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IIpenuciosue

Amnaronuii IBanoBuu lllaTankuH — M3BECTHBIH CHCTEMAaTHK-
JIUIITEPOIIOT, BOCIIUTAHHUK MOCKOBCKOTO YHHBEPCUTETA, yIEHUK Ipodec-
copa E.C. CmupHoBa. MuorouuncieHnsie myoaukanuu A. 1. laraakuna B
001aCTH MPaKTUYECKON CHCTEMATHKH ITOCBAIICHBI Pa3HBIM CeMEICTBAM JIBY-
KPBUIBIX HACCKOMBIX, B OCHOBHOM Acalyptrata. Ero kanauaarckas auccep-
Talus OblIa MoCBsIIeHa ceMelcTBy Syrphidae, mpu HOCTPOSHUH CHCTEMBI
KOTOPOTO aBTOP MCIOJIB30Ball MaTeMarnudeckue MeToisl. B 2002 r. BeInIa
ero kuura «Onpe/enuTels najeapKkTHUeckux Myx cemerictBa Lauxaniidaey.

A . Illatankux nposiBiseT O0JIBIION HHTEPEC K TEOPETHIECKUM
npobiemMam cucteMatuku. B mokropckoi auccepranuu « TakcoHbl U
poOIIeMbl KJIacCH(UKALMH B CUCTEME JIBYKPBLIBIX HACEKOMBIX», CTaBLICH
KOHKPETHBIM ITPUJIOKEHUEM ero (DUIIOTeHETHYECKUX B3IVISIIOB K CHCTEMa-
THKE, 000CHOBAH TUIOIOTHYECKUH MOIXO K TAKCOHY.

Hensrit psan my6mukanuii A M. [larankuna, B ToM uncie B «OKypHa-
yie 001meit 6MoIOTHI», WILTIOCTPUPYIOT PA3HOCTOPOHHOCTH €T0 HAyYHBIX
HHTEPECOB B 00JIaCTH IBOJIFOIIMOHHON Onoioruu. B HUX pa3pabaThiBaroTCs
poOJIeMbI BUAA, TUTIOJIOTHH, CXOJCTBA, TOMOJIOTHH, TEOPUH CHCTEM, Hepap-
XHHW B OHONIOrniecKux cuctemax. [ maBueiii Teopetryeckuii Tpyn A.U. Hlaran-
KHHa - KHUTa «Bbrosiornyeckasi CHCTeMaTHKay, Bbie/iias B 1988 . B uznaresb-
ctee MI'V.

[Mpennaraemast Hoast pabota A .. 1laTankiuHa HaXOIUTCS B pyclie
OTHOCHTEJILHO HOBOT'O HAIIPABJICHHUSI IBOJIIOLIUOHHOW OMOJIOTUH, TIOJTyYHB-
mrero abopesuarypHoe Hazanue «Evo-Devo» (Evolution-Development).
ITo cyTu cBOEI 3TO HOBask OTPACIIb HAYKH, BO3HHUKINAS HA CTHIKE Cpasy He-
CKOJIBKUX JTUCLHUIUIMH — FTeHETHKH, OHMOJIOTMU Pa3BUTHS, DBOJIIOIIOHHOTO
yuenust, Mopdosnoruu u cucremarik (pusoreneTrnky). OCHOBHOM Npeiio-
CBUIKOM K BO3HMKHOBEHHIO «Evo-Devoy» cranu Bnedamisitolue ycrexu,
KOTOPBIX I00MJIACh B TOCIIEAHHE TOJIbl TeHETHKA Pa3BUTHS ((DeHOTEHETHKA)
BIUIOTHYIO TTOJIOILIE/IIIast K TOHUMAHHUIO TOT0, KaK U3MEHEHHS B QYHKIHSIX U
AKCIIPECCHH T€HOB BOILIOLIAIOTCS B MOP(OIOTHUECKOH (hopMe U CTPYK-
TYpHO#1 opranuzanmu («narrepHe»). Cucremaruk u mopgosor A.W. laran-
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KHH OCHOBHOE BHHMAaHHE B CBOEI paboTe CKOHIIEHTPHUPOBAJI Ha OLICHKE
BO3MOKHOCTEH HOBOTO 10/1x0/1a tst Mopdororun. HoBrnzHa paGoThI 3aKiro-
YaeTCsl B TOM, YTO TeHETHUECKHE ACTIEKTHI B HEH pacCMaTpUBAIOTCSI HETPAIH-
LIMOHHO, C TOYKHU 3pEHHSI MOP(HOJIOTUH. ITO, B YACTHOCTH, HAIILIO BEIPAKEHHE
B KJIACCU(DMKALINH PETYIATOPHBIX I'€HOB, OTIIMYAIONIEHCS OT TEX, KOTOphIE
MBI IPUBBIKJIA BUJIETh B FTeHETHUECKUX paboTax.

A.N. IarankuH cauTaeT HEOOXOANMON PEBU3HIO F CAMOTO TIOHSTHS
Mopdoruna, KOTOpoe JOJKHO OBITh CKOPPEKTHPOBAHO C YYETOM
MOJIEKYJISIDHBIX JaHHBIX. B paboTe crenaHa IonbITKa paccCMOTPETh
MOP(OTHIT C TEHETHYECKOW TOYKU 3pEHUs, IPOCICIUTh MOJIEKYIISIPHbIE
coOBITHSL, JIEXKAIIE B OCHOBE MopdoreHesa. [ eHeTHIeCKHii 1o1Xo/] OKa3ascs
HeoOBIYaifHO NPOTyKTHBHBIM; OH JIa€T, KaK yAaJI0Ch II0Ka3aTk aBTopy, Oosee
1yOoKoe MoHUMaHue MopdoTnna. Takol MoAX0, BO-NIEPBBIX, MO3BOJISET
BBISIBUTH B MOP(OTHIIE €0 TUHAMHYECKYIO COCTABIISIONIYI0. BO-BTOPBIX,
OH IT03BOJISIET O0JIEe OTYETIIMBO OLEHUTH TPOCTPAHCTBEHHYIO OPraHU3AINIO0
yacrtel Tena. B-TpeThrx, Mex 1y MOp(hOTHITAMH BBISIBUIITHCH CBSI3H, O KOTOPBIX
paHee Mbl U HE OA03PEBAIN. B-4eTBepTHIX, €ANHCTBO MOP(HOTHIIA, KaK
OKa3aJI0Ch, MOXKET OTPEJICIISITHCS HA PA3HBIX CTPYKTYPHBIX YPOBHIX (MOp(o-
JIOTNM4ECKOM, TKAaHEBOM, KJIETOYHOM M MOJIEKYJISIPHOM). B-T1ATBIX, peKoH-
CTPYKINS (PUIIOTEHETHUECKHX CBSI3eH MEXIy PETYJISITOPHBIMH T'€HAMH 1103~
BOJISIET BOCCO3/1aTh KAPTHUHY CTAHOBJIEHHS MOP(OTHIIA, HAYNHAS C TPYIIIL, B
KOTOPBIX 3JIEMEHTHI MOP(OTHIIA eI1Ie He 00pa3yroT eIMHOTO LENOoro. B-mecTsIx,
0Ka3aJI0Ch, YTO HEKOTOPbIE MOP(MOTHIIEI SBISIOTCS KOMITO3HIIMOHHBIMH,
TTOKA3bIBast CXOZICTBO IT0 KAKOH-TO O/THOI CBOEH T'€HETHYIECKOI COCTaBIISIO-
el (Harprumep, KpbUTbsi HACEKOMBIX M ITHI] TeHETHYECKH CXOHBI 110 UX
9KTOJIEPMAIIBHON COCTABIISIONIEH). B-celbMbIX, Ha FTEHETHYECKOM YPOBHE
OBLTH BBISIBIICHBI CBSI3H MEXAY MOP(OCTPYKTypaMy BHYTPH OJJHOTO Opra-
HHU3Ma, HallpIMep, MEXKTy CJIO’KHBIM IJIa30M U KPBUIOM HACEKOMOT0. DTH
MHOTHE JPYTHe, BO MHOTOM HETIPUBBIYHBIE, PE3YJIbTAaThI €IIe MPEACTONT
ocmbicuTh. Ho yoke celfuac oueBHIHO, 4TO HeoOXomuma Oostbias padora
10 KOPPEKIUH TaKUX KIIIOUEBBIX MOHATHH MOP(OIOrHN KaK TOMOJIOTHS,
TOMOHOMHSI, MOP(OIIOTUUECKHUHI THII.

[TosiBeHMEe MOJICKYJISIPHBIX PEKOHCTPYKIMH IMPHJIATI0 HOBBIH
HMITYJIEC HCCIIEJOBAHMAM B 00JIACTH CUCTEMATHKH U pustoreneTnky. Crana
OYEBHIHOM HEZOCTATOYHOCTH TOJIBKO MOP(OIOTMIECKHX TOXOI0B B ITPOLIE-
Iype paciuppoBKU GUIOTEHETHISCKUX CBsI3eH TakCOHOB. B padore A.U.
[laranknHa MprUBEACHBI JINIIH 1BA IPUMEPA PAJANKAIFHOTO PACX0XKICHUS
MOJIEKYJISIPHBIX M MOP(OJIOTMUYECKHX KIACCH(PHKAIINH, O/THAKO TAKUX ITPUME-
PoB ropazzo 6osbiie. MHOrHe COBpeMEHHBIE aBTOPbI YBEPEHBI B TOM, UTO TPaJIH-
LIMOHHBIE CHCTEMBI, TOCTPOCHHBIE HCKIIFOUMTEIHHO HA JJAHHBIX CPABHUTEITb-
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HOM MOP(OJIOTHH, 9aCTO OLUINOOYHBI 1 IOJDKHBI OBITH PEBU30BAHbI C IIPUBJIC-
YEeHHEeM MOJICKYJIIPHBIX METOZOB aHasM3a. Takyo MO3HIHIO 3aHIMAET U MOp-
tomnor A.U. [larankwH. OHAKO CAMF TCHETHKY HE SIMHOAYIIHBI B OIICHKE
MOI00HOTO TMOAX0a K MOP(OJIOrnIecKol cucTeMaruke. Ynraress MoKeT
yOeInTHCSE B 3TOM, HO3HAKOMHUBIIIUCH C pelieH3nsIMH Ha ctarbio A.M. [laran-
KMHA JIByX BEAYIIMX CIEHHAIUCTOB B O00JACTH T'€HETHKH Pa3BUTHS
B.I'. Murpodanosa (MbP PAH, Mocksa) u O.JI. Ceposa (MLIWI" CO PAH,
Hoocubupck).

B zakimroueHue ciienyeT ckasath, 9to B padote A.U. llaTankuHa
YHUTaTEeNb HAWET 0030p JUTEpaTyphl IO 00CYKAaeMbIM ITpodsieMaM. DTOT
0030p HE MpPETeHAYET Ha MCUEPIBIBAIONIYIO ITOJIHOTY, IIOCKOJIBbKY YHCIIO
IMyOJIMKAIM 110 JAHHOM TeMaTHKe MOCTOSHHO pacTeT. OHAKO OH ITO3BOJISIET
COCTaBUTB [IPEJICTABIIEHNE O COBPEMEHHOM COCTOSIHHH JIET B 00JIACTH H3yde-
HUSI POJIN PETYJISITOPHBIX TEHOB B PA3BUTHHU U 00 ycIieXax U IepCreKTHBax
CHHTE3a CHCTeMaTHKH ¥ TEHETHKH JJIs HOHUMAaHUSI IPOLIECCOB MAKPOABOJIIO-
MM HACEKOMBIX. Ba)kHO OTMETHTB, UTO Ha PYCCKOM SI3BIKE CTOJIb IETAIEHO
9TH ITpo0IIEMBI 00CY>KIAI0TCSI BIIEPBHIE.

B.I' Ky3ueyosa

JHeiictBurenbHo, 3a nociennue 25-30 et nporu30LuIy CyIIeCTBEH-
HBIE C/IBUTH B YBOJIOLMOHHON OMOJIOTHH, CBSA3aHHBIE C BOZMOXXHOCTBIO
OLICHKH T'€HEeTHYECKON M3MEHYMBOCTH HEMoCpeacTBeHHO Ha ypoBHe JTHK.
CoBpeMeHHbIE METObI MOJICKYJISIPHOI OHMOJIOTHH MO3BOJISIIOT JOCTATOYHO
OBICTPO YCTAaHOBHUTH HYKJICOTHAHYIO ITOCIIEA0BATEILHOCTD JTI000TO KOANPY-
IOIIETO MIIM HEKOIUPYIOIETO YIacTKa reHoMa. VICrob30BaHne COBpeMeH-
HBIX KOMITBIOTEPHBIX IPOrPaMM T03BOJISIET HA OCHOBAHUH MOJICKYJISIPHO-
TEHETHYECKHX JAHHBIX YCTAHOBHUTH (DUJIOT€HETHYECKUE CBSI3U MEXIY Opra-
HU3MaMH (IIOCTpOeHHE (DMIIOTEHETHYECKUX JIPEB 0KA3aJ0Ch JIOCTATOYHO
YBIICKATEIbHBIM 3aHATHEM! ).

Oco0eHHO BIIEYATIISIOT IAHHHBIE 0 N3MEHUYMBOCTH MUTOXOH/IPH-
ansHOU JJHK, cTpykTypa KoTOpO#i B HacTosillee BpeMsl IUPOKO UCIIOJIb-
3yeTcst JUTsl M3y4eHust (PHITOT€HNH Pa3iIMYHbIX IPYII )KUBOTHBIX. Kpome Toro,
n3menunBocTh MTIHK cunTaercs HedTpaabHON 1 Tydllie BCEro MOIXOIUT
JUISl OTCUETA BPEMEHH T10 MOJICKYJISIPHBIM 4acaM.

K coxanenuto, BeCh 3TOT OTpOMHBIN MaTepHaII [0 MOJIEKYJISIPHO-
reneTndeckoi namenunBoctu (MT/JHK, MUKpOcaTesinToB 1 OTIENIBHBIX
SZIEPHBIX TCHOB) ITOKA €I1IE HE JIaJl OTBETA HA OCHOBHOM BOIIPOC: KAKOTO POja
M KaKOW BEJIMYUHBI JOJDKHA OBITh M3MEHYMBOCTbH, YTOOBI IPUBECTH K
BH1000pa3oBaHnio. MoXXeM JI Mbl Ha OCHOBE M3MEPEHHS BEIMYMHBI U
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OLICHKH XapaKTepa N3MEHYMBOCTH B IOITYJISIIUSIX CKa3aTh, YTO 3TO IIPUBEIET
K BUJ1000pazoBannio? [Toka cocTosiHME HAIIMX 3HAHUH O CTPYKTYpe U (PyHK-
LU TeHOMa HE JJaeT OCHOBAHWH JUISl CO3JIaHMs SBOJIOLMOHHON TEOpHH,
o0Onaaromiel peackasyomiei Cuioi, a 0e3 3Toro Teopust aBBTOMATHYECKU
MIPEBPAIIACTCS B TUIIOTE3Y.

Uro KacaeTcst «<MOJEKYJSIPHBIX PEKOHCTPYKIIHI», TO OHW HUYETO
HE MOCTaBUJIM O] COMHeHue, Kak yTBepakaaeT A.M. Hlarankun. IIpocro
KaXJIBI{ 1TOJIX0JT UMEET CBOM JIOITYCKH M OTPAaHWIEHUsI, 1 CPAaBHUTEIIbHAS
MophoIIorHs TaKXKe X UMeeT. MoJeKyIIsipHas TeHETHKA ITPOCTO pacIupHiIa
HaIlli BO3MOXXHOCTH B TIO3HAHUHM MEXaHM3MOB OHTOTEHE3a U HBOJIIOLHH.
OT0 COBCEM Pyroil ypoBEHb TO3HAHUSI.

AWM. arankus o6omIesncss MUHIMAJIBHBIM CIIMCKOM JINTEPATYPHI.
K coxanenuro, npyu aHajM3e FreHeTHIECKIX OCHOB CEIrMEHTAINU OH COBEP-
weHHo He ucnosb3yet JaHuble K. Hycneitn-®@onbrapt u [pyrux aBTopos,
KoTOpBIE omydnsin HoOesreBeKyto MpeMuIo 3a yCHexH B 3TOi 001acTy.

[eHeTnKy pa3BHUTHS JIydllle BCETO NMPHUBA3BIBATH K OCHOBHBIM
IIporeccaM pa3BUTHS: pa3MHOKEHHUE KJIETOK (KJIETOYHAs ITposndepanus),
nerepmuHayA 1 quddepeHunposka. Torna jgerde BOCHIPUHUMAETCS TOT
KOJIOCCAJIbHBIN 110 00beMy MarepHual 10 (eHOTeHETHKE (peryisinuu
AKTHBHOCTH I'®Ha), KOTOPBI ceifuac HaKOIUIEH MOJIEKYIISIPHBIMU TE€HETHKAMHL.
A.U. llaTankus 00CyKTaeT TOIEKO HEOOIBIIYFO €T0 YacTh.

B 0030pe coepsKUTCst MHOTO MHTEPECHBIX MBICIIEH 00I1Iero riaHa
Y TIPUBOJTUTCS] MHOTO OPUTHHAIBHBIX JIAHHBIX BIIEPEMEXKY C MATCPHAIIOM,
KOTOPBIii, 0/IHAKO, CAMUM aBTOPOM, CHCTEMaTHKOM HaCEKOMBIX, HO HE TeHe-
THKOM, OCMBICIICH HEJIOCTATOYHO.

B.I" Mumpogaros

Hacrosimast pabora npeacTasisiet co00ii 0CHOBaTeNIbHOE KOHIIETI-
TyaJbHOE HCCIIe/I0OBaHKE B 00JIACTH CUCTEMAaTHKH U YBOJIIONUOHHOM O1o-
noruu. B Hell paccMOTpeHBI TOCIIEAHNE JOCTIKEHUSI B MOJICKYJISIPHON
Ouosorun ¥ OMOJIOTHH Pa3BHUTHSI C LENbIO 1aTh PasyMHOE OOBsICHEHHE
HaOIII01aeMOMY BOJTIOLIMOHHOMY MOP(OTHITNIECKOMY Pa3HOO0pa3HIo Ha
nprMepe HaceKoMbIX. Bo «BBenennm» aBrop yoeanTenbHO MOKa3all Kak
CHUCTEMAaTHKa, MOCTPOCHHAs MCKIIOUNUTEIHLHO Ha MOP(OTHIIHYECKOM
TIOAXO0/IE, IPHIIUIA B IPOTUBOPEUHE C JAHHBIMU MOJICKYJISIPHOM 9BOJIOLIUH,
YTO O0OCTPHIIO TABHO HA3PEBIIMI KPH3HUC B ITOH Ba)KHEHIIeH 001acTh
9BOJIIOIMOHHOM OMosoruy. Bo3HUKIIIas B TocieiHee AECATHIIETHE CPaBHH-
TeJIbHast MOJIEKYJISIPHAsI T€HO-CHCTeMaTHKa ITPeyIaraeT HPOBECTH PaIiKaIIb-
HYIO PEBU3HIO TPAANIIMOHHON CHCTEMATHKH, YTO XOPOIIIO BH/HO U3 HEJTaBHO
OITyONTMKOBAaHHBIX (PHITOTeHETHYECKHUX MOCTPOCHUI. ABTOD CIIPaBeAIMBO
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OIIpeeIIsIeT ATOT MPOLIECC KaK PEBOJFOLMOHHBIMN, TOCKOJIBKY PEYb HUIET O
CO3/IaHUH HOBOH CHCTEMATHKH, CO CBOUM HOBBIM IIOHSATHIHBIM alliapaTtom
Y KPUTEPHSIMH.

B Hemauoil crerneHn (OPMHUPOBAHUIO ITOrO HOBOI'O MHPOBO3-
3pEHHs CLIOCOOCTBOBAIIN HEJABHHE YCIIEXU B 00J1aCTH OHOJIOTUH PA3BUTHSL.
XOpO1LO HU3BECTHO, YTO JOJITOE BPeMs HE YAaBaJOCh HOCTHYh HHTUMHBIC
HPOLIECCHI TCHHOTO KOHTPOJIst MOpdoreHe3a, 4To MopoxkIaio napaaoKcaib-
HYIO CUTYAIHIO, KOT/Ia CCIICIOBAHUS C UCIIOIB30BAaHUEM I'eHETHYECKHUX H
MOP(OJIOrHYECKUX TOAXOI0B Pa3BUBAIIMCH HE3aBUCUMO, & HE KOMIUTHMEH-
TapHO, KaKk TpeOOoBaJIa JIOTMKa HAyYHOTo mo3HaHus. K cyacThio, MOYKHO KOH-
CT-TUPOBATb, YTO ITO PO ICHHBIN 3Tarl. IMEHHO HICHTU(UKALHS KTCHOB
Pa3BUTH U BBIICHEHHE MOJICKY/ISIPHBIX MEXaHH3MOB UX B3aUMOJICHCTBHSI,
MO3BOJIMIIM paciinpoBaTh HauOoOJIee BaKHBIE COOBITHS MOp(dOreHes3a B
Pa3BHTHH KHBOTHBIX, TAKHE KaK CTaHOBJICHHE dMOPHOHAJBHBIX OCEH,
MPOLIECCOB CErMEHTaIMK (MeTaMepHn ), GopMHUpOBaHUE IPUAATKOB U T.11. B
cBsi3M ¢ 3TUM npeiokenue A M. llatankuHa paccMaTpuBath HOpMHUPO-
BaHKE MOP(OTHUIIA C YUETOM I'€HOB M TeHHBIX B3aHMOICHCTBHIA, KOHTPOJIHPY-
IOIIUX ATOT TPOLECC, SIBISIETCS BHICOKO KOHCTPYKTHBHBIM. JIOTHUHBIM
NpeCTaBISIeTCS YTBEPIKICHHE aBTOPA YTO “Ha FTeHETUYECKOM YPOBHE MBI
MOXXEM HPOCJIEAUTH CBSI3H, KOTOpbIe HA MOP(OIOrHYEeCKOM YpPOBHE HE
o4eBHIHBI. Oc000 X0UETCsl OTMETHTb, YTO N3JI0XKEHUE JOBOJIBHO CIIOKHOTO
Marepuaa o IeHCTBUHM I'eHOB Pa3BUTHS y PA3HBIX )KUBOTHBIX CAEIAHO Ha
BBICOKOIIPO(ECCHOHATIBHOM YPOBHE, KOPPEKTHO OCBELICHBI IOCICIHUE
JOCTIKEHUS B 9TON OYpHO pa3BUBaroLIeics 001acTH OUOIOTHH.

B 1ienom He OyneT GOJbIIHMM NPEyBETMYSHUEM CKa3aTh, YTO TaHHOS
UCCJICJIOBAaHUE €CTh KOHIICNTYallbHasl NONBITKA cHOPMUPOBATH HOBYIO
napaaurmy COBpEMEHHOMU U OyayILel CHCTEMaTHKH.

O.JI. Cepos
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BBE/IEHHE

KapaunajibHble cIBUTH B 3BOJTIOLUOHHOH 0MOJI0THH

[Tocnennue necsTh J€T MUHYBLIETO CTOJETUS O3HAMEHOBAIHCH
paavKaJIbHBIMHM, MOXHO CKa3aTh PEBOJIOLMOHHBIMH H3MEHEHHUSMHU B
9BOJIIONMOHHON OMOJIOTHH, 3aTPOHYBIIMMHU M HEMOCPEJCTBEHHO
CHCTEMAaTHKY. B 0CHOBE 3THX CIIBUTOB OKa3aJIMCh MacIITAOHbBIE YCIIEXH B
IBYX 00jacTsX: OMOJIOTMM Pa3BUTHS W MOJIEKYJISIPHOW CHCTEMAaTHKe
(renocucTeMaryke). YCIIeXH epBOii CBA3aHbI C PACKPHITHEM IeHETHYECKOM
cocTaBJIsIIoIIei Mopdonponecca, Mo3BOJIMBIIEH, 110 BeIpakeHn o Pagda
(Raff, 1996), yBsi3aTh B € AMHOM MOJIEIIN T€HBI, OHTOT€HHUIO H YBOJIOIHIO.
MonexynsipHble (prToreHn# paJiuKaaIbHO N3MEHWIIN Hallle IPEe/ICTaBICHHE
00 OCHOBHBIX dTalax 3BOJIOLMN OpraHn3MoB. [ IpuBety b 1Ba mpumepa.

B cucreme 6ecrio3BoHOUHBIX )KUBOTHBIX (Bbexitemures, 1964) uneHu-
CTOHOTHE 1 KOJIbYaThIe YEPBH 110 IIPU3HAKY CETMEHTHPOBAHHOTO CTPOCHUS
TeJa TPaJUIIMOHHO OOBEAWHSIUCH B TPYINTY WICHUCTHIX (Articulata).
Hunbcen (Nielsen, 1995) pacmupun o0bem Articulata, BKIFOUYUB B 3Ty
TPYIIy MOJUIIOCKOB, NMPEAKOBbIE (POPMBI KOTOPBIX TakXe OblIn
METaMEPHBIMH U ITPEIIOJIOKUTEIHHO UMENN 110 MEHBIIIEH Mepe BOCEMb
cermMeHTOB. COTITaCHO MOJICKYIISIPHBIM TaHHBIM (Zrzava et al., 1998,2001;
Adoutte, 1999; Giribet & Wheeler, 1999), uiieHucTOHOTHE OOBESAMHSIOTCS C
kpyrbpiMu uepBsimu (Nematoda) u Bomocarukamu (Nematomorpha). Ota
TpyIIa, B KOTOPYIO BXOAAT Taxoke nmpuamynuasl (Priapulida), kuHOpHHXHT
(Kinorhyncha) u, Bo3moxHo, Loricifera, 0pi1a HazBana Ecdysozoa (puc. 1).
W3 na3Banus sscrByeT, 4to Ecdysozoa oObenunsier Gpopmbl, pocT H
pa3BHUTHE KOTOPHIX CBA3AHbI C TMHBKOM.

JKu3ab MHOTHX MOpPCKHX O€CIIO3BOHOYHBIX 3aBHCHT OT PabOTHI
9KTOJEPMAJIbHBIX MyKOPECHUYHBIX JOKOMOTOPHBIX CUCTEM. DTH CHCTEMBI
CJIaraloTCsl U3 ABYX KOMIIOHEHTOB: Xe€JIe3, BBIJCIISIIOIINX CIU3HCTHIC
BEIIECTBA, U PECHUYHOTO anmnapara. MyKOpeCHHYHBIE CHCTEMBI
WCTIONB3YIOTCS IS TEPEMEIIeHHs YACTHUII BJIOJb IIUTENHNS IIPH ITOT3aHUH,
MIpreMe UK WM OYMIIEHUH TOKPOBOB. [1pn nepemenieHnu B WIIMCTHIX
0CaJIKax ONpe/IeNICHHON INIOTHOCTH MITH B CAMOM I'PYHTE MyKOPECHUYHBIE
cucreMbl Mano3((eKTUBHBI. B 3TUX ycnoBHsAX BbIpaOOTaINCh Ipyrue
MEXaHU3MBI JIBH)KEHUS, CBA3aHHBIE C MCIIONB30BAaHUEM KyTHKYJISIPHBIX
SIKOPHBIX aIlllapaToB B BHJI€ CHCTEMBbl IIMIUKOB, 'peOHEH, Uelryek,
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KOJIBLIEBBIX YTOJIIIEHUH W Pa3HOTO poJia MOPLIMHOK M CKJIaIOK Ha Telle.
IlepBble OECIIO3BOHOUHBIE C KYTHKYJIIPHBIMH NMOKPOBAaMH MOTJIH OBITH
JUIIb MENKUMH (popMamu. YBeIWdueHHE pa3MepoB Tela moTpedoBajo
BBIPaOOTKH NEPUOANIECKON JIMHBKH B KAY€CTBE MEXaHN3Ma, 00ecrieunBa-
IOIIETO COOTBETCTBHE KYTHKYJSIPHOTO ITOKPOBA pa3MepaM OpraHu3Ma B
nporiecce ero pocta. OTMETHM TaK’Ke, YTO ITOCKOJIBKY JIMHSIOIINE )KUBOTHbIE
MEPHOMIECKH MEHSIOT CBOH IIOKPOBBI, OHM OIPAHUYEHBI B HCTIOIb30BaHUHI
MYKOPECHHYHBIX CHCTEM U JIOJDKHBI OBUIM UX IOTEPATH HA CaMbIX PAHHUX
stanax cranoBieHus Ecdysozoa. JInHbka, BO3MOXKHO, C/ieiaia HeHYKHBIM 1
00pa3oBaHKe TyJIOBUIIHBIX IerioMuuecknx Memkos (Valentine & Collins, 2000).

Uro xacaercsi METaMEpHOTO CTPOEHHUSI, MTOJIOKEHHOTO B OCHOBY
ompenenenus Articulata, To OHO y aHHEJUT ¥ WICHHCTOHOTHX CYIIECTBEHHO
paziandaeTcst. Y aHHEIH CeTMEHTHI UIMEIOT ME30/IepPMAIIBHOE TIPOMCX 0K Ie-
HHE U BO3HUKAIOT B CEPUAIIbHOM ITOCIIEJ0BATENbHOCTH, COPOBOXKIAEMOM
muroTHdeckumu mukinamu (Minelli & Bortoletto, 1988). Hanporus, y
WIEHUCTOHOTMX CETMEHTHI SIBJISIOTCS SKTOJCPMAIbHBIMU €AMHUIIAMH,
BO3HHMKAIOLIMMH YepPe3 CHCTEMY T€HETHUECKH OIPEeeNIIeMbIX MapKepOB
HE3aBUCHUMO OT MUTOTHYECKUX IUKIIOB. BuauMo, 3T cooOpaxxeHus I03BO-
JIVJTH BO BTOPOM M3/1aHHH N3BECTHOTO 3apyOeKHOTO PyKOBOICTBA IO Oec-
mo3BoHOYHBIM (Barnes et al., 1993) moctynupoBarh €CTECTBEHHOCTD IPYIIITBI
Ecdysozoa.

| Bilateria
Ecdysozoa Lophotrochozoa
fot Ty o
@ .g £ ﬁ' o -.'u:-J &
® S w o £ 2
S @ £ €9 w £ £
g o £ § 88 FEQ 2 s
s z 2 582 EgECR g
o o z o o o

Lophophorata

Puc. 1. Knagucriueckue cBs3M OCHOBHBIX rpynn Bilateria mo gaHHBIM MOJIEKYJISIPHBIX
pexoncTpykumii (o Ruiz-Trillo et al., 1999 u Valentine & Collins, 2000).
Fig. 1. Cladistic relationships of major taxa of Bilateria based on molecular reconstructions

(adapted from Ruiz-Trillo et al., 1999 and Valentine & Collins, 2000).
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I[Tnockue yepBH, HEMEPTHHBI, AHHEIUIBI, MOJUTFOCKH U JIO(PodopaTh
00pa3yloT MOHOQWIETHYECKYI0 Tpynny, Ha3BaHHYI0 Lophotrochozoa
(puc. 1). OTo HOBOE OOBEMHEHNE HE MEHEe HHTepecHO, yeM Ecdysozoa,
U TIPEIK/Ie BCETO 10 ITOJIOKESHUIO IUTOCKHX YepBeii u nododopar. Ileperie,
BO3MOXKHO, HE SIBIISIFOTCSI MOHO(MIIeTHYeCcKoi rpymmol. EcTh ykasanus
(Ruiz-Trillo et al., 1999) Ha TO, 9TO OECKUIIEYHEIE Ty pOETIAPUH IPEACTAB-
JISIOT CaMYH0 PAHHIOKO IEBUAIMIO OWJIaTepaibHBIX )KUBOTHBIX (pHC. 1).

Ecii cunTarh MOJIEKYIPHYIO KIIACCU(PUKALINIO, OYSPUCHHYO BBILIE,
MIPUOPUTETHOM, TO BCTAET BOMIPOC: B YEM K€ OIIMOKH MOP(OIOrHueCcKOro
noaxona? OIHO 3aKII0UYCHUE OYEBHIHO. BBIAEISs B paMKax THIIOJIOTH-
YeCKOTo aHaIM3a MOP(HOIIOTHYECKHIT PsiJI, 300JI0TH HE BCEIa 3, 1yMbIBAIIICh
HaJl BOIPOCOM, MPEACTABIISIET JIM OH JEHCTBUTEIBbHYIO (DHIOTCHUIO HITH
SIBIIIETCS KOMOMHANMEH (CyMMOW) HECKONBKUAX (DMICTUYCCKUX JIMHHA,
CBEICHHBIX OIIMO0YHO B OHY. IMEHHO MOJICKYIISIpHBIE PEKOHCTPYKLIUH
BBICBETHIIU 3TY IIPOOIEMY.

YTOOBI OHSTH, O Y€M UJIET PeUb, CPABHUM TPAIHLIMOHHYIO H HOBYIO
KJIacCH(pHKALH, COSJIMHUB UX B OTHOM cxeMe (puc. 2). Eciu BepHbI MOJIEKY-
JSIPHBIE PEKOHCTPYKLUH, TO B CTAPBIX CPABHUTEIBHO-MOP(OITOrHYECKHX
cXeMax MMeJI0 MeCTO O0bEAMHEHHE IBYX (PUIICTHYSCKIUX JIMHUIA B OJHY (JTH-
Hus HIKe fepesa). CooTBeTcTBEHHO, rpymniisl Aschelminthes (B kauecTse
MPOMEKYTOYHOTO 3BEHA MEXKIY IUIOCKUMHU YEPBSAMH M LICTIOMUYCCKUMH
JKHBOTHBIMH) M Articulata rmpeicTaBIstoT OO0 HCKYCCTBEHHBIC OOBCINHCHUS.

Arthropoda g

N

© Nematoda 2
- — " %
E @ Priapulid a
Ol & 7 L

s é / V4 / I

[7)] D /’ " g
Ol = Rotifera N
5| 3 2
o Nemertini = Q

) = (o]
S| L 5T1E | s
O] v = < <

=

A 5 - !
rotostomia st Sstr

P — S &

N’ N o o

Parenchymia Aschelminthes Articulata

Puc. 2. CooTHOIIEHHE MEXIy TPAAUIHMOHHON (BHM3Y) M MOJIEKYJspHOH (cmpasa)
KIaCCU(PUKALUIME TEPBUYHOPOTHIX.
Fig. 2. The relationship between traditional (below) and molecular (right) classifications
of Protostomia.
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Jlaxxe B TaKoH, Ka3anoch Obl, XOPOLIO 000CHOBAHHOW KJIaCCH(PHUKALIUH,
KaKoH SIBJIsUIaCh CHCTEMA YWICHUCTOHOTHX, MOJICKYJIIPHBIE JAHHBIE 17TM MHOTO
HOBOTO. YIaJI0Ch IT0Ka3aTh HEKM3HEHHOCTh Psijia paHee 00CyXKIaBIINXCS
CXEM, B YaCTHOCTH JIEJICHNUsI WIEHNCTOHOTMX Ha Schizoramia (XenmiepoBbie 1
paxooOpa3zHbie) 1 Uniramia (MHOTOHOXKKH, HACEKOMBIE U B PAJIE CIIydacB
onuxodopsl). Haubonpiee cMyIeHe y 300J0T0B BbI3Balia «MOJCKYISP-
Has» TpyIa, O0bEeANHAIONMAs HACCKOMBIX H PaKoOOpa3HbIX M Ha3BaHHAs
Pancrustacea (Zrzavs & Stys, 1997). Panee mopdororu gaxke He 00Ccy»knanu
TaKOW BapHaHT CBS3CH, OCKONBKY OBUIM TBEPAO YOEKICHBI B OJIM30CTH
HACEKOMBIX K MHOTOHOXKKaM, 00beIiHsIs1 00e IpyIIibl B TakcoH Atelocerata.
OTOT NMOCIETHNH pacCMaTPHUBAIICS B KAYECTBE CECTPUHCKOTO K PAKOOOPa3HBIM
B pamkax Mandibulata. Koneuro, moka Henb3st 6€30rOBOPOYHO MPUHSTH
Pancrustacea B kauecTBe OKOHYATEIFHOTO TAKCOHOMHYECKOTO PEIICHUS
(Edgecombe et al., 2000), HO B ero MOIB3y HAKATLIUBACTCS BCE OOIBIIIE
HOBBIX cBUIeTeNbCTB (Boore et al., 1998; Giribet & Rivera, 2000; Shultz &
Regier, 2000; Giribet et al., 2001; Hwang et al., 2001). Bonee Toro, B psine
MOJIEKYJISIPHBIX PEKOHCTPYKLHUI IMoKa3aHa nmapauiius pakooOpasHBIX
OTHOCHTENIbHO HACEKOMBIX. B 4aCTHOCTH, CECTPHHCKOM IPpyMIOii HaceKo-
MBIX B 9TUX PEKOHCTPYKLMSX SBJISFOTCS JIMIIB pezicTaBuTeny Malacostraca,
¥ 3TO IIPH TOM, YTO TArMO3UC Y HAX COBEPIEHHO paznnueH. OxHako obmiee
YHCIIO CETMEHTOB Y TEX U Y IPYTHX OJMHAKOBOE M COCTaBIsieT 20 eIUHULL

U3 paccMOTpEHHBIX MPHUMEPOB CICAYIOT JIBa HPUHIHMIIUAIBHO
BaYKHBIX BHIBOJIA.

1. MonekynsipHbIe PEKOHCTPYKLIHUU MOCTABUJIH O] COMHEHHE
NPaKTUKY THIOJIOTHYECKUX SKCTPAIOIALHH, B HAJIGKHOCTH KOTOPBIX JI0
9TOr0 MaJo KTo cOMHeBasIcs1. THuronorus (B ee SBOITIOHOHHON HHTepIIpe-
TalW¥) UCXOIUIIA U3 TOTO, YTO CIOKHBIE MOP(HOIOrHYECKUE CTPYKTYPEI
OTPa)KarT OPOMHOE YHCIO KOHCTPYKTHBHBIX, OHTOTCHETHYECKUX H
(YHKLUHOHATIBHBIX CBA3EH, @ MOTOMY B BOJIOLMOHHOM IUIAHE YHHKAJIbHEI
Y MEHee BCETO I0/IBEP)KeHBI apaJlIeIbHBIM H3MEHEHHAM. Clieyst TAaKOMY
HOJIOKECHUIO, B MOP(OIIOTHYECKUX PAAaX, OMHCHIBAIOLIMX BO3MOXKHYIO
HOCJIEIOBATEEHOCTB IPE0OPA30BaHUIT CIIOKHBIX CTPYKTYP, BUICIH CBOETO
poJia SBONIOLMOHHBIH CIIETIOK, Hanbosee OIM3KO OTBEYAIOIIUi (hUIoreHe-
THYECKOMY psity. DTOH Bepe B €IMHCTBO M YCTOHYNBOCTh BHICTPANBAEMBIX
THUITOJIOTaMU MOP(HOJIOTHYECKUX PSIOB MOJCKYISPHBIMH PEKOHCTPYK-
OUAME OBUT OJIOXKEH KOHEII.

B nesiom craHOBUTCS BCe Ooliee OYEBUAHBIM, YTO THIIOJIOTHS KaK
HOUCK PEryJIIPHOCTEH B CTPYKTYpe OHOIOTHYECKOrO pasHooOpasus BO
MHOI'OM HCYepIiaia CBOM BO3MOXKHOCTH Ha JOCTYIHOH edl Mopdoioru-
4yeckoil 6aze. Victopuieckn, OCHOBHBIC CBOH YCHJIMS OHA HAIPaBIsIa Ha
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TIOVCK 1 BBIWICHEHNE «ITIaBHBIX)» TPYIII, KOTOPHIM OHA IIPOTHBOIOCTABIISIIA
BTOPOCTETIEHHbIE, HE YKIIaIbIBAIOIIHECS B OOIIYI0 KaHBY 3aBHCUMOCTEH.
Tak, neneHne Ha HIEPBUYHOPOTHIX U BTOPUIHOPOTHIX SIBISIETCS, KOHEYHO,
THIOJIOTMYECKHM YTIPOILeHnEeM. B cBoe Bpems1, 01HaKo, OHO OBLIO BayKHBIM
HayYHBIM TOCTH)KEHHEM, M B CUCTEMAaTHKe 3TH J1Ba TUIA (YUCTHIE (POPMBI:
Valentine, 1997) Hagonro cranu npenMeToM ocoboro BHIMaHUA. OTHO-
[IEHUE )K€ K YKJIOHSIOMNMCS BapHaHTaM ObUIO, KaK K SIBICHHIO BTOPO-
creneHHOMY. [ToHsITHA TPUYMHA 3TOTO: B MOP(0JIOTHYECKOM IIaHe adep-
pPaHTHBbIE rPyNNbl ObIJIM HeHH(GOPMATHBHBI, TAK YTO HX M0JI0KEHHE B
paMKax Hal/IeHHBIX THIIOJIOTHYeCKHX 3aKOHOMEPHOCTel 0CTaBaAJIOCh
HeoTpe/IeJIeHHbIM.

bnaronaps «moiexynam» cucTeMaTHKa OKas3alach CIIOCOOHON
OLICHUTbH BCE MHOT000pa3ue GopM, BKITFOUast X THIIOJIOTHYECKH «TEMHBIEY.
MubiMu crioBaMy, B IVIAHE CONOCTABJICHHSI MOJIEKYJ1 adeppaHTHbIE (POPMbI
Takske HHGOPMATHBHBI, He OTJINYASICH 110 3TOMY NPU3HAKY 0T «IVIABHBIX»
(¢hopm (THIIOB), BBELICAAEMBIX THIIOJIOTHEeH. OTCIOa ¥ TOPA3UTENIBHBIE
yCIIeX! MOJIEKYJISIPHBIX PEKOHCTPYKLIMH M Pa3UTEIbHOE HECOBIAJICHHE
MOJIEKYJISIPHBIX M TPAAUIMOHHBIX Kiaccudukanuii. [Tocaenaue, Kak Mbl
BUJIENH, IMEHHO B CHITy OTMEUYEHHOI CMEIICHHOCTH B OLICHKE THIIOB 1 abep-
panuii He MOIVIM He J]aBaTh B TOW I HHOM Mepe NCKa)KeHHBIE PE3yJIbTaThI.

MonekysipHasi CHCTEMAaTHKa 3asiBIJIA O ce0e B yCIOBHSX Ty0oUaii-
LIEeT0 KOHIENTYaJIbHOTO KpU3Uca TPAANIMOHHbIX HapasieHnii. B mera-
CHCTEMAaTHKE BHEITHUM MIPOSIBIICHUEM 3TOT0 KpU3Hca CTall OBICTPO Hapa-
CTaBIINH IIOTOK aJIbTEPHATHBHBIX KJIACCU(HUKALINH, IPeUTaraBIINXCsl IS
OIIMCAHUS CUCTEMBI )KHBOTHOTO MUpa. BeICTpPEIil pocT Hammx 3HaHUH 00
OpraHu3Max, 10 CYILECTBY, JINIIb CTUMYJIMPOBAJ HCCIIEI0oBaTeNeH Ha TIOUCK
BCE HOBBIX M HOBBIX BapHMaHTOB «cucTeMbl». KnaccuduxanuonHas
JeSITeNbHOCTh NPEBPATIIIACh B YUCTO MCKYCCTBEHHOE 3aHATHE. Bhixon
MOJIEKYJISIPHOH (DMIIOTEHETHKH Ha IIepeIoBbIe pyOeKH HayYHOTO ITOMCKA
U BOCHPHITHE €€ pe3yJIbTaTOB B KaUeCTBE IMPHOPUTETHBIX CIEAYyeT
pacLeHUBaTh KaK BBIXOJ] M3 KPU3UCA CAMOW CUCTEMATHKH.

2. Ecam BwlgensBmInecs B paMKax TPAJUIIMOHHOTO IOIX0Ja
MOp(GOTHIIBI HE OTPAXKAIOT CYIIECTBOBAHME PEAJbHBIX I'PYII, TO HaM
HEo0X0AMMO HOBOE IIOHMMaHNe MOP(OTHIIA, KOTOPOE ObI yUUTHIBAJIO 1aH-
HBIE MOJIEKYJIIPHBIX ITpuoIvkeHni. OCHOBaHUsL, €CITH HE JUIs IIEpecMOoTpa,
TO JUIsl KOPPEKIIMH 3TOTO MTOHSTHSA, TeTIeph MMEIOTCsl. BTopas coctasisromas
MIepEXUBAEMO HaMH PEBOJTIOLIMH B SBOJIIOIIMOHHON OMOIOTHH, O KOTOPOH
MBI TOBOPHIJIN BHAYasle, Kak pa3 U CBA3aHa C yCIIeXaMH T€HETUKH Pa3BUTHS,
BIIEPBBIE MTOAOIIEAIEH K TeHeTHYeCKO! pacinugpoBke MophoTHIa. ITOT
acrieKT Oy/eT IIIaBHBIM IIPEIMETOM HAILIETO PACCMOTPEHHS.
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1. I'enn1 u MOpgoJiorus

O TOM, YTO T€HBI ONPEAEIAIOT MOP(HOJIOTHYECKYIO OPTraHU3ALIUI0
JKUBOTHBIX, 3HAJIM, HO 10 HEJTaBHETO BPEMEHH HE NMEITH CKOJIbKO-HUOY b
BHSTHOTO OOBSICHEHHSI TOMY, KaK 3TO IPOMCXOJUT KOHKPETHO. [ eHeTHKa n
MOpPQOIOTHS Pa3BUBAINCH HE3ABHCUMO, U 3TOT Pa3pblB MEKAY I'€HETH-
YECKUM U MOP(OJIOTHYECKIM MOAX0JaM1 B M3y4YEHHH IPU3HAKOB Hadall
MPEOA0JIeBAThLCS JIMIIb B OcHetHHe Toibl. K HacTosmeMy BpeMenu 1moiy-
YeH OIPOMHBII MacCUB CBE)XUX M MHTEPECHBIX JTaHHBIX, KOTOPBIE JAI0T
BO3MOYKHOCTb [I0-HOBOMY B3IVISTHY Th Ha IIpo0OieMy MopdoTrna. Bo-nepBbiX,
WHTEPECHO BBIICHUTH, KAKMM 00pa3oM MOP(OTHII CTPOMUTCS Ha TeHe-
THYECKOM yPOBHE: KaKie I'eHbl YYaCTBYIOT, KaK OHU B3aHMOZCHUCTBYIOT U
Ha KaKoM 3Tarle. YsICHUB 3TO, Mbl MOYKEM PACCMOTPETh TeHETHIECKHE KOM-
IUIEKCHI (KAacKa/bl) B CPABHUTEIHHOM IUIaHE. DTOT IMOCIEAHUI acleKT
SIBIISICTCS TIIABHOM, CTEPYKHEBOM YacThIO HOBOTO ITOAXO0/A B 3BOIIOLMOHHON
6nonoruu. [Ipexae Ml cTporin MOP(OTHIIL, HCX015 U3 MOP(HOCTPYKTYPHI
B €€ KOHEYHOM BBIPXEHHUH y B3pOCIbIX (opM. B yacTHOCTH, BRISBISINCH
YCTOHYMBO COXPAHSIONINECS JJIEMEHTHI CTPOCHHS, ¥ K HUM IPUBS3bIBAIIACH
BepOaIbHAs XapaKTepHUCTHKA. [0y yeHHbIe orrcanys 1 ObUTH TeM HCXOIHBIM
MaTepHaioM (IIpU3HaKaMH ), C KOTOPBIMHI UMeJI JeJI0 MOP(OJIOT X CHCTEMATHK.

Takol ymucTo MOPGOIOTHIECKUH ACIEKT H3yUeHHS (OPMBI
COXpaHWJI CBOE 3HAYCHNE, HO 10OAaBUIICS HOBBIH, TEHETHYECKU yPOBEHb
W3y4YeHHs1, KOTOPBIH TeTieph Oy/IeT BELYINM, 1 IMEHHO OH OyIeT ONpEAeIIsTh
cofepxanne NoHATHS MopdoTuna. COOTBETCTBEHHO MOSBITCS HOBBIC
cocTaBJIsOIMNe MOP(HOTHIIA, ONMCHIBAIOIINE CBSI3M, O KOTOPBIX pPaHbIIIE
MBI ¥ HE II003peBaIn. B kauecTBe npuMepa MO>KHO IPUBECTH Hapaulenn
MEXJly TaKUMHU JJaJIEKO OTCTOSLIMMM OpPTraHM3MaMH, KaKk pacTeHUe U
*uBoTHOe. Ha MopdonornieckoM ypoBHE yCMOTPETh MEX/Ly HUIMH KaKHe-
7100 SIBHBIE CBS3H HEBO3MOXKHO.

MyXH 1 IBETKOBBIE PACTEHHMS UCIIONB3YIOT TeHbl Polycomb-knacca,
KOTOPBIC B3aUMOACHUCTBYIOT B IepBOM city4dae (reH Polycomb) ¢ Hox- , Bo-
BropoM (treH Curly leaf) — ¢ MADs-renamu. O0a KOMIUIEKCA BKITIOUAIOT
TOMEO3HUCHBIE TEHBI, KOTOPBIE, OJJHAKO, HE SBJISIOTCSI POJIICTBEHHBIMU. Y
HACEKOMBIX OHH OIPEEISIOT CIEHU(PHUKY CETMEHTOB, a y PAaCTEHUH —
cnenuuKy 3JIEMEHTOB IBeTKa. Y MyX Polycomb-reHbl BBI3BIBAIOT pe-
npeccuto rera Ultrabithorax, neTepMIHUPYIOIETO B OCHOBHOM CETMEHTBI
npead/IoMeHa, a y pacTeHHHI — PENPECCHIO I'eHa agamous, ONpeIeIsIIoIIero
[IECTHK, & COBMECTHO € APpYyruMu MADs-reHaMu — ¥ TBIMUHKH. 3/1€Ch BAXKHO
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00paTUTh BHUMAHHUE Ha CBSI3KY TCHOB JIBYX Pa3HbBIX KJIACCOB, U3 KOTOPBIX
peryiupyeMble TeHbl y4acTBYIOT B clenH(DHUKAIINN MOBTOPSIOIINXCS
3JIEMEHTOB CTPOCHUS. JTa (QyHKIMOHAIbHAS CBA3KA, BO3HUKIIIAS HA OUYCHb
PaHHHMX 3Tarax BOIIOLHHN 3yKapHOT, COXpaHWIIACh IPH CTAHOBJICHUN HOBBIX
TUNOB oprarm3ain (Meyerowitz, 2002).

Bot eme onuH, 6onee Oim3kuit 300mory npumep. B passurun
JKMBOTHOM (=MeTa30ifHO) opraHu3anuy OoJibIIOe 3HAYCHHUE MMEN TaK
Ha3bIBaeMblit Paired(Prd)-knacc TeHOB. DTH FeHbl, BUAUMO, UT'PAJIN KIF0-
YEBYIO POJIb B CTAHOBJIEHUH «TOJIOBBD) )KHBOTHOTO, @ KOHKPETHO — B CIIEIIHA-
JIM3alMH TeJIa, CBSI3aHHOM C allMKaIbHOM KOHIIEHTpalel HePBHBIX KJICTOK.
W3BecTtHbpIME roMonoramMu Paired-11oqoOHBIX TEHOB ABIISIOTCS orthodenticle
n goosecoid. Eme onna noarpynmna Prd-knacca, Tak HasbiBaemoe Pax-
CEeMEHCTBO I'€HOB, UTpaeT OOJIBIIYIO POJIb B PA3BUTHH OMIIaTEpabHBIX
KUBOTHBIX, CIIENUPUIHUPYS KIETKH LEHTPAJIbHOH HEPBHOM CHCTEMBI.
T'omomor Pax-reHoB ObLT HaiifieH u y TyOOK. B mrore BBICTpamBaeTCs
CIIeYFOIUH CIICHAPHUI CTAHOBIICHUS XKUBOTHOM opranu3amyu (Galliot &
Miller, 2000). [TepBsIif mar ObUT CBS3aH C HEHPOTEHE30M, HCXOTHO
KOHTponupyeMbIM Pax-reHamu (ryOku). Uepes npyrue Paired-reHbI
HayaJlach aluKalbHas Cllenuanu3anys (KUIIeYHOIOJIOCTHBIE), KOTopas y
OuaTepanbHBIX JKUBOTHBIX OblIa 1OMOIHEHA ()OPMUPOBAHUEM TIEpEHE-
3agHel ocH B pesyibTare Hox-3aBUCHMOM KOMIapTMEHTAIM3alNH Tela.
WnTepecHo, oqHako, aApyroe. Prd-kiacc SBISeTCsl CECTPUHCKUM 10 OTHO-
meHuto K Antennapedia(Antp)-xnaccy, Bkimouatomemy MetaHox/Hox/
ParaHox-rensl (mogpoduee cmotpu: Llarankwn, 2002). Kak moka3siBaet
CPaBHUTENBHBIN aHAIN3, TeHBI 000MX KJIACCOB, BO3MOXKHO, IIPOM3BOIHBI OT
reHa Wariai, onpenesnsonero auKaIn3aiio « MHOTOKIICTOYHOW CTa N
passutHa y cimseBuka Dictyostelium (Han & Firtel, 1998; Galliot & Miller,
2000). 310 03HaYAET, YTO HA TEHETHYECKOM YPOBHE MBI MOKEM IIPOCIIEANTD
CBSI3H, KOTOpBIE Ha MOP(OIOTNIECKOM YPOBHE HE OUEBHU/IHBI.

Wrak, Hama oCHOBHasA 3ajada — CYMMHpPOBATh MaTe€pHalbl IO
reHEeTHYEeCKOH cocTaBistonield Mopgoruma. CucTeMaTHKa, Kak SBCTBYET U3
MOCJIETHUX ITyOJIMKanuid, BBIXOJUT Ha HOBBIH YPOBEHb 000OIIECHUH,
CBSI3aHHBIN C aHAIN30M OoJiee ITyOOKMX IPU3HAKOB, B CPABHEHUH C TEMH,
C KOTOPBIMH OHA JI0 3TOTO MMEJa JIeN0. DTOT HOBBIH ypOBEHb NOTpedyeT
HOBOTO IOHATHIHOTO aIapara, CyIeCTBeHHOH KOPPEKIUH TPaIUINOHHBIX
TIpecTaBIeHA 0 MOP(OTHIIE, TOMOJIIOTHH U APYTHX MTOHATHSIX 3BOJIIOLH-
OHHOH OHMOJIOTHH.

Haunem ¢ 0630pa HEKOTOPBIX YUCTO FEHETHYECKHUX BOTIPOCOB, Kaca-
JOLIMXCS CaMOTO MOHATHS TeHA, €T0 CTPYKTYPBI, TUIIOB KOAUPYEMBIX UM
6eJ1KoB 1 (PyHKIIMOHAIBHBIX 0COOEHHOCTEH ocneqHuX. B n3noxennu mare-
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pHana 3TOro pasjielia Mbl MOJIAraeMcst Ha Psii MOCIEIHUX PYKOBOJCTB MO
rereruke (Mure-Beutomos, 1989; Arthur, 1997; Gerhart & Kirschner, 1997
Wolpert et al., 1998; Kopoukun, 1999; Komsman u Pem, 2000; Cooper, 2000).

2. PeryisitopHble reHbl

2.1. CTpykTyparesa

[Mox perynsTopHBIME HOHUMAIOT TaKHE TE€HBI, IPOAYKTHI KOTOPBIX
OTIPENEISIOT WIN KaKMM-TO 00pa3oM peryilnpyroT 3KCIPECCHIO JPYTHX
reHoB. Cpenn peryiupyeMbIX BBIACISIOT OOJNBIIYI0 KaTETOPUIO T€HOB,
OCHOBHAs! (DYHKIIHSI KOTOPBIX 3aKIIFOYAETCSI B TOM, YTOOBI ITOAIEP)KUBATh B
pabodeM pexxuMe «KIeTogHoe X03sicTBO» (housekeeping genes — reHbI
JUISL TUTOXPOMOB, TIIMKOJIUTUYECKNX (PEPMEHTOB U T.11.). DTH I'eHbI BXKHBI
JUISL ICTIOJTHEHUSI IOBCETHEBHBIX METa00IMUeCKNX (PyHKINH, U TOITOMY
WX MOKHO Ha3BaTh MeTa00JIMYeCKUMH. MeTaboniecKne reHbl aKTHUBHBI
MPaKTHYECKH BO BCEX THIAX KJIETOK. bolee y3kast Kareropus perysmpyeMbIx
TeHOB CBSI3aHa C TKAHSAMH M Pa3HOTO POJia CTICIHAIN3UPOBAHHBIMHU KIIET-
kamu. [IpumepoM MOXKET CITyKUTh TKaHeCTIeU(UIHBIN TeH, KOIUPYOIHH
nHCynuH. Enie oy BaXKHYIO TPYTIITy COCTABIISIOT TeHBI, OTIPE/IEIISIOIINe
1UTOCKeNeT. Merabonmueckue, TKaHecTIe(HIHbIE U IPYTHE KaTeropHu Tep-
MHHAJIEHBIX TeHOB-MUIIICHEH (terminal target genes) HaXoIsTCs IO KOHTPO-
JIEM pa3HbBIX KAaCcKa/I0B PETYIATOPHBIX TeHOB. 31€Ch U Jaee Mbl OyJIeM pac-
CMaTpHUBaTh PErYJISTOPHBIE T€HBI, UTPAIOIIHE POJIb B Pa3BUTHH OPraHu3Ma.

UroObl MOHATH cHenU(UKY PErylssTOPHBIX '€HOB, HAM CIEIYyeT
HavaTh ¢ O0ILETo ONMCAHNUS CTPYKTYPHI DYKapHOTHIECKOTo reHa. B coBpe-
MEHHOH TreHeTHke noj reHoM nonumaror orpezok JHK, xogupyrommii
orpezereHHbIH 6enok. CuHTe3 Oerka OCyIIeCTBIIETCS ABYMS ITOCIIEI0BaA-
TEeNbHBIMH IpoueccaMu. Ha ctagum TpaHCKpUNIMHM HHPOpMAIUS,
sammudposannas B JIHK, nepenocurcs Ha MPHK. Ha crenyromem srare,
HA3BIBAEMOM TpaAHCIANHEH, Mo uHpopManuu, canteiBaeMoil ¢ MPHK,
cTpouTcst Moinekyia Oenka. Hac B mepByro ouepens OyneT HHTepecoBaTh
TPAHCKPHIIIHSL, TOCKOJIBKY HMEHHO Ha 3TOH CTaIiH MPOSBIIOTCS (QyHK-
LUOHAJbHBIE CBOMCTBA FeHOB. TpaHCKpUMLUs ecTh CUHTE3 MosIeKyibl MPHK
Ha Marpure JJHK, oTBeuaromeid reHy Mii KOMIUIEKCY OTH3KUX TeHOB, 00pa-
3yIOLIMX OINEPOH. B KauecTBe MaTpHUIIBI HCIOIB3YETCsl OHA U3 LETOUeK
JHK, npudeM cuWTHIBaHWE HJICT B HANPABICHHWH OT 3'- K 5'-KOHILY.
IMomyqatomrasics MPHK Oymer coorBeTcTBOBaTh mpyroit mnenodke JHK,
UMEIoIIel 00paTHYIO YIOPSAI0YeHHOCTH OT 5'- k 3'-koHIry. Katanmusupyet
nonumepu3aruio MPHK depment, HazsiBaembiii PHK-mommepasoii I1.
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['eHBI 5yKapHOT BKIIIOYAIOT J[BE CTPYKTYpPHBIE OOJACTH: KOIUPY-
FOIIYO0, C KOTOPOH cUMTHhIBaeTCs mH(popMarus B mpornecce cuaTe3a MPHK,
1 PEryJsITOPHYI0, KOTOpast 3allyCKaeT ¥ KoHTposupyet pabory PHK-monu-
mepassl [1, a uepes Hee u cuaTe3 MPHK. PerynmsatopHas o0macts oTmingaercs
y 9yKapHOT O0JIbIION Ci10KkHOCTBIO (Arnosti, 2002). OHa BKIIOYaeT Tpu
tumna nocienosarenpHocTelt JJTHK (prc. 3): (1) mpoMOTOpEI, CBSI3BIBAIOIINE
PHK-momumepasy 11, (2) sHXaHCEpHI, PeryIHPYIONINEe CKOPOCTh TPaHC-
KPHILNH, U (3) HHCYISITOPBI, OTJEIISIONINE PETYIITOPHBIC AJIEMEHTHI OTHOTO
reHa OT IPOMOTOPOB JIPyTUX reHoB (cMoTpu aaiee). [IpomoTop siBisiercst
BEPXOBBIM (Upstream) 3JIEeMEHTOM I'€Ha U PACIIONIOXKEH BBIIIE (CIEPEIH, CO
CTOPOHBI 5'-KOHIIA) Kopupyronieid obnactu. OH COAEp>KUT HEOONbIION
Y4aCTOK HHHUIMAIMH TPAHCKPHUIIMH (CTAPTOBYIO IIO3UIIMIO ), BBIIIE KOTOPOH
TeXUT 0cobast ooacTs cBsa3pBanHms PHK-nommMepassr 11 ¢ xapakrepHoit
JUISL HErO yCTOMYMBOM MOCIEJ0BATENbHOCTBIO U3 12 0CHOBaHUI ¢ yepenoBa-
HUEM HYKJICOTHIOB THMUAWHA W aJ€HO3MHA (B ITOCIEAOBATEIBHOCTH
TATAA...), HazeBaemoii TATA-60kcom. Kpome Toro, y 3yKapHoT B MpOMOTO-
pe BbIsiBIIeHa TeTpamepHas nocienosareabHocTh G(AT)CG, nexarnas Huxe
00JIaCTH MHUTWAIIH U CTIOCOOHAs PyHKIIMOHAITBEHO 3ameniath TATA-Ookc.
3amMeTHM, 4TO He BCE DYKApUOTHIECKUE IPOMOTOPBI COZIEPIKAT 3TH JIBE PEry-
nstopubie oonmactu. Tak, y Drosophila B Goiee ueM MOJOBHHE CIIyYaeB IPH-
CyTCTBYET JIMIIb OIHA W3 HHIX, a B 31% citygaeB— Hu ofiHOM (Arnosti, 2002, 2003).

Ion sHxaHCepamu cHauana noHuManu nocnenosarensaoctu JJHK,
YCHIIMBAIOIIHE SKCIIPECCHIO CBA3AHHOTO ¢ HUMH reHa. Ceiyac oz SHXaH-
cepamMM IIOHMMAIOT JII000H TUCKPETHBIH 3JIEMEHT I0CJIEA0BATEIbHOCTH
JHK, KOTOpBIH CBA3BIBACT TPAHCKPUIIMOHHEIN ()aKTOp W JCHCTBYET
(TI0JIOXKUTETHHO HITH OTPHUIATEIHHO) Ha TpaHCcKpumuio (Arnosti, 2003).
OHXaHCepbl, TAKUM 00pa3oM, B3aUMOJEHCTBYIOT C PETYIATOPHEIMU Oell-
KaMU (TPaHCKPHUILIMOHHBIMH (haKTOPaMH ), U3MEHSISI YPOBHH TPAHCKPHII-
iy reHa. [IpoGenBri3biBaromue (gap) rensl (Krvppel, giant, hunchback),
KOHTPOJMPYIOIINE CErMEHTAINIO Y JP030(HIIBI, KOAUPYIOT PETPECCOPHI,
KOTOPBIE NOJABIISIIOT padoTy 3HXaHCepoB. J[o HeaBHETO BpEeMEHH SHXaH-
Cepbl CYNTAINCH IPUHAVIEHOCTHIO TOJBKO dyKapuoT. Ceifyac OHM HaiiIeHbI
1 y TIPOKapHUOT.

W3 puc. 3 BUIHO, UTO SHXAHCEPHI MOTYT PacloyaraTbCs Ha 3HAUUTENb-
HOM yJIaJIEHUH OT IIPOMOTOpa M KOAMPYIOLIEH TOCIIeIoBarebHOCTH. B GombImH-
CTBE CITy4astX SHXaHCEPHI SIBIISIOTCS BEPXOBBIMH IEMEHTAMH, T.€. PACIIONIOKEHBI
repes; IPOMOTOPOM. B HEKOTOpBIX T€HaX OHH INPEICTABICHBI HU30BBIMA
3NIEMEHTaMH 1 MHOTIA PacIIoararoTcsi B MTHTPOHAX KOIMPYIOIIel 00IacTy.
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Wucynsaropsr (West et al., 2002) mpencraBisror co0oit o0acTs B He-
CKOJIBKO COT OCHOBaHMH. OHM HAMIEHBI y Jpo30(QHIIbI U Y TO3BOHOYHBIX
JKUBOTHBIX.

Kaxk paboTtaeT TpaHCKpHUIIIIMOHHBIN anmapar? Y poKapHoT B TPAHC-
KpHILMK ydacTByeT enuHcTBeHHast PHK-rormmvepasa, cocrosiast 13 Tpex cyonb-
equHU 0, B, B'Y Tak Ha3bIBaeMOro s-aktopa. Poib mocieHero 3akimodaeTcst
B TOM, YTO OH JIOJDKEH OITO3HATB IIPOMOTOP HEOOXOIMMOTO 'eHa M CBSA3aTh €T0
¢ PHK-nonumepazoii. PHK-nonumepasza cBsi3bIBaeTcs ¢ NPOMOTOPOM Ha-
HPSIMYO.

VY 3yKapHOT TPaHCKPHIILIMOHHBIN amnmapar HaMHOTO CJIOKHEE U
BKirouaet Tpu sipepusle PHK-momvepassr (1, 11 u I11), Tpanckpubupyrormuie
pa3UYHBIC KJIACCHI TeHOB. SmphImko sBisiercs: habpukoit cOopku pudo-
comubix PHK. OHo pa3MenieHo 0Koj1o XpOMOCOMHOM 00J1acTH, cosiepxa-
mmeit renst i 5S, 18S u 28S pubocomusix PHK. Otu PHK cunresupytores
¢ nomombsto PHK-onmumepasst 1. SSpPHK u TPHK tpanckpubupyrorcs
BHe siapbinika ¢ nomowpo PHK-nonumepasse! 11I. PHK-nonumepasa 11,
CTPYKTypHO HambOosnee Oim3Kast K OakTepHanbHOW HONIMMepase, CHHTe-
supyetr MPHK. [lanbmie mpl Oymem roBoputh B ocHOBHOM 0 PHK-monu-
Mmepase 1.

TPAHCKPUNUMOHHBIE
DAKTOPb!

TATAA +9
~— [POMOTOP—* ﬂoé(l%}llyggA}?%-{OCTb

Puc. 3. Crpykrypa pabotatomero resa (no Cooper, 2000, ¢ U3MEHEHHUAMH).

M.U. — Yy4acmox uHUYUayuu mpanckpunyuu, 3ux — suxaucep;, TBP — TATA-cseasviearowyuil
benox; TAF — TBP-accoyuuposanusie gpaxmopei; B, E, F, H — obwue mpanckpunyuoHHsie
¢daxkmopur epynner TFII.

Fig. 3. Structure of working gene (adapted from Cooper, 2000).

m.u. — transcriptional initiation site; sux — enhancer; TBP — TATA-binding protein;
TAF — TBP-associated factors; B, E, F, H — general transcriptional factors of TFII-group.

19



VY 3yKapHOT AOCTYII K IPOMOTOPY OJIOKHPYETCsl HyKJIEOCOMaMH,
II03TOMY OHM BBIPA0OTAIM HECKOJIBKO MEXAHW3MOB PETYISLIUU TpPaHC-
kpunuu. OUH U3 HUX CBS3aH C alleTHIINPOBAaHNEM, METHIIMPOBAHUEM 1
(dbochopunupoBaHrEeM TOPYALIUX M3 HYKIEOCOMBI N-TEpPMHHAIbHBIX
xBocToB riucTtoHoB H3 u H4. Hanpumep, BeICOKasl CTENEHB alleTHAXPOBAHUS
JM3MHA COTPSDKEHA C SKCIPECCHEl IeHOB, TOT/IA KaK JiealleTHIMPOBAHHE
MoJ1aBJIsIeT pabOTy TeHOB. 3/1€Ch CYIIECTBEHHO TO, YTO HacleyeMble (HO
oOpaTtuMBbIe) U3MEHEHHS B pPa00YeM COCTOSHUM TeHa (OymeT Jin OH MOJ-
YalM WIN SKCIIPECCUPYIOLINM) MOTYT IPOUCXOANTH 0€3 MoauduKamn
nocienoBarenbHocTH JIHK (MeHaeneBCcKuxX reHoB), HO JIMIIb B PE3ysbTaTe
TpaHcdopmaruu ructoHoB (Jenuwein & Allis, 2001).

Jlpyroii ypoBeHb PEryisIiy TPAHCKPHIIIMH CBSI3aH C BO3IEHCTBHEM
Ha PETryIsTOPHYIO 001acTh T'eHa 0COOBIX OENKOB, BIMSIONINX Ha TPaHC-
KPHUIIIUIO ¥ Ha3bIBAEMbIX MOITOMY TPAHCKPHIIMOHHBIMU (DaKTOpaMH.
TpaHCcKpHUNIIMOHHBIE (PAKTOPHI TOIPA3/ISISIOT Ha 00IIME U Crienu(uIecKre
(puc. 3). U3 nepsoix ynomsineM TATA-cBs3biBatonmii 6enok (TCh, nmn
TBP mo-anrmiicku), KOTOPBIN momoraet 3askoputbess PHK-mmonmmmepase
II. TCH ¢yHKUINOHANBHO aKTHBEH JIMIIb B KAYECTBE AIEMEHTA OOJIBIIOTO
oenkoBoro xomruiekca TFIID, xotopsrii Bkiatouaer eme 10 Oenkos,
HaszbiBaeMbIx TCB-acconmmnpoBanubivu dakropamu (TAD, nim TAF). Otn
(haxtops! koHTaKkTHPYIOT ¢ PHK-monmmmepa3zoit u 00macTeio MHUIHAITNY;
kpome toro, TAFI140 u TAFI160 nomxHb! 0I03HATH BTOPOU pEryIsTOPHBII
yuactok G(AT)CG. Haxkonen, akruBHocTh PHK-mommmepassi
oaepxxuBaercs emie Heckonbkumu Oenkamu TFII, o603HauaeMbIMuU
oyksamu B, F, E u H. Lludpa Il 03Ha9aeT, 9T0 TPaHCKPUNIIMOHHBIE (PaKTOPHI
conpsxensl ¢ PHK-nonumepasoii I1.

Crnenuguryeckne TPaHCKPUIIIHOHHBIE (PaKTOPHI peryiIupyoT
TPAHCKPHIILHIO Yepe3 SIHXaHCephl. [I0CKOIbKY 3HXaHCEPBI MOTYT pacIio-
Jararbcs Ha OOJIBIIOM YIaJICHUH OT IPOMOTOPOB, TO COEJMHEHNE COOTBET-
CTBYIOIINX TPAHCKPHUITLIMOHHBIX OEIIKOB, caasmuxcst Ha 3HxaHcep, ¢ PHK-
ronmMepasoii I1 ocymecTBisiercs 3a cuet oOpa3zoBanwms et yuactka JJHK
MEX[y IIPOMOTOPOM H 3HXaHcepoM (puc. 3). Paznudnble rpymmsl opra-
HHU3MOB Pa3IMYalOTCs MO CHenuPUUEeCKUM TPaHCKPHUIIHOHHBIM
¢axTopam. [ToaTomy nasnpie B TeKcTe Mbl OyieM TOBOPUTH JIUIIb O HUX.

OTMeTHM OJIHY XapaKTEepHYI0 0COOEHHOCTh OOmIeH CTPYKTYpHI
TeHOMa 3yKapHoT. B cTpykType reHa, Hapsity ¢ perynsaTOpHON M KOIH-
pyroteit obnactsMu, cymecTByroT oonsimue ¢pparmentsl JJHK, kotopsie
HE CBsI3aHBI C KOMPOBaHUEM OekoB. He TpaHCKpHOUpPYIOTCS, B YaCTHOCTH,
TIOBTOPSIOLIHECS IOCIEA0BATEILHOCTH, TIpeicTaBiIeHHbIe (1) eAMHNYHBIMA
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KOIUSIMH, (2) yMEPEHHBIM YHCJIOM KOIHUH (111 TCHOB THCTOHOB U HIMMY-
HOTIIOOYTUHOB) U (3) MHOTOYHCIICHHBIMH ITOBTOPaMH (COTHH ¥ THICSIIU Ha
TeHOM), KaK 3TO IMeeT MecTo B cirydae caresumTHoi IHK. ¥V yenosexa no
30% AHK npuxoaurcs kak pa3 Ha IOBTOPSAIOLINECS OCIEN0BATENLHOCTH
(Madigan et al., 2000). HexoTopbie TOBTOPHI CTPYIIITUPOBAHEI, TOTA KaK
JIpyrue pa3dpocaHsl 10 BceMy TeHoMy. K umcity mocneHux oTHOCSTCS,
HanpuMep, Alu-TocienoBaTebHOCTH, KOTOPBIE XOTS ¥ TPAHCKPHUOMPYIOTCS,
HO 00pa3syromrecs: TPaHCKPHIITH HE YY4acTBYIOT B CHHTe3¢ Oellka M MX
(hyHKIIMSI MAJIOM3BECTHA.

VY 3yKaproT KOAUPYIOIINE YIACTKHU I'eHa (93K30HbI) IEPEMEKAIOTCS
C HEKOMPYIUMH mocienoBarensbHocTsiMU JIHK (maTpoHaMH). B crry
3TOTO TPAHCKPHUIILHUS y 3yKapHOT AOTOJHACTCS €IIe OJHON Olepanuei,
crutalicuaroM. HazHaueHue cruraiiciira COCTOUT B yIaJICHUH HHTPOHOB U3
MOJTY4YEHHOTO B MPOLECCEe TPAHCKPHIIIMK TAK Ha3bIBAEMOTO IpeAalIec-
tBeHHHKa MPHK (pre-mRNA), i reteporensoii saeproit PHK (hnRNA).
Tonpko rmoce crutalicHHTa 1 psja Ipyrux U3MEHEHHH U3 3TOTO Ipeiec-
TBeHHHKa 00pa3yercss MPHK.

B 3axutioueHme HeCKOIBKO CJI0B 00 OTIIEPOHHOM OpraHU3alii TeHOMa.
Y IpoKaproT METabOIMUECKHE TeHBI ¢ CONPSKCHHBIME (DYHKITHSIMH 4acTO
cobpanbl BMecte BHyTpH JJHK B 0Tpe30k, momydyuBImii Ha3BaHIUE OTIEPOHA.
OHM 0TIIMYAIOTCS OT OOBIYHBIX TEHOB TEM, YTO YIIPABIISIIOTCS €IMHCTBEHHBIM
MIPOMOTOPOM M TPaHCKPHOMpYIoTCs Kak equHcTBeHHass MPHK, Ha3piBaemas
B 3TOM ciydvae monumuctponHoil. Tak, 4000 reHoB y Escherichia coli
oprann3osaHbl mpuMepHO B 700 orepoHoB. OniepoHHasi CTpyKTypa reHoMa
Ba)XKHA JUII METabOJIMYECKOH afanTallMd OPraHW3MOB B HOBOM 3KOJIO-
rudeckoit Hunie. Kogupyromue odmacti onepoHa 4acTo Ha3bIBAalOT CTPY-
KTYpPHBIMU TeHaMu. Hago TOJIbKO MOMHUTB, YTO CTPYKTYPHBII TeH — 3TO
YCEUSHHBII TeH, TOHMMAaeMbIi B 00beMe KOAMPYIOIIEro ydacTka, 0e3
perynatopHoil obnactu. Ilociennsis ke Ui BCeX CTPYKTYPHBIX T'€HOB,
BXOJMIIIMX B OINEpPOH, onHa. Dykapuornieckas MPHK, Oyny4u tpanc-
KPHIITOM JIMIIb OJTHOTO Te€Ha, Ha3bIBAETCSI MOHOILICTPOHHOM.

Jlo HenaBHEro BPEeMEHM OIEPOHBI PACCMATPHUBAIM B KauyeCTBE
XapaKTepHOW 0CcoOEHHOCTH MpokapuoT. OKa3ajaoch, YTO M DYKApHO-
THYECKUE TeHBI MOTYT OBITh OPraHN30BaHbI B 0NIepoHbl. OHM, B YACTHOCTH,
0OHapy>KEeHBI y TPUIIAHOCOM, HEMATOI, MyX, MIIEKOITUTAIOIINX U PACTEHUH
(Nimmo & Woollard, 2002). Y nemarons! Caenorhabditis elegans onepoHsl
MOTYT COJIepKaTh 10 BOCbMH I'eHOB. [10JMITCTPOHHBIM ITPH 3TOM SIBIISETCS
npemrectBeHHNK MPHK, KoTOpBIi ITOCIIE CrimaiiciHTa 00BIYHO pacIialacTcst
Ha camocrosrtensaeie MPHK.

21



2.2. PerysiTopHble (paKTOpPbI

PerynsitopHble reHbI ISHCTBYIOT Ha JPYTHe F'eHbl uepe3 KoAupyeMble
nmu Oenku. Mimest B BULy U Ipyrye akTHUBHBIE MOJIEKYJIBI C PETyIITOPHBIMA
(YHKIUSIMU, BBITTOJIHAEMBIMH Ha yPOBHE TEHETHUYECKOTO arliapara, TOBOPST
O PETryJIATOPHBIX (haKTopax. Pa3muyaroT HECKONBKO KJIACCOB PEryITOPHBIX
(hakTopOB.

1. TpanckpunuroHHbIE (HaKTOPHI, BHIMOIHSIOMINE PETYISTOPHBIC
(yHKIUM Ha ypoBHE TeHa (TpaHcKpunuuu). OHM CBSA3BIBAIOTCS C OIIpe/ie-
JICHHBIM YYaCTKOM PEryJIsTOPHON 00JacTH I'eHa W PEryaupyloT padoTy
PHK-mommmepasst 11, 3amyckas 1nb0 ocTaHaBIHMBAas TPaHCKPHIIIHIO, a B
psize cirydasix ¥ U3MEHsIsI €€ CKOPOCTb.

2. PHK-cBs3pIBaromie (pakTophl, BHITOTHSIONINE PETYISATOPHEIC
¢yHKIMH Ha ypoBHe Tpancisiuu. OHu cszpiBatorest c MPHK 1 3amyckator
TPaHCISALUIO, U3MEHSS €€ OCHOBHBIE XapaKTEPUCTHUCTHKH BIUIOTH IO
OCTaHOBKH caMoro mporecca. Hanpumep, perynsatopHsiii 6esok Nanos
npensatcrByet Tpancisinun MPHK rena hunchback. benok Caudal sinstercs
TPAaHCKPUIIIMOHHBIM aKTUBAaTOPOM 3a/JHUX ITPOOEIBHI3BIBAIOIINX T€HOB
knirps n giant. AKTUBHOCTB 3TOT0 O€lIKa MOXKET MOAABIISTHCS TAKKe Ha
YpOBHE TpaHCIAUU TeHoM bicoid. bemok Staufen HeoOxomum s
aktuBanuu Tpancisiun MPHK bicoid v oskar, nrparonyx BakHYIO poiib B
noJsipu3anyu oounta Drosophila Bnoms nepenHe-3aaHei ocH.

3. Bonpmias rpynmna peryiasiTOpHBIX (aKTOPOB IpeACTaBICHA
CUTHAJIbHBIMU Oenkamy. OHY BIUSIIOT Ha TPAHCKPHUIILIMIO Yepe3 CUTHAIBHYTO
LIeTIb, HAYMHAIOIIYIOCS C PELENTOPa, aKTUBHPYEMOTO CUTHAJILHBIM OEJIKOM,
1 3aKaHYMBAOLIYIOCS TPAHCKPUIIIIMOHHBIM (PaKTOPOM, IEHCTBYIOIINM Ha
Te WY MHBIE TeHbl. BemiecTo, mokassiBaromiee (PyHKIMOHATIBHOE CPOJCTBO
C peuenTopoM, aKTHBHUPYIOIEe PEIEenTOp U TEM CaMbIM 3aITycKaloliee B
CHUTHAJIBHYIO CHCTEMY CHUTHaJI, Ha3bIBaeTcs IuranoM. CUrHanbHas Ienb
MOXET MMETb MHOTO IPOMEXYTOUHBIX 3BEHBEB, OCIKOB MM OEIKOBBIX
KOMIIIEKCOB, B CHHTE3€ KOTOPBIX TaK)Ke YIaCTBYIOT Kakue-To reHbl. doc-
(opunuposanue U 1epochoprINpOBaHIE PELETITOPHBIX OCJIKOB SIBIISETCS
OCHOBHBIM MEXaHH3MOM IIepe/1aull CUTHAJIOB B KIIETKY.

Huxe MBI omumeM M gaguM IPUMEPBl TPAHCKPUIIIIMOHHBIX
(haKTOPOB M CHTHAITBHBIX OEIIKOB.

Tpanckpunuuonnsie pakTopbl. TpaHCKPHUITIIMOHHEIE OEITKU BKITIO-
YaloT /IBE KITIOYEBBIE MOCIIEI0BATETIFHOCTH, OJIHA M3 KOTOPHIX CHELM(HIECKH
CBSI3BIBACTCA C PErYJIATOPHOH 0OJIACTBIO TeHa (IHXAHCEpOM), a JIpyras
B3aMMOJICHCTBYET ¢ OOIIMMH TPAHCKPUIIIMOHHBIMU (paKTOpaMH, aKTH-
BUPYSI WM, HA000POT, IIPHOCTaHaBIMBas TpaHcKpumniwio (puc. 3). ITo crpy-
ktype JJHK-cBS3pIBatONINX MOCIE10BATEIEHOCTEN (JIOMEHOB) BBLACIISIOT
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HECKOJIbKO KJIACCOB TPAaHCKPUIIIMOHHBIX (akTopoB. Ho mpexzne uem
TOBOPHTH O JIOMEHaX, KPaTKO 0XapaKTepHU3yeM OCHOBHBIE CTPYKTYPHI, B
KOTOpBIE BOILIONIAETCS IPOCTPaHCTBEHHAS OpraHu3ays Oernka. JInHeinas
MIOCJIEZIOBATEIbHOCTE AMUHOKHUCIIOT COCTABIISET INIABHYIO (IIEPBUYHYIO)
CTPYKTypy Oenka. [T1TaBHOH ee cuMTaroT 1O TOI MpHYMHE, 9TO OT HEE BO
MHOTOM 3aBHCHUT IPOCTPAHCTBEHHAs KOHQUTypanus (BTOpUUYHASL
CTpyKTypa) 6enka. OHOM 13 Hanboee pacIpOCTPaHEHHBIX BTOPUIHBIX
CTPYKTYp SIBIISICTCS O-CHHpPallb, MPEACTABIIAIONIAs COO0H JeHTy (Iou-
MENTHIHAS [ETlh ), KaK Obl HAMOTAHHYIO C OTIPEIeTICHHBIM CABHIOM ITOCIIe-
JIOBATEIbHBIX BUTKOB Ha IIMIMHAD 1 3a()MKCHPOBaHHYIO B TAKOM COCTOSIHUH
HocJIe TOTO, KaK IMIMHAP BBIHYT. YCTOHYNBOCTh CIIMpad B OeNKe moa-
JIepKUBAETCS 3a CYET BOJOPOAHBIX CBA3EH MEX/Ty COCEAHUMH BUTKaMH.
Jpyrum pacripocTpaHeHHBIM THIIOM BTOPUYHOM CTPYKTYPBI SIBIISIFOTCS TaK
Ha3blBaeMble [-ITHCTHI (IIOJOCHI), B KOTOPBIX MOJUICNTUAHAS JICHTA
CKJIA/IBIBAETCs B BHJIE 3MECBHKA.

Kak a-criupany, Tak 1 -IUCThI 4aCcTO OpPraHW30BaHbI B IIOOYIISIPHBIC
(KOMITaKTHBIE) CTPYKTYPBI, KOTOPBIE HA3bIBAIOT JOMEHaMU. JIOMeH sBIIsieTcst
3JIEMEHTOM TPETUYHOM opraHu3anuu oenka. Hebonbme Oenku, Hanpumep,
MHODIOOHH, COAEprKaT BCero ouH oMeH. Ho ecTb MHOTO OeNKoB, cozep-
JKaIX HECKOJIBKO IOMEHOB, KOTOPBIE, B CBOIO OYepElb, TAK)KE IIPOCTPAH-
CTBEHHO OPTaHU30BaHbI, COCTABIIAS YETBEPTUIHYIO CTPYKTYpY Oeinka. ITo
CTPYKTYpE pa3iInyualoT ciIeayIoIne TUIIBI JOMEHOB.

1. llmHKOBEIE TATTBITEI (pHC. 4 A). XapakTepHas 0COOCHHOCTH CBSI3bI-
BAIOILIET0 IOMEHA — HATMYHE O-CIUpaieii U B-IMCTOB, CBA3aHHBIX aTOMAMH
OUHKa. S-TUCTHI MPU 3TOM CHIBHO U3rubaroTcs, oOpasys [-neriu
(«manpuply), HECYIIHE CBI3BIBAIOIINE aTOMEI IHKA. OTpe3ok u3 21-26
AMHHOKHCIIOT, CBSI3aHHBIX C aTOMaMH IIMHKA, BKJIIOYACT PsiJi KOHCEpBa-
THBHBIX IT0CJII0BATEIBHOCTEH, TaK Ha3bIBaeMble MOTHBEHI (motifs). MoTus
€CTh HaNIMEHbIIIasl KOHCEPBATHBHAs IIOCIIE0BATEIIbHOCTD HYKJICOTH IOB HIIH
AMUHOKHCIIOT, COCTaBIsAoNasi (yHKIHOHAIBHO 3HAYMMYIO EIMHHUILY.
[{uHKOBBIE MBIl HACHTU(QHUIUPOBAHBI B 00IIEM TPaHCKPHUIIIMIOHHOM
takrope TFIIIA (perymupytomum pabory PHK momumepassr I11), a Taxxke
B CTEPOHUIHBIX PELENTOpaX, KOTOPbIE CTAHOBSITCS TPAHCKPUIIIIMOHHBIMHU
(hakTOpaMu 1ocie CoeIMHEHNS C TOPMOHOM TECTOCTEPOHOM.

B pasButuu npo30duisl MUHKOBBIE Maiblbl BKIoUeHB B JTHK-
CBSI3BIBAIOLINE JIOMEHBI OEJIKOBBIX IPOLYKTOB IIPOOEIBI3BIBAIOIINX T€HOB
Kreppel, hunchback, knirps, tailless, a Tax:xe TeHa snail, ITPAIOIIETO KITIO-
YEBYIO POJIb B 00pa30BaHNH I0PCO-BEHTPAILHOM pa3HOKaueCTBEHHOCTH.

2. Ciipab—I10BOpOT—CIHUPAIb. B 3TOM 0MeHe IPUCYTCTBYIOT KakK
MUHUMYM JBE O-CIIMpaH, OJHA W3 KOTOPHIX (CIHpaab y3HaBaHUS)
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3asikopuBaetcst B 6oposne mex iy Butkamu JJHK (puc. 4 B, crimpans 3). Ora
CIIMpaJib Jjaniee 00paszyeT KOPOTKHH Y4aCTOK M3 TPEX aMUHOKHCIIOT C TJIHIH-
HOM, 00€CIIeYNBAIOLINM IIOBOPOT MOIMIENTHAHON eny. Ha npyrom koHme
9TOT KOPOTKHUH Y4aCTOK EPEXOIUT B €Il OAHY (-CIIMPAJIb, pacIojararo-
myrocs Baonb HuTed JJHK n QyHKIHOHHPYOIIYIO KaK CTaOMIH3aTOp
TIOJIOXKEHUS CMpaiy y3HaBaHus. K crabunmusupylomei cuupany 4acTo
MOJKET ITPUCOSANHATHCS eIlIe OJJHA (-CIIUPAJIb C TOU XKe QyHKIneH.

PaccMoTpeHHBIH JOMEH Ha3bIBAETCS TOMEOIOMEHOM 1 OXBATHIBAET
KOHCEpPBATHBHYIO MOCIIEJOBATEILHOCTH (MOTHB) 13 60 aMHHOKHCIIOT. BrIco-
kokoHcepBatuBHas oonacth JJHK u3 180 map ocHoBanwmil, Kogupyromas
3TOT AOMEH (TpPH ITapbl OCHOBAaHHUH B Ka4€CTBE KOJIa ONpe/IeNIeHHON aMHUHO-
KHCJIOTHI ), Ha3bIBatoT ToMeobokcoM (homeobox). [omeo00kc ObLT BBISIBIICH
y TaK Ha3bIBAEMBIX TOMEO3HCHBIX (CEIEKTOPHBIX) TEHOB, KOTOPBIE OTJINYa-
FOTCS TEM, UTO MYTAIIWH 10 HUM IPHBOJAT K 3aMEHE OJHOM CEPHAITBHOM CTPY-
KTYypbl Ha Japyryto. Hanbosnee m3BecTHBIE IpUMEPHI y APO30QUIBI —
MIpeBpalleHle aHTEHHbI B HOTY W HaoOopoT (Mytaumu Antennapedia n
aristapedia), a TaKoKe 3aMeHA 33THETPYAN Ha CPeIHETPYAb (MyTarws bithorax).

B pa3HBIX TPaHCKPHUITIMOHHBIX (AKTOPAX, OTINYAIOIINXCS HATHINEM
TOME0/IOMEHa, TIOCIIEAHUN COXPaHSEeT CBOIO IIPOCTPAHCTBEHHYIO OpraHu3a-
0. B TO 5ke BpeMsi aMHHOKHUCIIOTHAS ITOCIIEI0BATEIbHOCTh TOMEOI0OMEHA
MOJKET B TOW WMJIM MHOM CTENEHU Pa3jindaThCs, YTO MO3BOJSIET CTPOUTH
Pa3HOTO THIIA KJIaIOTPaMMBbl, OITMCHIBAIOIINE YPOBHHU POACTBA TPAHCKPHII-
LIMOHHBIX (hakTopoB. Harpumep, ecit cpaBHUTH TOMEOIOMEHBI TPAHCKPHUII-
nnoHHBIX pakTtopoB Engrailed m Antennapedia y npo3zo¢muisl, To
HanOoJIbIIIEe CXO/ICTBO MOKa3bIBAIOT O-crinpanu 3 (75%), nanee d-crimpanu
2 (45%) n HanMmeHblIee cXxoacTBO Mexny d-crimpaimsiMu 1 (30%). Ecin
CPaBHUTB C 3TUMH “MYIINHBIMHI T€HaMH TOMEOOOKCHBIE T€HbI MIIEKOIINTA-
IOLINX, TO YPOBEHb CXOJICTBA B AMUHOKHCIIOTHON MOCIIE0BATEILHOCTH
COOTBETCTBYIOIIMX TPAHCKPHITIIMOHHBIX (h)aKTOPOB OyZeT BBIPAXKATHCS SIIe
MeHpIMME 3HaueHnsIMH. Tak, Oct2 (Octamer-binding protein), umeronmit
B TOMEOJIOMEHE JIOTIOJHHUTEIbHYIO (4€TBEPTYIO) CTAOMIN3UPYIOIIYIO
CIMPAJIb ¥ UTPAIOLINI OOJIBIITYIO POJIb B PA3BUTHH LIEHTPATBHOW HEPBHOM
CHCTEMBI Y MJICKOIUTAIOIMNX, OyJIeT OKa3bIBaTh CIEAYIOINH ypPOBEHb
cxonctsa ¢ Antennapedia apozodusr: a-crimpanu 3 —40%, a-crimpanu 1 —
17% (Gerhart & Kirschner, 1997).

He Bce romeo0okccoaeprKaliye reHsl SIBISIOTCS TOMEO3UCHBIMH. B
KauecTBe MpUMepa yKakeM Ha Ba)KHOE CEMEHCTBO Pax-TeHOB. JTH I'eHbl
cozieprKaT TUIIHYHBIH roMe00O0Ke 1 BI0OaBOK €111e OJJHY KOHCEPBATUBHYIO
obnacTb, Ha3pIBaeMy1o paired. Konupyemslit Pax-reHaMu TPaHCKPHIIIHOH-
HeI (hakTop cBs3biBaetcs ¢ JIHK uepes mapHsrii (paired) momeH (puc. 4 D).
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Puc. 4. JHK-cBs3bIBatonye 1OMEHbI TPAaHCKPHUIIIMOHHBIX (aKTOPOB.

A — MHKOBBIE Tanblibl; B — crirpans—noBopor—cnupais; C — neifuHoBas 3actexka; D —
TapHBIH J0MEH U romeonoMmeH; E — cnupans—nerns—cnupans; F — Pen-gomen.
Fig. 4. DNA-binding domains of transcriptional factors.

A - Zinc fingers; B — Helix—turn—helix; C — Leucine zipper; D — Paired domain and
homeodomain; E — Helix-loop-helix; F — Rel-domain.

JIoMeH BKJIFOYaeT TOMEOJIOMEH M TaK Ha3bIBAEMYIO [B-IIMHIbKY
(B-hairpin), 00pa3oBaHHYIO0 ABYMS aHTHIAPAILIEIbHBIMUA S-THCTaMU.
CymiecTBeHHO, 4TO criocob coemnHeHus ono3Haromei ciupanu 3 ¢ JJHK
OTJIMYEH OT TAKOBOTO FOMEO3HCHBIX OEJIKOB 1 00JIee HATIOMUHAET POKAPHO-
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THUYECKUH THII COEIMHEHNS - perpeccopa ¢ oneparopoM. Ha HekoTopom
yIOaJeHUN OT IMapHOTO JOMEHA PAcIoiaraercs emie OJUH TOMEOJIOMEH,
(YHKIIMSI KOTOPOTO 10 KOHIIA HE BBISICHEHA.

3. JletinmmroBBIE 3acTexk (puc. 4 C). JHK-cBs3pIBaromas 00acts B
9TOM THIIE JIOMEHa 00pa30BaHa ABYMS NMOJHUIEHTUAHBIMU LETSIMHU.
JvMepusanust OCyIeCTBIISAETCS ¢ HOMOLIBIO 4 MU 5 JIEMIIMHOBBIX OCTATKOB,
Pa3MELIeHHBIX 110 OJHOH JIMHUM BIOJb O-CIHPaIN B MHTEPBAJE CEMH
aMIHOKUCIOT. [{lumep a-crimpaneit cagurcs Ha JIHK Hanogobue 6enpeBoit
3amienky Ha BepeBke. [IpuMepoMm paccMaTpHBaeMOro JOMEHa MOXKET
CJTy>KUTb TPAHCKPHUIIT IPOOEIIBBI3BIBAIOLITO I'eHA giant.

4. Ciimpanps—ners—cnupans (puc. 4 E). biuskuii k npeasigymemy
THUII CTPYKTYpP, B KOTOPBIX K JIUMEpY, 3aKUMAIOLIEMy B Buae OenbeBoH
samenky HUTH JJHK, nobaBnsercs eme 1mo oqHON O-CIIUpaiy, KaXaas u3
KOTOPBIX CBSI3aHA C OTIO3HAOMIEH CIIMPAJIBIO IOCPEACTBOM HOJIUIICTITHIHON
neTau. JTOT AOMEH HaiineH B Oenke Hairy, kogupyeMoM TreHOM JBYX-
CErMEHTHOH NePHOANYHOCTH, a TaKKe B OesIkax, KOANPYEMBIX HOXKHBIMHU
reHamu atonal u spineless.

5. Pen-nomeH (puc. 4 F). CooTBeTCTBYIOMmIAs 00MACTh T'eHa ObLiIa BHAYa-
Jie BBISIBJICHA Y BUPYCA ITUYBETO PETUKYIOIHAOTENO03a (OTCI0Ia COKpallie-
nue «Rely). JIHK-cBsA3pIBaroOmuii TOMEH Oelika UMeeT BU1 0a00UKH, TEJIO
kxotopoit oopazoBano JJHK (paccmarprBaemMoii B INIOCKOCTH IIONIEPEIHOTO
CEeYeHMs), @ KPbUIbS — KOMIIOHEHTaMH1 TPaHCKPHITLIMOHHOTO Oenka. [Tprdaem
BepXHHUE 0oJiee Y3KHe «KPBLIbs» 00pa30BaHbl JIULIb B-IHCTaMH, a HIX-
Hue Ooliee MIUPOKUE KKPBLIbS» — IBYMS O-CIIHPASIMU U HECKOJIBKUMH [3-
muctaMu ¢ kaxxaoi croponsl (Patikoglou & Burley, 1997). V npo3odwet
BBISIBJICHO TPH O€JIKa C pei-I10MEeHOM, 13 KOTopbIx Dorsal nrpaet kimoueByto
PpoItb B iopco-BeHTpanbHON crierudukanny (Graef et al., 2001).

6. HakoHem, cienyeT ynoMsiHyTh 1 HEJaBHO OTKPBITOE CEMENHCTBO
0eJIKOB, KOIUPYEeMBIX Tak Ha3biBaeMbIM ARID-cemeiicTBoM reros (Iwahara
etal.,2002). Y npo3oduirsl kK 3TOMY KIIacCy IPUHAJUICKAT 1Ba TeHa, dead
ringer (dri) u eyelid (eld). IlepBrlii TeH BaXKCH M IepeqHe-3aTHEH
CTaOMIIM3aluy U B YaCTHOCTH, BIIMSICT HA BBIpAXKECHUE T€HOB buttonhead n
argos. I'eH eld BEICTyTIaeT Kak aHTaroHUCT W g-CUTHANBHOM meru. [Toteps
AKTUBHOCTH eld B KPBUIOBOM JIMCKE MOXKET BBI3BaTh NpeoOpa3oBaHue
HOoTyMa B KpbUIO (Treisman et al., 1997).

CurnanbHble Oenxu. CUrHaJIbHBIE OCNKU SBISIOTCS MEXKKIIE-
TOYHBIMHU IEPEHOCYNKAMHU CUT'HAIOB. [1o mrana3zony 1eCcTBHUS X MOKHO
pa3zesuTh Ha TPH KaTeTrOpUH.

A. TpancmemOpanHble JTUranbl. II0CKONBKY 3TH JUTaHIbI IPe-
CTaBJICHBI TPAHCMEMOpPaHHBIMHU O€JIKaMH, TO IeHCTBOBATh OHM MOT'YT JIUIIb
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Ha PElenTopbl COceNHEH HENOCPEACTBEHHO NMPHUMBIKAIONIEH KIETKH.
I[Ipumepom ciayxuT TpaHcMeMOpaHHBIH Oenok Delta, spustomuiics
nurasaoM s perenropa Notch. DTOT mocneaHui Takxe npeacTaBiIcH
TpancMeMOpaHHBIM OeltkoM (puc. 5). Crienndrka B3auMOIeHCTBHS JINTaH A
1 perenTopa 31eCh CB3aHa C TEM, YTO OHU OJHOBPEMEHHO IIPUCYTCTBYIOT
B MeMOpaHe 00eux kietok. [loatomy aiist oHTOTeHeTHYECKO M depeH-
AWK TTOCTIETHUX HEOOXOIUM OCOObI MEXaHW3M, MPETATCTBYIOMNI
00pa30BaHMIO JIUTaH A B OJHON U3 KJIETOK. Tak, €CIIM 10 YHCTO CIIy4aifHbIM
NPUYMHAM OJIHA M3 KJIETOK HaunHaeT BelpabarbiBaTh Oosbie uranza Delta,
To BKIMo4aeTcs Notch-curHaIbHBIN My Th, U 3Ta KJIETKA HAYMHACT CIICIH-
anu3uposathes. Crienuannu3amyst KISTKH [T0JaBIIsieT TPOM3BOJICTBO B HEH
Delta, uTo B cBOIO 0Yepeb BEAET K 1o 1aBieHUI0 Notch-CHTHalTbHOTO Iy TH
B COCEIHHX KJIETKaX, KOTOpBIE TAKKe HAUMHAIOT AU PepeHInpPOBaTHCS, HO
B ZIPYTOM HarpasieHnH. Takoi mMyTh crieu(pUKaIiy Yepe3 TeHeTHIECKOe
B3aMMOJCHCTBHE JIByX MCXOJHO HEPA3IMYMMBIX KJIETOK ObUI Ha3BaH
narepanbHbIM (Greenwald, 1998), B oTnmdme oT 0OBIMHOT0 BEPTHKATBHOTO
B3aMMOZEHCTBHS, KOT/Ia OJIMH TUII KJIETOK HHIAYLIUPYET H3MEHEHHUE JPYTHX,
3TH BTOpPbIE — TPETHUX U T.1. JlatepasbHas crienuuKanys HUMEeT MECTO
pu 00pa30BaHUKM OMMATH/IMEB, a TAKOKE IIPHU Pa3JIeJICHNH KJIETOK Ha CeH-
COpHBIE 1 AMUTENNAIbHbIE HA CPEIHECTTHHKE PO30(MIThL.

B. JIuranzap! ¢ HEOONIBIINM PAANYCOM JICHCTBUS, HE ITPEBBIIAONIAM
HECKOJIbKUX PSANOB KJIETOK. Peup 31ech MAET O CHUTHANBHBIX OeNKax,
MIPEACTaBICHHBIX CBOOOIHBIMU MOJIEKYJIaMH, KOTOpble MoryT nuddyH-
JMPOBATh OT KJICTKH K KiteTke. Cpe/i 3THX JIMTaHAO0B BBIIEISIIOT OCOOBIH THIT
MOJIEKYJI, Ha3bIBAEMbIX MOP(OreHaMHu, KOTOPBIE IIEPEAAIOT CUTHAJ TOJIBKO

Puc. 5. JlatepanpHas perynsanust yepe3 Notch-CUTHaNBHBIH MYTb.
Su(H) — Supressor of Hairless.
Fig. 5. Lateral regulation by Notch signaling.
Su(H) — Supressor of Hairless.
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TIPY JIOCTHKEHNHT HMH OTpe/IeTIeHHON KOHIIeHTparwu. OHU YOBJIETBOPSIIOT
CIIEYIOILIM TpeM ycloBUsiM. MopdoreH, BO-IIepBBIX, TOJKEH pacipocTpa-
HATHCS U3 OAHOTO HCTOYHUKA (KJIETKHU WM TPYIIIBI KIEeTOK). Bo-BTOpPBIX,
€ro KOHIICHTPAaLH JOJKHA YMEHBIIATHCS 110 MEPE Y/IaJIeHHUsI OT HCTOYHHKA.
B-TpeThux, KIETKH, KOTOPBIX JOCTUraeT MopdoreH (KIeTKH-MUIICHH),
JOJDKHBI pearnpoBaTh Y€pe3 CBOM PELENTOPHI JIMIIb Ha OTPE/IEICHHYIO
€ro KOHLIEHTpanuio. Pa3Hble penenTopsl MOTYT aKTHUBHPOBATHCS pa3iind-
HBIMH ITOPOTOBBIMH KOHIICHTPALUSIMH OHOTO ¥ TOTO K€ MOpQoreHa.

C. JIuraHzp! ¢ GOJBIIIM PaIITyCcOM JCHCTBHIS — THIT CHTHAITFHBIX MOJICKYTL,
TIPHIMEPOM KOTOPBIX SIBJISIOTCS TOPMOHBI, JAJIee pacCMaTpUBaThCs He OyIyT.

B pa3BuTHH HacEKOMBIX OCHOBHYIO POJIb UTPAIOT BOCEMb CEMEHCTB
curHabHBIX OenkoB (Wolpert et al., 1998), mepeuncieHHbIX B TabmmIe 1.

1. ®udpoodnactuslii Gaxrop pocra (PDP, unu FGF). CemeiicTBo
BKJIIOYAET HE MeHee 15 OeskoB, OoMnbIast 4yacTh KOTOPBIX BEISIBICHA Y TTO3BO-
HOYHBIX (Szebenyi & Fallon, 1999; Lin et al., 1999). Y Hux 3T GeNKH HUMEIOT
HCKJIIOUMTEIIFHOE 3HaUYeHNE, B YACTHOCTH, IIPH 00pa30BaHUN KOHEYHOCTEN
1 TIpY Pa3BUTHH CUCTEMBI KDOBEHOCHBIX COCYIOB. Bce oHM mpuHauIeKHUT K
TUITy TenapaHcyib(ar-cBsI3bIBAIONINX TPAHCMEMOpPAaHHBIX OEIKOB U
BBIMOJIHAIOT (PYHKIHUIO PELeNTOPOB. B oTim4ane oT Apyrux penentopos,
MMEIOIMX KMHA3bl B KAY€CTBE CBOEH MHTETPAIbHONW BHYTPUKIETOUHON
YacTH, 3/1eCh THPO3MHKIHA3A SBJISETCS] HE3aBUCUMON 1 00pa3yeT KOMILIEKC
C BHYTpHKJIIETOUHOH 00nacteio @DP. YV nacexkombx @DP npencrasien
nByms perenropamu Heartless n Breathless, yuacTByromunmu B pa3BuTun
KpOBEHOCHOU U TpaxeiHo# cucteM, cootBeTcTBeHHO (Lin et al., 1999). B
OTHOIICHHUH JIMTaH/Ia IEPBOTO PELENTOpa AaHHBIX HET, a JIMTaHIOM IS
BTOPOTO perenTopa siBisieTcs 6enok Branchless.

2. HefiporynuHsl. OT0 ceMelHCcTBO OETIKOB BKIIIOYaeT Helpomeua-
TOPBI, aKTHBHPYIOLINE PELENITOPHI allETHIXOINHA [IPH Iepeiade HeHpOoMBbI-
[IEYHBIX CUTHAJIOB. Y HACEKOMBIX K HEHpOTylMHaM OTHOCUTCs Oestok Vein,
PeLenTopoM KOTOPOTO SIBIISIETCS SIHUAEPMaIbHbIA (hakTop pocTa (OPD),
o0o3HauaeMblIii B 3apy0exnoi smreparype kak EGF, i DER (Drosophila-
smuaepMaibHEIA perentop) (Rebay, 2002). Vein sBisieTcss KIIFOYEBHIM
(haKTOpOM B OTIpEIeIICHNH HEKPACBBIX KHUIIOK KPbUIA APO30(HIIBL.

3. Tpancdopmupyromuii pakrop pocra o (TOP-a, wm TFG-0).
HaunOonee n3BecTHBIMU JIMTaHAAMH, OTHOCSIIIIIMHUCS K 9TOMY CEMEHCTBY,
sieyrsttoTest 6enku Gurken u Spitz (Rebay, 2002). [TepBblii nrpaet KiroueByro
POJIb B CTAaHOBJIEHHH OCEii, M MBI OyieM OpOOHO TOBOPUTH O HEM JIAJIBIIIE.
Peneniropom ai1st 3THX OGEJIKOB CITy’KaT /1Ba TPAHCMEMOPaHHBIX OJHOCIIH-
paNbHBIX OeNKa, 00bETMHEHHBIX B (PYHKIHOHAIBHYIO CHCTEMY, CIIOCOOHYTO
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COCIMHUTHCS C IMTaHIoM (puc. 6 A). BHyTpH KiIeTKH penenTop CBs3aH C
aganrropHbIM OexkoMm Drk (Drosophila signal-regulated kinase), a Taxxe
6enkoM Sos (13 cemeiicTBa r'yaHHHHYKJIEOTHI0OMEHHUBAIOIINX (PAKTOPOB),
yepes KOTOPhIH CUTrHaJI repeaeTcst Ha MeMOpaHHbIi 6enok RAS (cokparme-
HHeE OT rat sarcoma virus). AktuBanms RAS BKiIo4aeT CUrHaIBHBIH 1Ty Th,
BOKHEHIIINMH COCTABIISFOLIMMI KOTOPOTO SIBIISFOTCS (B TOPSIIKE CIIEIOBAHMS
neperocunkoB curaana) RAF, MEK u MAP-kunaza (MAPK). MAPK B
simpe OIOKHUPYET T'eH yan U aKTUBHUPYET T'eH pointed (pnt). TlocneaHuii urpaer
BaXHYIO POJIb B CTAHOBJICHUH JIOPCO-BEHTPAIBHON MOJSIPHOCTH OOIUTA
(Bxmrouasice B pazButue uepe3 Gurken — RAS-curnanbHbli myTh), a
TI03/IHEE, BO BPEMsI F'aCTPYJIALINH, U B TIpoliecce (POPMUPOBAHHS BEHTPAIIb-
HOM sKTozIepMBI (depe3 Spitz (mm Vein) — RAS-curHanbHbIi Iy Th).

4. Tpanchopmupyroumii paktop pocra  (TDPP-B, nim TFG-P).
[IpencraBuTeny 3TOro ceMeNCcTBa CHIHAIBHBIX OEJIKOB BBIJICJICHBI Y HEMa-
TOJI, HACCKOMBIX, HTJIOKO)KHUX | 1T03BOHOUHBIX (Massaguii & Chen, 2000;
Affolter et al., 2001) u urparoT OOJBIIYIO POJH B pAHHEM Pa3BUTHH IIPHU
00pazoBaHMU OCel Tella, a TaK)Ke B OpraHoreHese. Y 0ecro3BOHOYHBIX
Hanbonee u3BecteH Decapentaplegic (Dpp), romomoramMu KOTOpOro y
MMO3BOHOYHEIX ABIsIFOTcs BMP2/BMP4 (Bone morphogenetic proteins).
CrpyxkTypHo 61u3kue 6enku Screw u Glass bottom boat-60A HalineHsI B
OTPEICNICHHBIX TKAHAX O€CIIO3BOHOYHBIX, TIE OHH YBEINUHBAIOT AKTHBHOCTh
Dpp. Y 103BOHOYHBIX MM COOTBETCTBYIOT romMosiorn BMPS5/BMP6/BMP7.
Bce aTn nmuranapl acCOMUPOBAHBI C IByMs THIIAMHU TPaHCMEMOpPaHHbBIX
PELEenTOPOB, MOKA3BIBAIONINX CEPUH/TPEOHMHKUHA3ZHYIO aKTUBHOCTH (pHC.
6 B). Penierrop Broporo tuma (1), mpeacrapneHHsbIi Oemkom Punt, sBisieTcst
TIEPBBIM KOMIIOHEHTOM, C KOTOPBIM CBSI3bIBa€TCS IMTaHI. [lagee akTHBUPO-
BaHHBIH penentop 11 nomken pochopuapoBaTh perenTop epBoro THIA
(D), npencrapnennsrit 6enkamu Thickveins (Tkv) wmm Saxophone (Sax).
Penenrrop 11, B cBOYO 04epenn, pochopmnrpyeT DUTOIIIa3MEHHBIH OeTOK
R-Smad (Mother against dpp), u3meHsis1 ero KoHpopMaIwo. B HoBoM KOH-
(hOpMaITIOHHOM COCTOSTHUH 3TOT OEJI0K CIIOCOOEH COeTMHNUTHCS C APYTUM
6enxom Co-Smad (Medea), 1 yke 3TOT KOMIIIEKC MOXXET (DYHKITHOHHPO-
BaTh KaK TPAHCKPHUILIMOHHBIHN (JaKTOP TS aKTHBALIMY OTIPEAEIICHHBIX T'€HOB.
Benok Brinker (Brk) cioco6eH BBIKIIIOYNTH CHTHANBHYIO IeTib. [pyroit
6emox Schnurri (Shn) HeoOxoauM 111 penpeccun Brk v TeM caMbIM HoAznep-
»wuBaer Dpp-curaanbHyro crcteMy B pabodeM coctostHn. Ente onHy monrpymiy
[B-(haxTopoB pocTa COCTABISIOT aKTUBHHEL. B kauecTBe penenrropa I npu 3Tom
HCIIONB3yeTCs TpaHCMeMOpaHHEIH Oetok Baboon (Babo), a csi3aHHast ¢ HUM
CHUTHAJIbHAS LIETTh OTINYASTCS IT0 CTPYKTYPE HEPEHOCUNKOB CHTHAJIOB.
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Puc. 6. CurnanbHele OIKH.
A. Tpanchopmupyromuii ¢pakrop pocra o u EGF-curnansusiit myts. EGF — snudep-
manvuviii pakmop pocma; MAPK — MAP kunaza; p — ¢pocpamnas epynna; RAS —
I'T®-ceazvigarowuil 6enok cemeticmea RAS; Sos — eyanunnyxieomudobmenu-
satowuil pakmop. B. Tpaucpopmupyromuii ¢pakrop pocra 8. Dpp — Decapentaplegic,
Mad — Mother against dpp; MED — Medea.
Fig. 6. Signaling proteins.
A. Transforming growth factor a and EGF signaling. EGF — epidermal growth
factor; MAPK — MAP kinase (for mitogen-activated protein); p — phosphate group;
RAS — GTP-binding protein of RAS-family (from rat sarcoma virus); Sos — guanine
nucleotide exchange factor. B. Transforming growth factor 8. Dpp — Decapentaplegic;
Mad — Mother against dpp; MED — Medea.
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5. Hedgehog (puc. 7 A). UieHbI 3TOro ceMelcTBa CHTHAJIBHBIX OCTKOB
SIBIISTIOTCS. KIIFOUEBBIMH ITOCPETHUKAMU MHOTHX IIPOLIECCOB Pa3BUTHSA Y
HACEKOMBIX 1 1T03BOHOUHBIX (Vervoort, 2000; Ingham & McMahon, 2001;
Glise et al., 2002). Mx nelicTBue nposiBisieTcs B Tpex actiekrax. OHU MOTYT
BBICTYIIaTh, BO-IIEPBBIX, KAK MOP(OTEHBI, T.€. KaK IIOPOTrOBO-3aBUCHMBIE
WHYKTOPBI, IPOSBIISIONINE CBOE JIeHCTBUE TIPH ONPEAETICHHONW KPUTH-
YEeCKOH KOHIIEHTPALNH, BO-BTOPHIX, KAK MUTOTEHBI, PETYIUPYIOIINeE Kile-
TOYHOE Pa3sMHOKEHHE, U, B-TPEThHX, KaK ()OPMOTEHBI, OTPEIENSIONINe
(¢opMy pa3BHBAIOLIETOCS OpraHa WM 4acTH Tena. ['eH hh xommpyer
COOTBETCTBYIOIIHUH OENIOK, pELeNITOPOM KOTOPOTO SIBISIETCS] MEMOpaHHBIH
6enok Patched (Ptc), mMmeroruii ABe OOBITHE BHEKJIETOYHBIC MTETIU U 12
TpaHCMEMOPaHHBIX CIIUPAJIBHBIX JOMEHOB (pHc. 7 A). DTOT penenTop pe-
MIPECCHPYET aKTHBHOCTH IPYroro TpaHcMeMOpaHHoro 6enka Smoothened
(Smo), xoTopsIii nMeeT 7 TpaHCMEMOPaHHBIX CITUpaJIel U, CIICI0BATENIBHO,
TI0 CTPYKTYpe OJIM30K K penentopam, conpsokeHHbIM ¢ G-6enkamu. Penern-
TOp SMO BXOZUT B CEMENCTBO CEPIIEHTHHOBHIX OenkoB Frizzled. B kauecTse
muranga Hh mposiBisiet ce6st TosbKo nocie akTuBanny XojaecTepruHoM. B
3TOM clly4ae OH CBSI3BIBACT penentop Ptc u TeM caMpIM CHHUMAaeT
MHrHOHpYIoIee JeHCTBIE MoCIeaHero Ha Smo. B pesynbrare 3amyckaeTcs
CUTHaJIbHAs IIeTIb, CBI3aHHast ¢ Smo. [lerann paboThl HaYaIbHBIX 3BEHBEB
9TOM IIeTH He COBCEM SICHBI, HO KOHEeYHasl (pas3a cBsi3aHa ¢ AUCCOLMAIUEH
0EIKOBOTO KOMIUIEKCA, CHJSIIEr0 Ha IMTOIUIa3MaTHIeCKUX MHUKPOTPY-
60uKax M BKIIIOYAIOIIEr0 TPAHCKPUIIMOHHEIN (akTop Cubitus interruptus
(Ci), nmporennknnasy Fused u 6enox Coastal. AKTHBAIHS TOT0 KOMILIEKCA
BEZIET K eT0 pacnaay 1 BEIcBoOOkIeHHI0 Ci, KOTOPBIN ITOCTYTAET B PO,
e B 3aBUCHMOCTH OT Ha4aJIbHbBIX yCIIOBUII BKIIIOYAET T€HBI ptc, wingless
(wg) u decapentaplegic (dpp).

6. 'nmkoniporenHoBbIe hakTopsl pocta cemeiictBa Wnt (Cadigan &
Nusse, 1997; Arias et al., 1999; Sharpe et al., 2001). HazBaaue Wnt siBistercst
00bEJMHEHNEM COKPAIEHHBIX Ha3BaHUH OPTOJIOTHYHBIX T€HOB wingless
(wg) y npo3o¢ust u int-1 (o3xe Wnt-1) y mpim. Wnt-CUTHaITBHBIH Iy Th
He0oOX0IuM, HO HEIOCTATOYEH JUIsl aKTUBU3ALHWU T€HOB; OOBIYHO OH
JeHCTBYET B COUETAHUH C APYTHUMHU (pakTOpaMH M, B YACTHOCTH, C TPAHC-
kpunuuoHHBIM akropoM Engrailed (En) u curnansaeiv 6enkom Hh. Y
HaceKOMBIX cekperst Wg ocymiecTBisieTcs pu Haiauauu Oenka Porcupine
(Porc). Penenropom Wg siBnsieTcst pancMeMOpanHbIit Oenok Dfrizzled-2
(Drosophila frizzled-2). 3anyckaemasi M CUTHAIIbHAS IICTIh IEPEXOI0B
(puc. 7 B) Haunnaercs ¢ aktuBanuu Oenka Dishevelled (Dsh), kotopsrit
WHAKTUBHpYeT kuHa3y Zeste-white 3 (Zw3). [lanee curHan nepegaercs Ha
nuToriazMaruaeckuit 6exok Armadillo (Arm), KOTOPBIH, COSTUHSACH C
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6emxom Pangolin (Pan), oOpasyer nepexofsimuii B Sapo TPaHCKPHITIU-
OHHBIN KOMIUIEKC. DTOT MOCIIEIHUN BKJIIOYACT PSAJ] TEHOB, B TOM YHCIIE U
reH en. En-kierkn cekperupytotr Hh, KoTOpbIif 4epe3 cBOIO CUTHAJIBHYIO
MOCJIeJ0BATEIBHOCTh (CMOTPU NPEABIAYINUN MYHKT) aKTUBUPYET
skcnpeccuto wg (puc. 7 C).

CHH D @

PTC Y SMO )
!.1'..1'. LD J92 2 o

Sy sELRTR 2 Frizzled
1

ci oy
Dishevelled

PTC ﬁ?‘ﬁ &%o P v

HIIECL €< LA
AR

CSu)

T 11 10

Puc. 7. CurHajbHble OEIKH.

A. Hedgehog (mo Ingham & McMahon, 2001). Ci — Cubitus interruptus;, Cos — Coastal;
CREB — csasvisarowuii 6enox, Fu — Fused; Ptc — Patched; Smo — Smoothened; Su(Fu)
— Supressor of Fused. B. Wingless (mo Cooper, 2000). LEF - mpancKkpunyuouHublil
oenox. C. B3aumoneiicteue Hedgehog (Hh)- n Wingless (Wg)-cHrHabHEIX IyTel uepes
TpaHckpunuuonHslii paxtop Engrailed (En) (mo Cadigan & Nusse, 1997).
Fig. 7. Signaling proteins.
A. Hedgehog (adapted from Ingham & McMahon, 2001). Ci — Cubitus interruptus; Cos
— Coastal; CREB — binding protein; Fu — Fused; Ptc — Patched; Smo — Smoothened;
Su(Fu) — Supressor of Fused.B. Wingless (adapted from Cooper, 2000). LEF —
transcriptional protein (Lymphoid enhancer-binding factor). C. Interaction of
Hedgehog (Hh)- and Wingless (Wg)-signaling pathways through transcriptional factor
Engrailed (En) (adapted from Cadigan & Nusse, 1997).
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7. Notch (Greenwald, 1998). B aktuBupoBanHoM cocrostHun Notch-
peuenTop obpasyet numep (puc.5), npeodbpazyroniuii 6enox Supressor of
Hairless (Su(H)) y apo3oduist, Lag-1 y nemaronst Caenorhabditis elegans
n CBF-1 y MiekonuTarommx B TPaHCKPHITIIHOHHBIA (aKTOp, CIIOCOOHBIN
BKJIIOYHTH TPAHCKPUIIIMIO ONPEAETICHHBIX TeHOB. JInranoM st TpaHc-
MeMOparHOro Notch-pernentopa SBISAIOTCS TpaHCMEMOpaHHBIE OCIKU
Delta u Serrate.

8. Odpunst. Ephrin/Eph-curHanbsHbIN Iy Th KOHTPOIUPYET Pa3BUTHE
HEpBHOI cucTeMbl. D(GPUHBI ABJIAIOTCS IUTranaamu 1t Eph-perientopos ¢
THUPO3MHKMHA3HON aKTHBHOCTBHIO. Y TTO3BOHOYHBIX OHH IHPEACTaBICHBI
neyms tunamu (A u B). Jluranner B-tuna sBisttoTes TpaHCMeMOpaHHBIMU
Oenkamu, a TUTaH/bl A-THIIA 3asKOPUBAIOTCS BO BHEIIHEM CJIOE€ MEMOPaHBI
mocpencteoM rmko3mipocharuammaosuta (GPI). Y Hemarox BEISBICHBI
YyeThIpe d(pUHa, IMEIOIINE JOMEHBI, CBSI3bIBAIOIINECS C perenTopom B-
THIIa, HO 3asikopuBatomuecs nocpencrsoM GPI, kak 3To XapakTepHO Ui
nurannoB A-tumna. TpancMeMOpaHHBIH 3(pUH, KOTOPHIH OB Ha3BaH
e pUHOM, HETABHO BRISBIICH U 'y HaceKoMbIX (Bossing & Brand, 2002).

3.T’ennl pa3BuTHS U IPoOJIeMa MopdoTUIia

Pa3BuTre opraHu3MOB HAaXOJUTCS IOA KOHTPOJEM JOCTAaTOYHO
CJIO)KHOW MEePapXHUECKH YIOPSTOUYECHHON M HACBIIICHHOW OOpaTHBIMHU
CBSI3MH CHCTEMBI B3aNMOJIEHCTBYIOIINX T'eHOB. Cpein 3THX MOCISTHUX
MOKHO BBIJICJTUTH PETYIISITOPHBIC TeHBI pa3BUTHA. VX oTiIHunTenbHAs UepTa
3aKJIF0YaeTCsl B TOM, YTO OHH OIPEIEIISIOT HE CTOJIBKO KOHKPETHBIE MOP-
(hosornuecKue CTpyKTyphbl, HO B OOJIbIIEH CTEIIEHH TO, KaK 3TH ITOCIICTHNE
Oy/yT OpraHn30BaHbI y B3pOCIBIX (hOPM. Y KMBOTHBIX OHH 00€CIIEUNBAIOT
MIPOCTPAHCTBEHHYIO CTPYKTYPHU3ALMIO SMOPHOHA B BU/IE OHTOI €HETHIECKUX
KOMIIaPTMEHTOB, YeM B KOHEYHOM HTOTE U OTIPEIeIIIeTCS IUIaH CTPOCHHSL.

KoMnapTMeHTBI — 3T0 ANCKpETHBIE 00JIACTH Pa3BUBAIOIIETOCS Opra-
HU3Ma, BKJIIOYAIONINE KIETKH, IPOM3BOIHbIE OT OJHOHM KJIETKH-OCHOBA-
TENIBHUIIBI WITK OT TPYTIIIBI KJIETOK. B OHTOreHe3e KoMIapTMEHThI OTAEIISIOT
TPYTIIBI KJIIETOK C aJIbTepPHATUBHOM NPOCIIEKTUBHOM Cy1b001, HapuMep,
MIEpeAHNE U 3a/IHIE B CTPYKTYPE CETMEHTOB WIIM KPbLIa, BEHTPAJIEHBIE U
JOpcalbHbIe B Pa3BUBAIOIEMCS KPbUIE, TUCTAIBHBIE M IPOKCUMAJIbHBIC B
pa3BHBAIOIIEHCsl KOHEYHOCTH M T.II. XOTS KOMIApTMEHTHI OOBIYHO HE
MMEIOT BUINMBIX TPaHUII, COCTABIIAIOIINE NX KIICTKU pa3/iesIeHbI 1 He Iepe-
MemmnBaioTes. KieTkn oHOro KoMmapTMeHTa MMElT crennduieckue
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MeMOpaHHBIE aAre3UBHBIE OENKH, KOTOPBIE B COCTOSHUH OTI03HABATH CBOU
1 4y’KHe KJICTKH, YeM U 00ecIIeunBaeTcsi ero ycroiunBocTs. Kpome Toro,
KJIETKH O/IHOTO KOMITapTMEHTA A€TePMUHHUPOBAHBI, TAK YTO KJIETKH KPbLUIA
HE MOTYT CTaTh TOpakaJbHBIMH. KOMITapTMEHTHI HE BCEr/ja COBIIAIAl0T C
BBIJIETISIEMBIMHI Y B3POCIIOr0 OpPraHU3Ma CTPYKTYPHBIMH 3JIEMEHTaMH Tela.
C KOMIapTMEHTaMH YacTO CBSI3aHO NMPHU3HAKOBOE €IMHCTBO PAa3HBIX
CTPYKTYP y B3pocibiX (hopM. Tak, epBbIii WICHHK JIANOK U TOJIEHb COCTAB-
JSIFOT y MyX OAMH KOMITAPTMEHT. DTUM, BUANMO, ¥ OIpeieIisieTcs: Ou3Kast
KOH(UTYpaIys 1 HATMIHE CXOIHBIX 00pa30BaHUH (Pa3IMIHBIX BEIPOCTOB,
0COOBIX IIETHHOK, OIMHOYHBIX MJIM CTPYIITMPOBAHHBIX B XapaKTepHBIE OIS
M TIP.) Ha TOJICHSIX U IEPBOM WICHHKE JIANIOK Y ABYKPBUIBIX. TakCOHOMHUUEC-
KHE IPU3HAKH, CJIeJOBATEIEHO, JOJDKHBI PACCMATPHUBAThLCSI HE CAMU T10 ce0e,
a B KOHTEKCTE CTPYKTYpHON OpraHU3alliy pa3BUBAIOLIETOCS OpraHu3Ma.
Taxum 00pa3om, IPOCTPaHCTBEHHO-BPEMEHHAsI OpraHU3aNus pas-
BUTHSL, OTIpeieIsieMast peryJsi TOPHBIMY T€HaMH, BBIpaykKaeTcsi B 00pa30oBaHUN
KOMITapTMEHTOB. MOXXHO JIM KOMITAPTMEHTHI YBSI3aTh ¢ MOP(OTUIIOM?
Mopdotur ecTb neanbHOE IPEACTABICHHE O CYMME CYILECTBEHHBIX
CXOJICTB OPTaHU3MOB WJIM MX OT/IENBHBIX COCTABILTIOIINX. B Hanbonee obmeit
¢opme mMopdoTun BeIpaxaeTcs B IUlaHe cTpoeHus. Ilman cTpoeHus
OIIpeIeNIsIeTCs B JINTEPaType Mo-pasHoMy. HacTo ero HCToNb3yIoT B KayecTBe
XapaKTEPUCTUKH BBICIIIMX TAKCOHOB KMBOTHBIX, IOYEPKUBAs X Hanbosee
o0mue Kak apXWUTEKTypHBIE, TaK M CTPYKTypHBIE CBOHCTBa. B umcne
HapameTpoB, 10 KOTOPEIM MOXKHO Pa3JIMYUTh IIAHBI CTPOCHUS, TIPH 3TOM
Ha3bIBaloT: (1) THII cKeneTa (Harpumep, BHYTPEHHUH, HapyKHBIH, THAPO-
CTaTHYeCKHH ), (2) CHMMETPHIO (paTHaibHyIo, OrIaTepabHyo), (3) Hammaue
TIAPHBIX TIPUIIATKOB, (4) THII OJIOCTH TeNa, (5) Tum qpodneHus, (6) Xapakrep
cermenTanuu (Arthur, 1997). 3THX mecTy mapaMeTpoB J0CTaTOYHO, YTOOBI
OIMCATh M OTJIINYNTH BHICIINE TAKCOHBI )KUBOTHBIX: TUIIBI M KJIACCHI.
Jpyroii moaxozn 3a0CTpsieT BHUMaHUE HAa aPXUTEKTOHHKE, T.€. IPO-
CTPaHCTBECHHOW OpraHM3alli OCHOBHBIX KOMIIOHCHTOB TeJIa HE3aBUCUMO
oT ux crpoeHus u HazHaueHus (bexknemumes, 1994). [Tnan cTpoeHus Takco-
HOMHYECKO I'PYIIIBI B 3TOM CIIy4ae BUIUTCS KaK COBOKYITHOCTH OOIIMX
0COOCHHOCTEH KOMIOHOBKM OCHOBHBIX CHCTEM OPraHOB M IPOCTPaH-
CTBEHHOI OpraHu3anny MOCIeTHUX, KOTOpasi 0ObIYHO BBIPAXKaeTCs B BULIE
MOP(OIOTHIECKH OYePUCHHBIX YacTel (cMOTpH Tarke: CrapodoraTos,
2000, c. 5). IIpr TakoM TOHUMaHWH TUIAH CTPOCHUS OyIIET OTPEAeTIATHCS
MEHBIIMM YUCIIOM ITapaMETPOB, KOTOPBIX MBI HACUHTBHIBAEM YETHIPE:
1. CtpykTypa OCHOBHBIX OCEH M INIOCKOCTEN Tena. boabIuHCTBO
JKUBOTHBIX Pa3IMYaAIOTCs BAOJb IEpelHe-3aHeil OCH U B JOPCO-BEH-
TpaIbHOM INIOCKOCTH.
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2. TOMOHOMHBIE YaCTH, CBSI3aHHbIE C METaMEPUEN U CErMEHTaLUEN.

3. JlonomHuTeNbHAs CTPYKTYPU3ALUS WITH, HA000POT, 00hCANHECHHE
TOMOHOMHEIX 3JIEMEHTOB B OCOOBIC YacTH Teja (HalpuMmep, B TarMbl y
YJICHUCTOHOTHIX).

4. Hannipre npuaaTkoB pa3HOTO POJIa ¥ HA3HAYCHHS, X KOMITO3HITHS
W IIPOCTPAHCTBECHHOE PACIIONIOKEHUE.

U3 pe3ynbTaToB MOJNEKYISIPHBIX PEKOHCTPYKIMU, BKPATIIE OTME-
YEHHBIX BO BBEICHUH, MBI 3HAEM, YTO CXOJICTBO — HE JIyUIlIasi OCHOBA JIJIs
ompenencHust MOpQoTHIa. 31eCh MBI UCCIIEAYEM BO3MOXKHOCTE OIpeie-
JeHust MOP(OTHITa Ha TCHETHIECKO# OcHOBE. [IpuHATas HAMH apXUTEK-
TOHHYECKasl TOYKA 3PCHUs, KaK MBI YBUINM Jaiblie, Hanbomee OIU3Ko
OTBEYACT OITMCAHUIO IIAHOB CTPOCHHS HA YPOBHE PETYIATOPHBIX TCHOB.
WuBIMEU crTOBaMU, ecITi MOP(OTHIT pacCMaTPUBATh B KaUECTBE BRIPAKCHUS
MIPOCTPAHCTBEHHON OpPTaHU3aIlUH YACTEH TeNa, TO Yepe3 TeHBI Pa3BUTH
MBI BILTOTHYIO TIOJIXOJIAM K €T0 COJICPKATEIIbHOMY TOHUMAHHIO.

leneTnyeckuit moaXo pacIIupseT MOHATHE MOP(OTHUIIA TTO MEHbB-
mei Mepe B TpeX HampaBIeHHSX. Bo-mepBhIX, Oxaromapst reHaM, MBI B
COCTOSTHHY OHSATH MPOCTPAHCTBEHHYIO OPraHNU3AIHIO JaXKe B TEX CITydasiX,
KOTZIa OHA HE UMEET YETKOTO BHIPAKCHHUS B KAKUX-TO MOP(OIOTHIECKIX
CTPYKTYpaxX, HallprMep, KOMIIOHOBKY OPTaHOB BIOJIb Pa3IMYHBIX OCEH Tela.
[IpenBapsis manpHeWIIee U3TOKECHHUE, 3aMETHM, YTO IDIAHBI CTPOCHHUS,
pa3IuYHBIE ¢ MOP(OIOTHYECKONW TOUKH 3PEHHSI, MOTYT OBITh SIIHBIMHE C
TECHETUYCCKON TOUKH 3peHUs. Tak, HACEKOMBIC W IMO3BOHOYHEIC HMEIOT
SIVMHBIA TUIaH CTPOCHUS, Pa3IMYAIONINNACSA B O0CHX TPYIIIax MO CBOEMY
HaTypPHOMY HCIOJTHEHUIO, T.€. CTPOCHHIO OPTaHOB, HATIOTHSIOIINX TIAH
CTpOCHHS KOHKPETHBIM COZIepKaHeM. Bo-BTOPEIX, B OIMCcaHne MOPQOTUTIA
MOTYT OBITh BKITFOUCHEI ITPOCTPAHCTBEHHBIE CBSI3U, BUAUMBIC JIHIIH B Pa3BU-
Tun. [Toka3aTeIbHbIN IPUMEp JAI0T TapacerMeHTHl. B-TpeThux, eMMHCTBO
MOpQOTHITA MOKET OMpPENeNAThCs Ha Ooiiee TIIyOOKOM CTPYKTYpHOM
ypoBHE. MBI OyieM TOBOPUTH 00 ITOM ITPU PACCMOTPEHUH PETYIISITOPHBIX
TCHOB, CBSI3aHHBIX C PAa3BUTHEM TJ1a3a.

4. 'eneTu4eckoe onpeeeHue NJIAHA CTPOECHUSI HACEKOMBIX

XapakTepHOH YepTOi HACEKOMBIX KaK WICHHCTOHOTHX KHBOTHBIX
SIBIISIFOTCSI CETMEHTBI, 00beAnHsIeMbIe B TarMbl. OT IPYTHX WICHUCTOHOTHUX
HACEKOMBIE OTJIMYAIOTCS OCOOBIM THIIOM PACUJICHEHHS Tella, MCXOIHO
cocrosiero u3 20 CerMEeHTOB, CTPYNITUPOBAHHBIX B TPU TarMbl: TOJIOBY,
rpyzs ¥ Oproniko. B peannzamnmu 3Toro miiaHa CTpOSHUS y4acTByeT KacKasl
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PETYIAATOPHBIX TEHOB, HAUWHAS OT MaTePUHCKUX U KOHYas reHamMu Hom/
Hox-xommiekca.

BeImre MBI 0XapakTepr30Baly IUTAH CTPOSHUS 0 Y€THIPEM OCHOB-
HBIM TTapameTpaM. PaccmoTpuM Temeps ux 0olee moapoOHo.

4.1. OceBble OTHOLICHHS

CraHoBIIeHHE IepeqHe-3aHel OCH M Pa3In4Mid B JOPCAIHHO-
BEHTPAJILHOM IIIOCKOCTH OIIPEAEIIeTCsI CBOMMH reHamMu (Taom. 2). Ecim B
KauecTBE MPHUMEpPa PacCMOTPETh pa3BUTHE APO30(HUIBI, TO HPOIECC
muddepeHranuy HAUNHACTCS el B SHIIE ¢ yCTaHOBICHHS ITOJSIPHOCTH,
3a/laBaeMoll IrpaJueHTaMi MaTepUHCKHX (BbIpaOaThIBAEMbIX I'eHAMHU
«mMatepu») MopdoreHos. PopMuUpoBaHHE OCEH Tesa y APO30QHIIBI TPOHC-
XOAWT Ha paHHEH cTauK pa3BUTH oouTa. B repmapnu ooronwmii (uucro-
611acT) moIBepraeTcsl YeTHIPEM ITOCIISI0BATEIILHBIM APOOJICHUSIM, TAFOLIAM
ICTY U3 16 CBA3aHHBIX IUTOILIA3MATHYECKUMH MOCTHKAMH (KOJIBLIEBBIMU
KaHaJlaMH ) KJIeTok (puc. 8 A). Y3 Hux 15 KIIeTOK CTaHOBATCS TPOQOIUTAMH,
a onHa crnenuduupyeTcs Kak oonut. JuddepeHnuanus KIeTOK
Ha4yMHAETCS C MEePBOTO AEJCHUS M ONpeaessieTcs 0co0oi CTPYKTypOH,
Ha3biBaeMoii py3omoii (Cuevas & Spradling, 1998; Grieder et al., 2000;
Gonzalez-Reyes, 2003). ®y30ma coaepKUT pa3IndHbIE IIUTOCKEIETHBIC
OeIku (CIIeKTPUHBI, aHKUPHH U OTU3KUH K aanynuHy 0enok hu-li tai shao),
KOTOpPBIE B3aHMOJEHCTBYIOT C MHUKPOTPYOOUKOBBIM CKEJIETOM. Y
npo3opuiel Gy3oma ABIseTCs CPepHUECKO CTPYKTypOi, Ha3bIBAEMOM
criekTpocomMoit. [1pu nenennu kieTkn gy3oma cBs3aHa ¢ OJJHUM U3 ITOJTIOCOB
MHUTOTHYECKOTO BepeTeHa, 1 MMEHHO Ta U3 KJIETOK, B KOTOPOil ocTaercs
tdy3oma, u muddepeHnupyeTcs Kak 0orut. Mopdorornuecku 3To ofHA U3
JIBYX KJIETOK, CBSI3aHHBIX C TPO(OLIMTAMH YETHIPHMSI KOJBIIEBHIMU KAaHAJIAMH.
[Toce BBIXOa UCTHI M3 TepMapHsl B BUTSIUIIpHUiL py3oMa paccachiBaeTCs.

Boxkpyr nuctsl 00pasyercst cioii (hOIIHMKYISIPHBIX KJIETOK, KOTOPBIHA
10 MEpe €€ pa3BUTHS B BUTESIUIIPUHU CBUTAETCS B 33/ IHEM HallpaBJICHHH,
MapaJuIeNbHO aHATTOTHYHOMY CABUTY OOLIMTA K OyIIyIeMy 3a/IHEMY IIOJIIOCY.
370 COCTOSIHME OTBEYAET IPUMEPHO IIECTHAHEBHOM CTA/INN Pa3BUTHSL, KOTIA
U MPOUCXOIUT (HOPMHUpPOBAHME MeperHe-3aAHeH ocHu. Sapo oomura
cOmmkaercst ¢ GOIUKYIIIPHBIMU KIIETKaMH Ha 3aJHEM IOJIIOCE U HAYMHAET
konuposarh 6enok Gurken u3 TFG-a cemeiicta pakropos pocra. Penen-
TOPOM 3TOTO JIMT@aHAA B IUIa3MaTH4YE€CKOM MeMOpaHe (OIUTHKYIIPHBIX
KJIeTOK siBisieTcst Oenok Torpedo, oGuanaromuii THPOSUHKHMHAZHON
aKTUBHOCTEIO (puc. 6 A, 8 B). [lnst ero aktuBaruy HeoOX0AHMa BEICOKAs
wiotHocTh Gurken, KoTopasi Kak pa3 M CO37aeTcsl Ha 3aJHEM IOJNIOCE.
CaszanHast ¢ Torpedo curnanpHast ienb aKTUBUPYET paboTy psija reHOB
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BHYTPH (POJUTMKYJISIPHBIX KJIETOK. CeKpeTupyemMble STUMH KIIETKaMH OeJIKH
(manpumep, Mago nashi) mpu monaiaHuy B OOLUT MOJISIPU3YIOT €r0 MUKPO-
TpyOOUKOBBIH CKEJIET TAKUM 00pa3oM, 4TO IUTIOC-KOHEI] MUKPOTPYOOUeK
HaXOANTCS Ha 33JJHEM I10JIIOCE, & MHHYC-KOHEIl — Ha IIPOTHBOIIOJIOKHOM,
PpacIoI0KeHHOM OJIN3 MUTAaTENIbHBIX KIETOK. SI1po oonuTa Bo3Bpamaercs
B CpPEIMHHOE TOJIOKECHHE M HaYMHAeT BMecTe C TpodommuramMu TpaHc-
kpubuposare MPHK s cuHTE3a HeCKONbKHX OENKOB, U3 KOTOPBIX
BaxkHeimumu OynyT Bicoid (Bed), Oskar, Prospero u Nanos. Otu MPHK
B3aNMOJIEHCTBYIOT C Pa3HBIMH MOTOPHBIMH O€JIKAMH MUKPOTPYOOIKOBOTO
LUTOCKENIETa, KOTOPbIE TSHYT MX BIOJb MHUKPOTPYOOUEK CIEAYIOMINM
obpazom: MPHK bcd — B ctopony munyc-konna, MPHK oskar u nanos — B
cropoHy mmoc-koHna (puc. 8 C). B urore nepsblii 6e7I0K nMeeT HanOOIIBIITYIO
IUIOTHOCTH (3a cueT noctyruieHnss MPHK 1 u3 Tpodonuros) Ha epeHeMm,
a Ba APYTrHX — Ha 3aiHeM nomocax oounta. MPHK prospero konnenrpu-
pyercs B 6a3anbHOIt oosacth. benok Barentsz, Bo3M0XXHO, CyIieCTBEHEH
s Tparcropta MPHK oskar B 3agamii otnen oonwmra. Jpyroit 6emox
Staufen Baxxen st 3asikopusanust MPHK bed u, kpome Toro, nrpaer kakyro-
TO poub B akTuBarmu Tpancisin MPHK bed w oskar (Micklem et al., 2000;
Johnston, 2001). benku Bed n Nanos sBisSrOTCS TpaHCKPHIIIMOHHBIMA
(hakTOpaMH M yCTaHABIMBAIOT ABa KOMIAPTMEHTA, NIEPEIHUN U 3aJHHH,
KOTOpBIE OTPEIEIISIIOT Pa3HOKaueCTBEHHOCTB OOLUTA BIIOJIb ITepeIHe-3aIHeH
ocH. Y bcd-MyTaHTa OTCYTCTBYIOT IT€pEJHUE TOJIOBHBIE CTPYKTYPBI; BMECTO
HUX 00pa3syercst BTOpoe, IepegHee 10 MOJ0KEHHI0 OpIomko. Y nanos-
MYTaHTa, HAlIPOTHB, HET OPIOIIHBIX CETMEHTOB.

[Mocne onpenenenus nepeaHe-3aHel ocu HaunHaeTcs A depeH-
[MaIus OOLUTA B JOPCO-BeHTpanbHOU mmockoctH (Dorfman & Shilo, 2001;
Goff et al., 2001). [Ipomecc cBs3an co cnenudukanueit GoITHKYIIPHBIX
KIIETOK Ha OJHOM CTOpOHE 00IUTa B KadecTBe mopcanbHbIX (Lall & Patel,
2001). Anpo oomuta cOmmxaercs ¢ Oyaymel JopcaabHOW CTOPOHOU U
tpanckpubupyer MPHK s cunreza Gurken, xoropslit yepe3 Torpedo
crenupuuupyer JopcaibHble (OIHKYISIpHbIE KIeTKU. B pesynbprare B
JOPCAJIbHBIX KJIETKaX HAYWHAET BHIPAOATHIBATHCS TPAHCKPUIIIMOHHBINA
¢axTop Pointed n ocranaBnMBaeTcs SKCIpeccHs reHa pipe; akTHBHOCTh
TIOCJIEZTHETO COXPAHSIETCS, OTHAKO, B (DOJUTHKYIISIPHBIX KIICTKaX, OTBEYAIOIINX
Oymymeli BeHTpaJIbHOH cTopoHe Tena. bemok Pipe aktiuBupyeT B mepuBHTEN-
msipHO xxuakocty (IDK) Mexxay oonntom 1 GoIuTMKyISIpHBIMHU KII€TKaMU
BHEKJIETOUHYI0 mporeasy Nudel, koropas 3amyckaeT Ha BEHTPaJIbHOM
ITIOBEPXHOCTH CEPUHIPOTEa3HbI Kacka] u3 Tpex mnporea3 Gastrulation
defective -~ Snake — Easter (puc. 8 D).
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Puc. 8. opmupoBanye OCHOBHBIX ocell B ooruTe nposodmisl (o Gerhart & Kirschner,
1997 u Wolpert et al., 1998).

A — 16-xseTounas uucra B repMapuu; B — oouut Ha 5-6-it craguu; C — oouut Ha 9-it
craguy; D — craqus cHHOUTHANBHOM GractonepMsl; E — nopco-BeHTpanbHas crerupuKarys
KJIETOUYHOM OJ1aCTOEPMBI.

Fig. 8. Formation of basic axes in the Drosophila oocyte (adapted from Gerhart
& Kirschner, 1997 and Wolpert et al., 1998).

A — 16-cell cyst in germarium; B — Oocyte stage 5-6; C — Oocyte stage 9; D — Stage
of syncytial blastoderm; E — Dorso-ventral specification of cellular blastoderm into
different regions.
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Crenyrommuii 3Tar opraHu3alyy J0pco-BeHTPAIBHOM pasHOKadec-
TBEHHOCTH HPHUXOIUTCS Ha CTAIUI0 CHHIMTHAIBHOW 0J1acTOnepMBI
(Stathopoulos & Levine, 2002a, b). [Iporeasa Easter, HakaruiBaromasics B
IDX Ha BeHTpasbHOH CTOPOHE, MOIU(UIMPYET HHAKTUBHYIO GopMy Oenka
Spatzle, KOTOpEIi B CBOEM aKTUBHPOBAHHOM COCTOSIHUH SIBJISIETCS JIUTaHIOM
[t TpaHcMeMOpanHoro penentopa Toll (Belvin, 1996). OtoT mocnenxmii
4yepes CBOI0 CepHIo TeHOB (pele, tube) ne3MHTErpUPYET HAXOISAIIHIACS B
nuTorniazme 6enmkoBbIi komruieke [Dorsal+Cactus]. Cactus B 3ToM TaHIeMe
WTpaeT poiib SKOpHOTO Oenka, ynepxwusatomero Dorsal B nuTomnasme,
BO3MOXKHO, C TIOMOIIBIO €1lle KaKHX-TO OeNKoB. PackoMIuieKcHpoOBaHHBIN
TpaHCKpUIIMOHHBIHA (hakTop Dorsal nonamaer B GyracronepMalbHbIE apa,
MIPUYEM €T0 INIOTHOCTH OKa3bIBaeTCsl HAMBBICIIEH Ha BEHTPAILHOW CTOPOHE
6macronepmsl. B ctpykrypHOM miane Dorsal oTHOCHTCS K HEOOIBIIOMY
CeMEeHCTBY OCITKOB, UMEIOINX TakK Ha3zbiBaeMyto Rel-JIHK-cBs3biBatomnmii
nomeH (Graefetal., 2001).

B o6actu HauBbIcIIel IuIoTHOCTH Dorsal akTHBUPYET r'eH twist, 1
OHH BMecTe BKITtouaeT red snail (puc. 8 E). [Tocneauii pearupyer JIAIIb Ha
BBICOKYIO INTOTHOCTH Dorsal ¥ mo3ToMy akTHBEH TOJIBKO B BEHTPAIbHON
obnactu 6nacrogepmel. O0a reHa, twist v snail, OyayT 3Ha4MMBI Ha Ootee
TIO3THEM dTaIle, KOT/ja HaYHeTCs pa3BUTHE Me30JIepMbL. B ommune ot snail,
twist akTUBHpYyeTcs M Ipu cpenHed miaotHoctn Dorsal, mostomy oH
9KCIIPECCUPYETCS TAKXKE U B JIATEPO-BEHTPAIBHOM 001aCTH 6J1aCTOAEPMBI.
31ech e MOo3Hee YCTAaHOBHUTCS IKCIIPECCHS e1lie OAHOTO reHa rhomboid,
KOTOPBIHA BKJIIOYAET TeHETHUECKUI KacKall, ONPeNeITIOMNi HeHPOIKTO-
nepMy. AktuBatopoM rhomboid siBnsiercsa Twist, a penpeccopom — Snail.
Okcnpeccusi TeHa zerkns [t (zen) BO3MOXKHA JIUIIB ITPHU IIOJTHOM OTCYTCTBHU
B simpe Dorsal, mostomy s Zerknellt xapakTepHO mopcaibHOE pacpeae-
nenne. ['ensl decapentaplegic (dpp) u tolloid penpeccupyrorcs 6eIKoM
Dorsal B MeHbI1IEH CTETICHH, YEM Zen, ¥ TOITOMY CIIOCOOHBI 3KCIIPECCHUPO-
BaTh COOTBETCTBYIOIIHE OEJIKHU B JOPCO-JIaTepaIbHOM HOI0Cce O1aCTOICPMBL.
B narepasbHoii mosioce 6y1acToAepMBI IPOSIBIISICTCS] AKTHBHOCTD I'eHa short
gastrulation (sog), xoTopsrii uHAUPPepenTeH k Dorsal, Ho monassieTcs
MIPOIYKTaMU T'€HOB (WISt Yl zen.

Haxkonen, cnemyer ynoMsHyTb eIlle OAHY TPYIIy MaT€pPUHCKUX
T€HOB, KOTOPBIE CIEHU(DUIUPYIOT NEPETHIO U 3aIHIOI0 00JIacTy siIa,
OTBEUAIOIINE AKPOHY C MEPEIHUM CErMEHTOM TOJIOBBI M TEILCOHY C
CaMBIMH 33JJHIMH CETMEHTaMH OpIOIIKa, cOOTBEeTCTBeHHO (Schrider et
al., 2000). KirroueBBIM B 3TOM IIpOIIECCE SBISIETCS PEICITOPHBIA OeI0K
Torso, paBHOMEpPHO paclpeneseHHbIH B IUIa3MaTHYecKoil MemOpaHe
(oNMKyYIAPHBIX KIETOK. TOrso SBISETCS pelenTopoM C THPO3UHKUHAZHOM
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AKTMBHOCTBIO | 110 CTPYKTYype OiH30K K perentopy Toll, KoTopsii ciryxut
KJIFOUEBBIM 3JIEMEHTOM JI0PCO-BEHTPAIBHOHM AeTepMUHAINH. JInTranaom
st Torso siBnsietrcst Oemok Trunk, 6muskwmii k Spatzle u Takke HaKaruIH-
BaEMBbIH B IEPUBHUTEIULIPHOM IPOCTPAHCTBE. TOrso KOHIEHTPUPYETCS JINIIh
Ha IOJII0CaX, a €r0 AKTUBHOCTD JIOXOIMT JJO KPUTHYECKOTO YPOBHS ITOCIIE
OIIJIOAOTBOPEHUS. Y Ne(DUIMTHBIX 110 3TOMY O€JIKY JINUNHOK HE Pa3BHUBa-
I0TCS IIepeJHNE KIIUIE0-1a0palibHbIe KOMIIOHEHTHI U ie(anohapruHreab-
HbIl ckeneT. Yepe3 Torso-CUTHAIBHYIO LEIb 3allyCKaeTcsl psJ T'eHOB
(tailless, huckebein, serpent), ciennpUIUAPYIOMNX TEPMUHAIBEHBIE OTIEITBI
BHE IPOLIECCOB CETMEHTANNH, O KOTOPBIX y Hac OyneT peus Brepenu. ['en
tailless BOBIIeYeH B 00pa30BaHME CaMbIX IEPEJHUX OTIEJIOB MO3Ta,
BKJIIOYAs ONITUYECKUE JOIH. Takas ero posib COXpaHseTcs Aaxe y Gpuio-
TeHEeTHYECKH YJAJICHHBIX TPYIIT; HAallpUMeEp, OH YyJacTByeT B Ipoleccax
pasBuTHs ri1aza y Xenopus. ['eH huckebein, Hapsny c tailless, perynupyoT
reHsl brachyenteron, forkhead, chunchback n np.

Crnetyer orMeTnTb, uTo Bed criocoOeH KoMITeHCHpOBaTh HEOCTATOK
Torso-akTuBHOCTH: 00a Oeyka UMEIOT psii OOIIMX T'eHOB-MHIIEHEH, Ha
KOTOpBIE OHH JACHCTBYIOT He3aBHCHMO. Bed n3BecTeH JINIIb Y KPYTIOMIOBHBIX
MYX, 1 €10 (pyHKIHs B KadecTBe (PaKTOpPa, OMPENEIIAIONIEro 0CEBbIE OTHO-
IICHHS, SIBJISIETCSI HOBOM. B CBsI31 ¢ 3TM MHTEpecHO OBII0 OBl TPOCIEIUTh
TOMOJIOTHIO (h)aKTOPOB 0CE00pa30BaHUS B IPYTUX IPYIIax HACEKOMBIX H,
MIMpPE, BO BCEX KITFOYEBBIX I'PYIIIAX WICHUCTOHOTHX. JTO MPEACTABISETCS
Ba)XHBIM JUIS PEIICHHS NMPOOJIEMbl aKpOHA M JIAPBAIBHBIX CETMEHTOB, O
yeM ene Oy/eT CKa3aHO HUKE.

W3 npexncraBieHHOro0 MaTepHana BUAHO, YTO JOPCO-BEHTPAIbHAS
MOJISIPU3aLMs ONpPEAEIsIETCs T0 MEHbIIEH Mepe Ha JABYX yPOBHSX: IPH
(hopMHpOBaHuUH siiiIIa ¥ Ha cTauK OacTyibl. [Ipy cpaBHEHNH T'€HETHUECKUX
JIOPCO-BEHTPAIBHBIX MapKEPOB B PA3HBIX I'PYIIIax yAaI0Ch OOHAPYKHUTh
MHTEpecHbIe 3aBUCUMOCTH. OKa3aoch, 9TO B ONIPEAEICHNH JOPCO-BEHT-
paJIbHBIX OTHOLICHUH Y O3BOHOYHBIX W HACEKOMBIX MMeEeTCsl TITyOOKHH
MapaJyIeNIN3M 110 HEKOTOPBIM KJII0YEBBIM TeHaM, ()YHKIIMOHUPYIOLINM Ha
ctaauu OacTynel. MBI y)ke YIOMUHATH 1Ba TeHa, decapentaplegic u short
gastrulation, KOTOpbIe aKTHBHBI COOTBETCTBEHHO B JOPCAJIBHOW M BEH-
TpanbpHON nomycdepax smOpuoHa 1po3o¢puisl. KoneuHoe pacripeneneHue
CUI'HAJIBHBIX OEJIKOB 3TUX I'€HOB HECKOJILKO HHOE, YTO CBSI3aHO C ISHCTBUEM
JIpYTUX TEHOB, YACTHYHO ITOJABJIIOMINX MX aKTUBHOCTb. B wacTHOCTH, B
3apozsltie Drosophila 6enox Dpp akTHBEH B 10pco-1aTepaibHON MoJIoce,
a 6enok Sog — B/10J1b 3KBATOPA B IOJIOCE, TPUMBIKAIOLIEH K 1epBoil. OHaKo
MCXO/HAs KapTHHA 00JIacTeH SKCIIPECCHN OTBEYAET I0PCATBHOMY pactipe-
Jenenuto st Dpp v BeHTpanbHOMY JUIs SOg.
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Y Xenopus romonorom resa dpp siisiercst Bmp-4, HO OH olpeaesnsieT
HE I0pCalIbHBIH (KaK y HACEKOMBIX ), @ BEHTPaJIbHBII KOMIIapTMEHT. [ oMo-
JIOTOM TeHa sog y Xenopus sBIsieTcst TeH chordin, KOTOpPBIN onpesenser
JOpcalbHBIH (a He BeHTPAJIbHBIHN KaK Y HACEKOMBIX ) KOMIapTMeHT. HenaBHO
OBLTO BELSICHEHO, UTO Bmp-4 aKTUBHPYETCs ABYMS IPYTHMHU TeHaMu, Bmp- 1
u Bmp-7. VIX roMONIOTH, COOTBETCTBEHHO I'eHHI tolloid u screw, IENaroT TO
JKe caMoe B OTHOWICHUH dpp. B 1ernoM e xapakTep B3aUMOACHCTBUS
OCHOBHOH Macchl T€HOB, a MBI YIIOMSIHYJIH JIMIIb HEKOTOPbIE M3 HHUX,
JOCTaTO4HO cxo7ieH. KoHeuHO, TOBOPHUTH O IOITHOM CXOJICTBE T€HETHUYECKUX
KOMIIIEKCOB HE IIPUXOANTCS. Y XOPIOBBIX, HAIIPUMED, IMEETCS T'eH n0ggin,
OEJIKOBBIH POIYKT KOTOPOTO CBS3BIBACT U HHAKTUBUPYET Bmp-4. JlaHHbIH
T€H OTCYTCTBYET Yy HACEKOMBIX, HO CYIIECTBEHHO, YTO KOIUPYEMbIH MM
0enoK HelTpanu3yeT y HuX dpp, SBITIONIICS ToMoI0oroM Bmp-4. HTe-
peceH U Apyroi GakT: mpoxyKThl 3KcIpeccuu chordin B COCTOSIHUM aKTHU-
BUPOBATh BEHTpaJIbHOE pa3BuTHe y Drosophila, a 6enok Dpp moxeT coneit-
CTBOBAaTh BEHTPAJILHOMY Pa3BUTHIO y Xenopus. K aTomy cnenyer 1o6aBuTs,
4TO ressl csx U MEF2C, neficTByIOIINE B BEHTPAIbHOM KOMIIAPTMEHTE y
XOPJIOBBIX, U TOMOJIOTHYHBIE UM T€HBI finman U Dmef2 B nopcanbHOM
xomnapTMente Drosophila sxcipeccupytoTcst B IpOCIIEKTHBHON o0siacTn
cepana u 'y Tex, u 'y apyrux (Gerhart & Kirschner, 1997). Ananoruunsie
COOTHOIIEHUSI OTMEYCHBI IS TpeX map reHoB vind—Nk2, ind—Gshl,2 u
Msh—Msx 1,3, onipeIeNsIFOINX CITMHHOM MO3T y TIO3BOHOYHBIX (TIEPBBIA B
mape) ¥ OprIIHY0 Henouky y Drosophila (BTopoii B mape).

B nenom TKaHu, 6G1m3kue K 01aCTONOPY M LEHTPAIbHON HEpBHON
CHCTEMeE, OIPE/IEIISIIOTCS AKCIPECCHel TeHOB sog/chordin, TOTa Kak TKaHH,
JeXaIIre Janslre (aMHIOCEepPO3a, KpOBb) — 3Kctnipeccueit dpp/Bmp-4 (Lall
& Patel, 2001).

OTH MI00O0IBITHRIEC JAHHBIE 3aCTABHIIN yUEHBIX BCIIOMHHUTh CTApHH-
Hy1o uzero XK. Cenr-Unepa, KOTOpBI, OCHOBBIBASICh HA APXETUITMYECKUX
cooOpakeHHAX, eme B 1822 romy mpeamoioxKIuI, 9TO TO3BOHOYHBIC
SIBIISIFOTCS IEPEBEPHY THIMU KOJIBYelaMH. Yoke B Haille Bpemsi B.B. Manaxos
(1982) Bepnyincs k unee Cent-Unepa U mpeacTaBuil TOTOTHATEIBHEIC
CBUJICTEIIHCTBA B €€ MOJb3y. M BOT Temeph 3Ta CUMTABLIASICS HECKOJIBKO
SKCTpPaBaraHTHOM T'MIOTE3a “NEepPEeBEPHYTOCTH’ MO3BOHOYHBIX Hallia
CephE3HYIO MOAJEPIKKY CO CTOPOHBI T€HETUKH PAa3BUTHUS (CMOTPH IO-
npob6uee: Boponos, 2000, Gilbert & Bolker, 2001). BepositHslii cueHapuit
TI0CIIe/IOBATENIbHOCTH COOBITHI B CTAHOBJICHUH IIEPEBEPHY TOCTH XOPJOBBIX
npeanoxer .M. Crapoborarosemm (2000, c. 16).
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4.2. CerMmeHTAIIA

[Ton cermenTanyeid TOHUMAIOT TPOLOJILHOE MTOIPA3IeICHHE TEa
OpTaHu3Ma Ha I10CJIeI0BATEILHOCTh MOP(OIOTHIECKH CXOHBIX SINHHII,
Ha3bIBAEMbIX cerMeHTaMu. bosiee y3KUM SBISIeTCsl MOHATHE METaMEepUH
(mepBuuHOM cermeHTanuu 1mo: Snodgrass, 1935), cBsA3aHHOI ¢ TOCIIeA0Ba-
TEJILHBIM pa3JiefieHneM SMOpHOHa HA COMHTHI M BBIPQ)KAIOIIEHCS HCXOTHO
B 000CO0JIEHNH CEPUH CXOJHBIX ME30IepMaIIbHBIX eIMHULL. B cBeTe HOBBIX
JTAHHBIX O POZICTBE WICHUCTOHOTHX C KPYIJIBIMH YEPBSIMU HE BIIOJIHE SICHO,
MOJKHO JIM TIpWJIaraTh TEOPHIO METAMEPHOTO CTPOSHHS, pa3paboTaHHyIO Ha
AHaJIM3€ KOJIBYEIIOB, K WICHHCTOHOIMM. [T HalMX Lestel 10cTaTodHo Oyner
OIPaHNYNTHCS [PUBEICHHBIM BBIIIIE (DOPMAITBHBIM OIPEIEIICHUEM CeTMEHTALHH.

I'eHBI ceTMEHTAIMN MOYKHO pa3/ieInTh Ha MaTepPUHCKHE U 3UTOTH-
yeckue (Tad. 2). O MaTepHHCKUX TeHaX (MM TeHaX MaTepUHCKOTo 3 dexTa,
XOT$I IIOCJIEAHEE CJIOBOCOUETaHUE Ceifuac Jallle NCTIONb3YIOT JIMIIb 11 000-
3HAUCHMS MYTALUI) MBI YK€ TOBOPHIIM IIPH 00CYKICHUH T€HETHIECKOTO
oIpezesieHus repetHe-3a1Hel ocu ooruTa. KiroueBbIMU Cpeiy HUX SIBIIS-
10TCA TeHbl bicoid, caudal u nanos. MPHK miepBoro rena odpasyer rpaiueHr,
yOBIBAIOIIHIT OT MepEeTHETO KOHIIA K 3a1HeMY, Torna kak MPHK nByx mpyrmx
TeHOB IOKa3bIBalOT 00paTHBIN rpaaneHT. [locie oOpa3oBaHMs 3UTOTHI
MPOTYKTHI MATEPUHCKHUX T'€HOB aKTHBUPYIOT B HEH CIIE/TYIOIIHI IIACT T'€HOB,
Ha3bIBAEMBIX IIPOOEIBHI3BIBAIOIIMH.

IIpodenspi3biBaoniue (gap) rensl. O0IIee HA3BaHHUE 3THX 3UTOTH-
YEeCKHX I'€HOB CBS3aHO C TEM, YTO MYTalllH 110 HUM BBI3BIBAIOT BBINAICHHE
TEeX WJIM MHBIX CETMEHTOB y THYMHKK Myxu. Haripumep, y Kroppel-mMyTtanTa
HE pa3BUBAIOTCS CETMEHTHI OT IIEPBOTO IPYIHOTO JI0 IIATOT0 OPIOIIHOTO, &
y knirps-MyTaHTa — 3aJHH€ cerMeHTHI. HekpaeBoe rmojaokeHne KoMnapT-
MEHTOB, B KOTOPBIX aKTHBHBI T€ WIIK MHBIE TPOOEIIBBI3BIBAIOIIIIE TEHBI, OTpe-
JIEISIETCS] TOIBKO B PE3YJIbTaTe COBMECTHOTO JICHCTBHS HECKOJIBKHX T'EHOB.
Tak, pabora Kreppel koHTponupyercst TpeMs reHamu: Bed BbI3bIBaeT ero
9KCIIPECCHIO, a TIPOAYKTHI AKCIpeccuu TeHoB hunchback (hb) u knirps
OCTaHaBIMBAIOT paboTy Kruppel B iepenHel u 3aaHei TpeTn SMOpHOHa.

[TpoOenBhI3bIBAIONINE TEHBI MOKHO PA3[eJINTh Ha JABE TPYIIIBI
(Gerhart & Kirschner, 1997). I1pencraBuresny ofHON U3 HUX PEIPECCUPYIOTCS
Hb u nposBIsitoT cBOE NeiCTBHE UG B 3aJHEH YaCTH CHHIIUTHATBHOMN
omactomepmbl. TakoBel reHbl Kroppel u knirps (puc. 9). Ipyrue npo-
OenBeI3pIBaroNTUe TeHBI HHAU((QepeHTHB K Hb 1 MOTYT OBITH aKTHBHEI B
nepeHel yacTu sMOproHa. Kpome Toro, reHsl pa3iIndaioTcs 10 YyBCTBH-
TENBHOCTH K TuTOTHOCTH Hb, a Takke k neiicteuro Bed. Tax, knirps meHee
YyBCTBHUTEINEH K IutoTHOCTH Hb, 4eMm giant, n mosTomy skcnpeccupyercs
Krepeu ot rostocsl giant. C gpyroii cropoHsl, Bed MoskeT cHATh HeratuBHOE
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Tabunua 2

OcHOBHBIE PeryIATOpHBIE F€HBI B PaHHEM pa3BHTUM 3MOpuoHa Drosophila

Tenel, onpenensiomug 'eHbr Tun konHpyeMore TpaHCKpHITITHOH- Dynkums
nepeIHe-3aTHIOK Genka, Hhil daxrop (TK), | (ecmu u3BecTHa)
(N-3) ocw M- P T
(amcrno TpancMeMO- | perynstop (TJI)
PaHHBIX cOHpanci) penentop (P),
CHTHANLHBIH
Genok (C)
Ma TeHbl
lonspusyiomme bicoid T'omeonomen TKu TJ Tepeauuii nomoc
A0 Ha Tiepennuii n | nanos 2 maHkconepxamux | TJI 3apuuii momoc
3a/HUH MOTHBa
KOMIAPTMEHTHI oskar ™ Jaauuii nosroc
hunchback 10 nanbusl TK I1-3 rpanneHT
caudal Tomeonomen TK 3-I1 rpagueHT
staufen PHK-cazpiBaromuii INepenocunk MPHK
Benox bicoid n MPHK oskar
gurken TFG-c ceMelicTBO C Jlurana ais Torpedo
torpedo EGF- cemeiicteo P
Tepmunanbube torso Peuenrop ¢ P
TUpO3HHKHHA30M
trunk C Jlurann sns Torso
SHTOTHYECKHE reHbl
Tip hback L mambupr | TK Jenar nepennuii
(gap) kriippel Lunkossie nanbipt | TK 3a/HAH KOMIapTMEHThI
giant Jletiminoras 3actenkg TK Ha Gonee ApoGHBIE
knirps IIHHKOBBIE AL TK € MHHHLBL
tailless 11MBKOBBIC TTATIBITEI TK
To. hodenticl INapHsIil goMeH TK
empty spiracles lomeonomen TK
b head Lnakosble mamsiel | TK
I'eHbl ABYXCErMeHT- | runt Runt-nomen TK H/Y* | Onpenemnstor
HOH NEpHOAMTHOCTH | hairy cnc TK Y/H* | napacermenTs
(Pair-rule) even-skipped Tomeonomex TK H* B paunei
Tapacermewrer: H-ue{ fushi-tarazu T'omeonomeH TK g Gnacronepme,
ueTHeI; 9 — wetHsll; | odd-skipped ITHHKOBbIE NANbIbI TK YH * ¢ —conps-
H/M — vacts wetHoro | odd-paired [nuxosbie nanpmel | TK HA MEHHBIE MapbI,
+uacTs wewerHoro; | sloppy-paired Forkhead-nomen TK WH NOKPHIBAOIMHUE
Y/H —vacts Hewer- | paired Tapuwiii fomeH TK H/Y/H | Bce napacer-
HOTO + YacTh YETHOrO MEHTH
T'ennl nocermenTHOR | engrailed Tomeonomen TK Onpenensior
TONAPHOCTH hedgehog hedgehog cemeii- C TPaHHLB!
cTBO CEerMEHTOR
wingless Wnt cemelicTBo C
gooseberry TTaphbiit 10MeH U TK
TOMEOAOMEH
patched M(12) P Penenropst
h M(7) P s hedgehog
ToMeosHCHBIC CreusHuHpyIOT
Antennapedia- labial 'omeogomeH TK CErMeHTHl
KOMILIEKC probosci T TK
deformed I'omeonomen TK
Sexcomb reduced TomeoomeH TK
A pedi T TK
bithorax-xomuiexe | Ulirabithorax Tomeonomen TK
Abdominal-A T MCH TK
bdominal-B T’ TK
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TIponokenne Tabauuml 2

Tensi, onpenensionye I'eqb THI KOAUpYEeMOro Tpauckpunuonsstii | Oyrxims (ecna
JIOPCO-BEHTPanbHbIE 6enxa: CTIC — cow- | daxrop (TK), H3BECTHA)
OTHOLICHUA pane-neTs-cripans; | penemnrop (P),

M — MeMOpaHHBIH; CHrHAIBHBIR

BK - sHexzerounsii_| 6enok (C)

Marepunckue rewst | Toll M P Jlopco-seHTpabHas
spdtzle C (yranp ana Toll) | nonspusanus
dorsal Rel-nomen
cactus AHKHpHH-10MEH Ceszmisaert dorsal
pele Death-nomen CepuH/TPHOHUH

KHHa3a
tube Death-goMen DAP-kuBa3a
gurken TFG-0 cemeiicTBo C

3HMOTHIECKHE FEHb Onpeneasior:
twist cnc TK Me30[epMy
snail [{HHKOBBIE NAJIbIEI TK ME30NEpMy
single-minded cnc TK MC30/IcpMY
rhomboid M Ilporeasa ME3IKTONEPMY
short gastrulation BK Casi3piBaet dpp HEHPOIKTOREPMY
decapentaplegic TFG-$ cemeiictBo JIOpCanbHast 3KTo/e-

Ma
zerkniillt I'oMeonoMeH TK aMHHOCEPO3Y
tolloid Cewmeiicrso BMP-1 | C AxTusarop dpp
schnurri T{MHKOBBIC ANbLEL TK Perynsrop dpp-uenu

Biusinue Hb Ha giant, B pesynbrare 4ero B nepeiHei 4acTu sMOpruoHa
TMOSIBJIACTCS €10 BTOpast 1ostoca. benkoBble (TpaHCKPHUITIIMOHHBIE) ITPOITYKTHI
MPOOEIIBEI3BIBAIOIINX T'€HOB ONPEACISIOT B OOIIEH CIIOKHOCTH JECATh
KoMIapTMeHTOB. CaMU IOJIOCHI KpaiiHe HecTaOMIIbHBI M OBICTPO paciaza-
I0TCsI, CyIIECTBYs He Oojiee BYX 4acoB HENOCPEICTBEHHO Iepe LEIUIIoNs-
pu3aLmen.

Cpenu npoOeNBEI3BIBAIONINX TCHOB 110 PALY TapaMeTPOB OTJINYA-
I0TCSI OT OCTAJIbHBIX TPH F'OJIOBHBIX T'eHa: orthodenticle, empty spiracles n
buttonhead. JIBa miepBBIX COIEpKAT TOMEOOOKC H 110 CBOEMY JCHCTBHIO
OJIM3KM K TOMEO3UCHBIM Hox-reHaM. VX TpaHCKpPHIITHI, coleprKalue
TOMEOJIOMEH, TI0 CBOEH CTPYKTYpE PAANKAIBHO OTIIMYAIOTCS OT TPAHCKPHII-
IIMOHHBIX ()AKTOPOB, KOJUPYEMBIX OCTAIBHBIMH I'€HAMH, Ul KOTOPBIX
XapaKTEepHO HATMYXE IIMHKOBBIX MajbleB (Tadm. 2). Bee aTo roBoput 06
WHOM TIPOUCXOXICHUU orthodenticle u empty spiracles, 0o 9eM y Hac erie
Oyner unty peds. Jlpyroe ommdue 3TUX TPEX FeHOB COCTOUT B TOM, YTO OHU
TIOKa3bIBAIOT JUTUTEJILHBIN IIEpHO ] aKTUBHOCTH. BuimMo, 1o 310i npuunae
B HEKOTOPBIX HCTOYHUKAX UX OTHOCST K JPYTOMY CJIOIO I'€HOB CETMEHTHON
HOJISIPHOCTH, ISHCTBYIOIIHX TTO3KE.
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I'enbl 1ByXcerMeHTHOI mepuoAMIHOCTH. [10]] COBMECTHBIM KOH-

TpPOJIEM IIPOOEIIBBI3BIBAIOIINX T€HOB HAYWHAETCS SKCIIPECCHS CIISIYIOIIETO
BaXHOTO KOMIUIEKCA PETYISATOPHBIX I'€HOB, MOKAa3bIBAIOLINX IBYXCET-
MEHTHYIO IEpPHOAMIHOCTS (pair-rule) skcnpeccuu 10 Hadasa racTpyJIsun
(cmotpu 0030p: Davis & Patel, 2002). Otu rensl y 1po30¢puiasl MOXHO
pa3duTh Ha TPy IEPBUYHBIX ¥ BTOPUYHBIX. BTOpBIE peryaupyroTcs
MIEPBBIMH, a T€ AKTUBUPYIOTCS HEIIOCPEACTBEHHO IIPOOEIBBI3BIBAIOIIIMA
reHamu. [lepBUYHBIX TEHOB BCEro TpU: runt, hairy u even-skipped (eve).
BropuuHsIx reHOB 1IecTh: fushi-tarazu (fiz), odd-skipped, odd-paired,
sloppy-paired, paired (1031HUH). DKCIIPECCUPYIOTCS TEHBI, O Y€M MOXKHO
CYIMTh IT0 OKPAIIMBAHHIIO COOTBETCTBYIOLINX OEJIKOB, B CEMH ITOTIEPEYHBIX
TI0JIOCAX B/IOJIb SMOPHOHA C IIEPUOIMYHOCTHIO Yepe3 ONliH cerMenT. Hanpu-
Mep, even-skipped (eve) BIpaskaeTcsi B CEMH HEUETHBIX ITapacerMeHTax,
fushi-tarazu (fiz) u paired — B cemu 4eTHBIX (puc. 10). MyTamnuu mo STum
reHaM MPHUBOIAT K TOMY, 4TO 001acTd SMOpPHOHAIBHONH KYyTHKYIBI HE
Pa3BUBAIOTCS C IBYXCETMEHTHOM MIEPHOINYHOCTHIO. 3aMETHM, UTO IT0CTIe
racTpyJSIUH IIOBEIEHHE» T€HOB MOXET M3MEHUTHCS; HApUMeEp, eve
9KCIPECCUPYETCsI BO BCEX IapacerMeHTax, ¢ 6osee cIadbIM BhIpaKeHHEM
B 4eTHBIX (puc. 10).

Kr s,
Kni s

Puc. 9. Dxcrpeccust MpoOENBBI3BIBAIONINX T€HOB B 3MOpHoHe npo3odumisl (o Gerhart
& Kirschner, 1997, ¢ u3MEeHEHHUSIMH).

Btd — buttonhead; Ems — empty spiracles; Gt — giant;, Hb — hunchback, Hkb — huckebein;
Kni — knirps; Kr — Kroppel; Otd — orthodenticle; TIl — tailless.

Fig. 9. Expression of gap genes in the Drosophila embryo (adapted from Gerhart

& Kirschner, 1997).

Btd — buttonhead; Ems — empty spiracles, Gt — giant; Hb — hunchback, Hkb — huckebein;
Kni — knirps; Kr — Krvppell; Otd — orthodenticle; TIl — tailless.
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Puc. 10. CooTHomeHnE MEX/Ty NMapacerMEHTaMH M CETMEHTaMU B SMOPHOHE IPO30(UIIbI
(mo Wolpert et al., 1998, ¢ u3mMeHeHHAMN).
Bl — cmaous 6racmooepmul; En — engrailed; eve — even-skipped; fiz — fushi-tarazu;
Pg — cmaousa nocmeacmpynvi; Wg — wingless.
Fig. 10. The relationship between parasegments and segments in the Drosophila embryo
(adapted from Wolpert et al., 1998).
Bl — blastoderm stage; En — engrailed; eve — even-skipped; ftz — fushi-tarazu; Pg — post-
gastrula stage; Wg — wingless.

DKCIpeccHs OTAENBHOIO MeHa JBYXCErMEHTHOM MEPHOAUIHOCTH
OCYIIECTBIISETCS B KAXKIOH ITOJIOCE HE3aBUCUMO OT €TO SKCIPECCHH B IPYTHX
MoJI0CaX, T.e. HE B BUJIE BOJHOBOTO Paclpe/esieH s, KaK pe/noaarain
BHauaje. Paccmorpum, cienys ApHOCTH ¢ coaBropamu (Arnosti et al.,
1996; Wolpert et al., 1998), kak oOpa3yeTcs Bropas mojioca even-skipped y
aMOproHa apo3oduisl. OHA ONPenesIeTCs SKCIPECCHENH MaTEPUHCKOTO
reHa M TpeX MpoOeNBBI3bIBAIONINX FeHOB Kroppel, hunchback w giant
(3xcmpeccupyrorero B nepeanei nonoce). I'erbl bed u hunchback B cBoux
00J1acTsAX IKCIPECCUH BKITIOYAIOT T€H eve, HO HE OMPEIEeISIOT IPaHHUIIbI
aKTHBHOCTH nocienHero. [Ipasyro rpanuiy ouepunBaer Kreppel, a ieByro
— Giant, npuuem 06a Genlka PempecCUpyIOT eve B MOPOTOBO3ABUCHMOMN
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¢dopme. BaxkHo moguepkHyTh U Apyroit MOMeHT. PerynstopHas obnacts
TeHa eve JI0JDKHA Pa3indarh Pa3Hble KOHIICHTPALUH TPAaHCKPHUITLIIMOHHBIX
(akTOpoB M pearnpoBarh Ha HUX. [l03TOMY B perynsTopHOi obiactu
pacnoararoTcs CaThl CBA3BIBAHUS, COOTHOCSIIUECS C Pa3IUIHBIMU
KPUTHYECKUMH KOHLEHTPALMSIMHU OJHOTO ¥ TOTO )K€ TPAHCKPHUIIIHOHHOTO
(axTopa. Harrpumep, B yIIOMSIHYyTOM I'€HE eve €ro PeryisiTopHas 001acTb
BKJIIOYAET TISITh CAWTOB CBA3BIBAHUS s akTHBaropa Bed, onuH mms
aktuBatopa Hunchback, Tpu cafita mis penpeccopa Kreppel u nBa mis
penpeccopa Giant.

B pesynbrare sKCpeccuy FeHOB JBYXCETMEHTHON NEPHOIMIHOCTH
yCTaHaBJIMBAIOTCS TaK Ha3bIBaeMble mapacermeHnTsl (Wolpert et al., 1998;
Kopoukun, 1999). [TapacerMeHTHI SBISAIOTCS MOCIEIOBATCIBHBIMH S/I1-
HUIIAMH WICHEHHS SMOPHOHA, IMEIOIMMH TY K€ IJTHHY, YTO U CETMEHTHI,
HO CABUHYTBIMH OTHOCHTENBHO Oyymux cermenToB. Hanpumep, y apozo-
(mIIBl MapacerMeHT OTBEYAeT 3aJHEMy OTeNy OyAyIlero cerMeHra u
nepeaHei yactu cienytomero. [lapacerMeHTsl — PEeKpacHbId MpuMep
OHTOTCHETHYECKUX MOJYJIeH; uepe3 HUX oOecrieunBaeTcs pa3Has aJalTHB-
Has ¥ QyHKIMOHAJIbHAS CHENNAIN3AIMS IEPEIHET0 U 33HETO OTAEIOB
OyayIIuX UMarnHaabHBIX cerMeHTOB. Ho ux rmaBHas QyHKIUS, BUIUMO,
CBsI3aHa C Pa3BUTHEM KOHEUHOCTEH. | paHHIIBI TApacerMEHTOB ONPEEISIIOT
00J1acTH B3aNMOACHCTBUS YCTOWYNBBIX TEHETHIECKUX CHCTEM (Motyrieit),
TIpexJie Bcero en/wg/hh, KOTopble 1 MHUITMHUPYIOT Pa3BUTHE KOHEUHOCTEH.
OTMeTHM B 3TOH CBSI3H, YTO IIEPEJHUE TPAHULIBI IeHCTBUS HOX-T€HOB 4acTo
OTBEYAIOT TPAHHUIIAM [TapaCETrMEHTOB.

Teneps MOCMOTPHUM, CKOJIBKO BCEI'0 BO3HUKAET MAPACETMEHTOB H
KaK OHH COOTHOCSTCS MeXIy codolt (puc. 10). U3 prcyHKa BHIHO, 9TO eve
AKTUBEH B CEMH ITapacerMeHTax (depes OJj1H) OT IIEPBOTO /10 TPHHA IATOTO.
A TeH fiz, HarpuMep, SKCIPECCUPYETCS B YETHBIX ITapacerMeHTax co BTOPOro
JI0 4eTBIpHAALATOT0. TakuM 00pa3oM, TeHbI IBYXCErMEHTHON IIEpHOANY-
HOCTH onpeaessitoT 14 napacerMeHToB. J[pyroii MOMEHT, Ha KOTOPBIi ciie-
ZyeT oOpaTnTh BHUMaHHE, CBS3aH C TEM, YTO IT03KE HEKOTOPbIE T'eHbI 1AI0T
MEX[y KaXXJIBIMHU JBYMs IIaBHBIMH JIOTIOJTHUTENBHYIO 1ojocy. Tak, ren
eve 3KCIIPECCHPYETCsI ellle B CEMH I10JI0cax, AaBas B utore 14 mosoc. Mbl
BEPHEMCSI K 3TOH 0COOEHHOCTH NPU PACCMOTPEHHUHU CTPYKTYPBI CETMEH-
TaIMU Y HACEKOMBIX.

Cpenu HaceKOMBIX C TIOJHBIM IIPEBPAIICHUEM aHAJIOTHYHBIE T€HBI
JBYXCETMEHTHOW NMEPHOJUYHOCTH, OIpPEAEIIONe MapacerMeHTHl,
BEISIBJICHBI Y KECTKOKPBUTBIX (Brown et al., 1997), IIMHHOYCHIX JBYKPBUTBIX
(Rohretal., 1999), venryexprursix (Kraft & Jackle, 1994) u mepenonuaTto-
KPBUIBIX, B YACTHOCTH, Y MEJJOHOCHOM Imuelkl u Bracon hebetor (Binner &
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Sander, 1997; Grbi & Strand, 1998). OxgHako y mapa3uTHYeCKOr0O Hae3THUKA
Aphidius ervi roMOJIOT eve HE TaeT XapaKTepHOTO IS {PO30(HIIBI paciipe-
JIeTICHHS T10JIOC Yepe3 O/IHY M aKTHBEH B IOPCO-JIaTepaIbHON Me30aepMe
(Grbi & Strand, 1998).

W3 HaceKOMBIX C HETIOITHBIM IIPEBPALLIEHIEM I'eHBI 1By XCETrMEHTHOM
MEPUOANYHOCTH U3YyYEHBI Y MPSIMOKPBIIBIX, YXOBEPTOK M TapaKaHOB
(Hughes & Krause, 2001). B 3Tux rpymmax cX0HOTO IPOSBICHUS T€HOB
JIBYXCETMEHTHOH NEPUOANYHOCTH ITOHa4aTy oOHapykeHo He Oblto. Taxk,
y Schistocerca opTOIIOTH TEHOB eve U fiz SKCTIPECCUPYIOTCS B 3aIHEH YacTh
6sactonepMbl O6€3 EpUOANIHOCTH, CBOMCTBEHHON SMOPHOTeHE3y IP030-
¢wtel. [ToaToMy OBUTO 1ake BBICKA3aHO MPEIIIONI0KEHHE, YTO Iapacer-
MEHTHI SBISIFOTCA cuHanoMmopgueit Holometabola. Biocencteum 0bi1H
HCCIIe/IOBaHBI OPTOJIOTY M IIAPAJIOTH IPYTHX T'€HOB JBYXCErMEHTHOMH Iepro-
JUYHOCTH, B YaCTHOCTHU paired W pairberry. OCOOCHHO WHTEPECHBIM
OKas3aJICsi BTOPOii I'eH, CyIIECTBYIOIUH Y ITUCTOLEPKHU B IBYX Konusix. OH
BxoauT B cemeiicTBo PaxIll reHOB 1 poicTBeHEH reHaM qpo30( Wikl paired
(prd), gooseberry (gsb) n gooseberry-neuro (gsbn); nBa mocieTHUX
OTHOCSITCS K T€éHaM CETMEHTHOHN HOIPHOCTH. MBI y>ke TOBOPHIIH O TeHax
3TOr0 CeMEHCTBA U OTMEYAIIH, YTO JUIS HUX XapaKTepeH NapHbId JOMEH U
romeonomeH (puc. 4 D). YV npo3oduitel Bce Tpy r'eHa 00pa3oBaich B pe3yiib-
Tare JIByX COOBITHH IYIUIMKAIMH: CHa4aJla aHIIeCTPAJILHBIN TeH Iy TUTHIIPO-
BaJICs M 11l prd, 3aTeM IPOU30IILIA BTOPask AyIUIMKALHUS C Pa3/ielIeHIEM
AHLIECTPAIBHOTO IreHa Ha gsb n gsbn. CBA3aHbI 3TH reHbl ¥ (QYHKINOHAIBHO:
prd akTuBUpyeT gsb, a TOT, B CBOIO ouepenb, gsbn. [lonoxenue pairberry
otHOcHTENbHO TpeX PaxIll reHoB npo30¢h Mkl TOKA He BITONHE SICHO. Bo3-
MO>KHO, YTO OH BBIJICIIHIICS B IIPOLIECCe TyTUIHKAIMH IT0CIe 000co0IeHust prd,
HO JIO pa3JiesieHus aHIecTpaibHoro i gsb u gsbn rena (Davis etal., 2001).

VY npo3zoduisl prd sxcnpeccupyeTcs B CEMH MOJI0CAX, MO3KE B €1Ie
ceMH. Y HIMCTOLEPKH pairberry, XOTs 1 IMOKa3bIBAaCT ABYXCETMEHTHYIO
MepUOANYHOCTD, HO Ja€T HE BCE ITIaBHBIE TOJIOCHI cpa3y. CHavasa 1mosiB-
JISTFOTCS TIOJIOCHI, OTBEYAOLIHE MaH IOy IIPHOMY, HIDKHETYOHOMY 1 BTOPO-
My TOpakajJbHOMY cerMeHTaM. Ha ciietytomem sTamne nosBIsitoTCs IOJI0CH
MaKCHJUISIPHOTO ¥ TIEPBOTO TPYJHOTO CETMEHTOB, M HA TPETHEM 3Talle —
AQHTEHHAJBHOTO ¥ TPETHETO IPYHOTO CerMeHTOB. [lanbHelimnee oOpas3oBa-
HYe OPIOIIHBIX CETMEHTOB HJET 32 CYET 30HBI POCTA B ITOCIICIOBATENILHOCTH:
Al1/A2 - A1,A2,A3/A4 - A1,A2,A3,A4,A5/A6 - ... ,taenonocel Al u
A2 pon3BOIHEI OT SAMHCTBEHHON MIHPOKO# mostockl A 1/A2 u T.1. B utore
pairberry y LINCTOLIEPKH 3KcIIpeccupytoTes B 19 nonocax. OTMeTHM, 4TO
y Ip030(HIIBI M XpYILaKa UMEET MeCTo ¢ABUT nostoc: Al 1 A2 pou3BOIHBI
or T3/Al ut.n. (Davisetal.,2001).
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Kpome HaceKoMBbIX, TeHbI IByXCEIMEHTHON MEPUOANIHOCTH Ha-
JICHBI Y pakooOpa3HbIX U XenurepoBsix (Damen et al., 2000; Damen, 2002).
VY Tetranychus urticae ormeueH reu Tu-pax3/7 n3 PaxIll cemeiicTBa, KoTO-
PBIii, OTHAKO, IOKA3bIBaET IByXCETMEHTHYIO aKTUBHOCTH TOJILKO B IIPOCOME.
CHayasa moJIoChl TOSIBISIOTCS B YETHBIX ITapacerMEHTax, OTBEYAIOIINX
MeAnnanbaM, BTOPSIM M Y€TBEPTHIM IPOCOMAaIbHBIM HOT'aM, Ha BTOPOM
JTare NOSABIISIOTCSI BIOPHYHBIE MOJIOCH! Ti-pax3/7 B HEUETHBIX ITapacerMeH-
TaxX, OTBEYAIOUINX MEPBBIM U TPETHUM NPOCOMAJIBHBIM KOHEYHOCTSM
(Dearden et al., 2002). Y mHOTOHOXEK poaa Lithobius TeH eve IpOsBISIET
ce0s1 B ITocIieJoBaTeNbHBIX CETMEHTax, 00pa3zyeMbIx 30H0M pocta (Hughes
& Kaufman, 2002b) 1 He MOKa3bIBaeT NBYXCErMEHTHON TEPHOAMIHOCTH.
WHTepecHo, 4To y XOPIOBBIX aKTHBHOCTH eVve CBsI3aHa ¢ XBOCTOBOM MOYKOM.

TaxumM 06pa3oM MOXKHO 3aKIIOUUTh, YTO O(hopMIIEHHE B TIpolLiecce
OHTOTEHETUYECKOTO Pa3BUTHS IIAPACETMEHTOB B KaUueCTBE KOMITAPTMEHTOB,
OTIPENEISIOMNX TPAHUIIBI CETMEHTOB, SIBISIETCSI XapaKTEpPHOW 0COOeH-
HOCTBIO Pa3BUTHs WIEHUCTOHOTHX. [ToKa HeT aHHBIX, YTO Y aHHeI M1 00pa3o-
BaHHE N1apacerMeHTOB TaKXe MpeamecTByer cermenTannu (Shankland &
Seaver, 2000; Seaver & Shankland, 2001). Yto kacaeTcst T03BOHOYHBIX, TO
Yy HHX BBISBJICH TOMOJIOT /1airy, KOTOPBIH aKTHBEH B ME30/I€pME U TAKXKe
MTOKa3bIBACT IIEPHOANYECKUN XapaKTep HKCIPEcCHH IpU 00pa3oBaHHUU
comutoB (Dearden & Akam, 2000).

I'ensl cermenTHoii moasipaoctu (Gerhart & Kirschner, 1997; Wolpert
etal., 1998; Kopouxus, 1999). Cnemyroruii mar B pa3BUTHA CETMCHTAITUH
HaXOJUTCS T10J] KOHTPOJIEM I'€HOB CErMEHTHOH HoisipHOCTH (segment
polarity). OTu reHsI 3aa10T TPaHUIBI OyIyIINX CETMEHTOB B3POCIIBIX MyX
BHYTpH napacermeHTos (puc. 10). LieHTpanbHbIM B 3TOH TpyIHIIe SBIIsSETCS
reH engrailed (en), KOTOPBIH SKCIIPECCHPYETCS B IIEPEAHEH YACTH KKIOTO
MapacerMenTa, ¥ IPaHHIbl CETMEHTOB ONPEAEISIOTCS 110 3aAHEeH JINHUN
en-niosioc. 13 puc. 10 BUIHO, YTO CErMEHTHI CIBUTAIOTCS OTHOCUTEIHHO
MapacerMeHTOB Ha MIMPHHY €N-TI0JIOCHI, YTO COCTABISET IPUMEPHO YeT-
BEPTh JJIMHBI CETMEHTOB. MeXay 110JI0caMy SKCIIPECCHHU e/l TIPOSIBIISIIOT
AKTUBHOCTB TeHBI patched n wingless (wg). [locieqHuil akTHBEH B Y3KOH
T10JI0CE HETIOCPEICTBEHHO epe 00IacThI0 Kcnpeccuu en. Wingless sBist-
€TCsl CHTHAJIBHBIM OCJIKOM, ¥ €T0 SKCIPECCHs 3aBUCUT OT I'eHa hedgehog,
KOTOPBIN aKTUBEH B oJI0ce NeiicTBus reHa en. Hammomanum (puc. 7 C), 9to
Wg (Wnt)-curHasHBIH Iy Th TOIICPKABACT SKCIPECcCHIO en. En-KireTku B
CBOIO ouepenb cekpeTnupytoT Oesnox Hh, koTopslif, momanas B cocennne
KJIIETKH, MHAYLMPYET TaM SKcrpeccuio Wg.

Jlpyroii MOMEHT, Ha KOTOPOM BaXKHO 320CTPUTh BHUIMaHHUE, KaCAETCS
YHCIIa TT0JI0C TEHOB CETMEHTHOM IOJSIPHOCTH. | €H en akTHBEH B psizie OJIoC
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W KIIEpeIH OT ITapacerMeHToB. Tak, y Ipo30(huiis! mepetHuii KOHEI IEPBOTo
napacerMeHTa COOTBETCTBYET 3a/IHeH YaCTH MaHANOYIISIPHOTO CEIMEHTa, a
u3 puc. 10 BUAHO, YTO OJIHA eN-TI0JI0Ca IPUCYTCTBYET KIEPEaAr OT MaHaAnOy-
JSIPHOTO CerMeHTa. B Ga3anbHBIX TPyNIax HACEKOMBIX TAaKUX €N-10JI0C
OKa3bIBaCTCsI TPU. DTO O3HAYALT, UTO K CETMEHTaM, OIIpeIeIsIeMbIM TeHaM1
JIBYXCEIMEHTHOH IEepHOANIHOCTH, HEOOXOANMO 100aBUTH €Ile TPHU en-
3aBHCHMBIX IIEPEAHUX CETMEHTA.

Ha 3aBepmaronieM 3rarne poOpMHUPOBAHUS CETMEHTALMH BKJIIOYaA-
IOTCSI CEJEKTOpHBIe HOX-TeHBI, KOTOPBIE ONPENEISIOT PErHOHAIBHYIO
CHeNaIN3aIII0 CETMEHTOB U NX NPUIATKOB. Pemmennto 3Toi nocienuen
3a7ia4y crocoOCTBYeT crenu(uKa KOJIMHEapHOTO pa3MeNIeHNs TeHOB: B
XPOMOCOME OHH PACIIOJIOKEHBI U HKCIIPECCUPYIOTCS BO BPEMEHH B TOM
nopsiike (B HarpaBiieHUH: 3' — 5'), B KaKOM CIIEAYIOT OIpeeliieMble MU
CETMEHTBHI Y B3pOCIIbIX MyX.

CenexrTopHble romeo3ucHble renbl Hom/Hox-kommiaexca. [Tox
STUM Ha3BaHHEM MMEIOT B BUJY HHTEPECHOE CEMEHCTBO rOME0OOKCHBIX
(Homeobox) reHoB (moxpoduee cmorpu: Wolpert et al., 1998; 3noiiko n
Ip., 1999; Kopouxus, 1999; 3apatickutii, 2001). Kak Hom o603HauatoTcs
Homeobox-coaepkaryie romeo3ucHsle reHsl y Drosophila, a kak Hox —
Homeobox-conepxariue reHsl y Mo3BOHOYHbIX. HbIHE 171t 0003HaueHMs
TeHOB JIAHHOTO KJIacca yallle HCIoIb3yeTcs CoKpaleHne Hox, KoToporo
MBI 1 OyZieM IpUAEPKUBATHCS.

[Tox cesieKTOPHBIMH IIOHHUMAIOT PETrYISTOPHBIE T€HBI, KOTOpPHIE
BKJIIOYAIOT X KOHTPOJIPYIOT pab0oTy FTEeHETHYECKHUX KacKaJIOB IPYTUX TCHOB,
crennpUIUpPYIONNX BHEIIHE Hepa3InIuMble KommapTMeHTs! (Wolpert et
al., 1998). Bce roMe03HCHBIE TCHBI SIBIBTIOTCS CETICKTOPHBIME U OIPEICIISIOT,
B YaCTHOCTH, Cy/IbOy cerMeHTa: Oy/IeT JIM OH IPY/IHBIM, HIMEIOIINM HOTH U
KPBUIbs, UJIM OPIONIHBIM, JHUIIEHHBIM NpuaatkoB. [en engrailed, ne
MUMEIOIIH TOMEO3UCHOTO JIEHCTBHS, TaKXKe SBISETCS CEIEKTOPHBIM U
KOHTPOJIMPYET paboTy reHOB, CIEU(DUIMPYIIUX 33/ HUE Kpasi CETMEHTOB.
Panee ynorpeOisanacek 6oee mupokast TpaKTOBKa CEIEKTOPHBIX TeHoB. K
HUM OTHOCHJIM M PETYJISATOPHBIE TeHBI, ONPEEIISIONNEe KOMIIAPTMEHTHI,
T.€. IEPEKIIOYAOIINEe PAa3BUTHE KIETOK 110 HOBOMY HyTH (CMOTpH,
Hanpumep, Gerhart & Kirschner, 1997, p. 240; Kopoukus, 1999, c. 112). B
9TOM 3HaYE€HHHU BCE PACCMOTPEHHBIE HAMHU I'€HbI, OT MATEPUHCKHUX /10 TCHOB
Hox-xommiekca, OymyT celleKTOpHBIMU. MBI CKJIOHAEMCS K OoJiee y3KOH
TPAaKTOBKE, IIOCKOJIBKY B 3TOM CIIy4ae CHUMAIOTCS CIIO)KHOCTH C pas3rpa-
HUYCHHUEM ITOHATHH CEJIEKTOPHOTO I'eHA M PETYIISITOPHOTO I'eHa B Pa3BUTHH.

J1lo cpaBHUTEIBEHO HEAABHETO BpeMEHH B HOX-KOMILIEKC {PO30(HIIBI
BKJIIOYAJTH JIMII TOMEO3HCHBIE TeHbl. Celfuac 110 (priioreHeTHIeCKIM OCHO-
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BaHMSM K 8§ TOMEO3HCHBIM I'€HaM APO30(IIIbI J00aBICHBI €IIe YEThIpe,
otiudatontrecs mo ceonM pyuknusam (Falciani et al., 1996; Coulier et al.,
2000; Jagla et al., 2001; Stauber et al., 2002). B oTiinune oT O0MbIIHHCTBA
JOpYTHX T€HOB pa3BUTHs, pa30pPOCAaHHBIX 10 BCEMy I'eHOMY, Hox TeHbl
Drosophila paciagatorcsi Ha 1Ba IPOCTPAHCTBEHHO OYEPUYECHHBIX KJIacTepa,
Antennapedia u Bithorax. [TepBsrii Bkitowaet rensl labial, proboscipedia,
*zerknvllt, *zerknwllt2, *bicoid, Deformed, Sex comb reduced, *fushi
tarazu u Antennapedia; Bropoit — Ultrabithorax, abdominal-A n
Abdominal-B (3Be31049koii 0003HaYEHBI TeHBI 0€3 TOMEO3HCHOTro JIeH-
ctBusi). OTMETHM, YTO HE BCE TOMEOOOKCHBIE TeHBI OTHOCSTCS K YuCity Hox
reHoB (Taour. 2).

YV 6ecro3BOHOYHBIX M y JIAHIETHUKA Hox TeHbl cCOOpaHbl BHYTPH
XPOMOCOMBI B OIH KOJIMHEApHBIH Kiactep. OIHaKO y MUHOTH HMEIOTCS
TpH, a y TeTpaIoj] — YeThIpe MOIHBIX Habopa Hox TeHOB (Y KOCTHCTBIX PHIO
emte Oompmre: Aparicio, 2000), pacONOKEHHBIX B pa3HBIX XPOMOCOMaX
(monpobHee cmotpu Kopoukus, 1999; 3apaiickuii, 2001). Takas Tannemnas
JOYTUIMKaNys O3BOJISIET NCTIONB30BATh HOBBIE KOITMH I'€HOB JUISl OCBOCHHMS
HOBBIX BO3MOKHOCTEH 0€3 HapyIIeHHs yCTOSBIINXCS Iy TeH Pa3BUTHS.

B HEKOTOpHIX ciiydasx aKTUBHOCTh Hox T€HOB MOXET OBITh
roziaBieHa. 1o ObUIO MOKA3aHO, HAPUMED, VIS Iy PITyPHOTO MOPCKOTO
exa Strongylocentrotus purpuratus (Arenas-Mena et al., 1998; Wray &
Lowe, 2000), y koToporo u3 ceMu Hox TeHOB IIECTh HUKAK HE TPOSIBIISIOT
cebs B sMOpHorenese. YAUBUTEIBHO TO, UTO y OMIIaTepanbHON JINUNHKA
UIIOKOKUX Hox TeHbI Takke He MOKa3bIBaIOT akTHBHOCTHU. [leTepcon n
Hasuncon (Peterson & Davidson, 2000) cBS3BIBAIOT 3TOT (DaKT C WHBIM
MEXaHU3MOM I'€HETHYECKOTO PErYJIMPOBAHMS PAHHHX 3TAIIOB SMOPHOTEeHE3a
Y )KUBOTHBIX C HETIPSIMBIM Pa3BUTHEM. BMecTo pernoHansHOH, KOHTPOIIH-
pyemoii Hox reHamMu cnenu(UKaluy KIETOK C BBIAECICHUEM KOMIIApT-
MEHTOB, Y HUX UMEET MECTO crenn(puKanys KIETOK C IEePBBIX JeICHUN
stiiia. COOTBETCTBEHHO, KJICTOYHBIE JIMHUH Pa3IeISIFOTCS IO CBOEMY ITPOHC-
XOJK/ICHHIO, U TIPU TAKOM MexaHn3Me Hox reHbl He TpeOyroTcsl.

PaccmoTprM nociie1oBaTesIbHO 00IaCTH ¥ YpPOBHH IKCTIpeccuu Hox
TeHOB, CHa4aJa Ha mpuMepe Opo30(uIbl, 3aTeM B IMOPHOTEHEe3€ IpyTUX
HAaCEKOMBIX 1, HAKOHEII, Y HEKOTOPBIX MOZIEIBHBIX BUOB U3 IpyTUX IPYIII
yneHucToHorux (puc. 11). [pu n3noskeHnn Mareprasna Mbl OyieM OMPaThest
B TIEpBYIO o4epenb Ha 0030pHbBIE PabOTHI, B KOTOPBIX CYMMHPOBAHBI
ocHoBHbIe nanHble (Hughes & Kaufman, 2002a, b, ¢c; Minelli et al., 2000;
Minelli, 2001). Kak yxe 0bu10 0TMe4eHO, Hox TeHBI IO 0YePEeTHOCTH U
BpEMEHH ICHCTBHUSI 00pa3yIoT KOJIMHEAPHYTO MOCIIEI0BaTeNIbHOCTD. [IepBbiM
B CIIACKe UAeT red labial.
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T'en labial. Y Thermobia domestica 3TOT TeH aKTHBEH B WHTEp-
KaJIIPHOM CETMEHTE, a Y KPhIIAThIX HACEKOMBIX, KPOME TOT0, B riepudepuii-
HO HEPBHOU CHUCTEME, a TAKXKe B JOpcaTbHOM rpedHe romossl (Rogers &
Kaufman, 1997; Nie et al., 2001). HazBaHue BEIOpaHo HE COBCEM YIaIHO U
CBSI3aHO C TEM, YTO MYTAaLlMs B T€HE CONpPsSDKEHa C HEIOPa3BUTHEM psizia
KOMITOHEHTOB HIKHEH IyObl. OZJHaKo TOMe03HCHOT0 3¢ deKTa ¢ 3amernie-
HHEM OZIHOM CTPYKTYpBI Ha IPYTYIO 37IECh HET, IOCKOJIBKY TaKOe HeJJopa3-
BUTHE 00YCIIOBJICHO BBINAICHUEM Psi1a BEHTPAIBHBIX CKIIEPUTOB TOJIOBHI.
Y mokpuusl Porcellio scaber TeH 3KCIIpecCUPYETCsl B CETMEHTE BTOPBIX
AQHTEHH, COOTBETCTBYIOLIEM HHTEPKAIIPHOMY cerMeHTty (Abzhanov &
Kaufman, 1999a).

VY koctsHKY Lithobius 061acTh SKCIIPECCHU TeHA IUPE U OXBAThI-
BAeT MHTEPKAJISPHBIA CErMEHT M ITEPEAHIOI0 MTOJIOBUHY MaHIHOYISIPHOTO
(Hughes & Kaufman, 2002a). Kpome Toro, cuipHast SKcripeccus Habmona-
eTcs B 1abpyMe, 9TO MOXKET OBITh PaclieHEHO KaK CBHUIETENIBCTBO CBSI3U
nabpyma ¢ nHTepKaIsIpHbIM cermeHToM (Haas et al., 2001a, b). Hakorer, y
XEIULEPOBbIX /abial akTUBEH B NATH CETMEHTaX, HaYWHAasl C CErMEHTa
MeIUTaJbIT; BO3MOXKHO, 3TO TOBOPHUT B IOJIb3Y COOTBETCTBUS CETMEHTA
MeIUIaIIbII HHTEPKAIIPHOMY CETMEHTY HACEKOMBIX M MHOTOHOXKEK WIIN
CErMEHTY BTOPHIX aHTEHH pakoooOpa3Hbix (Damen et al., 1998; Telford &
Thomas, 1998a). OmHaKo K MPEMIOKEHUI0 TOMOJIOTH3UPOBATh CETMEHT
TIeJUITAIIBIT C MHTEPKAJSIPHBIM CETMEHTOM MaHIHOyIIaT HEKOTOPHIE aBTOPHI
(mampumep: Abzhanov et al., 1999) oTHeciCh HACTOPOXKEHHO, TIOJNarasi,
YTO 00JIACTH AKCTIpecCHH OX TEHOB MOTYT B IIPOLIECCE HBOJIOINH CABUTAThCS.

B nenom MOXXHO OTMETHTB, UTO 00JIaCTh SKCIpeccny reHa labial B
XO0/1€ 3BOJIFOLIMH CY)KAETCsI 110 HAIIPABJICHUIO OT UCXOAHBIX K IPOABUHYTHIM
rpymIam.

I'en proboscipedia (pb). Y npo30duisl 3TOT reH NposBisieT ceds B
MaKCHJLIPHOM M HIDKHEIYOHOM cerMeHTax. HenoctaTok ero skcnpeccnu
BE/IET K PEAYKIMH y B3POCIBIX MyX IIYIIMKOB M MPEBPALICHUIO HIDKHEN
ryObl B HOTU. Y 0a3ajbHBIX IPYII HACEKOMBIX 00JIaCTh SKCIpeccHu pb
MIMpEe N HAYWHAETCS C MHTEPKAJIIPHOTO CETMEHTa. Ta e KapTuHa Haoo-
nIaeTcs y pakooOpas3HbIX (HaHHEIE 10 Porcellio scaber), Tae poib HHTEP-
KaJISIPHOTO BEITIOJHAET CETMEHT BTOPHIX aHTeHH (Abzhanov & Kaufman,
1999a). CxomgHo moBenenue reHa u y Lithobius, y KoTopoil mon ero
JIEHCTBHEM HaXOIUTCS HE TOIBKO HHTEPKAISIPHBIN CETMEHT, HO U BEPXHSS
ry6a (Hughes & Kaufman, 2002a). HekoTopsie HaceKOMEIE TTOKa3BIBAIOT
WHOH THI 3Kcripeccuu. Tak, st knona Oncopeltus XapakTepHa O4eHb ciiadast
AKTHUBHOCTH pb B MAaKCHJUIAPHOM CEIMEHTE; B MAKCHIUISIPHBIX IPHIATKax
JKCIPecCHs IPAaKTHIECKH OTCYTCTBYET, UTO CBA3BIBAIOT C CHIIbHOM MOt (u-
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Puc. 11. Dxcnpeccus Hox TeHOB B pa3HBIX Ipynnax 4ieHucroHorux (mo Hughes &
Kaufman, 2002c).
Ceemenmul: A — oprownvie; Ant — anmennanvholli;, Ch — xeauyepanvhuiii; Int — unmep-
Kanapuolii; Lb — nuocnezyOnou; Mn — manoubyasapueiii;, Mx — maxkcunnapusiii;, Mxpd —
Hocouentocmuou;, Oc — okyaspusiii;, Op — onucmocomanvnvle, Pp — nedunanon; T —
2PYOHblE Y HACEKOMbIX, MYNosulyHble y pakoodpasusix. Hox eenvi: Lab — labial, Pb —
proboscipedia, Dfd — deformed, Scr — Sex comb reduced, Ftz — fushi tarazu, Antp —
Antennapedia;, Ubx — ultrabithorax, Abd-A — abdominal-A, Abd-B — Abdominal-B.
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Kallfel MpHUCyIIero KJIonaM poTOBOro anmapara cocymiero tTuna (Rogers
& Kaufman, 1997; Rogers et al., 2002).

I'en Hox-3. Ha3BaHue roBOpuT O TOM, 4TO 3TOT I'€H SIBISAETCA
TpeThuM B Hox xommiekce. Y 1po30(uIibl OH MOTepsil PyHKIHIO TOMEO-
3MCHOT'O U IyTUTUIUPOBAJICS, IPUYEM KaK/1ast U3 TPEX JEHCTBYIONIMX KOIUI
HOoTy4uiIa cBoe Ha3BaHue. Hanbosee BayKHBIM 13 HUX sIBIIsIeTCS T'eH bicoid,
AKTMBHOCTH KOTOPOTO C/IBHHYTa Ha OoJiee paHHUE 3TaIlbl pa3BUTHS. MBI
YK€ TOBOPHJIH O bicoid Kak 0 KIII0YeBOM I'€He, OTIPEEIISIOIIEM IiepeIHe-
3aHIOI0 OCh Tena. 3 IBYX IpYTHX TeHOB, zerknwllt (zen) m zerknulit2
(zen2), NepBBIHA SKCIIPECCHPYETCs B IKCTPAdIMOPHOHAIBHONH aMHHOCEPO3e,
TOrJa Kak (yHKIMS BTOPOTO IIOKa HE omnpezeneHa. [oMeoOoKCHBIN reH
bicoid (bcd) ydacTByeT B YCTaHOBJICHHHU TepeIHE-3aIHEH OCH Tella He
TOJBKO Y AP030(HITL, TpHHAUIeKANIEH K TPOJBUHY THIM KPYIJIOIIOBHBIM
JIBYKPBUIBIM, HO U 'y Megaselia abdita, npenctaBuTenss IPUMHUTHBHBIX
KpYIJIOIIOBHBIX ABYKPBIIBIX M3 IpyHITEI OecieneBbix (Stauber et al., 2000).
OnHaKo cpean CTOSIINX HIXKE MPSIMOIIOBHBIX MyX M KOMapoB, a TAKXKE B
JpYyTUX TPyIIIax HACEKOMBIX 3TOT TeH He HaineH. Ero ¢yHkuuio 3aech,
BO3MOXHO, BBINIONHsET reH zen (Stauber et al., 2002). ¥ apo3zodnis
MOCTIETHUN HAaXOANUTCSI BHYTPHU TOMEO3UCHOTO KOMIUIEKCA, PACIIONarasch
BMeECTE C AYIUIMIMPOBAaHHBIMU T'€HaMH TPETBHM B psy cpasy 3a pro-
boscipedia, u 3kcIIpeccupyeTcst B 1O0pcalibHOH cdepe sifna, yJacTBys B
OIIPEJICIICHUH I0PCO-BEHTPAIIbHOM 0cH Tesa. OTHAKO Y HU3IIHX JIBYKPBUIBIX,
a TaKkXKe y KyKa-Xpymaka Tribolium TeH zen akTHBEH B II€peHEH yacTh
AiIa, YTO CBUJICTEIBCTBYET 00 NI3MEHEHUH UM CBOEH (DYHKIIMH Y KPYIJIO-
moBHBIX MyX. CpaBHeHHe roMeo1oMeHOB OenkoB Bed 1 Zen mokazano ux
6JIM30CTh, ¥ 3TO J1aJI0 OCHOBAHWE CUHMTATh, YTO OTBEYAIOIINI ITEPBOMY
OenKy reH BO3HUK B pe3ybrare JyIuikaimu zen (Stauber et al., 1999; Patel,
2000). Takum 0O6pa3zoM, AYIUTHKALHS TSHOB zen ¢ 00pa30BaHUEM HOBOTO
reHa bicoid, mpuoOpeTIIero HOBYIO (PYHKIUIO, MPOU3O0IILIA MIPH CTAaHO-
BJICHUH KPYIJIOIIOBHBIX ABYKPBUIBIX.

Fig. 11. Expression of Hox genes in Arthropoda (adapted from Hughes & Kaufman,
2002c).

Segments: A — abdominal; Ant — antennal; Ch — chelicerae; Int — intercalary; Lb —

labial; Md — mandibular;, Mx — maxillary; Mxpd — maxillipedal; Oc — ocular; Op —

opisthosomatic; Pp — pedipalpal; T — thoracic in Insecta, trunk in Crustacea. Hox

genes: Lab — labial, Pb — proboscipedia, Dfd — deformed, Scr — Sex comb reduced,

Ftz — fushi tarazu, Antp — Antennapedia; Ubx — ultrabithorax, Abd-A — abdominal-A,

Abd-B — Abdominal-B.
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I'enrbl zen v zen2 ObUIH HaliIeHEI Takoke y Tribolium u Schistocerca,
MIpUYEM NIEPBBI IeH UMEET Ty )K€ (PYHKIHNIO, 4TO ¥ B TEHOME APO30(IIIBI
(Falciani et al., 1996). OnHako Bee 3TH TPH IPEICTaBUTENS HACCKOMBIX OTIIH-
YaroTCsl PacHpeieIeHueM SKCTPa’MOPHOHAIBHBIX TKAaHEH: B IepeqHen
yactu siina y Tribolium, B 3agHe#t — y Schistocerca, BAONb TOpcaIbHON
MOBEPXHOCTH — Y Drosophila. OTMeTHM ellle, 4TO MyTallus B T'eHE zen
BEZIET K HEJJOPAa3BUTHIO 3aPOIBIIIEBON OIOCKH.

V¥ naykoB u kiewmei Hox-3 neiicTByeT B TUIIMYHOM JUJIsl TAHHOTO
KOMIUIEKCa MaHepe, He BBIICISSICh CPeIU APYTUX TOMEO3UCHBIX I'€HOB
(Damen & Tautz, 1998; Telford & Thomas, 1998b), u sxcpeccupyercs B
CErMEHTax OT IEJHUNANIBI 10 ONUCTOCOMBL. Y Lithobius 3TOT eH BeIpaxa-
eTcs B MHTEPKAIIPHOM M MaHIuOysipHOoM cermMenTax (Hughes & Kaufman,
2002a). HagesxHBIX TaHHBIX IO PAKOOOPa3HBIM B HACTOSIIEE BPeMs HET,
TI03TOMY TTOKa HEJIb3$1 CKa3aTh, Ha KAKOM 3Talle SBOJIFOIINH OT PAKOOOPa3HBIX
K 0azanpHbIM (cTosiux Hike Orthoptera) rpymiaM HaCEKOMBIX ITPOU30IIIIA
cMmeHa pyHkumu Hox-3.

I'en Deformed (Dfd). Y npo30duIibl 3TOT IeH SKCIPECCUPYETCS B
MaHANOYJIIPHOM M MAaKCHJUIIPHOM CETMEHTAaX, a TAKXKe B 3aJHEH 4acTh
HMHTEPKAISIPHOTO CErMEHTA, AIOIIeH KJIETKH roJIoBHOTro Mosra. Kpome toro,
Dfd obnapyxuBaeTcs B KJI€TKaX aHTCHHAIBHO-TJIA3HOTO JIMCKA, JAIOIINX
OT/IEJIbHBIE AIEMEHTHI TOJIOBHON Kancyibl. CBeIeHHs 110 APYTUM HaceKo-
MM (Tribolium, Oncopeltus, Apis melifera, Thermobia) cymecTBeHHO
HE OTJIMYAI0TCs OT TOTO, YTO IOKa3aHo 1yt Apo3odmisl (Rogers & Kaufman,
1997; Brown et al., 1999, 2000; Rogers et al., 2002; Walldorf et al., 2000). Y
dfd-viytantoB Oncopeltus ManuOyibI IpeoOpa3yloTcs B I0J00Ne aHTEHH.

Y moxpuust Porcellio Dfd sxcipeccupyercsi B 9KToJiepMe ITaparHar,
a TaKoKe B Me30/IepMe JIaTepaIbHBIX MaHINOYISIPHBIX pHAaTkoB (Abzhanov
& Kaufman, 1999a). Y Lithobius oH IposIBISI€TCS B TPEX CETMEHTaX, OT
3aJJHEro Kpas HHTepKasipHOro 1o MakcuiusipHoro (Hughes & Kaufman,
2002a). Y mayKoB 3TOT I'eH aKTHBECH BO BCEX OCTAOIINX HOTaX, a Y KIIemei
emie u B onricrocome (Damen et al., 1998; Telford & Thomas, 1998b).

I'en Dfd, paBHO Kak u Ipyrie pacCMOTPEHHBIE paHee I'eHbl, T0Ka-
3bIBacT yMEHBIICHNE 00JIaCTH I'eHETHYECKON KoMIeTeHIINH. CIIelHaInuCThI
BUJIST B 9TOM BO3MOKHOCTB YBEIIMUECHHS YHCIIa TEHETHUECKHUX KOZIOB, YTO U
MOTJIO CO3/aTh MPEIIOCHUIKN JJIs AUBEPCH(HUKAIIMN POTOBBIX allapaTos,
MTOPaKAOIINX CBOMM pa3zHooOpasueM y HacekoMbIxX (Hughes & Kaufman,
2002c).

I'en Sex comb reduced (Scr). DT0T reH aKTUBEH y p0o30(HITbl B MH-
TepBaje OT 3a/JHeH YacTH MaKCHJUIAIPHOTO JI0 IIepeJHEH YacTH IEepBOrO
rpyaHoro cerMeHToB. Y Oncopeltus, Acheta u Thermobia obnacts ero
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9KCIIPECCHH B IEPBOM I'PYIHOM CEIMEHTE OTPaHNYEHa OHUM WU ABYyMS

HEOOJIBIINMH JIaTEPO-BEHTPAIBHBIMH MATHAMHM, a TaKXKe JOpPCATbHBIM
YYacTKOM, aKTHBHOCTh T'€Ha B KOTOPOM, KaK HPEAIOJaraior, MoAaBiseT
pa3BUTHE IPOTOPAKAIBHBIX KPBUIBEB Y JBYX IEPBHIX HacekoMbIX (Rogers
etal., 1997; Walldorfet al., 2000).

VY Porcellio Scr 3xkcripeccupyeTcst CXOJHBIM 00pa3oM, OT MaKCHII-
JSIPHOTO CErMEHTa JI0 cerMeHTa Horouemocteit (Abzhanov & Kaufman,
1999b). ¥ MHOTOHOXEK OH aKTUBEH B CETMEHTAaX BTOPHIX MaKCHIUI H
Horouemoctet (Hughes & Kaufman, 2002a). Hakonen, y kiemiei reH
NposIBIsIeT ce0sl BO BTOPOW M TpeThell mapax HOT, a y MayKoB elle U B
yerBeptoii mape Hor (Telford & Thomas, 1998a; Abzhanov et al., 1999).

Ten fitshi tarazu (fiz). Y npo30QuIIbI 3TOT T'eH IOTEPsII TOMEO3HUCHYIO
POJIb M BKCIIPECCHPYETCS B CEMHU I10JI0CaX KAK I'€H IByXCErMEHTHO! IepH-
ommgHOCTH. Takast ero QyHKIWs HaOIroaaeTcs u y )kykoB (Tribolium), Ho B
WHOW BPEMEHHOH MOCIEeIOBATENbHOCTH. Y Schistocerca OH aKTHBEH B
TI0JIOCE BJIOJIb 30HBI POCTA.

VY cakkymunsl (Sacculina carcini) n3 ycOHOTHX pakooOpa3HBIX TeH

ftz Taroke He siBIsieTcs romeo3ucHBIM (Mouchel-Vielh et al., 1998). YV mHOTO-

HOXKEK OH BBIITOJIHSET B Pa3HbIE IEPUO/IBI PA3BUTHS HECKOJIBKO (DYHKIIHIA, B
ToM gmcie u romeosucHyro (Hughes & Kaufman, 2002b). [omeosncHas
(yHKIMS fiz XapaKTepHa IS KIIenel, Y KOTOPBIX TeH aKTHBEH BO BTOPOH 1
tpetheii mapax Hor (Telford, 2000).

Takum 006pa3oM, HCXOIHO TeH fiz y WICHUCTOHOTHX OBUI TOMeo-
3MCHBIM, HO B IaJIbHEHIIIEM 3Ta (yHKIHUS Oblila UM yTepsiHa. Y HACEKOMBIX
C TIOJIHBIM IIPEBpaIlieHHeM B roMeoioMeHe Ftz oTcyTcTBYeT 0IMH BaXKHBIH
MOTHUB (CMOTpH pazzen 2.2), KOTOPBIH, BO3MOXHO, U OTINYAET OCIKH C
roMeo3ucHbIM dpdexrom (Lithr et al., 2001). JIMmuBIIECH OCHOBHOM CBOCH
(yHKIIMH, 3TOT TeH HNpuoOpern Apyrylo, CBS3aHHYIO C OIpEJeIeHneM
apacerMeHToB.

I'en Antennapedia (Antp). Y sm0OproHa 1po30(UIIBI 3TOT T'eH BHaYa-
JIe 3KCIPECCUPYETCsI OT HKHET'YOHOTO 710 IEPBOTO OPIONIHOTO OyayIInX
CErMEHTOB, HO B JJIbHEHIIIEM 00JIaCTb €T0 JISUCTBHS OT PAaHUINBACTCSI JIMIIb
TpYIHBIMU cerMeHTaMH. Ene noske skcrnpeccusi yMeHbIIaeTcs B O0KOBBIX
YacTsIX BTOPOT'O U TPETHETO CErMEHTOB. B MMarnHaabHBIX TKaHIX JIMIUHKA
Antp TIpOSIBIISIET CBOE JEWCTBHE BO BCEX IPYAHBIX ANCKaX, OTBEYAIOLINX
HOTaM, KPBUIBSIM U XKy OKanblaM. Pacnipenenenue Antp y 4emryeKpbuIbIX
U TIePETIOHYATOKPBUTBIX ONM3KO K TakoBOMY y MyX (Zheng et al., 1999;
Walldorfetal., 2000). Y Tribolium romonor Antp HazeiBaetcs prothoraxless
(Brown et al., 2002). MyTarus 1mo 5TOMy T'€HY BBI3BIBAaCT CIHSIHUE TOPAKCa
C TOJIOBOH M TpaHC(hopManuio KOHeYHOCTeH B aHTeHHBI (Beeman et al.,
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1993). Y Schistocerca Ten Antp nposiBISIET aKTUBHOCT B TPYJIH 1 OPIOLIKE,
Toraa Kak y Thermobia sxcnipeccust Antp B OprolIke OTMeYeHa JIMIIb Ha
panHpuX dTamax passurus (Peterson et al., 1999).

Pacnipenenenune Antp y pakoobpasHweix (Artemia, Porcellio,
Procambarus) He oTIMYaeTcsl CymECTBEHHO OT TAKOBOTO y HACEKOMBIX
(Averof & Akam, 1995; Abzhanov & Kaufman, 2000a, 2000b). Y Lithobius
TeH CHaJyajia aKTHBEH BO BCEX CETMEHTAaX, HA4MHasl C CETMEHTa HOTOUYeIIoC-
TEH, HO MO3KE 1T03a(1 YeTBEPTOrO TYJIOBUIIHOTO CETMEHTa OH HE O0Ha-
pyxwusaercs (Hughes & Kaufman, 2002a). Y mayxoB u kiemieii reH akTHBeH
BO BCEX CETMEHTaX, HAUMHAs C CerMeHTa yeTBepToii napsl Hor (Damen et
al., 1998; Telford & Thomas, 1998a).

Takum 00pa3oM, eciu y XeIMIEPOBBIX KCIpeccHst TeHa Antp
OXBaThIBAET OMICTOCOMY, TO B TIPOIBUHYTHIX IPYIITaX WICHUCTOHOTUX OHA
OKa3bIBACTCS CBSI3aHHOMW JIMIIb CO CPEAMHHBIMH CErMEHTaMH. JTO Orpa-
HUYEHHE 00J1aCTH KOMIIETCHIIUH T€Ha, 110 MHEHUIO HEKOTOPBIX aBTOPOB
(Hughes & Kaufman, 2002c), MOTII0 OBITH IABHOM TPUIUHOMN 00pa30BaHHS
Cpe/iHell TarMbl: Topakca y HaceKOMBIX, IlepeoHa y Porcellio n Garapen
HOTOYeNIOCTeH Yy Procambarus.

T'en Ultrabithorax (Ubx). Y npo30o¢huisr 06J1acTh KOMITETCHITHY TeHA
B TPYIY OTpaHUYCHA 33 HEH YacThI0 BTOPOTO U TPETHETO CETMEHTOB, a B
OpIoIIKe — MEPBBIMU BOCEMbBIO CErMeHTaMK. B MMarnHaabHBIX 3aKJIaIKax
y mnarHKH Ubx 0OHapysKuBaeTcs B iepr(epriHbIX KJIETKaX JUCKOB BTOPOH
1 TPETheH Map HOT, KPbUIBEB U XKyxoKatel. Myranuu B Ubx paznuuarorces
mo cBoeMy 3¢ GheKTy W MOTydYuiIN pa3Hble Ha3BaHWs: anterobithorax,
bithorax, bithoraxoid (bxd), Contrabithorax (Cbx), Ultrabithorax, post-
bithorax (pbx). Hanpumep, Mytanuu bxd mpeBpamiaeT nepBhIii CETMEHT
OpIOIIKa B TPETUH TPYAHOM, chx — BTOPOH TPYIHOH B TPETUH, pbX — TPETHi
rpyaHoii Bo Bropoii (JIstonn, 1985, Tabdm. 20.1). B Opromke Ubx u criemyrormmii
3a HUM T'eH abd-A noAaBISIIOT aKTUBHOCTH Distalless, SIBISIOIIETOCs
KJIFOUEBBIM (PAKTOPOM B Pa3BUTHHU HOL. Y TYCEHHI )K€ HEKOTOPBIX
yemryeKpeutbiX (Manduca sexta, Precis coenia) o0Opa3yroTcs KpyroBbIe
yudacTkd, cBoboansle oT Ubx n abd-A4; 3TH y4acTKH TOKa3bIBAaIOT HKC-
nipeccuro DI/ 1 IMEHHO Ha 3THX MecTax oOpasytorcs mponoru (Suzuki &
Palopoli, 2001). Bripouewm, npyrue aBTOpH HE HAOUIH Pa3phIBOB B
pacnpenenennu Ubx n abd-A y M. sexta (Zheng et al., 1999).

3a npenenamu KpbutaTeix HacekoMblx Ubx u abd-A He mogasmstor
TpaHCKpunuuio DII, 9To CBSI3aHO C Pa3BUTHEM B THX IpYINax YICHH-
CTOHOTHX OPIOIIHBIX IIPUATKOB (M3 IEPBUYHOOCCKPBUIBIX HCCIIEOBAIIICH
komutem6Oobl: Palopoli & Patel, 1998). McxonHo dyHKIHS mOJaBICHUS
akTUBHOCTH DI/ BO3HUKIIA, 04EBUTHO, y TeHa abd-A, 0 9eM CBUIICTEITLCTBYIOT
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JaHHbIe u3ydeHus Schistocerca n Tribolium, HO B mocnenyomeil 3Bo-
JFOUMH Ty ke (PYHKIHIO pruodpen u reH Ubx. DTo 1oKa3aHo, B YaCTHOCTH,
JUTSL IBYKPBUIBIX M denryekpblibix (Suzuki & Palopoli, 2001).

PaznuuHble pakooOpa3Hble UMEIOT CHEeNHaIN3MpPOBAHHBIE HOTH,
UCIIOJNIb3yeMbIe IS cOOpa MUIIH ¥ Ha3bIBaeMble HOrouenocTssMu. Okasa-
nock (Averof & Patel, 1997), uto nepenusist rpanuna skcupeccun Ubx n
Abd-A npoxXonuT y HUX MO TPAHUIIE MEX/y CErMEHTaMH, HECYIIIUMH HOTO-
YEIIOCTH 1 JIOKOMOTOPHBIE HOTH.

V¥ maykoB Ubx 5KcIpecCHpyeTCst B CETMEHTAX OIUCTOCOMBI, HAYMHAsI
co Broporo (Damen et al., 1998; Abzhanov et al., 1999). Takoe ke pactpere-
nenue Ubx moka3aHo Juisi CKOpIMOHA Paruroctonus u MedexBocta Limulus
(Popadi & Nagy, 2001). Haxonren, y oanxodop ren Ubx akTUBEH B ABYX
KOHILIEBBIX CErMEHTaX, JIMIIEHHBIX KoHedHocTel (Grenier & Carroll, 2000).

IMockonbKy y HacekoMbIX TeH Ubx aKTHBEH B TPETHEM TPYAHOM
CerMEHTE M B NpeadsoMeHe, MOXKHO HPEAIIONOXKHUTh, YTO B HBOIIOLNHU
WICHHCTOHOTUX IIPOMU30IILIO pacIIMPEeHUE 00IaCTH HKCIIPECHUH STOTO I'eHa
KIIEpe, ¥ 3TO, BUIUMO, ITOBJIEKJIIO 32 COOO0I MOTEPIO YaCTH KOHEYHOCTEH.

I'en abdominal A (abd-A). Y npo30(hWUITBI 3TOT TCH SKCTIPECCUPYETCS
B OpIOIIKE C MEPBOro 0 BOCBMOI'O CEIrMEHTa, BO3MOXHO, CO CIIa0bIM
mposiBIeHueM B ieBsiToM cermenTe (Brodu et al., 2002). Ero akTuBHOCTE B
3ajIHeH YacTu Opromika mogasisiercs Abd-B. Y myTaHnToB 110 Abd-B neBATHIiA
CETMEHT Pa3BUBACTCS TOJTHOCTHIO. Y IPYT'HX HCCIIEIOBAHHBIX HACEKOMBIX
(Tribolium, Thermobia) TeH TakXe TPOSBISACT CeOS UL B OPIOIIKE
(Shippy et al., 1998; Peterson et al., 1999).

I'en Abdominal B (Abd-B). B pazButuu 1po30(wIsl TeH UMEET IBE
(yHKIHH, MOP(OTEHETHYECKYIO U PETYISTOPHYIO, KaXKaas U3 KOTOPbIX
ompenensercs cBoeit nzopopmoit benka Abd-Bm u Abd-Br (Hughes &
Kaufman, 2002c). [TepBas m3omMopda mprcyTCTBYET TOTHKO B TSPMHHAITHIX
CaMKH, BTOpast — TOJIBKO B TEHUTAIMAX caMIla. | €H HCKITIOUUTENIbHO BaXKEH
JUIS pa3BUTHSA reHnTanbpHoro anmapata (Estrada & Sonchez-Herrero, 2001);
B YaCTHOCTH, €T0 OCITKH KOMILTEKCUPYIOTCs ¢ OenkamMu Doublesex (Dsx),
CYLIECTBYIOLIMMH TaKKe B IBYX M30(opMax, U BKIIOYAIOT CUTHAIBHBIC
cucteMbl dpp 1 Wg, HE0OXO0MMBIE AJISl PA3BUTHSI CKIIEPUTOB TEPMHUHAININ
y o6onx mosnoB (Sonchez et al., 2001; Gorfinkiel et al., 2003).

V3MeHeHus B ypOBHSX M HOCJIEAOBATEIBHOCTH dKcpeccuu Hox
TeHOB BeyT K I3MeHeHHIo Mop¢oTuma. Hanpumep, y pakooOpa3HbIX (1aH-
HBIE 110 Artemia) ©IMEeT MECTO COBMEIEHNE 00J1acTel SKCIIPECCHH TyJIO-
BUIIHBIX Hox reHoB Antennapedia, Ultrabithorax n Abdominal-B B Topak-
ce, Tora Kak y HaceKOMEBIX (Drosophila) 061acTi SKCIIPECCHU ITHX TEHOB
B TPYAHOM OT/IeJIe HE IePECEKAIOTCS, IPHUYEM IIEPBbIH I'eH CIeUPHITIPYET
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TepeiHe- U CPEAHETPyab, a BTOPOH I'eH — 3aJHEerpyab U, COBMECTHO C
TPETHUM T'€HOM, — IIpeabJoMeH (T.e. OPIOIIKO, HCKII0Yasi TeHUTAIbHbIE
cerMeHThl). Takum 00pa3oM, MOXKHO 3aKJIIOUUTh, YTO B T€HETHYECKOM
IJaHe Topakcy Artemia OTBe4aeT Tpylb M IpeadlOMEH HaceKOMOTO
(Wolpert et al., 1998). Bpromko Artemia B TAKOM cly4ae COOTBETCTBYET
MTOCTI€HUTAJILHBIM CETMEHTAaM HACEKOMBIX.

B cBoe Bpems coBMelnieHre odactei skcpeccun y Artemia codnu
3a ucxonHoe cocrosaue (Averof & Akam, 1995). Bruto cnemano mpen-
MIOJIOXKEHHUE, YTO YJICHUCTOHOTHE KaK rpyrmna oGpopMHINCH B IIpoliecce
MOCJIeI0BATEIbHON AYIIMKALIN €IMHCTBEHHOTO TYJIOBHIITHOTO I'eHa TUIIa
Antp 6e3 U3MEHEHUsI Ha NEPBbIX IMOopax (YHKIUH HOBBIX reHoB. CooT-
BETCTBEHHO Artemia COXpaHWIAa UCXOMHBIN THII SKCIIPECCHH, @ OTCIOAA
TOMOHOMHOCTh €€ TOPaKaJbHBIX CETMEHTOB, TOTAa KaK y HAaCEKOMBIX
(YHKIMSI HOBBIX T€HOB IIpeTepIiesia NHANBUYaJIbHYIO CIIeIU(UKAIIIIO, YTO
Y TIOBJIEKJIO CTOJIb CYIIECTBEHHBIE Pa3iIMyMsl B TPYJHBIX cerMeHTax. OnHako
ceifyac, IocIIe NOoTyYeHNs! JaHHBIX 10 APYTUM pakooOpa3HbIM (Abzhanov
& Kaufman, 1999b, 2000a, b) u xemmrepoBsiM (Damen et al., 1998; Abzhanov
et al., 1999) ¢ stuMm TpyoHO cormacuTbea. B camom gene, y MOKPHIIBI
Porcellio scaber obnactu sxcupeccun Antp, Ubx u abd-A obpasyror
JuckpeTHsle foMeHsl (Abzhanov & Kaufman, 2000), a Tim skcpeccnu y
XEJUIIEPOBBIX OKA3aJICS OUeHb OJIM3KUM K TAKOBOMY y HACEKOMBIX. Bee aTo
CBHJIETEJILCTBYET B I10JI3Y TOTO, YTO KAK Pa3 TUII SKCIIPECHUH HACEKOMBIX U
XEJIMLEPOBHIX U IIOKa3bIBACT INIE3NOMOP(HOE COCTOSIHNE.

WHTepecHbIe pe3ynbTaThl Aali IepBble paboTh 10 aHanusy Hox
reHoB y xemunepoBbix (Damen et al., 1998; Abzhanov et al., 1999).
TpanguuuoHHO K IPOCOME XENNIEPOBBIX OTHOCHIIM CEMb CEIMEHTOB,
KOTOpPBIE MOTYT OBITH COITOCTABJIEHBI C MATHIO TOJIOBHBIMH U ABYMS TOpa-
KaJIbHBIMH (MJTH TYJIOBHIIHBIMH) CETMEHTAMH Y PAKOOOPa3HbIX, HACEKOMBIX
1 MHOTOHOXeK. O0J1aCTh SKCIPECCUH IEPBOTO MCXOTHO TYJIOBUIIHOTO T'eHa
Antp BO BceX YeThIpeX IpyIax COBMNAAAET; OH OTICISET TOPAKAIbHYIO
(TyNOBHIIHYIO0) YacTh TeJa OT roJoBHOMN. [ToaToMY, TpUHNMAs BO BHUMAHKE
CTPYKTYpYy KOMIuIekca Hox TeHOB, mpocoMa («roioBa») XeIHIepOBBIX
JOJDKHA cofepkaTh He Ooiee miecTd cermeHToB. lllectoif cermeHT
MIPOCOMBI, OTBEYAIOIIHUN IIEPBOMY I'DyJHOMY CETMEHTY HAaCEKOMBIX,
HaXOJIUTCS B 0COOOM MOJIOKEHUH. Y BCEX WICHHCTOHOTHX 3TOT CETMEHT
JIMIIB B 33/{HEH CBOEH YacTH ONpeAesieTcs: Antp, TOTa KaK y XeJIHLEPOBBIX
(Damen et al., 1998) obmacTe SKcIIpeccHu TOJOBHOTO TeHa deformed
OXBAaTBIBAET BECh IIECTOM CEIMEHT, 3a CUET YEero NOCIEAHNH, BUIUMO, U
BKJTFOYaeTCst (MOXKHO CKa3aTh, IEPETATUBACTCS) B TOJIOBHOM OTIEI.
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5. CTpyKTypa cerMeHTalliH Y HACEKOMBIX

5.1. IlpoTouedajioH ¥ TYJIOBUILHbIE CETMEHThI

U3 cxembl Ha puc. 10, moka3pIBaoLel SKCOPECCHUIO T€HOB JIBYX-
CErMEHTHOHN NePHOANYHOCTH, BUIHO, YTO 3TH I'CHBI ONPENEISAIOT HE BCE
MHOXXECTBO CeTMEHTOB. OTMETHM, B YaCTHOCTH, IIPEIPOTOBHIE TOJIOBHBIE
CETMEHTHI, KOTOPbIE HE 3aTParuBaroTCs TCHETHYECKUM KacKaoM, HaunHa-
IOIIMMCS OT T€HOB JIBYXCETMEHTHO TepHOINYHOCTH 1 3aKaHINBAIOIIIIMCS
TOMEO3UCHBIMU TeHaMu Hox xomrurekca (puc. 11). DTo o3HadaeT, 4TO
CerMeHTalys y Apo30(HIIbI 331a€TCs ABYMS pa3HbIMH MexaHn3Mamu. OnuH
13 HUX CBSI3aH C TEHAMH JIBy XCEIMEHTHOW NEPHOJUMIHOCTH, KOTOPBIE OTIpe-
JIETISIIOT JIaKe He CErMEHTBI, & TPaHUIIbI IIapacerMEeHTOB; JINIIb Ha BTOPOM
JTare MMEeeT MECTO IIEPeXoJ OT IapacerMeHTOB K cerMeHTaM. Bropoi
MeXaHHU3M 00pa30BaHMsI CETMEHTOB pabOTaeT BHE JIeHCTBUS T'€HOB /IBYX-
CErMEHTHOW IEpUOANYHOCTH U, CIIE/IOBATENILHO, HE CBS3aH C 00pa3oBaHHEM
napacerMeHToB. Cpasy 3aMeTHM, UTO T€H e71, SKCIIPECCHIO KOTOPOTO MBI
CPaBHHUBAJIM C eve U f{z, HA CaMOM JIeJIe SIBJISIETCSI BTOPUYHBIM T'€HOM,
JEHCTBYIONIMM BHYTPH YK€ 33JaHHBIX cerMeHTOB. OH He ompezaessier
CErMEHTBI, HO JIMIIb MapKUpyeT UX B KadecTBe (haKTopa, BHLACIISIONIETO
BHYTPH HUX KOMITAPTMEHTHI.

Taxum 06pa3om, Mbl MOXKEM TOBOPHUTH O CETMEHTaX, BOZHUKAIOIINX
KIIEpeaX OT IapacerMeHTOB U MapKHUpyeMbIX ern. CKOJIBKO MOXKET OBITh
TaKuX cerMeHTOB? Y npo30(MIIbl en BBIpaKaeTcs B OJHOH IoJoce, a 'y
MHOTOHOXEK M PaKOOOpa3HBIX TAKMX ITOJI0C HACUUTHIBACTCS TPH. MOXKHO
JIOIYCTUTb, YTO KIIEPEIN OT ITapacerMEHTOB 3aKJIabIBAIOTCS HCXOHO TPH
cerMeHTa, kotopsie Munemm (Minelli, 2001) Ha3Ban HaynIMaabHEIMU. Y
HACEKOMBIX 3TH CErMEHTHI ONPEAEISIOTCS TPEMs TOJOBHBIMU HpoOern-
BBI3BIBAIOIIAMH T€HAMH, a UMEHHO orthodenticle, empty spiracles n
buttonhead (puc. 12 A). MBI ye TOBOPWIH O HUX B COOTBETCTBYIOIIEM
pazzerne u IoqUepKHYIIH, 9TO UX CIIEAYET pacCMaTpHBaTh OTJAEIHHO OT BCEX
«TYJIOBHIIHBIX» 'eHOB. [10 cBoeMy 1oBeIeHNI0 OHM HACTOJIBKO OTIIMYAIOTCS
OT MPOOEIBBI3BIBAIOIINX T'€HOB, YTO HEKOTOPHIE aBTOPHI 3aUHMCIISIIOT X B
TpyTITy TEHOB CErMEHTHOH nossipHocTH, a Apyrue (Gerhart & Kirschner,
1997) BUAAT B HUX TOMEO3HUCHOE JIOTIOJHEHHE K Hox TeHaM.

MOJXHO yTBEpXIaTh, 4YTO Y HACEKOMBIX CEIMEHTHI OIIPEIEIISIOTCS
HECKOJIbKUMH TOJIOBHBIMH T'€HaMH W KacKaJIOM TYJIOBHIIHBIX T'€HOB OT
MaTepUHCKHX 110 Hox-KoMIuiekca. [ 0I0BHbIE TeHBI OIPEAEIISIOT TPH IEPBBIX
cermenTa (mporouedanon mno: Snodgrass, 1935), koTopsle, BUANMO, U
BXOJIMJTH B ICXOZIHBIN COCTAB TOJIOBBI y JIAJIEKNX IPE/IKOB HACEKOMBIX. DTOT
CIIeHapUii HaXOJIUT ITOAJEPKKY B JaHHBIX IO CaMbIM PaHHHMM 3Taram
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CTaHOBJICHUSA )KUBOTHOH (=MeTa30iHON) OpraHu3annd. Y UCXOMHBIX IS
Bilateria ¢popm 3HaueHne umenu Lim u Paired (Prd) Knaccel TEHOB, HTpa-
FOIIHX KITFOYEBYIO POJIb B CTAHOBJICHIH «TOJIOBBD YKHBOTHOTO; HHBIMH CJIO-
BaMH, TOJIOBHBIC T€HBI B OPTaHU3aI[UH )KHBOTHBIX BOSHHUKIIN ITEPBHIMU. 1
TOJIBKO TI03Ke, Ha CIISTYFOIUX ATarax SBOIIOIIH OMIaTepalbHBIX JKUBOT-
HBIX, CTaJ] ()OPMHUPOBATHCS KOMILICKC TYJIOBUIIHBIX T€HOB, BKIItoUast Hox
rensl (Peterson & Davidson, 2000). O0 3ToM yxe 1112 pedb B TIEPBOM pazzielie.

Munemn (Minelli, 2000a, 2001) oTMeTHII ellle OJUH acIeKT B
po0IIeMe CerMEHTAINH Y WICHUCTOHOTUX, 00paTHB BHUMAaHHE Ha XapaKTep
MIPOSIBIICHYSI TEHOB JTBYXCETMEHTHON MEPHOTUYHOCTH. Tak, HarpuMep,
IKCTIPECCHsi TeHA eve pactiafaeTcs Ha qBe (a3pl. CHavaa MOSBILFOTCS CEMb
IOJI0C, MEXKIY KOTOPBIMH ITOKE 00pa3yroTCs JOTOTHUTEIbHBIC, 9y Th OoIee
MIHPOKHE eve-TI0JIOCH, B cyMMe natomue 13 (o qpyruM gaHaeM 14) osoc.
MuHeI™ caenan IpeIoioKeHre O IBYX(ha3HOM MEXaHI3ME CerMEHTAIHN:
cHauaja oOpa3yroTcs mapacerMeHTHl B YHCIE CEMH, a 3aTeM KaXKIbIi
ImapacerMeHT, KpoMe MepBOro, NEIUTCS Ha JABa HOBHIX. CerMeHTHI,
OTBEYAIOIIUE IIEPBOM TPYIITIE TApaCETMEHTOB, OH Ha3BaJl OCHOBHBIMH HIJTH
socermMeHTaMu. CEerMEHTHI ke, OTBedaroIue 0osiee JpoOHOMY JACTICHIIO
MapacerMeHToB, OBLTH Ha3BaHBI MepocerMeHTaMu. [1o cymiecTBy, uM OBLTO
JTaHO TTepPBOE OOBSICHEHNE CTOJIh CTPAHHOTO XapaKTepa IOBECHHS TeHOB
JIBYXCETMEHTHOH IePHOANIHOCTH.

OCHOBBIBAsICh Ha JAHHBIX IO Pa3HBIM TPYIaM WICHHCTOHOTHUX,
Munemmu (Minelli, 2001) onpenenui clieayonIyo 6a30ByI0 CTPYKTYPY
CerMeHTaInH. Y WICHICTOHOTHUX TPH MEPBBIX CETMEHTA (HAYILIHAIBHBIC)
3aKJIaIBIBAOTCS BHE JCHCTBUS T€HOB IBYXCETMEHTHOH IIEPHOANYHOCTH H
COOTBETCTBYIOT IIEPBBIM TPEM rOJIOBHEIM cerMeHTaM. CIieIyFoIiie cerMeH-
THI BOSHHKAIOT Yepe3 o0pa3oBaHUE CHavalla OCHOBHBIX ITAPACETMEHTOB,
KOTOpBIE 3aT€M JCTATCS Ha TO WM WHOE KOJIMYECTBO TOTIOIHUTEIBHBIX
CerMeHTOB. UHCIIO OCHOBHEIX TAPACETMEHTOB M OTBEYAFOIIUX UM 0CET-
MEHTOB y WICHUCTOHOT X MTOCTOSTHHO M PABHO AECATH. Y HACEKOMBIX HACUH-
ThIBaeTCs 17 MOCTHAYIUIHATHHBIX MEPOCETMEHTOB, KOTOPHIC ITOTY9al0TCs
W3 20CETMEHTOB TI0 CIeayrotIei hopmyre:

1(I) + 2(1I-VII) + 1(IX-X) = 14+2x7 +1x2 = 17, rne puUMCKUMHA
nuppamu B ckoOKax yka3aHBI HOMEpa Y0CETMEHTOB, a Iepe] CKoOKaMu —
K03(DHUIIMEHT, Ha KOTOPBIN CIIEAYeT YMHOXKATh YHACIO 30CETMEHTOB, YTOOBI
MTONTyYUTh 3HAUCHHE YUCIIa MEPOCETMEHTOB.

VY pakooOpa3HbIX (hopMyia TSt BRIYHUCICHHUS MEPOCETMEHTOB OyIeT
MMETD CICAYIOIINHT BHI;:

qurs Beiciimx (Eumalocostraca): 2(I-VID) + [(VIII-X) =2x7 +1x3=17,
T.€. BCETO, CUUTAasl HAyIUTHAIbHBIE, 20 CErMEHTOB, KaK U y HACEKOMBIX;
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Jutst ToHKOaHIBIpHBIX (Leptostraca, Phyllopoda): 2(I-VIID) + 1(IX—
X)=2x8+1x2=18,Bcero 21 cerMeHT.

[IpuBenem aHamoOrHYHBIC (OPMYITHI IS JPYTUX TPYIIIT WICHUCTO-
HOTHX:

11 anaMopHbIX Ty6oHOTUX (Lithobius, Scutigera): 2(1-X) =2x10
=20, Bcero 23 cerMeHTa,;

Ut SrIMOopGHBIX TyO0oHOTHX (Scolopendra): 2(1-111) + 3(IV-IX) +
2(X)=2x3+3%6+2 =26, Bcero 29 CECrMEHTOB;

qurst MmedexBocta (Lumulus): 1(I-X) = 10, Bcero 13 cerMeHTOB.

5.2. CTpyKTypa ro10BHbIX CCTMEHTOB

[Ton rotoBO# y WIEHHCTOHOTUX OOBIYHO UMEIOT B BULY TI€pETHUN
OT/IeJI Tela, He HeCYIINi IOKOMOTOPHBIX KOHeuHOCcTeH (Snodgrass, 1951).
Y ManauOynar (HaceKoMble, MHOTOHOXKH M PaKooOpa3HbIe) TOI0Ba XOPOILO
BbIpa)keHa. Y IMayKooOpa3HBIX IIepelHss TarMa HECeT JIOKOMOTOpPHBIE
KOHEYHOCTH, 1 €€ Ha3bIBAIOT IIPOCOMOH.

B cocraBe roy10BBI paznMya0T MpoTOonedanoH, OXBaThIBAIOIINN
HepeIHAE CETMEHTHI 1O HHTEPKAISIpHOTO (cerMeHTa anTeHH 1) Bkimoun-
TEJIBHO. DTOT OT/IeT 000COOIISETCS YoKe ITPH IIEPBOM JEJICHIHN 3aPO/IBIILIEBON
MOJIOCKH Ha IpoTore(anoH 1 SMOpHOHAIBHOE TYJIOBHILE (TIPOTOKOPM). Y
B3pPOCIIBIX HACEKOMBIX B COCTaB TI'OJIOBBI KPOME HEr0 BXOIAT €Ie TPU
THATAJIBHBIX CETMEHTA.

PazHbIe ncciienoBaTeny NPUBOIAT PA3IMYHOE YHCIO TOJIOBHBIX
cermeHToB. Tak, byapo (Boudreaux, 1979), cymmupyst TOYKH 3peHAS MHOTHX
CTapbIX aBTOPOB (M3 OTEUECTBEHHBIX HccnenoBareneli — B.H. bexnemumesa
n [1L.I1. VIBaHOBa), TOBOPUT O YETHIPEX CErMEHTAX y HaceKOMBIX. HekoTopsie
aBropel (IIBanBHY, 1949; Ax, 1999; Kimrore, 2000) mpuHUMAIOT IS
YWIEHHUCTOHOTUX IIATh TOJIOBHBIX CETMEHTOB, KOTOPBIM ITPEJIILIECTBYET aKPOH.
AKpPOH OHH COOTHOCST C IPOTOLEPEOpaIbHOM 00JIaCThIO, T.€. BKIIIOYAIOT B
Hero r1asa 1 mas3ku. [locire akpoHa ueT aHTeHHaIbHBIHN, WK JIedTonepeo-
paJIbHBII CErMEHT, CBSI3aHHBIN C JeiiTonepeOpanbHBIM OTIEIIOM MO3Ta.
CretyIonmm sIBIIsIeTCS MHTEPKAISIPHBIH, HITH TPUTOLIEpeOpaIbHBIA, CETMEHT
(cerMeHT BTOpBIX aHTEHH y pakooOpa3HbIX), OTBEYAIOLINN TPUTOLEPEO-
paIbHOMY OT/EITY MO3Ta. 3aKIII0Yar0T FOJIOBY TP THATAIBHBIX CEIMEHTA!
MaHAUOYISAPHBIN, MAKCHIIAPHBIN U JTa0WanbHBIA (HIDKHETYOHOH). Pan
ABTOPOB OTPHLAIOT HAJIMYME y YICHUCTOHOTUX aKpPOHA M TO, UTO IPUHHU-
MaroT OOBIYHO 32 aKPOH, CYUTAIOT IEPBHIM I'OJIOBHBIM CETMEHTOM, Ha3bl-
BaE€MbIM OKYJISIPHBIM, HIIU IIpoToIiepeOpaisHbIM. B aTOM mocetnem ciry4yae
TOJIOBA WICHHCTOHOTUX PACCMATPUBACTCS B COCTABE IIIECTH CETMEHTOB.
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WHorma mMexny MaHIUOYISpPHBIM M MaKCHUISIPHBIM CErMEHTaMu
Pa3nUYaoT TaK Ha3bIBAEMBIH CYNEPIMHIBAIbHBIA CETMEHT, OTBEUAIOIUH
TrUNO(apUHKCY, KOTOPBIH Y EPBUYHOOECKPBUIBIX W JIMYMHOK ITOACHOK 1
YXOBEPTOK HECET Mapy JaTepabHbIX JionacTtel (CynepanHrs). CynepIMHT BB
TIPY 5TOM COTIOCTABIISIIOTCSI C TAparHaTaMu pakooOpasHbIX. CyIiecTBOBaHUE
TaKOTO CErMEHTA, OJTHAKO, HE HAXOUT IIOATBEPKICHUS B JAHHBIX TEHETHKH
Pa3BHUTHAL.

B o0mem Buae MOKHO CKa3aTh, 4YTO MHEHHUS HCCIEI0BaTeIeH B
OTHOILIEHHH TTOCIIEI0BATEIILHOCTH CETMEHTOB HE COBIIAIAI0T B TEX CITydasX,
KOT/Ia OTCYTCTBYIOT MAapKEPHI B BUJIE IPUIATKOB.

KocHeMmcs Teneps Tak Ha3pIBaEMOT0 J1a0paIbHOTO cerMenTa. Bepx-
Hs1s Ty0a peicTaBisieT co00H CKIIEPHUT, IPUKPBIBAIOLIN CIIEpei pPOTOBOE
OTBEPCTHE U SIBIISIOMINICS MTPOI0JDKEHNEM Kinieyca. Bompoc o npowc-
XOJK/ICHHH BEepXHEH I'yObl TOCTOSHHO J1e0aTupyeTcsi; HEKOTOPbIE aBTOPHI
BUJAT B HEH CIUBIIUECS MPUIATKH JUOO CaMOro IIepeHEro roJ0BHOTO
cermenTa (Rempel, 1975), 1160, ecim TOBOPHUTH O HACEKOMBIX, HHTEPKAJISP-
Horo cermeHTa (Butt, 1960). [TepBas Touka 3peHHs, BUIUMO, IPOTUBOPEUUAT
HOBBIM JJaHHBIM IO KCIIPECCHH I'€HOB e/ M Wg KIIEpeIH OT aHTCHHAJILHOTO
cermeHra. [lociennee CBUIETENBCTBYET O CETMEHTHON NPUPOIE IIIa3HON
o0rnacT, T.. IOATBEPKJAeT CYIIECTBOBAHUE OKYJISIPHOTO CErMEHTA.

Ecnu BepxHss ryda npecTapisieT co00ii CmBIInecs NPUAATKH, TO
UX CJenyeT NMPU3HATh KpaliHe aTUMNYHBIMU. Bo-TIepBhIX, 3KTOMYECKas
aKcnpeccust Antennapedia He UHIYLUUPYET, 110 AaHAJIOTUU C YCUKAMH,
TOMEO3HCHBIX IPE0OPa30BaHN BepXHEH I'yObl B TOpaKaJIbHbIE KOHEYHOCTH.
Bo-BTOpHIX, B BepxHel Iryde Kak HACEKOMBIX, TaK U PakooOpas3HbIX, HE
OTMEUEHO aKTHUBHOCTH engrailed, KOTOpast €CTh B HOTax M KpbuUIhsix. Henas-
HO B BepXHeH ry0e XeIHIepOBbIX, pAKOOOPa3HbIX 1 HACEKOMBIX OblJIa OKa-
3aHa skcnpeccus DIl (Popadic et al., 1998), 4o rOBOpHT B IOITB3Y €€ aIleH-
JVKYJISIPHOM IIPHPOJIBL.

C npyroii CTOPOHBI, HHTEPKAJSIPHBIH CEIMEHT Y HAaCEKOMBIX B
M3BECTHOM CMBICIIE TAK)KE aTUITNYECH. B HeM ImpocMaTpuBaeTcst 3KCpeccHs
en u wg, Ho HeT aktuBHOCTH DI/ ITocneaHee MOXHO OOBSCHUTH TEM, YTO
WHTEPKAJSIPHBINA CErMEHT HE HECeT NPUAATKOB. B cpaBHUTEILHOM IIJIaHe
OTMETHUM, UTO JISl CETMEHTa BTOPHIX aHTEHH PaKoOOpa3HbIX aKTHBHOCTh
DIl noxa3aHna.

Cepbe3HbIe JOBOJIBI B ITOJIb3Y CYIIECTBOBAHMS Ja0paIbHOTO Cer-
menTa npusend [lmMuar-Ott u Texnay (Schmidt-Ott & Technau, 1992;
Schmidt-Ott et al., 1994), ocHOBBIBasich Ha aHAJIM3€ paclpeneICHHS
tpanckpunToB En 1 Wg. Onu, ipaBsia, pactoioKHIH €ro KIepean oT OKy-
nspHOTO (pHrc. 12 B), uto BRI3BaNO psin Bo3paxkeHui. [lo3xe, ¢ yuerom
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HOBBIX JJAHHBIX, CYIIIECTBOBaHUE Ta0paIbHOTO CErMEHTa OBLIO MTOATBEP-
snero (Haas etal., 2001a, b), Ho mpu 3TOM OBLITO BRICKA3aHO IPEIIIOI0KEHHE,
YTO BEPXHsIs ry0a mpecTaBasieT co00M CIMBIIMECS PUIATKH HE CAMOT0
MIepEeIHET0, 2 HHTEPKAIIPHOTO cerMeHTa. Cepbe3HBIM apTyMEHTOM IPOTHB
MPUHSATUS TAKOTO TPEAMONIOKECHHS SIBISETCS TO 0OCTOATENBCTBO, YTO
BEPXHsIs I'y0a U HHTEPKAISPHBINA CETMEHT HAXO/ISATCSI 10 Pa3HbIE CTOPOHBI
ot niepeaneit kumiku. 1 He ciiy9daiiHo aBTOPbI, IPUHSBIINE AlICHAUKYIISP-
Hy!0 ipupoay BepxHel ryos! (Schmidt-Ott & Technau, 1992, u np.), nome-
IIaJTK JTa0paabHBIN CErMEHT Mepel OKYJISIPHBIM U IPUHUMAIH UCXOTHOE

otd
E—

oms
E— btd
I -

/7
A (Oc [Ant] (Int [Mn[Mx JLb [T1 [T2 [ T3]
St

Y
St ot [Mn

B b [T1]12]713

c PTG T3]
Lr-Int"

Puc. 12. CTpyKTypa roJOBHBIX CETMEHTOB HACEKOMBIX 110 TPaIHIMOHHBIM COBPEMEHHBIM
ucroynrkam (A), no nanaeiM Schmidt-Ott & Technau, 1992 (B) u Haas et al., 2001a (C)
(32 OCHOBY B3SIT PUCYHOK U3 HOCIEIHEH paboThI).

Ceemenmul: Lr — eepxuezybnoti; Lr-Int — nabpo-unmepranspuuiil; cokpawenus ons Opyeux
ceamenmog kak na puc. 11. St — cmomadeym. Obnacmuv sKcnpeccuu 2eHos (ROKA3aHHas
uepnvimu nonocamu): btd — buttonhead; ems — empty spiracles; otd — orthodenticle.

Fig. 12. Structure of head segments in Insecta based on a number of traditional contemporary
sources (A), from Schmidt-Ott & Technau, 1992 (B) and Haas et al., 2001a (C) (princi-
pally after Haas et al., 2001a).

Segments: Lr — labral; Lr-Int — labro-intercalary,; abbreviations for other segments
as in Fig. 11. St — stomadeum. Region of gene expression (shown by the black blocks):
btd — buttonhead,; ems — empty spiracles; otd — orthodenticle.
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YHCIIO TOJIOBHBIX CETMEHTOB B KOJIMYECTBE He MeHee ceMH (puc. 12 B): tpu
BIIEpEIN W YeThIpe Mo3alyu cToMaaeyma. MHTepKamspHyo NMPUPOLY
BEpXHEH T'yObI TPYAHO COIIACOBATh C HAJTHYHEM Y PAaKOOOPa3HBIX OJHO-
BPEMEHHO ¥ BEpXHEH I'yObl, U BTOPHIX aHTCHH.
Tem He MeHee, HHTEpKAISIPHAS IPUPOAA BEPXHEH I'yObl HAXOIHUT
BCE HOBBIE ITOATBEpXkIeHNs. Hanboree BrieqaTiIsronM J0Ka3aTeIb.CTBOM
CBSI3M BEpXHEH I'yObl C HHTEPKAISIPHBIM CETMEHTOM SIBIISIETCS TOMEO3HCHAs
mytamust Antennagalea-5 y xyxa Tribolium castaneum (Haas et al., 2001a),
KOTOpasi IpeBpallaeT aHTeHHAJbHbIE U BEPXHET'YOHBIE CTPYKTYDHI B
00pa30BaHusl, IOX0XKHE HAa THATAJIBHBIE TPUAATKH CJIEIYIOIINX CETMEHTOB.
Bein npennosxen (Haas et al., 2001a) cneyromuii crieHapwuii pa3iere-
HU 1abpo-uHTepKaIsipHOTo cermenTa (puc. 12 C). B ucxomHom cocrosHun
y TIPEIKOB COBPEMEHHBIX WICHUCTOHOTMX IPEPOTOBbIE CETMEHTHI HAXOIIH-
JHMCh Ha OHOM OCH ¢ MOCIepOTOBEIMU. POoTOBOE OTBEpCTHE MMENO CYO-
TEPMHUHAJIBHOE TIOJOXKEHHEe U ObuTo oOpalmeHo BHU3 K cyOcrpary. B
MoCIIeyIONIel 3BONIIOIMH IPEAPOTOBBIE CETMEHTHI HauyaJld M3ru0aThes
BBEPX, U POTOBOE OTBEPCTHE CTAJIO OTKPHIBATHCS BIEPE]L, T.€. 0Ka3aloch
MIPAaKTHYECKH TEPMHUHAIBHBIM. DHIUTHI (Me3aJIbHbIE JOIaCTH) IPUIATKOB
HMHTEPKAJSIPHOTO CETMEHTA IO/ JaBJICHUEM MaHANOYII HadalIu CABUTaThCs
KIIEpeH U yTepsuln MOP(HOJIOTHYECKYIO CBSI3b C TEJIONOAUTOM HHTEPKa-
JSIPHOTO cerMeHTa. BriociencTere oHM cmimmch 1 00pa3oBalIH IIepe/Hee ITPH-
KpBITHE pTa. Y pakooOpa3HBIX TENONOANTHI COXPaHMIINCH B BU/IE BTOPHIX AHTECHH.
PaccMoTpeHHBIE BhIIIE JaHHBIE 110 AKCIIPECCHUH T€HOB CBHIETENb-
CTBYIOT, 4TO KIIEpEIH OT IIapacerMeHTOB, T.€. B 00JIACTH IeHCTBUS TCHOB
JBYXCETMEHTHON NEPHOIUYHOCTH, UMEETCsl TpU cerMeHTa. [1ockombKy
TIEPBBIH MTapaceTMEHT OTBeYaeT OyayleMy MaHIUOYIIPHOMY CETMEHTY,
TO pedb MOKET UITH 00 OKYIJIIPHOM, aHTeHHAILHOM 1 HHTEPKAJISIPHOM HIepe/-
HHX cerMeHTax. [1oIbITaeMcsi COOTHECTH X € JIApBaJIbHBIMH CETMEHTaMH.
[MonsTre napBagbHBIX CETMEHTOB OTPAXKAaeT 0COOEHHOCTH SMOpHO-
HaJIbHOH 3aKJIa IKH IEPETHNX CETMEHTOB, BOSHUKAIOILINX B PE3YJIBTATE OJIHO-
BPEMEHHOTO PAaCwICHEHHs 3apopliia. JIapBanbHBIM CErMEHTaM IIPOTHBO-
TIOCTABIISIIOT NOCTIIAPBAIIbHBIE, KOTOPBIE CBA3aHbI C 30HOW POCTa M BO3HUKA-
0T ITyTEM I10CIIEI0BATEIFHOTO 000CO0IEHHS IO MEepe HAPACTAHUSI TYJIOBH-
ma. Cpasy 3aMeTHM, 4TO €JMHCTBA CPEIU HCCIIe0BaTeNeH B OTHOICHUN
YHCIia JapBalbHBIX cerMeHTOB HeT. JI.B. ITyukosa (1972) roBopurt o Tpex
MepEeJHUX JIapBAIBHBIX CETMEHTAaX, HO B MX YHCJIO OHA HE BKIIIOYAET
WHTEpKaJSIpHBIN cerMeHT. CiieoBaresibHO, IPUHIMaeMas €0 CXema He
BITMCBHIBAETCS B OOIIYIO KAPTHUHY, COCTABIEHHYIO BBILIE IT0 TCHETHYECKIM
ocHoBaHusIM. O.A. MenpaukoB (1974), Bo3paxas I1yukoBoii, HaCUMTHIBaeT
LIECTh IEPEAHHX JIAPBATBHBIX CETMEHTOB. MHOI'ME CUMTAIOT JIapBATEHBIMA
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W TPU HayIUTHAJIBHBIX CEIMEHTa, YTO COBIIA/IaeT C MOp(oreHeTnIecKon
TPAKTOBKOW IOCIIEHUX.

[Tono6HsIif pa3dpoc MHEHNH, KaK HAM Ka)XKETCsI, CBA3aH C TEM, UYTO
TIOHSTHS JIAPBATBHBIX U ITOCTIIAPBAJILHBIX CETMEHTOB OIMCHIBAIOT SIBJICHUS
BHEIIIHE CXOJIHBIE, HO Pa3JIMYAIOIIIECs 10 MEXaHN3MaM OIIPEACIICHUS CepH-
aJIBHOH crienuduKy SMOPHOHA BIOJIb NIEpeIHe-3aJHEN OCH.

[NonBozst UTOT, MOXKHO NPHHSATH, YTO Y HACEKOMBIX IIIECTh CETMEHTOB
(Tp¥ HayIIMAIBHBIX ¥ TPY THATAJIBHBIX ) IPUXOJITCS HA TOJIOBY, TPU CETMEHTA
00pazytoT rpyab 1 11 cerMeHTOB — OPIOIIKO.

6. PazBuTHE HOT U KPBLIbEB y HACEKOMbIX

VY npo3zoduisl npuaaTky Tena (HOry, KpbUIbs, XKy XKKajbla, YCHKH,
POTOBBIE OpraHbl, TEHUTAINH ) PA3BUBAIOTCS M3 TaK HA3bIBAEMBIX UMArH-
HaJIbHBIX TUCKOB — OMHOCIIONHBIX SMUTENHAIBHBIX MEIIIKOB, 00pa3yomunxcst
B pe3yJIbTaTe HHBaruHALMKI 3MOPHOHAIEHON SKTOJEPMBI 1 JISKAIINX TT0]
TUIOJICpPMOH. | @HUTaIbHBIN TUCK OTIINYAETCA OT APYTUX TEM, UTO OH He-
TIAPHBIHN U SBIISETCS TPOU3BOAHBIM OT HECKOJIBKHUX cerMeHToB. Kpome Toro,
TeHUTAIBHBIN AUCK CIIOCOOEH pa3BUBATHCS B ATETEPHATHBHBIE CTPYKTYPBI,
MY’KCKHE 1 JKEHCKIE TePMUHAINH, KOTOPbIe MOP(OIOrHIECKH PaJUKAIEHO
pas3IngaloTCst MEeXy COOOH.

6.1. PazBuTHE HOT Yy HACEKOMBIX

PazBuTHe HOT y Ap030QHIIBI ABIAETCS IBYX(Pa3sHBIM MIPOLECCOM
(Morata & Sonchez-Herrero, 1999; Jockusch et al., 2000). B nepnon
SMOPHOHAIBHOTO PAa3BUTHS HOXKHBIE ICKH YCTaHABIMBAIOTCA 110 00eUM
CTOpOHAaM OT MapacerMeHTAJbHBIX I'DAHMI], OTBEYAIOUINX OyqyIIUM
TOpaKaJIbHBIM cerMeHTaM. CrieruduKkanys SMOPHOHATIBHON SKTOIEPMBI B
KJIETKH JIMCKa OTIpeJesieTcs SKCIpeccueil IByX TeHoB: wingless (wg) u
decapentaplegic (dpp). T'eH cerMeHTHO ONAPHOCTH Wg KOTUPYET OSIIOK
cemeiictBa Wnt, KOTOpBIN pacnpenenseTcs oJI0COi BIOJb 3aIHEH MPaHULIbI
napacermenTa. Hammomuamm, 4To nociie 00pa3oBaHus IapacerMeHTOB B MX
nepeHe yeTBepTH HakaruuBaroTes 6enku En u Hh, mpraem nocneqamin
ABIISIETCS MOP(OT€HOM U MHIYLIUPYET SKCIPECCHI0 Wg Krepean oT En-
nonockl (puc. 10). B Oynymux cermenrax En-nonoca 6ynet mmets camoe
3ajiHee MOJIOKEeHUe, Torna kak Wg-rosoca OyieT pacrnoyaraTbes re-To
nocepenune. I'en dpp xomupyer 6enxoBbliii akrop cemeiictBa TGF-b,
KOTOPBIA paciipeneicH OOKOBOH IMOJIOCOW, MEPIEHAUKYIIpHOH K Wg-
nonocam. Takoe pacripenenenue Dpp BOZHHKIIO HA CAMBIX paHHHUX 3Taax
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Edf
A UMATMHANBbHbIE ANCKA

B CEMMEHT

Puc. 13. Jlokanusamyst rpyAHbIX HMarHHAIBHBIX JUCKOB JI0 HX Pa3[e/eHHs Ha JOpCabHbIC
(KpBUIO M KYIOKaJIbl[a) ¥ BEHTpaJbHBIE (HOTH) y 3MOpHoHa npo3odmisl (mo Wolpert et al.,
1998).

A — obmmit Bux sMOpriona. B — 2-if u 3-it rpymHble cermenTsl. COKpaleHus Kak Ha puc. 6-7.

Fig. 13. Allocation of thoracic imaginal discs before splitting off a wing and haltere
discs in the Drosophila embryo (Wolpert et al., 1998).
A — lateral view. B — 2nd and 3d thoracic segments. Abbreviations as in Figs 6-7.
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Pa3BUTHSL, KOT/Ia [IUIO CTAHOBJIEHHE JOPCO-BEHTPAIBHBIX KOMIIAPTMEHTOB
Ha cTaJuu K1eTo9Ho Omactynbel. Hammomanm (puc. 8 E), ato npu cnienmgu-
KallM J0pcalIbHOM cTOpOoHB! Dpp HakammBaeTcs B A0pCo-JaTepalbHON
nonoce. CHU3Y e, T.€. 6oJiee BeHTpalIbHO, UMariHaIbHBIE JUCKN OT PAHUYIH-
BAIOTCs 00JIACTHIO ISHCTBHA AU IepManbHOro (pakTopa pocta (Egf). Kitetkn
MMaruHajJbHBIX AUCKOB y JIMYMHKHU APO30(HIBI CIeUPHINPYIOTCS TO-
CErMEHTHO Ha IlepecedeHNH JIBYX IIPO0IbHBIX Dpp-1onoc ¢ Wg-nonocamu
(puc. 13). [To3xe nMarnHaIbHBIE TUCKH HAa BTOPOM U TPETHEM TPYIHBIX
CETMEHTAaXx pa3/eII0OTCs Ha IMCKH HOT, KPBUILEB M XKy KKaJeL.

BTopas ¢asza cBsizaHa ¢ pa3BUTHEM HOT M3 MMarvHaJIbHOU
sKTOAepMEI nuckoB imarHKH (Galindo et al., 2002). CooTHOIICHUS MEKITY
En/Hh/Wg, ycTanaBnuBatomuecs B pa3BUTHH TYJIOBHIIHBIX CETMEHTOB, B
11eJIOM OBTOPSIOTCS ¥ B HOKHBIX Juckax. Korna pasmep ancka yBenndu-
BAaeTCs, B €T0 3aJHEH MMOJOBMHE HAYNHAETCS IKCIIPECCHS CEIEKTOPHOTO
reHa engrailed, KOTOpas OTHOBPEMEHHO BBI3bIBAET HKCIIPECCHIO T'eHA
hedgehog. MopdoreH, BHIpabaThIBaEMBIN TOCICIHIM I'€HOM, ITPOSIBIISET
CBOE JIelicTBHE B Y3KOM I0JIOCE KIIepeu OT 3aHero KoMrapTtMenTa. Kak
pe3yJIbTaT, B NepeHeM KOMIIAPTMEHTE Ha €ro IrpaHHIe C 3aJHUM KOM-
apTMEHTOM 00pasyeTcst y3Kas moJioca skcripeccuu dpp. [Ipu aTom B op-
CaJIbHOH ITOJIOBHHE HOJIOCH! INTOTHOCTH Dpp OKa3kIBaeTCs BBIIIIE, YEM B BEH-
TPAJILHOM MOJIOBHHE, ¥ TaM CO BPEMEHEM YCTaHOBHTCSI I10JI0CA 3KCIIPECCHU
wg (puc. 14 A). PaccmoTpuM Tenepb TeHeTHIe CKOE OTIPEeIeHHIE IIPOKCHMO-
JIMCTAIBHBIX KOMIIAPTMEHTOB HOKHOTO AMCKa HacekoMoro (puc. 14 B).

VIcTrHHbIE WICHNKH HOT YWIEHHCTOHOTUX, OTJIMYAIOIINECs HATTTINeM
TOYEK ITPUKPETIIICHNS MBIIIL, HAa3bIBAIOT MT0ZOMEpaMu. Y HaCEKOMBIX UX
HacuuThIBaeTcs 6. JIarku v (rareJurioM yCHKOB C 3TOM TOUKH 3pEHHS HCTHH-
HBIMH WIEHHKaMH He sIBIstoTcs. Onperienser pacuwieHeHHe HOTH HaCeKOMBIX,
PaBHO KaK M BCEX WICHNCTOHOTUX, YHHKanbHas cuctema reHoB (Rauskolb,
2001; Panganiban & Rubenstein, 2002). B ee ocHOBe s1exar Ba yKe yroMu-
HaBIIUXCs CUTHAITBHBIX Oenka Dpp 1 Wg. B HeOoubI1I0i1 30He HauBEICTIIEH
IUIOTHOCTH 3THX MOP(OTr€HOB, IIPUOIN3UTEIILHO COOTBETCTBYIOIIEH IEHTPY
JTICKa, HaYnHaeTcs dKenipeccus rena Distalless (D), a Taxoke psaa Ipyrux
TEHOB, OTPEENIAIOINX TUCTaIbHbIE KOMIIOHEHTHI HOTH. B TO )ke Bpems B
MPOKCUMAIbHOMN 9aCTH ANCKA, OTBEYAIOIIECH Ta3uKy U TPOXaHTEpY, B yCIIO-
BUSIX HU3KOH KOHIIEHTpauu Mopgorenos Dpp n Wg, opopmirsiercs 30Ha
SKCIIpecCuu TeHOB homothorax (hth), extradenticle (exd) u theashirt (tsh).

I'en Distalless siBnsieTcsi KIIOYEBBIM B 00pa30BaHNUM AUCTAIBHBIX
yactel koHewHocTel (Panganiban, 2000; Schoppmeier & Damen, 2001), n
Ha HEM CJIeTyeT OCTaHOBHTLCS MOAPOOHEe. DTOT I'eH UMEET HECKOJIBKO
¢yHkuit. Y apo30Quisl OH MpOsBIsSET ce0sl B aHTEHHAX, B KOTOPBIX,
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TIOMHMO OIIpEJICTICHUS TUCTAIFHOTO KOMITAPTMEHTA, UTPAET POJIb B Pa3BH-
THH CITyXOBBIX H O0OHATEIBHBIX perienTopoB. IHTepecHO, 4TO y TO3BOHOY-
HBIX TeH Dlx, siBistoimuiicst romosnoroM DI/, Taxke NMeeT 3Ha4eHNe B Pa3BH-
THH CIIyXOBBIX OPI'aHOB M HOCA, M IMEHHO 3Ta (PyHKIINS, KaK ITPEeIoaraoT,
6puta ncxonHoi (Panganiban & Rubenstein, 2002). B rpyau DIl B nop-
canpHOH cdepe nonasmsiercs Dpp, B BeHTpansHOi — DER (Egf), a aktuBu-
pyercsa Wg-curnanbHoi cucreMoi. OmHAKO IPH BBICOKOH MIIOTHOCTUH Wg
n Dpp aktuBHOCTB DIl pe3ko BozpacTtaet. ITuM o0bsicHseTcs Hammuaue DIl
B [IEHTPE HOXKHOTO Jicka Ha cThike Wg- it Dpp-monoc (puc. 14 A). ITo mepe
QUCTaIBHOTO POCTa OHWCKa Ha gopcanbHON mepudepun Dll-o6mactu
IUIOTHOCTH W g CHIDKAETCsI, ¥ SKcTipeccHs DIl ofaBisieTcst n3-3a BBICOKOTO
ypoBHsl Dpp. CHikenne aktuBHOCTH DI/ B TaTepalbHBIX M BEHTPAIbHON
cepax IpOUCXOIUT, ITO-BUIUMOMY, 33 CIET aBTOPETYIISIIUH.

KoxconaguT Tenonozur
Hth Dl
cx

Hth Dac Dil

Cx |Tr| Fem| Tb |1tar | 2-4tar
Hth Dac Dl

Anterior{Posterior

A B

Puc. 14. Onpenenenne KOMIApTMEHTOB B HOXXHOM JMCKE BJIOJb TepeqHe-3aaHeil (A)
U npokcuMo-auctaibHoil (B) oceit (mo Wolpert et al., 1998 u Rauskolb, 2001).
A-D, A-V — nepeoHe-0opcanvhblil, nepedHe-8eHmMpanbHblll Komnapmmenmol, CX — masuk;
Dac — dachshund; DIl — Distalless; Fem — 6edpo,; Hth — homothorax; tar — nanxu; Tib —
eonenwv,; Tr — eepmaye; Tsh — theashirt; ocmanvuvle cokpawjeHus Kak Ha puc. 6—7.

Fig. 14. Establishment of compartments in the leg disc along its antero-posterior (A)
and proximo-distal (B) axes (adapted from Wolpert et al., 1998 and Rauskolb, 2001).
A-D, A-V — Antero-dorsal, antero-ventral compartments; Cx — coxa, Dac —
dachshund; DIl — Distalless; Fem — femur; Hth — homothorax, tar — tarsus; Tib —

tibia; Tr — trochanter; Tsh — theashirt; the rest of abbreviations as in Figs 6-7.
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B Opromke muamHKYN 1po3odwibl DIl monaBiseTcs COBMECTHBIM
neiicreuem Hox renos Ultrabithorax (Ubx) u abdominal A (abd-A). benox
Ubx BBICTYHaeT KaK perpeccop, CBA3bIBAS CiS-PeryIsITOPHBIE ITEMEHTHI
rena DI/ Bbimie ero craprosoii oonactu (Levine, 2002). Y rycenur 6abodek
00pa3syroTcs KoJbLEBbIE 30HbI, CBOOOAHBIE OT SKcnpeccuu reHoB Ubx/abd-A.
B 31X 30HaX NOKa3bIBaeT aKTUBHOCTH T'eH DI/, Garogaps 4eMy I'yCEHHIIbI
MMEIOT IIPOHOTH (JIOXKHBIE HOTH). IHTEpeCHO, YTO Y MMITHIIBIINKOB AeHCTBY-
eT IpyToii MexaHn3M o0pa3oBaHus MPoHOT. Taxske Kak u'y MyX, DIl monas-
nsiercsi renamu Ubx/abd-A v He y4acTByeT B pa3BUTHH NIPOHOT. [IpoHorn y
HMUIWIBIIAKOB (POPMUPYIOTCS IOl KOHTPOJIEM TOJIBKO NMPOKCHMAIBHBIX
TeHOB /1th v exd. B 3TOM 11aHe MPOHOT Y JIMYMHOK IMJIMJIBIIMKOB T10 TEHETH-
YECKOMY OIIPEJICIICHUIO MOA00HBI MaHANOyIaM HacEKOMBIX, B KOTOPBIX
skcnpeccus DI Taxxe He BbisiieHa (Suzuki & Palopoli, 2001).

Y npsIMOKPBUITBIX M XKyKOB DIl perrpeccupyercst Iiib reHoM abd-A.
3a mpenenaMy Kiacca HaCEKOMBIX, HAIIPUMEpP, Y PaKOOOPa3HbIX, TE€HBI
Bithorax-xomiiexca He SBIAIOTCS peripeccopamu rena DIl C 3TuM cBsizaHa
CIOCOOHOCTH K IMPOKOMY Pa3BUTHIO KOHEUHOCTEH Ha OOIIBIIIOM YHCIIE Ce-
rMeHTOB. CXOIHAsI CUTyalusi IMEeT MecTo y KojuteMOoit. Takum o0pazom, y
KPBLIATHIX HACEKOMBIX T'€HBI Bithorax-komiekca, cHadana abd-A, 3atem Ubx
proOpeH HOBYIO (DYHKIIHIO, CBI3aHHYIO C ITOJABICHUEM Pa3BUTH HOT.

I'en DIl moka3pIBaeT psA HHTEPECHBIX ocoOeHHOCTel. B ycnkax,
HarpuMep, OH IMeeT NBOIHYI0 (yHKIMI0. OCHOBHAS, KaK U B HOTax, CBs3a-
Ha C OIIpeJIeTICHUEM IUCTATIBHBIX YacTeH, JOTIOHUTENIbHAS — C PA3BUTHEM
0JIb(AKTOPHBIX U CIIyXOBBIX CTPYKTYp. DTO COIMOCTABUMO ¢ poibio DIy
MIO3BOHOYHBIX, I7I€ OH SIBJISIETCS KJIFOUEBBIM T'€HOM B Pa3BUTHH CIYXOBBIX
OpraHoOB 1 HOCa. AHAJIN3 ACHCTBHUS 3TOTO T'eHa B Pa3HBIX IPYIIIaX )KUBOTHBIX
JIaeT CJEeNYIOUIUi ClieHapyuid ero 3BOJIOUUOHHON UCTOPUHU. Y HUCXOIHBIX
Bilateria DI/ pyHKIHOHHPOBaJ B KAYECTBE OMHOTO U3 (PAKTOPOB pa3BUTHUS
HepBHOU cucTeMbl. [To3xke oH proOpern ere 1 GYHKINIO ONpeIesIsIOIIero
(hakTOpa pa3BUTHS ANUCTATBHBIX JEMEHTOB KOHEYHOCTEH. Y BTIOPHYHOPOTHIX
MMeJa MecTO MHOTOKpaTHast TyTUTMKaus TeHa, 1aBiast ceputo DIx TeHoB,
6 y MIIEKOTIMTAIOIIHX U 8 y PEIO.

Benox DI conep>kut roMeoJOMeH U SIBISIETCS TPAHCKPUITIIHOHHBIM
¢akropoM. Ero remamu-muniensmu siBisorcs disconnected B rpynu
aMmOpuoHa u aristaless (al) v bric & brac (bab) B aHTeHHAJIBHOM ¥ MAKCHJI-
JSPHOM cerMeHTax. B HOXxHBIX auckax DIl perymupyer ressl al, bab,
dachshund, spalt, spineless (ss) n atonal (cmoTpu Ta011. 3). OYHKIWS FTCHOB
bab w ss cBA3aHa ¢ pa3AeIeHUEM JIaNKU Ha YWICHUKH. B ycukax 1po3oguis
reH bab onpenenset rpaHuIbl Mex Iy 3-5-m wienukamu (Chu et al., 2002).

71



Okcnpeccust reHa DI/ BHavyane BO3HUKAaeT B JUCTAJIFHON YacTH,
OTBeuaroliel mogomMepam, HadrHas ¢ 6expa. [Tozxe 6erok DIl kogupyercs
B alMKaJILHOM YaCTH TOJIEHH U JIAIIKax, a TAK)KE B Y3KOM KOJIbIIE Ha TPaHuUIIe
TpoxaHrepa u 6enpa. Y npo3oduibl 3Ta cMeHa CBs3aHa ¢ aKTHBHOCTBIO
reHa dachshund (dac), KOTOpBIi TpaHCKpUOHUpYETCs B Oeape, TOJICHH U
TIEPBOM WICHHKE JIAIoK. OTMETHM, 4TO 00J1acTh NercTBUs DI/ B aniKabHON
YaCTH HOTHY TIEpeceKaeTcsi ¢ 00IacThIo 3KcnpeccH dac. B mpokcumanbsHON
yacTH dac nogasisgercs 6enxkoM Tsh.

Takum 00pazoM, B pa3BUTHU W PACUJICHEHHH HOT HACEKOMBIX
KITIOYEBBIMU SIBITIOTCS TPH TeHa: homothorax, Distalless n dachshund,
KOTOpPbIE aKTUBHBI JIMIIb B ONPEAEICHHBIX TUCKPETHBIX JOMEHAX BIOJb
MIpo0JIbHOM och. Y XOTs 00/1aCTH MX 9KCIPECHH NTEPECEKAIOTCS, MOYKHO
TOBOPHTH O MPOKCHMAJIBHOM, CPEIMHHOM U AUCTAIEHOM KOMITAPTMEHTaX
HokHOTO aucka (Dong et al., 2001).

B nmpokcumaisHOIt 061acTH IMCKa, HO yXKe HE3aBUCUMO OT MOp(ho-
reroB Dpp u Wg, iposiBIIsieT akTHBHOCTb T'eH extradenticle (exd), KOTOpBIT
B JUCTAIBHON 9acTH mofasisiercs. [ eH exd siBisieTcs ToMeOOOKCHBIM, U
ero OeNKOBbIE MPOAYKTHI CYLIECTBYIOT B IBYX (hOpMax: LUTOINIIa3MaTH-
4YecKoH (MHEPTHOH ) U BHYTPHUSICPHOM, TPaHCKPHUIIIIMOHHO akTUBHOH (nExd).
Iepenoc Exd u3 murorurasmel B siapo obecneunBaet 6enok Hth (Dong et
al., 2001). Takas ero ¢pyHKIHS, BUANMO, YCTAHOBIIIACH TABHO, TOCKOJIBKY
TOMOJIOTH 3TOT0 OeJKa y o3BOHOYHEIX (Meis u Prep-1) Takxke He0OX0TUMBI
IUTS TIepEeBO/Ia UTOIDIa3MaTHIeckoi popmel Oenka Pbx (romonora Exd) B
siepHyto0. 3aberas BIepes, OTMETUM, YTO OM3Kast KapTHHA HaOmonaeTcs
1 B KPBUIOBOM JiMcKe. B kietkax Oymymeit cpennecnnaku Exd sBisiercs
SIIEPHBIM, TOTJa KaK B OyIyIIMX KJIETKax Kpblia, NCKIII0Yasi, BO3MOXHO,
camble OasasbHbIe, — IUTOIIIa3MarndeckuM. ['omonorn Exd u3BectHsl,
ITOMHMO O3BOHOYHBIX, TaKXe y pakooOpasHsIX. [1o cBoeit Gpynxkunn Exd
siBisieTcst koakropoMm Hox- reHoB. Kopupyemsie mocietHuMu 6eJIKi MOTy T
JeWCTBOBATh KaK TPAHCKPHITIOHHBIE aKTHBATOPHI TMO0 KaK PENpeccopbl
B 3aBHCHMOCTH OT TOTO, CBS3aHbI 1 oHU ¢ Exd mimu HeT. D10, BO3MOXHO,
TOBOPHT 32 TO, YTO eXd NCXOAHO OB TYJTOBUIHBIM T'€HOM.

OnenuBast Bee 3TH (akThl, HeKoTopsle aBTopsl (Dong et al., 2001)
TIPUILIIN K PSITY MHTEPECHBIX 3aKutoueHnil. OHO U3 HUX CBOJHUTCS K TOMY,
YTO NEPBOE WICHEHNE HOTH, CBSI3aHHOE C aKTHBHOCTBIO T€HOB Aith 1 exd ¢
OIIHOM cTopoHs! U DIl ¢ Apyroii, BEIAENSET [Ba KOMIIAPTMEHTA, IPOKCH-
MaJIbHBIN ¥ TUCTaNbHEINA. B cBoe Bpemst CHonrpace (Snodgrass, 1935) o
YHCTO MOP(OIOTHIECKIM OCHOBAHHSM BBEJI IPEACTABICHUE O KOKCOIIO-
JUTE ¥ TEJIONOJUTE B Ka4€CTBE MCXOAHOTO AEJCHUs, OT KOTOPOro Iuia
JaJbHEHIIast 3BOJIIOIMS MPUAATKOB WIEHUCTOHOTHX. Y HETo, IpaBaa, Ipa-
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HUIIA MEXAY 3TUMH YacTsIMU HE COBIIA/IAeT C TOH, 4TO ONpeaesnsieTcs o
TeHeTHYECKUM MapkepaM y apo3oduusl. [To CHoarpaccy, Tpoxanrep siBisi-
eTcs IPUHAUIEKHOCTHIO TEJIOMONTA, TOT/IA KaK CONNIACHO IPHBEJCHHBIM
BBIIIIE TAaHHBIM Ta3WK U BEPTIYT COCTABIISIOT €ANHBII KOMIAPTMEHT.

Bwmecre ¢ Tem, nanHbIe 110 po30(duIIe, MPEICTABISIOMEH IPYIILY
MIPOJIBUHYTHIX HACEKOMBIX, HE MOTYT IPUHUMAThCsl 0E30rOBOPOYHO, ITOKA
HE pacCMOTPEHbI Oojiee NIPUMHUTHBHBIE HACEKOMBIE U JPyTHE TPYIIIBI
YJICHHUCTOHOTHX.

VY nomamnuero ceepuka Acheta domestica snepusiii nExd Taxke
aKTHBEH B TpoxaHTepe 1 Tazukax (Abzhanov & Kaufman, 2000c); ve otiu-
YaeTcs OH OT Apo30¢uiel U B pactpeneneHnu nExd u DIl B Makcrax u
HIKHeH ry6e. B ycnkax xe nExd oTmeueH B 1Byx 0a3aIbHBIX CETMEHTaX,
YTO IOJUIePXKHUBAET TOUKy 3peHnst CHoarpacca (Snodgrass, 1958), cunras-
IIET0, YTO ATH WICHUKH OTBEYAIOT TA3UKY M TPOXaHTEPY XOIMIBHBIX HOT. B
paBHOI Mepe MOATBEPXKIAET ATO M THUIIOTE3Y O TPEXIIOIOMEPHOM COCTaBe
ycukoB. bimskas kapruHa HaOmogaercst y MOKpusl Porcellio scaber.

Opnnako y nayka Steatoda triangulosa xapTHHa COBEPIICHHO HHAS
(Abzhanov & Kaufman, 2000c). Bo-niepBeix, o0macts aktuBHOCcTH nExd B
XEeJUIIEpax OrpaHUIeHa TOJIBKO OHMM 0a3aIbHBIM CErMEHTOM. Bo-BTOpBIX,
CpeAnHHas 001acTb SKCIPECCHH dac HAYMHAETCS C BEPTIyTa, TOrAa KaK y
PpaxooOpa3HbIX ¥ HACEKOMBIX BepTIyT cBoOoneH oT Dac. Eciu cunrars, 4ro
dac akTUBeH b B 001acTH 9Kcripeccuu DI/, To momydaeTcst, 4To KOKCo-
o/t (OTpeAessieMbli reHeTHYecKH 1o NExd) HCX0IHO COOTBETCTBYET JIMIIB
TazukaM. B mocienyromeil 3BOMIONMH Y PakooOpasHBIX U HACEKOMBIX
MIPOM30LIIO AUCTANIbHOE paciupenne obnacty neiicrsust nExd, Tak uto
BEPTIYT OKA3aJICs] BKIFOYEHHBIM B KOKCOTIOTHT.

Takum 006pazoM MOXKHO 3aKITIOUYNTh, 4TO IpeutoxkeHHoe CHoArpac-
COM JIeJICHHE HOT WICHHCTOHOTHX HA KOKCOIIOIUT U TEJIOIOANT HAXOAUT
CBOE ITOATBEPXK/ICHHUE B ITAaHHBIX 110 PACTIPEACIICHUIO PETYIITOPHBIX OEIIKOB.
Jlo6aBnM Taxske, 9TO MPOHOTHU Y JIMYMHOK MIHIIBIINKOB 00pa30BaHbI JIMIIb
KOKCOIIOJUTaMH, TOT/[a KaK B CTPYKType IPOHOT TyceHHI] 6abo4ek mpH-
CYTCTBYET ¥ KOKCOIIOANT, ¥ TETIOTIOIHT.

Bropoe 3axirouenue Jlonra c coapropamu (Dong et al., 2001) mpen-
CTaBIISIETCS IOCTATOYHO PAANKaIbHEIM. ECITN Ty/I0BHIIIE WIEHHCTOHOTHX
OIIpe/IeIISITh Kak 0011acTh SKCIpeccur Hox TeHOB U reHa exd, TO KOKCOTIOHUT
(B oObeme Ta3mKa) ciaeayeT CYMTaTh IMPOU3BOIHBIM MMEHHO TYJOBHINA.
WHbIME crtoBaMU, XOTS MOP(HOJIOTHYECKH Ta3UKU MAJIO YEM OTIIHYAIOTCS
OT JIpyTUX YJICHUKOB HOT, IT0 TEHETHYECKOMY OIIPEIEIICHNIO OHH — YaCTh
TyJ0BHIIA. BO3MOXHO, IPOM3BOIHEIM TYJIOBHINA CIIEAYET CUUTATH U Y3KYIO
6a3aJIbHYIO TI0JIOCY KpPBUIA, /1€ 10 HEKOTOPHIM JAaHHBIM MMEET MECTO
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skcrpeccus Exd. Otu cooOpaskeHs1, OHAKO, HY>KIAIOTCSI B TIONTBEPKICHHN;
BO BCSIKOM CJTy4ae, U K HUM CIIEyeT OTHOCUTHCSI C OCTOPOKHOCTHIOQ.

TpeTbe 3akiroueHre Kacaercsi creiu(UKUd HOT 10 CPABHEHUIO C
ycukamu. Horu v ycuku qpo30Quiibl pa3iuyatoTes [0 YUCITY BhIIEISIEMbIX
KOMITAPTMEHTOB. B pa3BUTHU HOT, KaK MbI yKe TOBOPHIIH, ACUCTBYIOT TPU
KITIOYEBBIX T'eHa, extradenticle, dachshund u Distalless, onpenensirommx
COOTBETCTBEHHO MPOKCHUMAJIbHBIM, CPEIUHHBIN U JUCTATBHBII KOMITAPT-
MEHTBL. B pa3BUTHH yCHKOB U3-3a HIMPOKOTO HATIOXKEHUS 001acTel IKcpec-
cun reHoB exd 1 DIl neficTBre CpeJMHHOTO T'eHa dac monaBisieTcs. MHpMu
CJIOBAMH, B Pa3BUTUH YCUKOB JAPO30(HIIBI OTCYTCTBYET CPEIUHHBIN KOM-
MapTMEHT. AHAJIOTWYHAs KapTHHA HabOironaercs y Acheta, a Takxke y
Porcellio nns BTOpEIX aHTEHH 1 Y Steatoda st xemutep. Hearo mogoOHOe
XapaKkTePHO U JUISl KPbLJIa HACEKOMOTO, KOTOPOE TAKXKE CTPOUTCS B MPO-
JIOJIbHOM OCH U3 JIBYX KOMIIAPTMEHTOB: IPOKCUMAIILHOTO, OXBATHIBAIOIIETO
Y3KYIO T0JIOCY B OCHOBAHUH KPbUIA, U AUCTATHHOTO, COOTBETCTBYIOIIETO
OCTaJIbHOM YaCTH KPhLIA.

O0pa3oBaHue rpaHUI] MEKAY WICHHKAMH HOT CBS3aHO C paboTon
Notch-penenTopa n ero smrannos Serrate u Delta (puc. 5). Ot TpancMeMO-
paHHbIe OEIIKU AKTUBHBI B Y3KUX KOJIBIEBBIX 30HAX, KOTOPHIE MOICPIKH-
BAaIOTCS TP PETYIUPYIONIEM BIUSHUU T€HOB Ath, dac, bab u ss, a Takxke
DI, pysxumonupyomiero kak perpeccop. [1opsiaok mosiBieHuUsI KOIbIEBBIX
30H akTuBHOCTH Notch-perenrtopa HaTOMHHAET TAKOBOI I'€HOB JIBYXCEr-
MeHTHOM niepuoamaHocTH (Rauskolb, 2001).

6.2. PazBuTHE KPBLIbEB Y HACEKOMBIX

Y npo3oduibl U3 KPBUIOBBIX AMCKOB Pa3BUBAIOTCS KPBUIbS H
cpennecruHKa. uddepeHnumanus 3TuX cTpyKTyp HadnHaeTcs (puc. 15 A)
C BBIJICJICHHUS HA INCKE ABYX 00J1acTeil, B KOTOPBIX JEHCTBYIOT CUTHAIBHBIN
6enox Wg n smaepmanshblil dakrop pocta (O®P) ¢ ero nmuranmgom Vein
(Cavodeassi et al., 2003). ITo pa3nuuusM B INIOTHOCTH 3THX OEJIKOB yCTaHaB-
JIMBAIOTCS TPH KOMIIapTMeHTa: 1) Beicokoe conepkanne Wg, DPP orcyT-
cTBYyeT; 2) Hu3Koe copepxkanne Wg u ODP; 3) Bricokoe conepxanue DDP
u Vein, Wg orcytctyer (puc. 15 B). [IepBblii u3 3THX KOMITAPTMEHTOB
OTBEYaET HOTYMY, /IBa IPYTHX — IOPCAITBHON 1 BEHTPAILHON IIOBEPXHOCTIM
Oyxymero kpsiia. Mexy HOTIBHBIM M KPBUIOBEIM KOMIIAPTMEHTAMHU
nuMeeTcs y3Kast 00J1acTh, KOTOpasi OTBE€YaeT OCHOBAHUIO Kpblia (puc. 15 B).
O®P-curnanbHbIi MyTh BKIIOYAET HOTAJIBHBIE TEHBI iF0q1L0iS-KOMILIEKCa
(rensl araucan, caupolican) u 6oxkupyet Notch-cCUTHANBHYIO CHCTEMY, &
TaKXXe PKCIpeccHro reHa vestigial (vg). Ha mpe3yMnTHBHON KpBLIOBOH
TEPPUTOPUN TPOSIBIISET aKTUBHOCTH T'eH nubbin, KOTOPHIA MOxaBIsIET
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JKCTIpECCHI0 homothorax. 3aMeTUM, 4TO B pa3BUBAIOIIMXCS KOHEYHOCTSIX
HE yAaJOCh BBIABUTH aKTUBHOCTb I'eHA nubbin HU y Ipo30GHIIbI, HH Y
cBepuKa. B Ipyrux ske rpymnax WieHUCTOHOTHX, HAlIPEMEP Y PaKooOpasHbIX
1 XEJTULEPOBBIX, 3TOT ['eH yYacTBYeT B 00pa30BaHUH alIHKaAJIbHBIX YICHHKOB
HOT, a TAK)Ke B Pa3BUTHH BTOPBIX aHTeHH y Porcellio scaber (Abzhanov &
Kaufman, 2000c).

B cpenHeM KOMIapTMEHTE HMEET MECTO IKCIIPECCHUs TeHa apterits
(ap) (Zecca & Struhl, 2002a, b).

Crenmyrommii 3tan qug depeHIrayy KpbIbeB CBsI3aH C BBIIETCHUEM
MePEeJHEro 1 3a{HEr0 KOMITAPTMEHTOB, Ha IPaHUIIEe KOTOPBIX OYIyT UATH
OCHOBHbIe Mop(oreHeTnueckue coobITus. Kak u B ciryyae HOT, B 3a1HEM
KOMIIApPTMEHTE JKCIPECCUpyeTcsi engrailed, KOTOPBIA BKIIIOYAECT I'eH
hedgehog, naromuii COOTBETCTBYIOIINNA OeloK ¢ (QpyHKIHEH ONM3KO-
neiictByroiero Mopgorena. Kitetku MoryT oreuars Ha Hh-curnan Toneko
npy Hanu4uuy B Hux Oenka Cubitus interruptus (Ci) (puc. 7 A). B 3agnem

Scl

Puc. 15. OnpeneneHue KOMIAPTMEHTOB B KPBLJIOBOM JUCKE Ha PA3HBIX CTAAUSAX €T0
paszButus (no Zecca & Struhl, 2002a, b).
B, ] — senmpanvusiii u 0opcanvhulil Komnapmmenmul Kpoiia. Ap — apterus;, Fng —
Fringe; IN — 6okosas uacme nHomyma;, mN — mezanvHas yacme Homyma, Iro-C —
iroquois complex; Pn — nocmnomym; Psct — npeckymym; Scl — wumoxk; Sct — ckymym;
Vg — vestigial, ocmanvHble cokpaweHus Kak Ha puc. 6—7.

Fig. 15. Establishment of compartments in the wing disc in different stages (adapted
from Zecca & Struhl, 2002a, b).

B, /I — Ventral and dorsal wing compartments. Ap — apterus;, Fng — Fringe; IN —

lateral part of notum; mN — mesal part of notum; Iro-C — iroquois complex; Pn —

postnotum; Psct — prescutum; Scl — scutellum; Sct — scutum; Vg — vestigial; the rest

of abbreviations as in Figs 6-7.
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KoMnapTMeHTe En momaBisieT 3KCIpPEeccHIo ci, Tak YTO TPAHCKPUIITHI
JAHHOTO TeHa OyAyT MPUCYTCTBOBATH JIMIIb B IIEPEAHEM KOMIApTMEHTE.
Kaxk pesynbrat, Mmopdoren Hh MokeT neiicTBOBaTh UMb B Y3KOU ITOJIOCE
HepeHero KOMIapTMEHTa, IPUMBIKAfONIeH K 3aJHEMy KOMIIapTMEHTy. B
aToi monoce (mupuHoit B 10 pasmepoB wietkn) Hedgehog Br3bIBaeT
skcnpeccuto decapentaplegic (puc. 15 C), a TOT — ero reHOB-MHUIIEHEeH
spalt, optomotor-blind (omb), vestigial (vg). 3neck MBI BUIUM BaXXHOE
OTINYME OT KapTUHBI, HAOII0AaeMOH B pa3BUTUH HOT: TaM dpp dKcIpec-
CHpYeTCsI TAKXKE M0JIOCOH, HO TeHETHYECKH 3HaYMMast INIOTHOCTH Oelka
TIOAJICPIKUBACSTCS JIUIIE B TOPCATBHOH IMTOJIOBUHE 3a4aTka (puc. 14 A). ['eHbI-
MHILIEHN OTIINYAIOTCS TEM, YTO OTBEYAIOT HA Pa3HbIE TOPOTOBBIE KOHIICH-
tpauuu Dpp. Tak, sxkcripeccust spalt iMeeT MeCTO IIPH BEICOKMX KOHIICH-
Tpaumsx Dpp, Torna kak skcnpeccust omb — npu 6onee Hu3kux. Coot-
BETCTBEHHO I10JI0CHI aKTUBHOCTH Spalt TI0 00€ CTOPOHBI OT IepeAHe-3aiHeH
rpaHunel OynyT Oonee y3kuMH. 3aMeTHM, 9To Dpp MoxeT pacmpocTpa-
HATHCS W HA OOJIBIIME PACCTOSHUS IO OCOOBIM IHUTOIUIA3MATHYECKUM
BBIPOCTAM KJIETOK KPBUIOBOTO IMCKa, HA3bIBAEMBIM [IUTOHEMAMH.

CpenHecnHKa M KPBUIO TO-pa3HoMy oTBedatoT Ha En/Hh/Dpp-
CUTHaJIBL. B KpBIJIOBOM 3auarke repeHe-3a/aHss1 TpaHula ACINT ero, a B
pesyabTare 1 Kpbljlo, Ha paBHbIC ITOJOBUHKH. COOTBETCTBYIONIAs TPAaHUIIA
B 3a4aTKe CPETHECTINHKH PacIIOI0KeHa aCHMMETPHYHO, YTO IPOSIBIISIETCS
B MOP(]OJIOTHH B3POCIBIX MyX: TIOCTHOTYM 3aMETHO MEHBIIE CKyTyMa U
muTKa. B kpbiie Dpp naaynmpyeT skcrpeccuio reHoB omb 1 vg, Toraa Kak
B Oymy1el cpeTHeCTIMHKE 3TOTO HE TPOUCXOIMT.

Crenyromuii BaXXHBIH ImIar B 00pa30BaHUM Kpbla CBSI3aH C €ro
JIOpPCO-BEHTpaNbHON crienudukanuei. CpeaHnii KOMIapTMEHT OTBEYaeT
Oyay1eii opcabHOM ITOBEPXHOCTH KPBLIA, M B HEM, KaK ObIJIO OTMEUEHO,
JKCIIPECCHPYETCSl CENICKTOPHBIN I'e€H apterus, KOTOPBIN BKJIIOYAET T'€HBI
fringe u Serrate. Ilocnenuuii TeH KOAUPYET TpaHCMEMOpPaHHBIN OEJOK,
KOTOPBIU SIBISCTCS TUTaHIOM s perentopa Notch. JIpyroi KiodeBoit
TpaHcMeMOpaHHbIH Oenok Delta, Takke CBS3aHHBIH C TOPCO-BEHTPAIBHOM
cnennuKanyeil KJIeTOK Kpbula, B OTJINYKE OT Serrate MpUCyTCTBYET BO
BCEX KJIETKaX, KaK BEHTPAIbHBIX, TaK U IOPCAUTBHBIX. PenienrropoM uist Hero
TakKe ABIsAeTCS TpaHcMeMOpaHHbIi Oenok Notch (puc. 5). benok Fringe
ABIIAETCS MOLYIUPYIOIUM (akTopoM, Onaromapsi koropomy Notch-
penenTop CTAaHOBUTCS YyBCTBUTEILHBIM K inranay Delta, Ho Tonbko pu
BBICOKOM ypOBHE 3TOro Oeinka. BeHTpanbHbIe KIIeTKH, B KOTOpbIX Fringe
OTCYTCTBYET, OKa3bIBAIOTCSI UyBCTBUTENbHBIMU K Serrate. [Tockonbky
MOCIIETHUN MPUCYTCTBYET JIMIIL B MEMOpaHe OpPCAIbHBIX KIETOK, TO
B3aNMOJICHCTBHE MEXIY 3TuUM JurannoMm u Notch-penentopom Moxer

71



HMMETh MECTO B JBYX HOTPAHUYHBIX Ps/IaX KJIETOK MEXITy JOPCAIBHBIM 1
BEHTPaJbHBIM KOMIIAPTMEHTAMH, TIPHYEM JIMTaHa Serrate B MeMOpaHe
KJIETOK JOPCAJIBHOTO psizia OyaeT coeanHsThes ¢ perentopoM Notch B Mem-
OpaHe KJIeTOK BEHTpaJIbHOTO psija. Bkimrouenne Notch-curnambHoro mytu
COIIPSDKEHO C TI0OAABICHNEM paboThI TeHa Serrate, 9TO MPUBOIUT K OoJiee
WMHTEHCHUBHOM SKCIIPECCHH I'eHa-aHTaronncTa Delta B KIIeTKax BEHTPaIbHOTO
psina. YBenuueHue IuoTHocTH nuranaa Delta B cBoio ouepens Benmer K
akTuBanuu Notch-CHTHAJIBHOTO IyTH B KJIIETKaX JIOpPCaJIbHOTO psina. B
pesynbrare padbotsl Notch-cHrHaIBHBIX MyTEeH B 3THX ABYX psAAax Horpa-
HUYHBIX KJIETOK HAYMHAETCS 3KCIIpeccHst reHa wingless (wg), NPOLYKTHI
KOTOPOTO PACHPENENSIOTCS B Y3KOH MOJIOCE BAOJIb JIOPCO-BEHTPATBHON
rpanunsl. [Tomoca sxcnpeccnn mopdorena Wg ananoruyna nosoce Dpp
BIIOJIb IIEpe/IHe-3aJHEeH I'PaHMILIbl, HO (hopMHpYyeT OyayInii Kpait Kpbuia.

LiinneHox

Puc. 16. CpaBHeHHEe KOMIAPTMEHTOB, ONPEACIISIEMBIX OPTOJOTHYHBIMU ICHAMH, B KPBLIOBOM
JUCKe Apo30(HMIBI M B KPBUIOBOH mouke mpiruieHka (mo Wolpert et al., 1998).
Coxpawenus 01 cueHanibHuiX 06eikog opo3o@uavl Kaxk Ha puc. 6-7.

Fig. 16. Comparison of compartments, definded by orthologous genes, in Drosophila
wing imaginal disc and the chick wing bud (adapted from Wolpert et al., 1998).

Abbreviations for Drosophila signal proteins as in Figs 6-7.
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B cpennecnHKe onpeesieHne 10pco-BeHTPAIbHBIX IPAHHI] HEBO3-
MO>KHO, TO9TOMY TaM KJIETKW Ha paHHEM 3Talle pa3BUTH 3a4aTka HHIU(}-
(epentHsl kK Wg. [Toz:xe Wg 1oKa3bIBaeT akTHBHOCTb, OTIPEETISIS, B 4acT-
HOCTH, TIPOJIOJIbHBIE TTOJIOCHI B IEPEAHEM KOMITAPTMEHTE.

I'en DIl He BBIIENsAET B KpbUIE OCOOBIX KOMIApTMEHTOB, HO OH
HEeo0XonM JuIs cielu KAy KpbIJIOBOTO Kpasi. ¥ 6a00ueK OH SIBIISETCS
KJIFOYEBBIM B OIIPEEICHUN HEKOTOPHIX 3JIEMEHTOB KPBUIOBOTO PHCYHKA,
HarpuMep LEeHTPAIBHOTO MATHA Y HUM (AU,

6.3. IIpod.1eMa roMoJI0THH € y4€TOM MOJIEKYJISIPHOTO YPOBHS

Hanmare roMoTorn4HbIX (OPTOIIOTUYHEIX ) TEHOB, OTIPEACIISFOIINX
SKBHUBAJIICHTHBIE MOP(OJIOTHICCKHE CTPYKTYPHI ¥ JaJIeKUX B (PHUIIOTCHE-
TUYECKOM OTHOIIICHWH TPYII, BHOBH IMOCTABWIIO Tiepe] MopgoioraMu
po0IeMy TOMOJIOTHH, Ka3aJI0Ch OBl, YK€ OKOHYATeNbHO pemeHAy0. CyTh
MpOoOJIEeMBI B TOM, YTO HETOMOJIOTUYHEIE OPTaHbI (HAIPUMEp, KPBUIbS y
HACEKOMBIX H ITTUI]) MOTYT OMPEACIATHCS CXOTHBIM KOMILUIEKCOM FOMOJIO-
TUYHBIX TEHOB. B ciydae cxozicTBa marrepHa SKCIPECCHH PETYISTOPHBIX
TCHOB HEKOTOPEIE CTAJIA TOBOPUTH O TITyOMHHOM TOMOJIOTHH U 1a)Ke BUACTh
B Hell 0oJiee CHITbHOE TOKA3aTeIhCTBO MOP(OIOTHIECKON TOMOJIOTHH.

CpaBHHM B IIJIaHE TEHETHYECKOTO OIIPECIICHIS TyI0BUIIIHEIC ITPH-
JTATK{ WICHUCTOHOTHX W HA3eMHBIX IT03BOHOYHBIX. TYITOBHIIIHBIC IPHIATKA
B 9THX JIByX TPYIIIaX, XOTS U UMEIOT CXOTHOE TCHETHYECKOE OIIPECIICHIE,
OYEBHJIHO, HE TOMOJOTUYHBL. [ OMOJOTHYHBIC TEHBI, yYaCTBYIONINE B
(hopMHpOBaHUY ITUX MPUIATKOB, OMPEICIAIOT KOMIIAPTMEHTHI BIOJb
nepeaHe-3alHe U 10pco-BEHTpallbHOM oceil Tena. COOTBETCTBYIOLINE
TCHETHYECKIE KOMILICKCH B 00SHX TPYIIIAaX BO3HHUKIIHN Y IPETKOBBIX POpPM,
KOTOpBIE OBLTH 3aBEIOMO JIMIIEHBI KOHeUYHOCTEH. TaM OHU OmpenesiTn
KOMITAPTMEHTHI B IIpeenax cerMmeHToB. OTcioaa MOXKHO IPEANON0KUT,
YTO P SBOIOIIHOHHOM (POPMUPOBAHAN KOHEUHOCTEH AT TEHETHICCKUE
KOMITJIEKCH KaKIBIA pa3 OKa3bIBaJNCh BOCTPEOOBAHHBEIMH B Ka4eCTBE
(hakTOPOB, JETSPMUHUPYIOIINX IPOCTPAHCTBEHHBIC OCH. VIHBIMH CITOBaMH,
TeHBI, YY9aCTBYIONINE B (JOPMHUPOBAHUU KOHEYHOCTEH, TOMOIIOTUYHEI Ha
0oJiee BRICOKOM HepapXHIeCcKOM YPOBHE, BKITFOYAOIIEM U TIEPBUIHO O€3-
HOTUX KUBOTHBIX.

Taxoe 00BsiICHEHHE, Ka3aJI0Ch ObI, CHUMAET IPOTUBOPEUUS MEKITY
TeHETUIECKAM U YHCTO MOP(HOIOTHIECKUAM HOIXO0IaMH K TOHSATHIO TOMO-
norun. Ho mpu BceM 3TOM HESICHOCTH 0CTArOTCs. [0BOPS 0 TeHETHYECKOM
€IMHCTBE MPUIATKOB TeJa Y 0€CII03BOHOYHBIX U TO3BOHOYHBIX )KUBOTHBIX,
MBI HE KacaJlch BOIpoca 00 YPOBHAX TeHETHIECKOTO cxoncTBa. C 3Toit
TOYKH 3pEHUS 0COOCHHO IMOPaKaeT OHTOTCHETHYECKOE CXOICTBO KPHLITBEB
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HACEKOMBIX M KOHEYHOCTEH TeTparon Ha HavyaJbHbIX (azax ux Qopmmu-
poBanwms. B wactHoCTH, TokazaHa (Wolpert et al., 1998) ueTkast mapasuiens B
9KCIPECCUH TOMOJIOTMYHBIX TCHOB MEX/Ty allMKaJIbHBIM SIIHEPMaTbHBIM
rpednem (ADI') y mblIuIeHKa U aHAJIOTHYHOTO O (PYHKIHHU KPBUIOBOTO
kpast y Drosophila. B 060uX ciay4asx 3TH CTPYKTYpBI pa3feisiioT BeH-
TPaJbHBIN U TOPCATBHBIA KOMITAPTMEHTHI, IPUYEM B KJIETKaX HOCIIEIHETO
uMeeT MecTo 3kcnpeccust Radical fringe (R-fng) y UBIIICHKA WIH €TI0
romoutora fringe (fng) y apo3oduisl. UTHIyKTUBHBIN YPPEKT fig B KPHI-
JIOBOM Kpae orocpenyercs uepes nuranasl Delta u Serrate, 3amyckaromniye
yepe3 peuentop Notch cCOOTBETCTBYIOIIYIO CUTHAIBHYIO CUCTEMY. AHa-
JIOTHYHO 3TOMY, B KpbUIe LIBIIUIEHKA HHAYKTUBHBIN 3¢ ekt R-fng B ADI
TaKKe orocpeyeTcs yepes romosiornunbie Oeskn Serrate-2 u Notch-1.

K sTomy cnenmyer no0aBUTh, 4TO MUMEETCS] HHTEpECHAs (QYyHKIH-
OHasIbHas napanens Mexxay ADI 1 KpaeBbIMHU KIIETKaMH KPBUIOBOTO MMa-
ruHanpHOrO nucka. Ilomoono ADT y mpimieHka, KpbUIOBOH Kpal y
Drosophila Heo6XoauM JUIs TUCTAIBHOTO Pa3BUTUS KPBUIA, U YaCTHYHAS
€ro NoTepsi B 000MX Cilydasix BeZeT K AedeKTaM BIOJIb MPOKCHMO-IHC-
TaJIbHOM OCH Pa3BUBAIOLINXCS KPBIIHEB.

B kpbputoBoM kpae y npo30¢uibl cekpeTupyercs mopdoren
Wingless. Ero romonor Wnt-7 oTMe4eH y UBIIUICHKA B TOPCATBHOM SKTO-
JepMe KppU1oBoi oukw (puc. 16). Eme omgHa mapasens cesi3ana ¢ 06paso-
BaHMEM I1epeIHe-3aTHEH IPaHUIIbI B KpbUIE. Y Ap0o30(HIIBI B 33/IHEH 4acTh
OyayIero Kpbljia NpOsIBIIET aKTUBHOCTD T'eH hedgehog, 1 ero roMoior
Sonic hedgehog Taxxe akTHBEH B 3aHEH 00J1aCTH KPHIOBOH MTOYKH IIbI-
ruieHka. Ha nepenae-3aaHeii rpanuiie KppUIOBOTO 3a4aTKa APO30(IIIBI IIPO-
HUCXOOWT BhIeneHne mopdorena Decapentaplegic. Ero romonor BMP-2
00Hapy>KMBaeTCs B 3aJHEH TPETH KPHUITOBOH ITOYKH LIBITIIICHKA, T.€. HE HMEET,
B OTJIMYHE OT APO30(IIIBI, KPACBOTO paclpocTpaHeHus. Y 1po30QHIIbI ¢
JIOpcabHOM 001acThI0 OyyIIeTo Kpblila cBs3aH reH apterus. Ero romosor
B KPBUIOBOM MOYKE LbIIJIEHKa Lmx-1 dKCOpeccupyercst B 1OpCajbHOM
Me3ozepMe.

OueBUAHO, 4TO NapauIeIN3MOB OUY€Hb MHOTO, U MX HENb3s 00bs-
CHHTH HE3aBHCHMON KOONTAIMEH TYJIOBUIIIHBIX T€HOB IIPH (POPMUPOBAHUHI
KoHeuHocTel. Kakue xe erie MoryT ObITh IpaBIoNIOA00HbIE 00BSICHEHUS
CTOJIb MHOTOYHCIICHHBIX [TAPAJUIEIN3MOB B IPYNIIaX, HUKAK HE CBA3aHHBIX
Mexay co0oit?

Munemmm (Minelli, 2000b) BrIcka3an MHEHHUE, YTO OCEBBIE OTHO-
LIEHMS, B PAMKaX KOTOPBIX Pa3BUBAIOTCS KOHSYHOCTH, ITPEICTaBIISIOT COO0H
JYIUTHKALMIO TTIaBHOM OCH Tella oprannsMa. B reneTnke oy gyrumkanuen
TTIOHUMAIOT ITOSIBIIEHHE HOBBIX KOITMI I'€HOB B OTHOM opranusme. Teopern-
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YECKH T'€HBI JOJDKHBI PACCMAaTPUBATHCS B KA4€CTBE FTOMOJIOTOB, €CIIH OHH
MPOUCXOAAT OT OJJHOTO M TOT0 ke reHa. Cieyst 5TOMY OIPEAEIICHUI0, Pa3iu-
4aroT JjBa TUIA FTOMOJIOTUYHBIX FeHOB. OPTOJIOrHYHBIMH HA3bIBAIOT FE€HBI,
KOTOpBIE SIBIISIIOTCS «IIOTOMKAaMH» €AMHCTBEHHON KOITMM COOTBETCTBY-
IOIIETro TeHa, MMEBIIerocs y Oikaiimero odmero nmpeaka 3THX BUAOB.
[Ipu qynInKamuy sxe CUTyanusi MOXKET OCJIOKHUTBCS, U B CIIydae, €CIIu Y
CpaBHMBAEMBbIX BUJIOB T€ MIJIM HHbIE TEHBI ITPOUCXOJIAT OT ABYX Pa3HBIX KOITHH
«POIUTENHCKOT0» T'eHa, MX Ha3bIBAIOT MaPAJOrHYHBIMH (T1apaJIoTaMHu).

ITo ananoruu ¢ reHamMu, MUHEIUIH TOBOPUT O BO3MOXKHOCTH [y IUTH-
kauu oceil. Cpasy OroBOpHMCS, 4TO Ha3bIBaTh KOHEYHOCTHU II03BOHOUHBIX
napamMopdaMu KOHEYHOCTEH HAaCEKOMBIX OyleT He COBCEM KOPPEKTHO.
[TapanoruyHbIe TeHBbI SIBISIOTCS TOMOJIOTaMH, T.€. YHACJISOBAHbI OT OOIIEro
IpeaKa, y)Ke€ UMEBIIETO CpaBHUBaeMble Komuu reHa. Ocu ke, KaK MbI
BUJIEJH, OTIPEEIIIFOTCS] CBOMMH KacKaJ aMH I'e€HOB, II03TOMY ITpo0ieMy X
IYTUTMKAIMH BCET/Ia MOXKHO MEPEBECTH B IPOOJIEMY KOOIITalluy TeHETH-
YeCKUX KOMIUIEKCOB. O BEPOSITHOCTH HCIIONb30BaHMs YK€ CIOKHBIIUXCS
KAacKaJI0B I'€HOB B Pa3BUTHH HOBBIX CTPYKTYP TOBOpHIIM MHOTHE. HO TONBEKO
MuHem ykasa, 9To 371eCh IMEeT MECTO He IPOCTO PaCIIMPEHHE BO3MOXKHO-
CTeH CTapBIX TEHETHUECKUX CUCTEM, HO M IIEPECTPOHKA OCEBBIX OTHOILICHHH.

Kacasice (pakTideckoil CTOpOHBI Jiena, MOJYEpPKHEM, YTO T'€HBI,
omnpeaensoIne nepeaHe-3aJHI00 cuenupuKanuo 3MOpHoHa, He
Y4YacTBYIOT B Pa3BUTHH TYJIOBUIIHBIX MPUAATKOB. OOpa30BaHKE TPOKCHUMO-
JMCTABHBIX KOMIIAPTMEHTOB B HOTaX HACEKOMBIX OIPE/IEIISIETCS] CBOUMH
reHamu. UTo ke KacaeTcsi CXOJCTBA B IOBEJICHUN ITHX TCHOB C TYJIOBHIII-
HBIMH T€HAaMH JBYXCEIMEHTHOH IEPHOIUIHOCTH, TO B 3TOM MOXHO yCMa-
TPHUBATh CKOpEe BBIpaKCHHWE OOLTHOCTH MEXaHW3MOB KOMIApTMEHTa-
nu3anuy. OQHaKo B NIAaBHOM Hjiest MUHEINIH BCE JKe 3aCIy’KHBaeT CaMOro
CEepbEe3HOT0 BHUMAHUS 1, KaK HaM Ka)keTcsl, Oy/ieT HeoObIdaitHO III00TBOP-
HOMH, €CTIM pacCMaTpUBaTh KOHEYHOCTH B KaUueCTBE “mapaMopd’’ He TIIaBHOM
ocH Tena, a oceil cerMeHToB. B aToM cityuae cpasy BeICTyHaeT CX0JICTBO B
TeHETHYECKUX CPeCTBaX MOJISIPU3aNI CETMEHTOB 1 KoHeuHOCTei. [Tomy-
4JaeT OTHOCHUTEJIHOE OOBSICHEHNE W OTMEeUeHHass MUHEIIN 3aKOHOMep-
HOCTb NOSIBIIEHHSI KOHEYHOCTEH MPENMYILECTBEHHO Y CErMEHTHPOBAHHBIX
OpTraHU3MOB.

Pa3BuTHE KPHUILEB HACEKOMBIX HJIET, KaK MBI BU/ICINH, ITO HECKOJIBKO
HHOM cxeMe. DT0, BO3MOXKHO, CBUJIETENIBCTBYET O CYIIECTBOBAHIH y HACEKO-
MBIX IBYX Pa3JIMYHBIX MEXaHW3MOB SBOJIIOIIMN HOT M KpbUIbeB. Ecnu crano-
BJICHUH HOT BIIOJTHE MOXKET OBITH OOBSICHEHO JyTUIMKALHEl OCEBbIX OTHOIIIE-
HHH, CIIOKUBIIHXCSI B CETMEHTE, TO TS KPhUILEB HEOOXOINM KaKOH-TO HHOM
creHapuii. B cBoe Bpemst Aptyp (Arthur, 1997) npeanoxut mpocTyro cxemy
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BO3HMKHOBEHHSI KOHEUHOCTEH, paccMaTprBasi HX B KaUECTBE JIATEPAIbHBIX
BBIpOCTOB Tena. COOTBETCTBEHHO M BCE OTHOIICHUS MEXIY KIIFOYEBBIMU
TeHaMH B 3THX BBIPOCTaX, IPEXIE BCEro pacnpenencHue En, T0mKHBI
COOTBETCTBOBATh KapTHHE, HAaOIII0qaeMoi BHYTPH CErMEHTa.

PaccmaTpuBast KpbUIOBO 3a4aTOK MOXKHO 3aMETUTh, YTO PaHHSA
CTPYKTypa KOMIapTMEHTOB CXOJHa C TOH, YTO HPUCYIIA CErMEHTaM,
Harpumep OpromHbIM. boree Toro, y Apo30¢uiibl epe iHe-3aaHss rpaHnia
B BHJIE TIOJIoCHl Dpp siBisieTcs], MO CyIecTBY, €AMHON Ul HOTAIBHOU 1
KPBUIOBOH 00J1aCTeH KPHIJIOBOTO JIMcKa. Bee 3T0 KOCBEHHO CBUIIETENBCTBYET
B TI0JIB3Y MOJIENIN APTypa, BUIEBIIET0 B KPbUIbSIX YIUIOIEHHOE IIPOI0I-
JKEeHHe Tena B upuHy. OTMETHM, 9TO aHAITOTMYHBIHA ClIeHApHH ObLT IpEIo-
JKEH /111 00BSICHEHUSI TPOUCXOKACHHS U Pa3BUTHSI KOHEUHOCTEH TETPAION
(Tanaka et al., 2002). V mpenkoB TeTparof, KaK IIPEAIONaraeTcsl 3Toi
pexoHcTpyKImeit, En pacripenensiercst B1oib Tena nojlocou, HayIe HibKe
JaTepanabHBIX paciinpeHuil. MHBIMH clioBaMHM, UMEET MECTO J0PCO-
BEeHTpasIbHast nossgpu3anus En, cBsA3aHHAs, BO3MOXHO, C U3BpAIEHHEM
CaMHX OCEBBIX OTHOIICHHH; HATOMHHUM, YTO TI03BOHOYHBIE 10 OTHOILICHUIO
K WICHHCTOHOTHM SIBJISIIOTCS IEPEBEPHYTHIMH Opranu3Mamu. st Hac 371ech
Ba)KHO OTMETHTH CIIEAYIONIYIO IIapaJlJIeIh MEXAY HACEKOMBIMH U TE€TPario-
namu. Kak v Kpbutbsl y HAaCEKOMBIX, KOHEUHOCTH y TETPAIo]l BOSHUKAIOT
TaKOKe B BUJIE JIATEPAIbHBIX YIUIONCHHUH, CHaYasIa B BUJIE €JMHCTBEHHOTO C
KaXJIO1 CTOPOHBI TeJla, HO B A IbHEHIIIEM pacajatoierocst Ha ABa, OTBeE-
Yaomuyx OyyIM IepeaHUM 1 33THIM KOHEYHOCTSIM. B pa3BuTHM KOHEd-
HOCTEH TeTpano BaXKHYIO POJIb UTPAIOT TeHbl 7hx5 s nepenaux u Thx4
JUIs 3aJHUX KOHEeYHOCcTel. ['omoror atoro reHa optomotor-blind n3secten
y Ip0o30(rITBI ¥ TakoKe MIPUHUMAET y4acThe B pa3BUTHH KpblibeB (Ruvinsky
& Gibson-Brown, 2000).

W3 Bcero BhIIECKAa3aHHOTO CIIEYET, YTO B IUIAHE CPABHEHMS PETYIIs-
TOPHBIX T€HOB KPBLIbsI HACEKOMBIX 00JIee COTIOCTaBUMBI C KOHEUHOCTSIMH
TETPaIof, He>KEIH 3TH IOCIIeJHHE — C HOraMH HaceKoMbIX. KoHeuHo, 3ToT
MapaiesIn3M KacaeTcst JIMIIb SKTOAEPMAIbHON COCTaBIIAIONIEH KPBUILEB
HACEKOMBIX U KOHEYHOCTEH TeTparo. Y M03BOHOYHBIX BEJIMKA POJIb ME30-
JlepMaJIbHBIX JIEMEHTOB, KOTOPHIE CTAHOBSITCS BEAYIIMMH Ha OoJiee mo3a-
HUX dTarax pa3BUTHs KoHeuHoCcTel. C Me301epMOH, B YaCTHOCTH, CBSI3aH
psin Hox TeHOB 13 pa3HbIX JyIUIMIMPOBAHHBIX CEpHH, a Taroke Gprudpodiiact-
HEI pakTOp pocTa (CMOTpH pasaer 2.2), KOTOPBIi HHAYIUPYET OHTOTCHE-
THYECKHE U3MEHEHHMS HE TOJIBKO B ME30/IepMe, HO 1 B 9KToziepMe. Taknm oOpa-
30M, KOHEYHOCTH TETPAIIOJ, B OTIMYHE OT KPhUIHEB HACEKOMBIX, NUMEIOT Ooriee
CJIOXKHYIO IIPHPOAY. Y HAC MOKA HET OITBITA TOMOJIOTH3AIIH KOMITO3UIIMOHHBIX
CTPYKTYP, COIIOCTABUMBIX JIUILIH IO OT/JETLHBIM CBOUM COCTABIISFOIIIIM.
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7. Mop¢oTumn: HoBbIe COCTABJISIIOLHE

Jlo HeaBHETO BpeMEHHU O MOP(OTHUIIOM TIOHUMAITH 0000IEHHOE
Ipe/ICTaBlIeHNe OIN3KHX 110 CTPOSHHIO MOP(OIOTHIECKUX CTPYKTYP, T.€.
CTaTHYECKYI0 KOHCTPYKIHMIO. Ho 3TH cTpyKTYpBI HE BOSHUKAIOT B TOTOBOM
Buzie. OHM OIIPEIENIAIOTCS B OHTOTEHE3E U B 3TOM CMBICIIE XapaKTepU3yIOTCs
cBoel tuHaMuKoi. [ToaToMy 11st osTHOTO ONMCaHus MOP(OTHIIA HEOOXO-
JIMBI JIOTIOJTHUTEJIbHBIC TIOHSTHS, Yepe3 KOTOPhIE MOYKHO BBIPA3HUTh €TO
JMHAMHYECKYIO COCTABIIIONLYI0. JTOT aCTIEKT HAIIEN BhIPayKEHNE B KOHIIETI-
LI MOZYJISIPHOM OPraHU3aK MOP(OCTPYKTYP U )KUBBIX CHCTEM B LIEJIOM
(cmotpu monpodHee: [llaTankun, 2002; TaM ke IpUBEIeHa UMEIOIIAsICS IO
3TOMY BOIIPOCY OCHOBHas JINTEPATypa).

Mozynu — 3TO JUCKPETHBIE €ANHHIIBI LIEI0T0, PacCMaTpHUBacMble
KaK TMHAMHYECKHE OTACIBHOCTH U XapaKTepU3yeMble COOCTBEHHBIM Pa3-
BuTHEM. Takne MoIynu 00JIaAatoT CIEAYIOIUMHI CBOIiCTBaMH: 1) UMEOT
ABTOHOMHYIO I'€HETHUYECKH JUCKPETHYIO OPraHHU3alHIo; 2) 4acTo 00JI1ajatoT
MepapXUIecKoi CTPYKTypOH; 3) IPOCTPaHCTBEHHO JIOKAJIN30BAaHbI OTHOCH-
TEJIHO JPYTUX TaKUX XK€ MOAYJICH; 4) TOKa3bIBAIOT ONPEEIICHHYIO CBSI3-
HOCTb MEXy co00if; 5) MOTYT moABepraTbcsi N3MEHEHUSIM BO BPEMEHHU
KaK B OHTOI'€HETUIECKOM, TaK u B ucropuueckoM rrane (Raff, 1996, p. 326-
327). B wactHOCTH, BOBMOXKEH MX pacrajl Ha HOBbIC MOIYIH WIH 00Be-
JUHEHHE C IPYTMMHU MOYJISIMA; OHU MOTYT CyIIIECTBOBAThH KaK IIPOMEXY-
TOYHBIC 3JIEMEHTHI WIH NEPEXOANTh B YCTOMYMBOE COCTOSHHE B BHUJIE
KOHEYHBIX MOpdoornyeckux cTpykryp. K aTomy cienyer nodaButs, uto
MOJYJIH MOTYT BKJIIOYAThCSA B BBIIOJTHEHHE HOBBIX (YHKIHMH Ha Tex
OHTOT€HETHYECKHX YPOBHSX, HAa KOTOPBIX paHee OHH He ObITH 3a/1eicTBO-
BaHBL. Hanpumep, TaHaeM reHoB dpp/sog (cMoTpu pasnen 4.1) sBuseTcst
KJIFOYEBBIM MOJYJIEM B 00pa30BaHHH BEHTPAJILHOH U TOpCabHOM CTOPOH
Tena y Apo30(HIbl: dpp SKCIPECCUPYETCS B KIETKaX NOpCallbHOU
nonycdepsl sMOpHOHA, a sOg MOJABIIET aKTHBHOCTh dpp B KJIETKax
BEHTpaIbHOH nosrycepsl. [1o3:ke 3TOT XKe TaHAeM y4acTByeT B 00pa3oBa-
HHH JKUJIOK KPbIJIA: dpp SKCIIPECCUpPYeTcsl B OyAyINX KIETKaX XKHIOK, a SOg
MIOAABIISIET aKTUBHOCTD dpp B MEXOKWIKOBOM npoctpancTse (Gilbert &
Bolker, 2001).

I'eHeTHYeCKIE CHCTEMBI COCTABIISIIOT CaMbIi HU3IIHMI YPOBEHb MOZLY-
JSPHOM OpraHm3anuy. DJIeMeHTapHBIMH (HAUMEHBIIUMH) MOIYJISIMH,
BUANMO, CIIEAYeT CYUTATh CHIHAIBHBIE CUCTEMBI B BUJIE ITOCIIEI0BATEIb-
HOCTH: BHEKJICTOUHBII CUTHAIBHBIN OEJIOK — PELeNnTop — MePEeHOCUNKU
CHUrHaJla BHYTPH KJIETKH — TPAaHCKPUIIIIMOHHBIN (hakTOp BHYTPH sIIpa —
TeHBI-MHIIEHN — TPAHCKPUIIMOHHBIC (PaKTOPBI MIIM CUTHAJIBHBIE OEIIKH,
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KOJMpyeMble TeHaMH-MHIIeHAIMH. Ecin Ha ocineaHeM JTare nepexooB
o0pasyercst TPaHCKPUIIIMOHHBIN ()aKTOpP, TO MBI TIOJIy4aeM YCEUCHHYIO
TEeHETHYECKYI0 CHCTEMY, BBIpAXKaeMyIO IIOCIIEA0BAaTEIbHOCTIO: T€HBI-
MHUIIEHH — TPAHCKPUIIMOHHBIE (PAaKTOPHI — TEHBI-MHUIIEHH HOBOI'O
ypoBHs U T.11. [TonpoOHee neMeHTapHbIe TeHETHIECKHE CHCTEMBI 00Cy K-
JaJnch B pasgerne 2.2, rae ObUIM AaHbl MPUMEPHI TPAHCKPHITIIHOHHBIX
(haKkTOPOB M CUTHATBHBIX ITyTeH (LIeTei).

B pasBuBaromemMcsi opraHu3Me 3JIeMEHTapHbIC TeHETHYECKUe
CHCTEMBbI 00BEIUHAIOTCSA B 00JIee KPYIHbIE MOIYJIH, KOHTPOJIUPYIOIINe
CTAHOBJICHHE TE€X WJIM HHBIX MOP(OJIOTHIECKHUX CTPYKTYP MM YacTel Tena.
B kauecTBe mpumMepa yrnoMsHeM reHeTHueckue cucteMmbl Wingless n
Hedgehog (moppobuee cmorpu: Cadigan & Nusse, 1997; Arias, 1999;
Ingham & McMahon, 2001, a Taxoke pa3zaen 2.2 HacTosel padoTsr). O6e
CHCTEMBI, UTPAOIINE KIFOUYEBYIO POJIb B PA3BUTHH CETMEHTOB, KOHEYHOCTEH
W HEPBHOW CHCTEMBI Y TO3BOHOYHBEIX M OECHO3BOHOYHBIX, BO MHOTHX
cirydasx o0pa3yloT B3anM0o3aBUCHMBIH TaHaeM. Harpumep, ipu odpaso-
BaHWH EPEITHETO U 33THETO KOMITAPTMEHTOB B CErMEHTaX, HOrax M KPhUIbSIX
HACEKOMBIX TPAaHCKPHITIHOHHBIH Oenok Engrailed maummmpyet pabory reHa
hh. KonupyeMslit 3TUM reHOM OeJIOK 4epe3 CBOIO CUTHATILHYO 110 CIIeI0Ba-
TEJIFHOCTh AKTUBHPYET JKCIpecchio wg. Wg-CUTHaNbHAas LeNb B CBOIO
ouepesib MOXKET HHAYIHPOBATh dKcnpeccuto rena engrailed (puc. 7 C). C
9TUMH IBYMsI CHCTEMaMH COTIpshKeHa Dpp-curHaibHast enb, JeHCTBYomas
TaKxe uepes engrailed n paboTaromiast 4acTo Ha KOHKYPEHTHOH OCHOBE €
Wg-curnansHo# 1ienpto. [lepexitouenue ¢ 01HON HenH Ha APYTYIO 3aBUCUT
OT JIPYTUX PETYIATOPHBIX TEHOB, KOTOPHIE ONPEACIISIOT, IT0 KAaKOMY ITyTH
TIOW/IET pa3BUTHE B JAHHOW SMOpHOHAIBEHON oOnacTh. [Ipyroi acTo ymo-
MHHAEMBIH IPUMEP FeHETHYECKOT0 MOAYJISL — KACKaI PETryJIATOPHBIX TCHOB,
OIIpEeIeIISIONINX CETMEHTAIMIO Y HACEKOMBIX. Kacka | BKIIIOYaeT HECKOIBKO
YPOBHEH pETyIsluy, HAYnHast OT MAaTEPUHCKUX TOJIIPU3YIOIIUX TCHOB 1
KOHYas! KITFOYEeBBIMHI Hox TeHaMu, crienn GUIUPYIOINME KaXKIbIH OT/eIIhb-
HBIH CETMEHT.

MBp! JIUIIB BCKOJTB3b YITOMSHYIH (paszaen 4.1) TepMUHAIBHBIE 3UT0-
THYECKHUE TeHBI Apo30buisl brachyenteron u forkhead (Schruder et al.,
2000). ITepBrrit BMECTE ¢ 3aBHCUMBIMH OT HErO T'€HAMH CBS3aH C Me30-
JepMOH Ha 3aJHEM KOHIIE OJIACTONEPMBI M Y4acTBYeT B 00pa3oBaHHUU
3aJHEeH KHWIIKKM M MalbIHUTHEBBIX cocynoB. Ero romounor Brachyury y
BTOPHUYHOPOTHIX aKTUBEH BOKPYT Onacroniopa u Oyaymero anyca (Wolpert
etal., 1998). I'en forkhead cBsizaH ¢ 0Opa3oBaHHEM CTOMaIeyMa U 3aHEH
kuiky. Ero romonor HANF3 y 103BOHOUYHBIX AKTUBEH BOKPYT pTa U aHyca.
Haxownern, y ruipsl TOMOJIOTH 000X T€HOB 3KCIPECCUPYIOTCS BOKPYT pTa/
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anyca (Holland, 2000). Takum 06pazom, 3TH TepMUHAIIBHEIE TEHBI U UX
TOMOJIOTH COXPAHSIOT CBOMCTBEHHYIO MM (DYHKLIMIO BO BCEX IpyIIax,
Ha4KHas ¢ KNIICYHOIIOIOCTHBIX.

[Tpumep npyroro kpaiiHe KOHCEPBATUBHOIO MOIYJS NArOT I'€HBI
IOPCO-BeHTpaNbHON mosspuzanuu. HamomuuMm (pasgen 4.1.), 9to
BEHTpaJIbHasi CTOPOHA HACEKOMBIX COOTBETCTBYET JIOPCAIBLHOIM CTOpOHE
XOPJOBBIX. DTO COOTBETCTBHUE PACIPOCTPAHSIETCS M Ha pa3BUTHE HEPBHON
CHCTEMBbI, HAXOSIIEHCs Y TTO3BOHOYHBIX I10]] KOHTPOJIEM IT'€HETHYECKOTO
monynst chordin/Bmp-4. Y Xenopus mopdoren Bmp-4, xonupyemsiid
KJICTKaMH JIOPCATbHON Me30epMBL, aKTHBHpYeTcs Oenkamu Bmp-1 1 Bmp-7
W MHAYLMPYET Pa3BUTHE cOocemHel skTonepMbl B koxy. berok Chordin
CBSI3BIBAET U TEM cCaMbIM OJOKHpyeT Bmp-4, B OTCYTCTBHH KOTOPOTO
9KTOJiepMaJIbHbIE KIETKU CIICIHANN3UPYIOTCS B HEpBHBIE. AHATIOTHYHAS
KapTHHa HaOIIoJaeTcsi B PasBUTHU BEHTPAIbHOW HEPBHOW CHCTEMBI Y
npo3odwer. [omonorom Bmp-4 sieisiercs dpp. KonupyeMmsrii M MopgoreH
aktuBupyercs 6enkamu Tolloid n Screw (romonoramu Bmp-1 1 Bmp-7,
COOTBETCTBEHHO) U mofaBisieTcs 6einkom Short gastrulation, romonorom
6enxa chordin (Gilbert & Bolker, 2001).

Wrak, nuHamudeckas cocTaisiomas MophoTruna MOXeT OBITh
OIMCaHa Yepe3 MOHATHE TeHETHIeCcKOoro Moayisi. Ho 4To KOHKpeTHO eMy
Oyzner cooTBeTcTBOBATH B MOpdoTume? 13 Hamero U3nokeHus Clenyer,
YTO B Ka4€CTBE CHCTEMBI B3aMMOCBI3aHHBIX PEryJIsTOPHBIX I'€HOB
TeHEeTHYECKUH MOAYIb (PUKCUPYET MPOCTPAHCTBEHHO-BPEMEHHBIE OTHO-
IIEHHSI MEXy KOMITOHEHTaMH1 Pa3BUBAIOIIEHcss MOP(OIOrHIecKon CTpy-
KTypblL. KITI0ueBbIM 371eMEHTOM NPOCTPAaHCTBEHHON CTPYKTYPH3AINH SIBIIS-
eTcst KoMITapTMeHT. Harrpumep, B HOKHOM HMaruHajIbHOM JIUCKE PeTyIls-
TOPHBIE T'€HBI PA3JEIIOT KIETKU Ha IEpeJHNE U 3aJHNE, a TAK)KE Ha HeC-
KOJIBKO MX THIIOB BJIOJIb IIPOKCHMO-MCTAIEHOM OCH, ONIPEAEIISIs B KOHSUHOM
CUETE YHCIIO U TIOJIOKEHUE WIEHHKOB B KOHEYHOCTSX Y B3POCIIBIX HACEKO-
MBIX. 3/1€Ch PETyIATOPHBIE TeHBI 33/1a10T apXETUIINYECKHE 0COOEHHOCTH
HOT, T.€. IPOCTPAHCTBEHHYIO OPTaHH3aIMIO BBIAEISIEMBIX B HOTaX HACEKOMBIX
JJIEMEHTOB WICHEHHUS (JacTeid).

Mexay KOMIapTMEHTaMH M KOHEYHBIM COCTOSHHEM Mopdo-
CTPYKTYPHBI Y B3pPOCIBIX GOPM MOXKET U HE OBITH MOJTHOTO COOTBETCTBUS,
YTO MBI BUJIETIH B CITy4ae rnapacerMeHToB. Clie10BaTeIbHO, TeHETHIECKUN
noaxoJ Aaer Oonee ryOokoe MOHMMaHWe MOP(OTHIIA, B KOTOPOM MBI
CIIOCOOHBI BBIJIETIUTH COCTABIISAIONINE, ITPU YUCTO MOP(OIOTHIECKOM OIH-
CaHMU BOBCE HE OueBHIHBIC. Tak, Yepe3 napacerMeHThl OCYIIECTBISIETCS
ABTOHOMU3AIMS NepeJHeN U 3a/1Hell o0yacTell cerMeHTa, U Te MOTYT B
CHITY 3TOTO ITO/IBEPraThCsl HE3aBUCHMBIM 3BOJIIOIIIOHHBIM IIpeoOpa3oBa-
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HUSIM. AHAJIOTHYHBIM 00pa3oM, JIMIIb Ha TeHETHYECKOM ypOBHE yCMa-
TPHUBACTCS OHTOTCHETHYECKOE EANHCTBO M, KaK Pe3yJbTaT, IPU3HAKOBOE
COOTBETCTBHE IOJICHH M [IEPBOTO WICHNKA JIATIOK y MyX.

OnuH ¥ TOT K€ TeHeTHYECKHH MOJYJIb MOKET Y4acTBOBATh B (hop-
MHUPOBAaHUH pa3HBIX MOpOCTpyKTyp. Hanpumep, yxe ynoMuHaBmmecs
COTIPSDKEHHO NIEHCTBYIOIMKE CUTHATIBHEBIE ciicTeMbl Wingless m Hedgehog
OTIpeNeNISIOT pa3JiefieHHe Ha NMPOKCUMAJIbHBIE U JUCTaJIbHBIE YacTH B
KOHEYHOCTSX, KPBUIBSIX U Ia3ax y npo3o¢mis (Vervoort, 2000; Gilbert &
Bolker, 2001), T.e. B cOBEpIICHHO pa3HBIX MOP(HOIOTHIECKIX CTPYKTYpaXx,
KOTOpbIE, OJHAKO, (POPMHUPYIOTCS 10 €AMHOMY ILIaHy. Jpyroii mokasa-
TEIIbHBIHN IPUMEp, PACCMOTPEHHBIH HAMH paHee, KacaeTcs O0JIBIIOro Yucia
OPTOJIOTMYHBIX T€HOB, yYaCTBYIOIINX B Pa3BUTHH KPBUIBEB Y HACEKOMBIX U
rrratl (puc. 16).

Moy XapakTepHu3yroTCsi COOCTBEHHOM IBOTIOIIOHHON UCTOPHEH.
Korna-To BO3HMKHYB, OHH MOTYT U3MEHSTHCS, OOBEIUHSSICh C APYTHMHA
MOZYJISIMH WJIH, HA000pOT, pacranasch B pa3HbIX codeTaHMsX. [loaTomy
IIPaBOMEPHA IIOCTAHOBKA BOIIPOCA O TOMOJIOTH3aNK Moaysiei. OHa MOXKET
OBITH OCYILECTBIICHA aHAJOTUYHO TOMY, KaK 3TO JIeJIaeTCsl IIPH CPABHEHUU
MopdoIOTHUECKUX CTPYKTYp. Eciii reneTHdeckne Moxyu ObLIN He3aBH-
CHMO KOONTHPOBAHBI JUIS BBITTOJHEHHUS T€X MJIM HHBIX OHTOTEHETHYECKIX
(yHKIMH, TO TOBOPUTH 00 X TOMOJIOTHH, KaK ¥ O TOMOJIOTHH CBSI3aHHBIX C
HUMH MOPGOCTPYKTYP, BUANMO, HENb3sL. J{pyroe /1eo, eciii rTeHeTHYeCKHe
MOZYJIH YHACJIEIOBaHbl CPaBHUBAEMBIMHU ()OPMaMH OT X OOIIETOo Ipe/Ka.
B sToM cnydae roMonoruro Mogyneid MOXHO CUMTaTh Joka3aHHOH. Ho
€CIIM MOJLYJTH TOMOJIOT MYHBI, TO JOITyCTHUMO JIM CPa3y TOBOPUTH O TOMOJIOTHHI
onpezaenseMblx uMu MopdocTpykryp? PaccMoTpum 3TOT Bompoc Ha
TIpUMepe Pa3BUTHSA I71a3a B pa3HbIX IPyMITax )KUBOTHBIX.

Pa3BuTHE I1a3a y MBIIIH U YeTI0OBEKa HAXOAUTCS O/l KOHTPOJIEM I'eHa
Pax-6, KOTOpBIA Ha paHHUX CTAaJIUSAX OIPEIEISIET CeTYarKy, a IMo3XkKe —
9KTONEPMY, POPMHUPYIOIIYIO POTOBHILY U XpycTanuK. [ e Pax-6 koqupyer
TPAHCKPHIIIMOHHBIA (haKToOp, KOTOPBIH OTIMYAEeTCsl HAJTUMYHEM ITapHOTO
nomeHa (puc. 4 D). MyTanuu 1o 3ToMy I'eHy NpUBOASAT K Aedekram riasa,
W3BECTHBIM Y (peHOTUTIOB Small eye Mbln 1y O0NBbHBIX Aniridia B ciydae
yenoBeka. Y 1po3oduiisl romosaorom Pax-6 sBusiercs reH eyeless (ey), n
KaXIbI{ 3Tall pa3BUTHUs (HACETOK HAXOAMTCS 110J] KOHTPOJIEM 3TOTO TeHa,
JNEWCTBYIOIIETO MCKIIOYUTEIHHO B aHTEHHAJIbHO-TIA3HOM JHCKE.
OTHOCHTENFHO HEZABHO y Np030(MIIbl OBUI BBISIBICH T'eH win of eyeless
(toy), BO3HHUKILIMH CKOpee BCETo B IIPOLEcce NyTIIUKALUK reHa ey. B atom
CMBICJIE 0y SIBIISIETCSI TAPAJIOTHYHBIM, 8 HE TOMOJIOTHYHBIM OTHOCUTEIIEHO
ey TeHOM. [11a3HbIe TeHbl, aKTUBUPYEMBIE €y, UIMEIOT CBOUX T'OMOJIOTOB
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CpeaM IIa3HBIX T'€HOB, aKTUBUpPYeMBIX Pax-6. Tak, reny sine oculis y
HAaCEKOMBIX OTBEYAEeT I'eH Six-6 y IO3BOHOUHBIX, TeHY eyes absent OTBe4aeT
reH Eya-4, areny eyelesstwin of eyeless otBedaeT reH Pax-9.

WunynnpoBaHHas SKCIpeccus TeHa ey B PYTUX JUCKaxX BEIEeT K
Pa3BUTHIO SKTOIIMYECKUX IJ1a3 Ha HOTaX, KPBUIBSIX, XKYKXKaJIbLaX  yCHKax
(Gehring & Ikeo, 1999). O1Tn nanHBIE TOBOPSAT O TOM, YTO I'€H €y SIBISIETCS
KITIOYEBBIM B pabOTe BCeTo Kackaaa TeHoB (00muM grcioM moutu 2500),
HEOOXOIMMBIX JUTs Pa3BUTHS I1a3a. [ eH foy Takoke cioco0eH HHIYLHPOBaTh
9KTONHNYECKHUE IJ1a3a, HO TOJILKO IIPH YCJIOBUY aKTUBHOCTH I'€Ha ey.

OKTONMUYECKasi IKCIIPECCHUS MBIIIMHOTO TeHa Pax-6 B apo3oduiie
MHAYLHMpYeT SKTonndeckue Qacerounsle miaza. bonee Toro, romosnorn
Pax-6 w3 acuumuu Phallusia v kamemapa Loligo Taxxe CIIocCOOHBI HHITY-
IIUPOBATh IKTOIMMUYECKHE I71a3a B Apo3o¢uiie. OOpaTHbIE 3KCIEPUMEHTHI
HE JIaJIM CTOJIb YETKUX PE3YJIBTaTOB, OJHAKO, M3MEHSSI BPEeMsI HHBEKIINN
nnopoguoir MPHK, ynanoce MHAYyHUMpPOBAaTh KTONMUYECKHUE IIa3a y
Xenopus.

Haxkonen, Bo Bcex rpymnmnax >KHBOTHBIX, HAYWHAsI ¢ KHIIEYHOIIO-
JIOCTHBIX, TOMOJIOTH Pax-6 y4acTByloT B (opMupoBanun (oropenen-
TOPHBIX OPT'aHOB. Y UNTHIBAsI COBOKYITHOCTH M3JIOKEHHBIX BBIIIE (DAKTOB,
65u10 BRICKa3zaHo npenmnonoxenue (Gehring & Ikeo, 1999) o romonornn
BCEX THUIIOB I1a3, B TOM YHCIIe (DaCETOYHOTO I1a3a HACEKOMBIX  KAMEPHOTO
7132 MIICKOTIUTAOMNX. [10SICHUM 3TOT BBIBOJI.

[Tpn romosoru3anuy riaBHas 3agada MOP(HOJIOTHYECKOTO CpaB-
HEHHS COCTOUT B TOM, YTOOBI IIOKa3aTh, YTO HEKOTOPBIH OPTraH y OJHOTO
BUAA ABIseTCS MoAM(UKaIMed TakoBOro y Jpyroro Buaa (moppobHee
cmorpu: Iarankun, 2002). Caenys 3Toi 3amade, IPU pacCMOTPEHHUHU
PELIEHTHOTO ¥ MCKOIIaeMOTO0 MaTepHajla Mbl MOXKEM PEKOHCTPYHPOBAaTh
TpaHc(OPMALIMOHHBIA psiZi U3MEHEHHsI OpraHa OT MCXOJHBIX (OpM K
NpoABUHYTHIM. [T1a3a (poToperienTOpHbIe OpraHbl) MPOU30IIIH OT €HH-
CTBEHHOTO IPOTOTHIIA ¥ IT0O3TOMY TOMOJIOTUYHEL. Takol THIT TOMOJIOTHHI
Ha3bIBalOT TPaHcoOpManMOHHON (Oy?HOBCKOH), a BCe THUIBI IVIa3 —
TpaHC(HOPMAITIOHHBIMHA TOMOJIOTaMH.

OnHaKo €CJIM CTAaBUTCSI BOIIPOC O CPABHEHUN KOHKPETHOTO THIIA TJ1a3,
TO KapTuHa Oyner nHoi. Tak, GpaceTouHble I1a3a HACEKOMBIX U KaMEPHBIH
I71a3 T03BOHOYHBIX HETOMOJIOTUYHBI 110 TOH MPUYMHE, YTO COOTHOCSTCS C
Pa3HBIMH aJIbTEPHATHBHBIMHU MPU3HAKAMHU, KOTOPHIE HE MOITH OBITH
OJTHOBPEMEHHO y OOIIEero mpejKa 3TUX Ipymi. B To xe Bpems mpuMeHn-
TEJIEHO K HACEKOMBIM HaJIMYHE Y HUX (PaCeTOYHOTO I71a3a sIBIISIETCS TOMO-
norueit. Takoii THIT TOMOJIOTHH Ha3bIBAIOT TAKCMY€CKOM, 2 CAaMH FTOMOJIOTH —
cuHanomopdusmu. B ocHOBE TaKCHUECKO TOMOJIOTHH JIEKUT CPABHEHHE
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O/IMHAKOBBIX IIPU3HAKOB, 8 HE Pa3HBIX MOP(OIOTUIECKUX CTPYKTY, KaK
3TO UMEET MECTO NPH AHAIN3E HIIEMEHTOB TPAHCHOPMAIIIOHHOTO PSAaA.
OnuH 1 TOT )K€ IPU3HAK, CK)KeM, HAIMYNE JKEITHIX YCHKOB, MOXET OBITh y
CpaBHMBAEMBIX BUJIOB KaK CHHAIIOMOP(HBIM, T.€. I0Ka3bIBATH TAKCHIECKYIO
TOMOJIOTHIO, TaK M HeT. [10sICHIM 3TO Ha CIIeAyIOIEeM H3BECTHOM ITPUMEpE.
Kpbiitbst ITHII 1 JIETYYHX MBIIIEH TOMOJIOTMYHBI B KAYE€CTBE IEPETHUX KOHEY-
HOCTEH, T.€. KaK TpaHC(OPMAIIIOHHBIE TOMOJIOTH, M HETOMOJIOTHYHBI KaK
KPBUIbs, T.€. KaK TaKcHUecKre romosory. Ilocnennee o3Havdaet, 4To JaHHbIA
MIPU3HAK HE SBISETCS ISl PACCMATPUBAEMBIX TPYIIIT CHHATIOMOP(HEH.
I'en Pax-6 u ero roMoJIOTH CIenupuIUpyoT poTopenenTopHsie 1
MTUTMEHTHBIE KJIETKH B KAYECTBE KIIFOYEBBIX KOMIIOHEHTOB BCEX TUIIOB IV1a3.
B npoaBrHYTHIX rpyIIax K 3THM IByM TUIIaM KJIETOK J00aBIIAIOTCS IpyTHE
(cBeTOMpENOMIISIONIHE, OTPasKAOIIHE), KOTOPBIE JIUIIb Yy YIIaloT 3peHNe
MIPUMEHHUTENIFHO K KOHKPETHBIM yCIOBUSAM 00uTanus. OQHAKO pa3BUTHE
rjla3a HaXOAUTCS elle M IMOA KOHTPOJIEM IeHETHYECKUX MOAYJIEH,
HETIOCPEACTBEHHO HE CBSI3aHHBIX ¢ (yHKIMEH 3peHust. IMeHHO 3Ti Moxynn
BO MHOTOM H OIIPEEIISIFOT KOHKPETHYI0 MOP(OI0THUECKy 0 OpraHn3aIHio
I71a3a B YaCTHBIX IpyIax. PaccMOTpuM OITMH 13 KOHKPETHBIX CITyJaeB.

— DV
rpaHuua

Puc. 17. Pa3Burue CIIOXHOTO IJa3a B aHTEHHAJIbHO-TJIA3HOM JHCKE y ApO30(HIIbl
(nmo Gerhart & Kirschner, 1997; Cavodeassi et al., 2001; Hurley et al., 2001).

A — Obpaszosanue mopgpocenemuyeckoii 60po3ovl. B — Jlupdpepenyuayus gpomopeyen-

mopnvix kiemox (RI-R8) ommamuousn (neduppepenyuposannvie Kiemku He

nokasamnvt). M6 — mopghocenemuueckasn b6oposoa; DV — dopco-eenmpanvnas epanuya;

Iro-m — iroquois-mirror KomMniekc; ocmanbHble COKpaweHus Kkak Ha puc. 6—7 u 15.

Fig. 17. Development of the Drosophila compound eye in eye-antenna disc (adapted
from Gerhart & Kirschner, 1997; Cavodeassi et al., 2001; Hurley et al., 2001).

A — Formation of morphogenetic furrow. B — Differentiation of photoreceptor cells

(RI1-R8) of ommatidia (uncommitted cells are not shown). M6 — Morphogenetic

Sfurrow; DV — Dorso-ventral boundary; Iro-m — iroquois-mirror complex; the rest of

abbreviations as in Figs 6-7 and 15.
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CrnoxHBIN TI1a3 y 1po30QuIIs! cocTabieH mpuMepHo u3 800 gaceTok
(ommMaruaues). PazBuTre daceTok HAUMHACTCS C CEPEUHBI 3-T0 JIMYMHOY-
HOTO BO3pacTa 1 CB3aHO ¢ 00pa30BaHUEM B KJICTKaX 3aJHEH YacTH IT1a3HOTO
Jicka MOp(oreHeTHUeCKoi O0pO3/1bl, KOTOpas JBIKETCS B BUIE BOJIHEI,
MIOCIIEZIOBATEIbHO 3aXBaThIBasi BCE HOBBIC M HOBBIE OOJACTH SIMTEINNS.
Wunnunanus 60po3asl cBsi3aHa ¢ TeHOM HF, sKcrpeccusi KOTOpOro
CTHUMYIUpyeTcs anuaepMansHbeM dakropoM pocra Egf. berok Hh nmeer,
BUANMO, AB€ GYHKIMH. Bynydn MopdoreHom, oH MOCTENEHHO CABHIAaeT
6opo3ny knepenu. Kpome Toro, Hh aktusupyer B 6opozne Dpp-curnains-
HYIO LIellb, KOTOpasi o0ecrednBaeT HEWPOHANbHYI0 IU(PEepeHIINALNI0
kietok. [To kpassm Knepenu oT GOPO31bI MPOUCXOUT SKCIIPECCHs Oenka
Wg, koTopsIii ouepunBaet Oymymuii rira3 ¢ 6okoB (puc. 17). B meHTpe xe
JICKa Wg TIOZIaBIIsIeTCS IVIa3HBIMU I'€HaMH BTOPOTO YPOBHS, eyes absent
(eya) m eyegone (eyg), ato obecneunBaet nepekmoveHne Hh Ha akTrBarro
Dpp-curnanbsHoit nenmu.

IIponecc ob6pa3oBaHus (aceTok B 00JACTH MPOXOKICHUS
Mop(oreHeTHYeCcKOi OOpPO3ABl HAYMHAETCS C HEWPOHAIBHOH
mu¢pdepeHnmanun SMOPHOHANBHEIX KJIETOK B KJIacTepbl U3 BOCBMH
¢oropenenrropubix Kinetok R1-R8 (Gerhart & Kirschner, 1997). Ona
OCYIIECTBISIETCS YePe3 TaK Ha3bIBAEMYIO JIaTePATbHYI0 HHIHOUIINIO, KOT/Ia
CHenuaM3upyomascs KieTKa noaasisieT quddepeHnuanuio B ToM ke
HAaIpaBJIeHUH COCETHHUX KJIETOK (CMOTpH pa3zen 2.2, CUTHaJIbHbIE OEIIKH).
[epBeiME cienmduipytoTcest R8-Ki1eTkr, KOTopbIe UTPAIOT POJIb IIEHTPOB
(hopMHUpOBaHUS OMMATH/INCB; B ITOJIC UX JEHCTBUS HaxoaaTes 19 Ommkaii-
mmx HenuddepeHImpoBaHHbIX KiIeToK. Kak pesysbrar, mo3aan mopgoreHe-
TUYECKOH BONHEI (POpPMHUpPYETCS PEryISPHBIA TaTTepH pasmemieHus 20-
KJIETOYHBIX KJIaCTEePOB C LieHTpasibHOM KieTkoi R8. Helipon R8 ungympyer
9KCIIPECCHUIO TeHa roagh B ABYX COCETHUX KileTKax (Oymymux HelpoHoB R2
u R5), pacrionokeHHBIX Ha MPOTHUBOIOJIOKHEIX 0T R8 cToponax (puc. 17).
Ha ciieytormem srarne, Giaropapst ak THBHOCTH TeHa Seven-up, Clieliuann3m-
pytoTest aBe napsl kietok R3/R4 u R1/R6, nmpudem Bo Bropoii mape Seven-
up AeiicTBYeT COBMECTHO € perienTopoM Sevenless. 3aKIIOYUTETBHBIN Iar
cBs3aH ¢ nupdepeHnuanueil Heiipona R7, uMeromieir MecTo TONBKO y
HenuddepeHIPOBaHHOM KIIETKH, HETTOCPEICTBEHHO KOHTAKTUPYIOLIEH C
HeriporoM R8. [TocnenHuii cekpetupyet TpaHcMeMOpaHHbIH Oenok Bride-
of-sevenless (Boss), KOTOPBIii SIBISCTCS TIMTAHIOM ISl TPAHCMEMOPaHHOTO
OJTHOCTIMPAJIbHOTO OeiKa Sevenless, MOKa3bIBAIONIETO IPOTEMHTHPO3HUH-
KMHA3HYI0 akTHBHOCTB. C perenTopHoi JacThio iuMepa Sevenless, cocTas-
JICHHOT'O 13 JIByX MOJICKYJI, coennHsieTcst muranz Boss. Takoii T B3aumo-
JeHCTBHA NUTaHAa W perenTopa Mbel oOcyxaanu Ha npuMepe Notch-
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CUTHAJIBHOTO Ty TH (puc. 5). B xireTke Bo3Oy>xneHne ot Boss nepenaercs mo
Ras/Raf/MAPK-curaagpbHOMY ITyTH, KOTOPBIA MBI YIIOMHHAJIH, TOBOPS 00
smuaepMaisHoM (pakTope pocra (puc. 6 A).

IMocne nuddepentmanim BocbMu (POTOPELIENITOPHBIX KIIETOK BOKPYT
HUX CIIEHUAIN3UPYIOTCS CHadasla 4YeThIpe KIETKH, AAIOUINE KPHUCTA-
JMYECKUH KOHYC (3€MIIEpOBBI KJIETKH), 3aT€M HPHUCOBBIE ITUTMEHTHBIE
KJIETKH 1, HAKOHEIl, OCTAJIbHBIE KIIETKH OMMATHIHS.

Cy1ecTBeHHOM 0COOEHHOCTBIO Pa3BUTHS INIA3HOTO MMarMHAILHOTO
JIICKA SIBJISIETCS €T0 Pa3/ielICHNe Ha TOPCAIbHBIN M BEHTPAIbHBIH KOMITapT-
MeHTHL. Pa3BuBarommecs ¢aceTku Ha craguu Tpex kietok (R2-R8-RS5)
OPHEHTHPOBAHBI MapaIeNbHO (GPOHTY MOP(POreHETHUECKOH OOPO3bI.
[epen crrermudukarueii R7 xiractepst R-kiteTok mo 06e cTopoHEI 3KBaTopa
TTOBOPAYUBAIOTCS, 00pasyst MeXIy coOoH mpsiMoit yrou (puc. 17). Kirroue-
Basi POJIb B JIOPCO-BEHTPAIBHON CIIENU(HUKALINY IT1a3a TPUHAUIEKHT Hec-
KOJIBKMM TeHaM. B nopcanbHol cdepe nposiBiseT akTHBHOCTD KOMITIIEKC
T€HOB {70qUOIS-mirror, KOTOPBIHA OrPaHNYNBAET 00JIaCTh SKCIPECCHU TeHA
fringe (fng) BenTpanbpHOH chepoit. Hamomuuwm (pazmen 6.2, puc. 15), ato
iroquois n fringe 00pa3yIoT KJIOYEBOH MOAYIb NMpH (HOPMUPOBAHUHI
JIOPCO-BEHTPAITBHBIX PA3IMYHI TAKOKe B KPbUIE HACEKOMBIX, M 3TA apajljieb
Obl1a OTMEUEHAa MHOTUMU. B KpbUTbsIX, IpaB/a, fiig aKTUBEH B TOPCATBHON
cdepe, a B pa3BUBAIOIIMXCS [NIa3aX — B BEHTPAJIbHOM KOMIIAPTMEHTE, OTHAKO
9TO pa3iIMIKe HECYIIIECTBEHHOE. B KphLIOBOM AMcKe 00pa3yroTcs TP KOMIIApT-
MeHTa (puc. 15), npudem obmnactu 3xcripeccu iro-C M fiig cOCENCTBYIOT.
ImazHoit e auck Ipo30(MIIbl pa3nenseTcst Ha JBa KOMIApTMEHTa, HO
001acTH HKCTIPECCHH iFo U fiig B HEM, KaK U B KPBLIE, COCEACTBYIOT.

Taknm 00pa3om, oTOpeenTOPHBIE U CBA3aHHBIC C HUMH CBETOIIPE-
JIOMJISIFOLIVE M TUTMEHTHBIE KJIETKN O0BEANHSIOTCS B CTPYKTYPY, OJIU3KYIO
10 TEHETHYECKOMY OIPE/IEIEHHUIO K KPBILy HACEKOMBIX. B 3Ty KapTuny
KOMITO3HIIIOHHOTO CTPOEHHMS (haceTOUHOTO I71a3a HACEKOMBIX XOPOIIIO BITH-
CBIBAIOTCS JITAaHHBIE 110 TOMEO3HCHBIM MyTallusM. JJOMUHaHTHAsI My TaLUs
Nasobemia nipeoOpaszyeT ycukn ApO30(QUIIBI B CPEAHETPYJHbIE HOTH U
(pevxe) miaza B Kpblbst. CxomHbIi 3 (heKT mpeodpa3oBaHMs I11a3 B KPUIbS
JaeT TOMEO3HCHAas MyTanus ophthalmoptera y npo3oduisr (Kauffman,
1993). B uenom, ycuk 1 11a3a y qpo30( sl HOKa3EBAIOT MOP(HOTCHETH-
YEeCKHE 3aBHCUMOCTH, KOTOPBIE BO MHOTOM TIOBTOPSIIOT TAKOBBIE MEXKIY
HOTaMH U KPbUIBSIMH. BO3MOXXHO, KaK-TO CBSI3aH C 3THM M TOT (aKT, YTO y
Ipo30(duiasl UMarnHAJIbHBIE TUCKW IJISl YCHKOB, IVIa3, HOI, KPBUIbEB U
KYXOKaJIel] CrpyNIIpOBaHbl BMECTE U AAJIEKO OTCTOST OT MMaruHaJIbHBIX
JIFICKOB POTOBBIX YacTeH, CKOHIIEHTPUPOBAHHBIX B TOJIOBHOM YaCTH JINUMHKH.
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OTMeTuM ele OJHy MHTEPECHYI0 OCOOEHHOCTH PETYISTOPHBIX
TEHOB, BAJKHYIO JUIS XapaKTepUCTUKK MopdoTHna. B pasHbIX rpymnmnax oHn
onpenensoT GpyHKINOHANBHBIH THII CTPYKTYP HE3aBHCHMO OT TOTO,
HACKOJIbKO CHJIBHO 3TH MOCJIEAHNE U3MEHMINCH B IIPOLIECCE SBOJIOINH.
MBI yxe npuBOIMIN IpUMep ¢ TeHoM Distalless, IMEIOIINM KIIIOUYEBOE
3Ha4YeHHUe NP POPMHUPOBAHNUH CIYXOBBIX X OOOHSTEIBHBIX OPTaHOB KaK Y
HACEKOMBIX, TaK 1 Y TI03BOHOYHBIX. 3/1€Ch BaYKHO MOTYEPKHYTh, UTO CBSI3b
OPraHOB MOXKET IPOSIBIIATHCS Ha O0Jiee NTyOOKHX, €M TKaHEBbIH, YPOBHSIX:
Ha KJIETOYHOM M JaXXe Ha MOJIEKYJspHOM. Tak, 6ecrio3BOHOYHBIE, KaK
MPaBHUJIIO0, UMEIOT (POTOPELIENTOPHBIE KJIETKN C MUKPOBHIIISIMH (LIUTOILIA3-
MaTH4e€CKUMH BBIPOCTaMH), TOT/Ia KaK y TO3BOHOYHBIX 3TH KIIETKH HECYT
pecHIUKH (IMnK). Y TIepBBIX MOMIoNnieHNe (POTOHOB OTKPBIBAET B KJICTKAX
WOHHBIN KaHall, a y BTOPBIX 3TOT KaHaJ, HAa00OPOT, 3aKPbIBAETCS, YTO
CBSI3aHO C HCIIOJIb30BAHUEM PA3HBIX CHTHAJBHBIX ITyTeH IpH nepenade
CBETOBOT'O BO30YKACHUS. Y MO3BOHOYHBIX TpaHCMEMOpaHHBIH GoTope-
LENTOp POAONCHH UCHOJB3YET CUTHAIBHYIO 1IeTb ¢ HUKInYeckoil [ M@
(uI'M®, ryanoznamoHnodocdar, cyclic GMP) mo cxeme: cBeT — pono-
ncuH — G-6enok tpancaynnH — ul M®-dochoauscrepaza - TMP -
3aKkpbITHE KarnoHHoro kaHana (Komeman n Pem, 2000; Cooper, 2000). ¥
0€eCII03BOHOYHBIX K€ UCIIONIB3YETCs] HHO3UT-TpH(OCchaT, OTKPHIBAIOIINN
KalblHeBble KaHaibl. VIMeloTcs pa3nuuus, B TOM YHCIE W B IJIaHE
SMOPHOHAIBHOTO IIPOUCXOKACHUS, ¥ B APYTHX KIETKAX, CyIIECTBEHHBIX
Jutst obecrieueHust pyHKIHHU 3peHunsi. EquHcTBeHHOE, 4TO 00BhEIMHSET Bee
THIIBI 7123, TAK 3TO HAJIMYHE B MUKPOBIIIISIX MII B PECHIUYKAX CBETOUYBCT-
BUTEIILHOTO TPAHCMEMOPaHHOTO OeJKa OTIICHHA, KOTOPBIM TOMOJIOTHYEH Y
BCEX )KUBOTHBIX.

J10 3TOTO MBI COOTHOCHIIN MOAYJIH C apxeTuroM. Ho apxerun ects
nenoe u3 romonoruzupoBaHHbix vactell (Illarankun, 2002). B Hamewm
MOCJIeIHEM IPUMEpPEe TeHETHYEeCKHUEe MOAYIHU OIPENeIsIOT CTPYKTYpPHI,
COCTABJISIOIIIE YACTH KOTOPBIX HE TOMOJIOTNYHBIL. PeryisiTopHble reHbl He
OTIPEENSIOT TOTO, N3 KAKMX KOHKPETHO KIIETOK U TKaHel Oyner chopmu-
poBaH opras (Mop(hOTHIT) ¥ KaK OH OyZIeT ycTpoeH B feTansiax. Ho nmMeHHO
OT HUX 3aBUCHT BHYTPEHHSISI OPraHn3anus OpraHa, Olpeaesomas ero Ha-
3Ha4eHHE. JTO OJBOAUT HAC K e1lie O0J1ee IIMPOKOi KOHLETIIMHE MOP(OTHIIA.

B camoii obmeit ¢popme Takas KOHIENIHUs Oblila HAMEUEHA elle
ApucToTesneM, KOTOPBIH B CTPYKType BeIel pa3indai 3ia0c («BHYTPEH-
HIOIO Qopmy») U «marepuro» (monpodbree cMotpu: lllatankun, 1993).
«BryTpennss popMay ecTh KOHCTPYKTHBHOE OTHOIIICHHUE, CBA3BIBAIOIIEE
JIEMEHTHI B LIEJIOCTHBIA OOBEKT U JAeJaroliee MOCIEAHNI KaueCTBEHHO
OTJIMYHBIM OT ApYTHX 00bekTOB. Harpumep, 311eMeHTHI, 00pa3yomye 10M,

91



JIOJDKHBI OBITh OTIPE/IETIEHHBIM 00pa30M COEMHEHbI, YTOOBI OTYUHIICS
MMEHHO JIOM, T.€. 0OBEKT OIpeeIeHHOTo BHU/A ((POPMBI) I Ha3HAYCHUS.
«Marepusi» ecTh HATypHAsI COCTABJISIIONIAS BELH, HATIPUMEP, KAMHU HITH
OpeBHA, U3 KOTOPHIX MOXET OBITh MOCTPOCH OM. APUCTOTEIh 0C000
BBIJIEIISUT IPUPOJIHBIC OOBEKTHI, TOCKOIBKY HX SMI0CHI IOJDKHBI BKIIIOYATh
B ce0sl 1IeJIenoIararoline IPUIHNHbI, OMPEICISIONUe CTPYKTYPY 00beKTa
MIPUMEHUTENFHO K €T0 Ha3HAYCHUIO ((PYHKITUH ). DHUI0CH HCKYCCTBEHHBIX
00BEKTOB JIUIIEHBl IMMAHEHTHBIX [[EJIEBBIX YCTAHOBOK: HJEsI I0Ma U TO,
KAaK U U3 Y€r0 OH MOYKET OBITh IIOCTPOEH, HAXOIUTCSI B TOJIOBE CTPOUTEIIS. A
«ujiest yCTPOHCTBay OpraHu3Ma HaXOJUTCS B HEM CAMOM.

[Mapamienu ¢ apuUCTOTEICBCKOW HMHTEpIIpeTalueil BUIHBI TIPU
PAcCMOTPEHUH HEKOTOPBIX PA3BUBAIOLIUXCS MOPPOIOTHIECKUX CTPYKTYD,
HarpuMmep, ra3. PeryisTopHbie reHbl He ONPEICIISIFOT UX HATYPHOE COCTO-
SIHUE, T.€. UCIIOJIb3yEMbIE TUIIbI KIIETOK U TKAHEH, HO OHHU YITPABJISIOT APY-
THIMU T€HaMH, OT KOTOPBIX 3TO 3aBUCUT. DTH IPYTHE TeHBI MOTYT Pa3IndaTh-
Csl B CECTPUHCKHUX TPYIINAX KakK B IUIaHE CIICIU(DUKHU ONPEIeNIIeMbIX UMU
KJIETOYHBIX THIIOB, TAK U [10 UCTOYHUKY SMOPHOHAITbHBIX TKAHEH, B KOTOPBIX
OHM aKTHBHEI.

3akiroueHue

MpbI HaxoMMCsI B HadaJle HaIero IyTH K HOBOW 3BOJIONMOHHON
6uonorun. IlepBeie pe3ynpraTsl OKa3aduch BredaTastomumu. [Tpexie
BCET0, 3pHMO BBISIBWJIOCH CTPYKTYPHOE €IMHCTBO XKMBOTHOTO MHpa, Ha
xotopoM Hactausai JK. Cent-Unep B cBoem cnope ¢ K. Krosbe. Uccie-
JIOBaHMS B 3TOM HalPaBIICHUH JODKHBI BHECTH CYIIIECTBEHHBIC KOPPEKTHBBI
B Hallle NOHMMaHUE TOMOJIOTHH. [Ipyroil acmekT, UMEIOMHUH TaKKe
r1y0OKHe MCTOPHYECKHE KOPHM, KacaeTcs BHYTPEHHEH OpraHM3alHu
JKMBOTHBIX. JKMBOTHBIE TOKA3BIBAIOT MOIYIISIPHOE CTPOEHHE, M 3TO BO3Bpa-
maet Hac K unesiM M. I'ete, KOTOpBIi cuuTa, 4To OpraHUu3Mbl IIOCTPOEHBI
13 HeOOJIBIIIOTO YHCITa GA3UCHBIX MOP(OJIOTMYECKHX €IMHHLI, HAOII0IaeMBIX
B UX pa3lIM4HBIX METaMOpP(U3UPOBAHHBIX COCTOSHUSX. Taknue 3KBHBa-
JICHTHBIE €MHULIBI BHYTPH OTJEIHLHOTO OpraHu3Ma IOJIy YN Ha3BaHHE
roMOHOMHBIX. [IpoGrieMe TOMOHOMHOCTH TeTIepb IPHIaH HOBBIN HMITYJIbC.
CTpyKTypHBIE CBSI3U, O KOTOPBIX MBI PaHbIIE HE TOJ03PEBAIIN, HAIPUMED,
MEX[y TAaKUMH MOP(OIOTNIECKH HECXOAHBIMU OpTaHaMH, KaK KPbUIbS 1
Ia3a HACEKOMBIX, OKa3aIHCh OYEBHIHBIMH Ha FEHETHYECKOM YPOBHE, DTH
1 TI0100HBIE UM CBSI3H TETIEPh BOMIYT B KPYT HHTEPECOB MOP(OIIOTOB, a UX
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aHaJIM3 JaCcT OCHOBAHMS JJIs1 KOHKPETHOW MpopabOTKN Ha HOBOM ypOBHE
TETEBCKOH HJIeH «METaMOp(O30B».

Jst MOpoII0oroB HacTymaeT BpeMst HOBOro cuHresa. OH, Kak cieLyer
W3 HALIEro 00CYXKIEeHUsI, OyIeT COIPSIKEH C EPEOIIEHKOHN TPAIUIIIOHHOTO
MOHSATUHHOTO ammnapara, BBIIBI)KCHHEM HOBBIX MOPQOJIOTHUYECKUX
KOHIIETIINH 1 6osiee TITyOOKUM OCMBICIICHHEM MOP(OTHIIA.

Bonbiyro moMoIpb Npy MOATOTOBKE HACTOSILIEH pabOThl OKa3aIH
3apy0Oexuble koutern: David N. Arnosti (Michigan State University),
Richard W. Beeman u Susan M. Haas, (USDA, ARS, Grain Marketing and
Production Research Center), Gregory K. Davis u Nipam H. Patel (University
of Chicago), Walter J. Gering (Biozentrum, University of Basel), Linda Z.
Holland (University of California at San Diego), Alessandro Minelli (Uni-
versity of Padova). Bcem nm aBTOp BBIpa)kaeT HCKPEHHIOO IIPU3HATEILHOCT.

Summary

In work the opportunity of definition of a morphotype on a genetic
basis is investigated. Last years were marked cardinal, it is possible to tell,
revolutionary changes in developmental biology and molecular systematics.
Successes of the first have been connected to disclosing genetic
constituent of the morphoprocess, allowed, on expression of Raff, 1996, to
coordinate in uniform model genes, ontogeny, and evolution. Molecular
reconstructions have considerably changed our representation about the
basic stages of evolution. In classification of Invertebrata insects appeared
relatives of Nematoda, instead of annelids as considered till now. If
molecular reconstructions are true, it means, that reduction of two phyletic
lines in one took place in traditional classification (Fig. 2).

Molecular reconstructions have called into question practice of
typological extrapolations of which reliability before very few people
doubted. The typology considered, that complex morphological structures
as reflecting huge number of ontogenic, constructive, and functional
connections, are unique and less all are subject to changes. Following this
position, in the morphological series describing possible sequence of
change of structures, saw some kind of the evolutionary mould closest
answering to phylogeny. To this belief in unity and stability of
morphological series the end has been put by molecular classifications. If
old morphotypes do not reflect real groups new understanding of
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morphotype, which would take into account the data of molecular
researches, is necessary for us. The basis for revision of this notion now
are available and are connected to successes of developmental genetics
which for the first time has approached to deciphering of structure of
morphotype.

The morphotype is ideal representation about the sum of essential
similarities of an organism or its separate parts. Between morphostructures
different levels of a generality are possible. The highest level of a
morphotype is correspond to body plans. In the literature the body plan is
defined differently (Arthur, 1997). Here we follow some authors who
concentrated attention on the spatial organization of the basic components
of a body irrespective of their structure and function. The body plan in
this case is set of the general features of arranging of organs and their
spatial organization. At such understanding the body plan will be defined
by smaller number of parameters which count only four: (1) structure of
the basic axes and planes of a body, (2) homonomous parts concerning
segmentation, (3) tagmosis, (4) presence of appendages of a different kind
and destination, their structure and a spatial arrangement.

From results of the molecular reconstruction in brief marked in
introduction, we know, that it not the best way to use similarity for definition
of a morphotype. Now however the opportunity has appeared to define a
morphotype on a genetic basis. If morphotype to consider as expression
of the spatial organization of parts of a body through developmental genes
we in real earnest approach to its substantial understanding.

In work the following questions are in detail considered: gene
structure, transcriptional factors and signal molecules, antero-posterior
and dorso-ventral polarization of the Drosophila oocyte, the main genes
involved in segmentation, in development of legs, wings, compound eye
of Drosophila. On some from these questions it is necessary to stop more
in detail.

In insect development the dual nature of segments is precisely
shown The first type of segments is connected to the genetic cascade
including pair-rule, segment polarity, and homeotic genes. The pair-rule
genes give parasegments. The second type of segments is formed
irrespective of parasegments and ahead of them. Minelli (2000a, b; 2001)
has named these segments the naupliar.

Some pair-rule genes are expressed in odd- or even-numbered
parasegments. Minelli (2000a, b; 2001), in essence, has given the first
explanation of so strange peculiarity in behaviour of pair-rule genes. He
has made the assumption about the two-phase mechanism of formation of
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parasegments. First there are primary segments among seven in
Drosophila. Then each parasegment except for the first divides into two
new. The segments answering to the first group of parasegments, he has
named the basic, or eosegments. The segments formed as a result of
division of parasegments, have been named merosegments. As a whole
number of the parasegments and segments answering to them is the same
in Arthropoda and equally to ten. These parasegments then are split into
secondary parasegments. As to the naupliar segments, their number it is
equal to three and they correspond to a protocephalon (Snodgrass, 1935).
The given scenario finds support in the results of studying the earliest
stages of animal evolution. The head, probably, was issued by the first in
evolution. Its formation was accompanied by functional specialization of
Lim- and Paired (Prd) genes playing a key role in formation of a head of an
animal. Later at the following stages of evolution the trunk with the complex
of trunk genes including Hox genes was formed (Peterson & Davidson,
2000).

Minelli (2000b) has expressed opinion, that animal appendages
represent duplicates of the main axis of a body. The problem of duplication
of axes always can be converted in a problem of co-optation of already
available genes into genetic programme of new structure. Though many
spoke about such opportunity, only Minelli has specified, that here there
should be a reorganization of axial relations. Concerning the actual state
of affairs, we at once should tell, that the genes, determining antero-
posterior axis of animal body, are important at early stages of development.
Therefore it seems to us, that it will be better to consider appendages as
duplicates of axes of segments. In this case at once there is obvious a
similarity in genetic means of polarization of both segments and
appendages. The following fact receives a relative explanation: appendages
are inherent for those animals that have well developed, and in particular,
heteronomous segments.

Unlike legs development of wings in insects goes under other
circuit. It, probably, there are two evolutionary mechanisms of formation
of insect legs and wings. If legs to consider as duplication of axial relations
in a segment, any other scenario is necessary for an explanation of an
origin of wings. In due time Arthur (1997) has offered the simple circuit of
limb formation, considering limbs as lateral outgrowths of trunk.
Accordingly all relations between key genes in these outgrowths and first
of all distribution of Engrailed should correspond to a picture observable
inside a segment.
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The dorsal and ventral appendages are characterized by the
morphological parameters on which they differ from a trunk. Therefore
additional complexes of the genes, determining, in particular, various
compartments along antero-posterior, dorso-ventral, and proximo-distal
axis, take part in their development. In other words, appendages are
composite structures. Their composite nature is especially indicative in
case of compound eyes. Alongside with the genes determining the visual
apparatus, other complex of genes similar to genes of a wing, plays a key
role in development of an eye.

Traditionally morphotype are considered as generalized notion
about similar morphological structures, i.e. as a static design. But the
morphostructures do not arise in a ready kind, they are defined in
development and in this sense are characterized by dynamics. The dynamic
aspect has found expression in the concept of the modular organization of
structures and living systems as a whole (Raff, 1996).

Genetic systems form the lowest level of modular organization.
Elementary genetic systems (EGS), probably, should be counted signal
systems as the following sequence: extracellular ligand — transmembrane
receptor — intracellular signal transmitters — transcription factors — target
gene — [signaling or transcriptional proteins]. In an organism EGS are
united in more large-scale units, which control formation of those or other
morphological structures or parts of a body. The genetic modules expands
concept of a morphotype at least in three directions.

1. Due to genes we are able to understand the spatial organization
even when it has no precise expression as any morphological structures,
for example, arrangement of organs along various axes of a body.

2. The spatial connections seen only in development, can be
included in the description of a morphotype. It means that between
compartments and final organization of morphostructure can not be full
conformity. Parasegments are an indicative example. From this example
also follows, that the genetic approach gives more full understanding of a
morphotype. So, through parasegments we are capable to allocate
evolutionary autonomous parts which at traditional morphological
description are not obvious.

3. At last, it was possible to reveal the unity of a morphotype
determined at deeper structural level. We saw it in case of eye development.
Eyes in different groups differ as a structure (pinhole eyes, compound
eyes, cameral eyes and others), development and at a cellular level
(microvilli- or ciliated-type photoreceptor cells; cyclic GMP or Inositol
1,4,5-trisphosphate as the second messenger in transmitting the visual
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signals). But all of them (as light-sensing organs) are derived from a single
prototypic eye and, therefore, are homologuos (Gehring & Ikeo, 1999).
This type of homology is named transformational. Various types of eyes
are transformational homologs. On the other hand compound eyes of
insects and cameral eye of vertebrate are not homologuos. They correspond
with different state of feature which could not be simultaneously in the
common ancestor of these groups. In insects compound eye are
homologuos. In this case the some people speak about the taxic homology
and taxic homologous similarities name synapomorphy. The given
similarity is based on comparison of identical states of character. In case
of the transformational homology it is a matter of comparison of different
structures of a morphological series. For clearness we shall result a similar
example which repeatedly discussed. Wings of birds and bats are
homologous as transformational states of fore limbs and are not
homologous as wings, i.e. as taxic homologs. The last means, that wings
are not synapomorphy for considered groups.

In case of an eye genetic modules define structure in which their
own parts are not homologuos. We, thus, come to wider concept of
morphotype. In the most general form this concept has been outlined by
Aristotle in an antiquity. He distinguished the idea, or eidos and a matter
in structure of things (their formal and material causes). The eidos (form) is
the constructive relation connecting elements in complete object and
making last qualitatively distinct from of other objects. For example, the
elements forming the house, should be definitely connected, that the house,
i.e. object of the certain form and destination has turned out. The matter is
anatural constituent of a thing, for example, stones or logs from which the
house can be constructed. Parallels with this interpretation are visible by
consideration of some structures, for example, eyes. Regulatory genes do
not determine natural constituents of an eye, i.e. used types of cells and
embryonal tissues. But they regulate other genes on which it depends.
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