slack, 1993). OH BBen noHsATHE “300THNA”, WA “DU-
JIOTUIIUYECKOM” CTaguu, KOTOPYIO MPOXOASIT B CBOEM
pa3BUTUM Bce OUIaTepaibHbIe XKMBOTHBIE M KOTOPast Xa-
paKTepu3yercsl IIPOCTPAHCTBEHHO-KOJIMHEAPHOI 3KC-
npeccueit Hox-reHoB. DTO MPUHLMITUATILHOE CXOICTBO
JIETKO OOBSICHUTDL OOIIIHOCTBIO TIPOMCXOXKIECHUST COBpE-
MEHHBIX OMIaTepaIbHbIX XMBOTHBIX OT €IMHOIO Mpe-
Ka, KOTOPBI TOXe MCITONB30Ball Hox-TeHbl IjIs1 perro-
HaJI3alN TeJia BOOJb ITepeIHe3aIHEN OCH.

AHanmu3 aMMHOKHUCIIOTHOM ITOCJIeI0BAaTEIbHOCTU
TOMEOJOMEHOB U (hIaHKUPYIOIIX TOMEOAOMEH yJacT-
KOB Y (KUBOTHBIX Pa3HbIX 9BOTIOLIMOHHBIX BETBEH CUJTb-
HO M3MEHWJT YCTOSIBIIYIOCS (DUIIOTEHUIO OuIaTepaib-
HbIX XUBOTHBIX (de Rosa et al., 1999). Oka3zanocsk, yTo
3BOMIOIIMOHHOE ApeBo Bilateria nemvrcst y ocHOBaHUS
Ha JIBa OOJILIINX CTBOJIA: BTOPUYHOPOTHIe = Deuteros-
tomia (XOpIOBbIE, OIYXOPIOBBIE, UTJIOKOXKE) U TIep-
BUYHOPOTHIE = Protostomia, KOTopble B CBOIO ouepeb
nonpasaensttorcss Ha Lophotrochozoa (6Gpaxuononsi,
HEMEPTUHbBI, aHHEJINIbI, MOJUTFOCKHU, TUIOCKUE YepBU
u ap.) u Ecdysozoa (apTpononsl, OHUXo0(dOophl, HEMAaToO-
IIbl, Tipyanyauabl u ap.). Camu TepmuHsl “Ecdysozoa”
n “Lophotrochozoa” He HamUIM TTOKa CMHOHMMOB B
pycckoM s3bike. TepmuH “Ecdysozoa” mpoucxonuT oT
rpedeckoro cjaoBa “ecdysis” — JIMHBKA, IOCKOJIbKY BCE
npenctaButean BetBu Ecdysozoa — JKMBOTHbBIE JIMHSIO-
1IME, MOKPBIThIE XKECTKOM KYTUKYJIOMN.

Tepmuna “Lophotrochozoa” mpowm3somniesr OT IBYX
JIPYTUX 300Jlormyeckux TepMuHOB — “Lophophorata” u
“Trochophora”. Lophophorata — rpyrmna >XKWBOTHBIX,
KOTopas BoIlia B coctaB Protostomia, a paHbliie pac-
cMaTpuBa/lach KaK CaMOCTOSITEIbHASI, Y KOTOPOIi ObLI
HeaBHUI OOILIMI TPEIoK CO BTOPUYHOPOTHIMU KU-
BOTHBIMU. Trochophora — pecHmuHast cdepudeckast
JIMYMHKA, XapakTepHasi uisl OonblurHCTBa Lophotro-
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chozoa. CpaBHMTEIBHBIN aHAIM3 TIOCICHOBATEIHLHO-
creil Hox-reHoB BBISIBWI, YTO OOIIMI TTpeaoK Ousiarte-
PAJIBbHBIX XXMBOTHBIX, HAXOASIIUIACS B OCHOBAHUY 3THX
TpeX 3BOJIIOLIMOHHBIX BETBEU, YK€ 00Jamal Mo MeHb-
et Mmepe cemblo Hox-reHamu (de Rosa et al., 1999).
Kak BbIrIsiaes 3ToT o0IIMIA IPeaoK, KaKue MpoLeCcChl
BEJIM K €r0 BO3HMKHOBEHUIO 1 YeM BbI3BaHa OecIIpelie-
JCHTHad paavanuvsa €ro rmIorToMKoOB — I/IHTCPCCH@VILL[VIC
BOIOLOHHbBIE BOIIPOChl. Ha HX HEBO3MOXHO OTBe-
TUTb, €CJIM HAIllM 3HAHUS O CTPYKType U (PYHKIUUN
JIPEBHUX PETYISITOPHBIX TEHOB OyIyT HETIOJTHBIMU.

Bax#o, 4TO CKOPOCTBh, C KOTOPOU ITPOUCXOIMIIN 13-
MEHEHUsI B IEPBUYHBIX ITOCIeI0BaTeILHOCTX Hox-Te-
HOB, He ObLIa OMMHAKOBOM JIJIsSI BCEX T€HOB KilacTepa.
Tak, rensl PG 1—PG5 BO3HUKIIU 10 pa3aeacHs OrarTe-
pPaJIbHBIX JKMBOTHBIX Ha MEPBUYHO- U BTOPUYHOPOTHIX
Y OTHO3HAYHBIM 00Pa30M pacrio3HAKOTCS Y TIPEICTaBU-
TeJIel pa3HbIX 9BOMIOLMOHHBIX BeTBell. HarmmpoTus, re-
HBbI LIEHTPaJIbHOM M MOCTepuopHOi Tpyrm (PG6-8 u
PG9+) aBisnorcst cneuMpUIHBIMU JIJT1 KaXKI0i 3BOJTIO-
LMOHHOI BeTBU. 1T BTOPMYHOPOTBHIX XapaKTEPHBI
LieHTpaJIbHble TeHbl Hox6—Hox8 1 MHOXECTBO ITOCTe-
puopHBIX TeHOB Hox9—Hox 14, npenkoBblii TeH KOTO-
PBIX IIpeTepIie]l TaHAEMHBIC MYIUIMKAILIMM YXKe ITOCTe
OTAEJIEHUSI OT OOIIEro ¢ MEPBUYHOPOTHIMM IIpeaKa.
JIs1 TIEepBUYHOPOTHIX XapaKTepUCTUYECKUMMM (CHUTHA-
TYPHBIMU) SIBJISIFOTCSI TIOTOMKM JIBYX LIEHTPAJIbHBIX Te-
HOB, KOTOpBIE TTIOSIBIJIMCH y 0ob1Iero npeaka Ecdysozoa
u Lophotrochozoa, a 3aTeM IyTIMLIMPOBAINUCH He3aBU -
CUMO U [IMBeprupoBaii. B pesynbrare miss BeTBU
Ecdysozoa xapakTepHbl Takyie LIEHTpaJIbHbIE TeHBI, KAK
fiz, Antp n Ubx, a nna Lophotrochozoa — Lox5, Hox7 u
Lox2, Lox4 coorBercTBeHHO. [Toxoxast cutyarius npo-
M30IIUIA C ITOCTEPUOPHBIMM T€HaMM MNEPBUYHOPOTHIX.
Xapaktepnble w1t Ecdysozoa Abd B/php-3 (apTporonsl,
HeMaTo/Ibl, TIpUanyaIuabl, oHUXodopsl) U nob-1/HB4
(TIpuartyInabl, HEMATOObI) TIOSIBUIMCH HE3aBUCUMO OT
Post1n Post2 Lophotrochozoa.

Mopdonormyeckoe pazHooOpa3ne OmIaTepaibHBIX
SKMBOTHBIX HaIlpSIMYIO CBSI3aHO C TEMM CTpaTervsiMU,
KOTOpbIE OHU WCIOJIB3YIOT MPU peaanu3allii peryJisi-
TopHOro mnoteHuMasna Hox-knacrepa. CTpyKTYpHbIN
KOHCEpPBAaTU3M OJHUX T€HOB W TJIACTUYHOCTD JIPYTHX,
BEPOSTHO, TOJKHBI HAXOAUTH (DYyHKIIMOHAIIbHOE BbIpa-
xeHue. K coxaneHuto, Ha CErOMHSIIHUMN 1eHb HallU
3HaHud 0 GpyHKIMSIX Hox-TeHOB 1 1axe MpocTo O Mart-
TEepHE MX SKCIIPECCUU HEe paBHOLIEHHBI J1J1s1 pa3HbIX BET-
Beii Bilateria. Eciu B mpenenax Deuterostomia 1 Ecdys-
o0zoa pyHk1MK Hox-reHoB MoApOOHO UCCIEA0BAHbI XO-
Ts1 ObI Ha MPUMeEpPE MO3BOHOYHBIX U apTPOINOI, TO IS
BeTBU Lophotrochozoa 3TH McciieqoBaHUSI HAXOOSITCS
Ha HavaJIbHOM 3Tarre, XoTs Lophotrochozoa — rpymma,
He MPEeB30iIeHHAs 10 YUCITy pa3HOOOPa3HBIX TUIAHOB
opraHuzanuu Tena. Cioga BXOASAT MPEUMYILIECTBEHHO
MODCKHUE >KMBOTHbIE, OOJIBIIIMHCTBO M3 KOTOPBIX Xa-
paKkTepusyeTcst HelpsiMbIM TUITOM pa3Butust. [1epBuu-
Hble, HeCerMEeHTUpOBaHHbIe TMYMHKU Lophotrochozoa
MOp}OJIOTMYECKM YacTO CXOJHBI MPU 3HAYUTETHHOMN
pa3HULIE B3POCIIBIX (POpM.
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Hox-TEHBI 1 MHOT'OCTYITEHYATBIN
OHTOI'EHE3 Lophotrochozoa

DKcripeccnsi TeHOB Hox-Kiacrtepa mMcciaegoBaHa
cpeaun Lophotrochozoa ToIBEKO Y ABYX BUIOB MOJLIIOC-
KOB, YeTbIpEX aHHEeW U ABYX TlaHapuil pona Dugesia.
V n1Byx MOJUTIOCKOB — apxeracTpononsl Haliotis asinina
v KanibMapa Euprymna scolopes — Hox-reHbl KOJIMHeap-
HO TPaHCKPUOUPYIOTCSI B HEPBHBIX TAHIJIUSIX U OTHO-
BPEMEHHO IIPUHUMAIOT y4acTre B MOpP(OreHe3e pako-
BUHHOI1 3KeJie3bl, BEHUMKA PYK, BOPOHKHU — T€X CTPYK-
Typ, KOTOpPbIC XapaKTEPHbI TOJIbKO IJISI MOJUIIOCKOB
(Hinman, 2003; Lee et al., 2003), mpudeM 3mech yxke
HMKAKOM aKCUAJILHOM YIIOPSIIOYEHHOCTU B MX 3KC-
npeccur OOHaPYKUTh HE YIAJIOCh.

B renomMe nByx rutaHapuii u3 pona Dugesia (Turbel-
laria; Platyhelmintes) IIprCyTCTBYIOT BC€ OCHOBHBIC T1a-
panorndeckue rpymnmbsl Hox-reHoB (Bayascas et al.,
1997; Nogi, Watanabe, 2001). C momorsio Mmetoga OT-
ITLIP Boisichunu, uro Hox-rensl Dugesia tigrina MOXHO
YCJIOBHO TIO/Ipa3eivTh Ha iBe rpyniibl. B nepBoii oka-
JKYTCSI T€ T€HbI, KOTOPbIE 3KCIPECCUPYIOTCS MO BCEMY
TeJly paBHOMEPHO, BO BTOPO — FeHbI C THE30BbIM, aK-
CHAIbHO-YIOPSIIOYeHHBIM ITaTTepHOM. Y Dugesia tigri-
na onvicaHbl Ba Takux reHa — DtHoxD (PGS; Scr) u
DtHoxC (PG6-8, Lox5) (Bayascas et al., 1997). Y ruiana-
puu Dugesia japonica HaiiieHO TpU T'eHa C THE3IOBBIM
NaTTepPHOM 3KCITPECCHM, HO MOPSIOK UX IKCIPECCUUr
WHBEPTUPOBaH MO OTHOIICHUIO K oxunaemomy (Orii
etal., 1999; Nogi, Watanabe, 2001). [TpuHLIMIIIATIEHO
TO, YTO B IAHHOM ClJTy4yae aKcrpeccusi 3Tux Hox-reHoB
HE COOTHOCHUTCS ¢ KAaKUMU-TNO00 MOPPOJIOTHYECKUMU
CTPYKTypaMu 1 He UMEeT YeTKUX MepeaHux rpaHuil. K
COXKaJICHUIO, POJIb TeHOB Hox-Kjactepa B MopgoreHe3e
TUIAHKTOHHOU MIOJUIEPOBCKOM JIMYMHKU, XapaKTEPHOM
JUTS1 TypOEJUISIpUiA, He pacCMOTpEeHa.

Hox-reHbl aHHEIUA KCCIIEAOBAaHBI Haubojee Mac-
mTabHo cpean Beex Lophotrochozoa. CyiiecTByer He-
CKOJIBKO PabOoT, aHATM3UPYIOIINX UX SKCITPECCUIO Y TTU-
saBoK u nojmxer (Irvin, Martindale, 2000; Kourakis,
Martindale, 2001; Kulakova et al., 2002, 2007). Ycra-
HOBJIEHO, uTO Hox-reHnl usiBku Helobdella imeroT oT-
YETIMBbIE CTallMOHApHbIE TepelHUE TPaHUIIbl BKC-
MPEeCCUU B TAaHTJIMSIX HEPBHOM CUCTEMBI, TIPY 3TOM IPO-
CTPAHCTBEHHBIM MOPSIIOK 3KCHPECCUN MOTYMHSIETCS
npaBuly KojuHeapHocTu: Lox7 (PG ) HauMHaeT 3Kc-
npeccupoBaThcsl aHTepuopHeil Lox6 (PG4), a ToT B
CBOIO ouepenb aHTepuopHeil Lox20 (PGS5) wn T.h.
(Nardelli-Haefliger, Shankland, 1992; Kourakis et al.,
1997). CermeHTHI Teja MUSIBOK (DOPMUPYIOTCS TTOCTIe-
JIOBATEJIbHO MyTeM UHTEHCUMBHOI npoJidepal Kire-
TOK B MocTepuopHoii 30He pocta (Weisblat, Huang,
2001). Crremudukanms CeTMEHTOB 3aBUCUT OT BpeMe-
HU MX TTOCJIeI0BaTeIbHOrO (hOPMUPOBAHYSI, HO, KaK HUA
CTpaHHO, HE 3aBUCUT OT 3KcIpeccuun Hox-reHoB, KOTO-
pble HAYMHAIOT TTO3IHO 3KCIPECCUPOBATLCS B OPIOIII-
HBIX TaHTTINSIX popmmpyromeiics ITHC.

I[Momxetsl — 6GasanmpHble Annelida. bonpmmHCcTBO
13 HUX MMEIOT B OHTOIeHe3e ONHY-ABE JIMYMHOYHBIC
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Hox1 Hox2 Hox3

Hox4

KOPYAT'MHA u ap.

Hox5 Lox5 Post2

PG1  PG2

PG3

PG4

PG5 PG6/S PGY/14

Puc. 3. KonuneapHas akcrpeccust Hox-reHoB y MeTaTpoxodopsl Nereis virens. PaHHSISI perMOHANIM3YIOLIAs SKCIIPECCUs B TeJIe JIU-
YUHKU OCYILECTBIISIETCS ceMblo Hox-reHaMu, cpeii KOTOPBIX HanboJjiee KOHCepBaTUBHbIE TiepeaHue reHbl (Hox I-5), onuH cepe-
nvHHBI TeH (Lox5; PG6/8) v omuH noctepuopHblii reH (Post2; PGY9/14). I1penkoBblii KiiacTep NEepBUYHO- U BTOPUYHOPOTHIX KM~
BOTHBIX COCTOSUT M3 CEMHU T€HOB, TIPUHAIEXKALLMX K TEM e TPYIIIaM.

CerMeHTbI TMYMHKUY: 0 — 1edannueckuii, 1-3 — XeTOHOCHBbIE.

CTaIuM U 00J1aJAI0T BBIHAIOIIMMICS CIIOCOOHOCTSIMU K
pereHepaly ocTIapBaIbHOTO Tela. B reHoMe Nereis
virens (Neantes — COTJIaCHO COBPEMEHHOI cucTeMaTu-
ke) u Platynereis dumerilii conep>XuTtcsi BeCb XapakTep-
velii g Lophotrochozoa HaGop Hox-eenos: Hoxl1
(PG1), Hox2(PG2), Hox3(PG3), Hox4(PG4),
Hox5(PG5), Lox5(PG6-8), Hox7(PG6—58), Lox4(PG6-S),
Lox2(PG6-8), Post2(PG9+) u Postl(PG9+) (de Rosa
et al., 1999; Kulakova et al., 2002, 2007).

[lo HammM JaHHBIM, IPHU JIAPBAJILHOM pPa3BUTHU
N. virens n P. dumerilii 6onbiast yactb TeHOB Hox-Kiia-
cTepa 9KCIIPECCUpPYIOTCS B IIpoliecce MeTamopdo3sa
cepryeckoit Tpoxo(opbl B HEKTOXETY, TeJIO KOTOPOi
COCTOMT 13 HECETMEHTUPOBAHHON MPETPOXAILHOM TO-
JIOBBI, YETBIPEX CETMEHTOB (OMH 13 KOTOPBIX 1iehaau-
YECKHUi1, a OCTaJIbHbIE — TYJOBUIIHbIE) 1 HECETMEHTH -
POBaHHOI TEpMUHAIN — IIUTUANS. DKCIIPECCHUS KO-
HeapHa IIepedHe3agHeil ocu Tejla JIMYMHKU U
3aTparuBaeT CErMEHTHYIO BKTOAepMY, HeilpoMephl
OpIOIIHOTO HEPBHOIO CTBOJIA M IMUTUANIA, T.€. BCE IIPO-
M3BOIHBIC TIepBUYHOrOo comarobsacrta 2d. B 1emom,
OPUEHTUPYSICh Ha OOIIYI0 KapTHUHY JIapBaJbHOU 3KC-
npeccun Nvi/ Pdu-Hox-TreHoB, Mbl MOXeM KJlacCUU-
LIMPOBaTh UX Ha YeThIpe (DYHKIIMOHAIbHBIE TpynIibl. K
niepBoit otHocsATcst Hox1, Hox4, Hox5, Lox5 n Post2 —
Te IeHbl, PaHHSIS, HEe 3aTyxawoollasl 1o XOAy Pa3BUTHUS
9KCIIpeCcCHsI KOTOPBIX BBIINISIAUT KOJUTMHeapHoi. EcTh
OCHOBaHUS TIpeAronaraTh, YTO OHU 3a/IeiCTBOBAHBI B
pervoHanM3aluu Teja JUIMHKU. [lepeaHue rpaHULIbI
akcnpeccuu Hox 1, Hox4, Hox5u Lox5 riocienoBareiib-
HO TIPUYPOYEHBI K IpPaHMIIAM TPEX XETOHOCHBIX Cer-
MEHTOB 1 uX HelipoMmepaM (puc. 3). Dkcrpeccust Post2
MapKUpyeT DUTUIWI U MATHANATbHBIC LIMPPHI.

Ko BTOpoIi1 rpyre MoxHo oTHecty Hox2 n Hox3,
KOTOpPBIC 3HAYUTEJILHO PaHBIIIE OCTAIbHBIX HoX-TeHOB
aKTUBUPYIOTCS B MOTOMKax 2d. VIX MHTeHCHUBHAsI 3KC-
Ipeccusi COIPOBOXIAET TOIOJIOTMYECKHE TIpeodpa3o-
BaHUS KJIETOYHOTO TTACTa BEreTaTWBHOW IUIACTUHKM,
BaKHBIE TSI YCTAHOBIIEHUS Je(PUHUTUBHBIX OCEil B Te-
ne munHKU. [lo3gHee 3™ Hox-TeHBI MPUOOPETAIOT

HaTTepH 3KCIIPECCUM, CXOOHBIIA C YIIOPSIOYECHHBIM
OCEBBIM PHCYHKOM TaKOBOII I'€HOB IIEPBOI IPYIIIHIL.
I1pu aTOM NIepenHss rpaHuiia KcIIpeccuu Hox2 nexxut
Ha ypoBHE 1ehaINIeCKOro CETMEHTa, T.¢. aHTEPHUOP-
Hee, yeM y Hox1, nmoareepxnast obiyto st PG2 oco-
O6eHHocTb. [lepenHsis rpaHuia skcnpeccun Hox3 nipo-
XOJIUT Ha YPOBHE IIEPBOIO XETOHOCHOIO CEerMeHTa W
coBnagaet ¢ rpanuteii Hox 1. Oxcnpeccust Hox2w Hox3
MOCTEIIEHHO 3aTyXaeT M K KOHIly MeTaMopdo3a orpa-
HUYMBAETCSI HEOOJIbIIOK CyOTEepMUHAIBHOU 30HOM,
PACITONIOXEHHOM MeXKAY ITOCISAHUM JIApBAIbHBIM CET-
MEHTOM M TIUTUIMEM. DTy 30HY TPamWUIIMOHHO pac-
CMaTpMBAIOT KaK MCTOYHUK KJIETOYHOIO Marepuaia
IJIS IOCTIIAPBAJILHOTO POCTA.

Ienn1 Tpetbeii rpynisl (Hox 7, Lox4w Lox2) HaunHa-
0T 9KCITPECCUPOBATHCS TTO3THO, HA CTaIUU, KOTAa HEeK-
TOXeTa TOTOBUTCS K MOCTJIApBaJILHOMY POCTY. ITpaH-
CKPUIITBI BCEX TPEX T€HOB TAKXKE JETEKTUPYIOTCS B Cy0-
TEPMUHAILHON 30HE.

B mocieqHIoI0 IpyImy BOIET €IMHCTBEHHBIN T'eH
Postl, xotopslii yrpatii Hox-¢GyHKIMIO U cienudu-
LIMPYET KJIETKM XETOHOCHBIX MEIIKOB. DTO COOBLITHE B
SBOIOLMOHHON JIMHUY TOJMXET MPOM3OIILIO JaBHO,
MOCKOJIBKY Yy HeponacTBeHHOI Hepeumam Capitella sp.
reH Postl 3aHAT B cxomHbIX MopdoreHesax (Frobius
et al., 2008).

OHTOreHeTMyecKasl pa3HULA B XapaKTepe SKCIpec-
cur Hox-TeHOB HepeWIHBIX MOJUXET CIUIIKOM OdYe-
BHMIHA, YTOOBI HE 3a[aThCsl BOIIPOCOM: a HET JIM 3[IeCh
(DyHKLIMOHAIBHBIX CJIEI0B, KOTOPBIE CBS3bIBAIOT 3BO-
monnio Hox-Kiactepa ¢ 3BOJIIOLIMEN caMUX TIPOrpaMM
pa3Butus’?

CormacHO TaHHBIM MOJIEKYJISIPHOM (DUIIOTEHUH, Y
nocjeaHero oodiero npeaka Bilateria 6bU10 Kak MUHU-
MyM ceMb Hox-TeHOB: TiSTh nepeaHux (PG1-5), onuH
HeHTpaIbHBIN (PG6/8) 1 onuH TTocTepruopHbIi (PG9+)
(de Rosa et al., 1999). ®opMupoBaH1ie CETMEHTUPOBAH-
HOI BTOpUYHOI JTUIMHKU Y N. virens u P. dumerilii co-
MPOBOXAAETCS dKcnpeccueil Hox-TeHOB IMEHHO 3THUX
napanorudeckux rpymi (puc. 3). MHtepecHo, 4To 110-
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clleqgHue UccienoBaHus Hox-reHoB y KUIIIEYHOIIOJIOCT-
HbIX (Hydrozoa, Clytia) yka3pIBaloT Ha TO, YTO T'€HbI
PG2 v PG3 Bo3HUKIM panblie, yeM PG (Quiquand
etal., 2009). Ecmu 3T0 meiiCTBUTENBHO TaK, PaHHSIS
9KCIIpeccust HepeuaHblx TeHoB Hox2 nu Hox3 moxeTt
OBITh OTTOJIOCKOM MX JEHACTBUTEbHOI IpeBHE (DyHK-
L1,

CepennHHBIE TeHBI aKTUBUPYIOTCS Y N. virens TIo3xe
OCTaJTbHBIX, B Y3KOI CyOTepMUHAIIBHOM 30He. K Havamy
MOCTJapBaJIbHOTO POCTa OHU BOBJICKAIOTCS B MPOLIECC
MMaTTepHUPOBAHUST HOBBIX CETMEHTOB. Bce Hox-TeHBI
TPAaHCKPUOMPYIOTCS ¥ MOJIOIBIX YepBeil B BUIE T€HO-
crnet(UUHBIX pa3HOHAIPaBJIECHHBIX TPaIUEeHTOB, HO
cepenuHHbIe TeHbl Hox7, Lox4 n Lox2 (Ho He Lox5) He
WMEIOT OCTOSTHHBIX TPaHUII 9Kcrpeccuu. [1o mepe po-
CTa yepBsI MepeIHUE 1 3aIHNE TPAHULIBI X SKCIIPECCUN
TTOCTOSTHHO CMEIIIAIOTCSI, B TO BPeMsT KaK TeHbI TIepBOIA
TPYITITBI COXPAHSIIOT JTMOO TIepeaHIe, MO0 3aIHUE CTa-
LIMOHAPHbIE TPAHUIIbl AKTUBHOCTU B JIAPBATbHbIX CET-
MEHTaxX U MUTUINU.

Mmuorue Hox-reHsl N. virens CTpeMUTEILHO peopra-
HU3YIOT ITaTTePH 3KCIIPECCUH IIPU pereHepaiy YepBsl.
TpaHUIIBI 5KCITPECCHM 3TUX TEHOB OBICTPO CMEIIAIOTCS
B HOBBIX ITPOCTPAHCTBEHHBIX KOOPAUHATAX pereHepara
TaK, 4TOObl BOCCTAHOBWIMCH MIPHUCYIIE HOPME IIPO-
MOPILMOHAJIbHBIE OTHOIIEHUS AOMEHOB MX aKTUBHO-
CTU. BBISICHUIOCH, YTO TTO3ULIMOHHBIN COO CIiIaK1Ba-
€TCsI MEHEee YeM 3a BOCEMb YacOB U OIKANIINIIA K Me-
CTy oTpe3a cerMeHT IoiaydyaeT “Hox-xom” camMoro
MTOCTEPUOPHOTO CETMEHTA, TTOCJIE YETro U3 KJIETOK pere-
HepalMoHHOK OjacTeMbl HauylHAeT (POPMUPOBATHCS
HOBasl TepMUHAJIbHASA CTPYKTypa (IUTUOWI) W HOBas
30Ha pocTa (HeoITy0JI. TaHHbIE).

WHuTepecHo, 4TO mepBUYHBIEC (TPOoXOGOPHbBIE) JIM-
YUHKW U3YYEHHBIX MOJUXET He UCTTONb3YIOT Hox-Kia-
cTep ISl MaTTepHUpoBaHus Tena. [loxoxast cutyauus
onucana 111 Hox-Kinactepa MOPCKOro €xa, KOTOPbIN
aKTHUBUPYET OCEBYIO TPAHCKPUIILIMIO TOJIBKO B MOMEHT
metamopdo3a JmunHKU. [lo mHeHmio JIsBuacoHa
(Davidson, 2001), peryiasaTopHble IIpOrpaMMbl pa3BU-
TUSI TIEPBUYHBIX JIMYMHOK Bilateria MOIJIM BO3HUKHYTb
elle B TOT nepuo, Koraa Hox-Kiactep COCTOsUT U3 He-
OOJIBIIIOTrO YKMCJIa TEHOB 1 3TY T€HbI He 3aHUMAaJICh pe-
TMOHaIM3aluel, a y9acCTBOBAIM B TKaHECITeIU(MDUIHBIX
nuddepeHipoBkax. TlosiBieHMe KPYITHBIX, CJIOXHO
OpPraHM30BaHHBIX OWIaTepPaJbHBIX XKWBOTHBIX CTajo
BO3MOXKHO I10CJI€ CTPYKTYPHOM 3KCITaHCUM TeHOB Hox-
KJIacTepa 1 3BOJIIOLIMM MEXaHU3Ma UX YITOPSA0UEeHHOMH
aKTUBALWMN.

Ha npumMepe HepenIHBIX TTOJIMXET BUIHO, YTO OTHO
1 TO K€ XXKMBOTHOE B XOJIE CBOETO Pa3BUTHS MOXKET MC-
MOJIb30BaTh pa3Hble MPOrpaMMBbl: SMOPUOHABHYIO —
I (hOpMUPOBAHUS TIEPBUYHON JIMYUMHKMU, JIapBalb-
HYIO — U TIOCTPOSHUST BTOPUYHOM CEerMeHTHUPOBaH-
HOW JIMUMHKU WM, HAaKOHell, MOCTJIapBajlbHyIO0 — IJIsI
¢dopmupoBaHus Ae(PUHUTUBHOTO MOJUMEPHOTO Tea.
OrpoMHOe Mopdoaorndeckoe pazHoooOpasme Lo-
photrochozoa — TipsiMoe CJIEICTBUE 3TOTO “TPEXCTy-
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TMIEHYATOro” OHTOIeHe3a, DBOIIOLIMOHHO TJIACTUYHOTO
Ha JIIo0oit u3 cryrneHeit. Cienpbl CTpyKTYpHOI U (DyHK-
IMOHAJILHOI 3BOIIONMH TeHOB Hox-Kitactepa XOpoI1io
MPOCJIEXKMBAIOTCI B MOPPOreHETUYECKUX TIporpaMmax
MHOTOKJICTOUYHbIX 2KWBOTHbBIX U, YEM IIINPE CIIEKTP N3Yy-
YaeMbIX 0ObEKTOB, TEM BepHee Hallle IIpeACTaBIeHIE O
MYTSIX 9BOTIOLINN.
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Hox-Cluster and Evolution of Morphogeneses

N. M. Korchagina, N. 1. Bakalenko, and M. A. Kulakova
St. Petersburg State University, Oranienbaumskoye sh. 2, Stariy Petergof, 199034 Russia

Abstract—Comparative studies of genomes of lower Metazoa showed that many classes of transcription fac-
tors important for the development of bilateral animals appeared before the divergence of modern branches
of the animal kingdom. The genes of the Hox-cluster appeared late, in the last common ancestor of Cnidaria
and Bilateria. Structural expansion and perfection of mechanisms which integrate the Hox-cluster can be
traced in the morphogenesis of modern bilateral animals. It is now evident that different strategies of using
this regulator instrument led Bilateria to absolute domination in number and diversity of species among all

Metazoa animals.

Key words: morphogenesis, evolution of developmental programs, Hox-cluster, Hox-paradox, Urbilateria,

Lophotrochozoa, Annelidae
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