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B 0630pe paccmaTtpuBaroTcsl pabOThI MOCAEIHUX JIET, pacCIIUPSIONINE TPeACTaBlIeHUs 00 YCTaHOBJIEHUU
MO3ULIMOHHOU MH(OopMaLMu B paHHeM aMOpuoreHese Drosophila melanogaster. Ilpeapinyiue uccienona-
HUS TT0Ka3aJIM, 4TO B Mpollecce JeTepMUHALIMKM CETMEHTOB Y 1p030duiIbl MHMOpMaIus, co3aaBaeMast rpa-
MHUEeHTaMU TTPOAYKTOB MAaTEPMHCKHX KOOPAMHATHBIX TEHOB, HE “CUMTBHIBAETCSI” CTATUYECKH, a MHTEPIIpe-
TUPYETCSl UX 3UTOTUYECKUMU TFeHaMU-MUIISHSIMU TIOCPEICTBOM PETYJIITOPHBIX B3aMMOJIEHCTBUIL. DTO
MMPUBOAMT K TPOCTPAHCTBEHHBIM CIBUTaM OOJIACTel SKCIPECCUM TeHOB-MUIIIEHEeH OTHOCUTEIbHO U3HA-
YaJIbHBIX TTO3UIINI, a TaKXKe K TMHAMUYECKOMY CHUKEHUIO BapuaOeIbHOCTU 3UTOTUYECKOI SKCIIPECCUU.
OmnHako, CorJlacHO HOBEHMIITUM JaHHBIM, MHTEePIIpeTals MO3UIIMOHHOM MHMDOPpMAaIINKY BKIIIOYaeT B3auMO-
NeICTBUS HE TOJBKO MEXIY 3UTOTMYECKMMM TeHAMU-MUILIEHSIMU, HO U MEXIy CaMUMU MaTepPUHCKUMU
KOOPAWHATHBIMU TeHaMU. [Ipu 3ToM, MeXIy cO00i MOTYT B3aUMOIEHCTBOBATh Pa3Hble CUCTEMbI MaTe-
PUHCKHX KOOPAMHATHBIX TEHOB (MAaTepUHCKNE CUCTEMBI): aHTEPUOPHO-TTIOCTEepUOPHAsi, TepPMUHAJIbHAS U
nIopco-BeHTpaabHas. Kak rmpaBuio, 3To BeIpakaeTcsl B PeTYJISIIIUM 3UTOTUYECKUX TeHOB-MUIIIEHE OTHOM
MaTEpPUHCKOI CUCTEMBbI IPYTMMU MaTEPUHCKUMU cuctemMamu. [1Jisi 0603HaueHUsT B3aUMOIEUCTBUSI MaTe-
PUHCKMX CUCTEM TIpU AeTePMUHALIMU ITPOCTPAHCTBEHHOM 9KCIIPECCUY TeHOB B paHHEM SMOPHUOHE IPO30-
GuIEI OBLIO BBEIEHO MOHATHE “MOopdoreHeTUYeCKas CeTh”.

Knroueewie caroéa: MaTepuUHCKMUE TPaIUEHThI, MO3ULIMOHHAsI MH(popMalLus, MopdoreHes, SMOPHMOH APO30-

¢uel, cermeHTanus, Bicoid, Torso.
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BBEAEHWE

Ha panHux ctagussx aMOpHOHAJIbHOTO Pa3BUTHSI
MHOTOKJIETOYHBIX OPraHU3MOB OTAEJbHBIC KJIETKU
MOIy4YaloT MHPOPMALIIIO O CBOEM ITOJIOXKECHUU B 9M-
OpMOHE IIyTeM WHTEepIIpeTalluy KOHIIEHTpalui
TPAaHCKPUMNLIMOHHBIX (PAKTOPOB WJIM CUTHAIBHBIX
MOJIEKYJI, (POPMUPYIOINX MOP(POreHETISCKH M Tpa-
mueHT (Gurdon, Bourillot, 2001; Tabata, Takei,
2004). CyiiecTBYIOT AB€ OCHOBHBIE KOHIECIIIUNA OT-
HOCUTEJILHO XapaKTepa MHTEepIIpeTalluy TaKuX rpa-
IueHToB reHamu-MuineHsMu (Liu et al., 2013). Ilep-
Bag Oa3mpyeTcs Ha KiaccudeckKon “momenu (paH-
my3ckoro ¢mnara” Jlptoumca Bosabnepra (Wolpert,
1969), 1 npenmnosaraer, 4To MOPOroBbie KOHLIEHTPA-
LIUU MOP(OTCHETUYECKUX IPAAUEHTOB IPEIOCTABIISI-
IOT BCIO HEOOXOIMMYIO IIPOCTPAHCTBEHHYIO MHGOP-
MaIUIO IJIST 9KCIIPECCUM TEHOB-MUIIICHEN U, B HaJlb-
HeuieM, s (OPMHUPOBAHUS COOTBETCTBYIOLIEH
CTPYKTYpPHI pa3BUBaoIIerocs opranusma. B coorser-

CTBUM CO BTOPOI KOHLEMIIMENH, IPagUeHThl BhIITOJI-
HSTIOT TOJIbKO MHCTPYKTUPYIOIIYIO POJIb, U CO3IaBae-
Mast UMY TTO3ULIMOHHAsI UHpopMaLUs B JajbHEHIIIeM
CYIIIECTBEHHO YTOUHSIETCSI ITOCPEICTBOM KpPOCC-pe-
TYJISILIUU B CETSIX TEHOB-MHUIIIEHEH.

OMOpuoH Drosophila melanogaster siBisieTcsl Uc-
KJIIOUUTEJIbHO YIOOHBIM MOAEIBbHBIM OOBEKTOM IS
U3Yy4eHUs] JEUCTBUS MATEPUHCKUX TpaaueHTOB. B
paHHEeM 3MOpPUOHE MTPOCTPAHCTBEHHBIE KOOPAWHATHI
YCTaHaBJIMBAIOTCSI CUCTEMaMU MaTePUHCKUX KOOPAM-
HaTHBIX TEHOB (MaTepUMHCKUMU CUCTEMaMM ), ICHCTBY-
IOIIMMU BIOJb aHTepUOpHO-nocTepropHoil (A-IT) u
nopco-BeHTpaiabHOU (JI-B) oceit am6puonHa. MH-
dopmalius, 3agaHHasi 5TUMU CUCTeMaMU, BIIOCJIE/-
CTBUM WHTEPHPETUPYETCS 3UTOTUYECKUMU T€HAMU.
MaTepuHCKHUe CHUCTEeMBbI, NeiCTBYIOLINE BAOJb OCHU
A-TI, moapa3nensitorcsi Ha aHTEPUOPHYIO, MOCTEPU-
OPHYIO U TEPMUHAJIBHYIO.

219



220

CYPKOBA u np.
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Puc. 1. BausHue uameHeHust KoHleHTpauuu Bed Ha ycTaHOBJIeHME TpaHULL SKCIPECCUU TeHOB-MUllieHel y Drosophila mela-
nogaster. a — V1300paxkeHrie KapTHUHBI 9KCIpeccuu bed B SMOPUOHE AMKOro THra 13 6as3bl naHHbIX FlyEx (http://urchin.spbcas.ru/flyex/)
(Pisarev et al., 2009). Cxematnuecku NoKa3zaHbl B3aMMHOE pacrojioxkeHue u A-I1 mo3uimu rpaHu1 SKCIPeccun aHTEPUOPHbBIX
reHoB-MuileHei Bed, Takux Kak otd, ems v btd B sSMGpuroHe quKoro tura (0), SMOproHe, HecylleM 6 Koruii reHa bed (T), B 9M-
OprOHE C paBHOMEPHBIM paciipenesienuemM oenka Bed (B) u B aMOpuoHe ¢ paBHOMEPHBIM pacripefiesicHreM oenka Bed, Hecy-

mem 6 konuii reHa bed (1) (Ochoa-Espinosa et al., 2009).

AHTeprOpHass MaTepUHCKasl CHUCTeMa IIpeICcTaB-
JIeHa Tpague€HTOM KOHIEHTPALIMM TPAHCKPUITLIMOH-
Horo ¢akTopa Bicoid (Bcd), nMmerommM MakKCUMyM
Ha aHTEpPUOPHOM TOJII0CE SMOPHOHA, TI¢ JTOKAIU3Y-
erca MPHK bcd (Frohnhofer, Nusslein-Volhard,
1986; Driever, Nusslein-Volhard, 1988a). benok Bed
pacmpocTpaHseTcsl Mo4YTH BOojib Bceit A-I1 ocu m
BJIMSIET HA IIPOCTPAHCTBEHHYIO 3KCIIPECCUIO MHOTO-
YUCJIEHHBIX TeHoB-MulleHeil (puc. la). Ilpu sToMm
Bcd mmeer cBolicTBa KilacCU4eCKOro MopdgoreHa —
00JIaCTH BKCHPECCHUU 3UTOTUYECKMX T€HOB-MUIIIE-
Heit Bed cmematorest Bnoib A-IT ocu B 3aBUCUMOCTU
oT 103561 bed B amOpuoHe. [1pn yBenmueHuu no3sl bed
KapTUHBI 3KCIIPECCUU TEHOB-MUILICHEN CMEIArTCs
B IOCTEPUOPHOM HaIlpaBJICHUU, a IIPU €€ YMEHbIIIE-
Hun — B aHtepuopHoM (Driever, Nusslein-Volhard,
1988b; Namba et al., 1997). Takum o6pa3zoM, MOKHO

TOBOPUTH O TOM, YTO ITO3UILINM 3TUX 00JIACTEi 3aBU-
CSIT OT MHOPOTOBBIX YpPOBHEl KoHIIeHTpamuu Bced.
JIsrouc BosbnepT B c¢BOe BpeMs HMCHOJB30BaI 3TO
cBoicTBO rpaaueHTa Bed B KauecTBe WUTIOCTpalivin
Monaenu dpaHiy3ckoro giara. OgHako 6osee Mmo3i-
HHe pe3yJIbTaThl BHECIU U3MEHEHUS B 3TY MOACIb U
MoKazajay, YTO CUMTHIBAHME 3UTOTMYECKUMU TeHa-
MU-MUILIEHSIMU TTO3UIIMOHHON MHGOpMALIMU, 3aJI0-
JKeHHOM B rpaaueHTe Bed, He sIBIsIeTCS MAaCCUBHBIM,
a TpeOyeT B3aMMOIECHCTBUI MEXIy 3TUMU T'€HaMU-
MUIIEHSIMH. BBITO BBISIBIIEHO, UTO ITOCIIC MHUITAATIN -
3alluM 00JIacTeil 3KCIIPECCUM 3UTOTUYECKUX T'€HOB
gap u pair-rule mpoucxoaut yrounenue ux A-II mo-
3UIIMI, BhIpaxaroleecsl B CIBUTax M Cy>KeHUU 00J1a-
CTeli DKCIIPECCUM STUX IEHOB, a TAKXKE CHYDKEHUHU UX
MPOCTPAaHCTBEHHOI BapHaOEIbHOCTU CO BPEeMEHEM.
DKCIIepUMEHTHI in silico TTOKa3ajan, YTO B CETU B3aM-
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Puc. 2. Peripeccopsl, ycTaHaBiuBaloiue rpaHuliibl TeHoB-mutieHeit Bed y Drosophila melanogaster. IlpencraBineHsl ycpeqHeH-
HbIe KapTUHBI 3Kcnpeccuu bed, run v Kr nis Havyana nukia 14A (BpemeHHo kiacc 1) u3 6a3bl nanHbix FlyEx (Pisarev et al.,
2009). O61acTb KCNPECCUM cic TIpeCTaBlIeHa CXeMaTUYeCKHM B COOTBeTCTBUM ¢ faHHbIMU Chen et al. (2012). Takxxe nokasaHa
9KCIIpeccusl TepPMUHAJIBHOTO reHa gap #// Ha mojocax aMopuoHa. ['eH Akb skcipeccupyeTcs aHaJJOTUYHBIM 00pa3oM. B ieHTpe

aMb6puoHa aKcrpeccus [ u hkb penpeccupyetcs Cic.

MOJEMCTBUIA TEHOB gap TaKue MPOLeCChl 00YCIOBIIE-
HBl B3aMIMHOM peryJisiiyeil MexXay STUMU TeHaMU
(Jaeger et al., 2004a; CypkoBa u ap., 2008, 2011;
Surkova et al., 2008; Manu et al., 2009).

IMTocTtepuopHast MaTepuHCKasi cCCTeMa B SMOPUO-
He npo3oduiibl TipeacTasieHa 6eakoM Nanos (Nos),
GYHKIUSI KOTOPOTO 3aKII0YaeTcss B (GOPpMUPOBAHUMN
A-TII rpagyeHTa MAaTepUHCKOTO TPAHCKPUITLMOHHO-
ro pakropa Hunchback (Hb), KkoTopbIit COBMECTHO C
Bcd yyacTByeT B yCcTaHOBJIGHUM TpPaHMUIL SKCIIPECCHUM
abmomuHanbHbIX TeHoB gap (Lehmann, Akam, 1989;
Yu, Small 2008; Porcher et al., 2010; Jaeger 2011). Tep-
MUHAJIbHAs CUCTEMa OTBETCTBEHHA 3a (DOPMUPOBAHKE
TEPMUHAIIBHBIX CTPYKTYP SMOPUOHA — aKPOHA U TeJlb-
coHa. OHa mpeAcTaBisieT cOO0M CUTHAJIBHBIN MYTh,
KJTIOY€BbIM KOMIIOHEHTOM KOTOPOTO SIBJISIETCSI TUPO-
3UH-KMHa3HbIN penentop Torso (Tor) (Weigel et al.,
1990). Tor akKTUBUpPYET SKCIPECCUI0 3UTOTUUYECKUX
TeHOB Ha ITOJTI0cax SMOPHOHA ITPU IMTOMOILLIM HEMPSIMO-
ro MeXaHuU3Ma, OCHOBAaHHOT'O Ha PEIpecCu perpec-
copoB. B 4yacTHOCTH, aKTUBHOCTh PaBHOMEPHO pac-
npenaesieHHOro MaTtepuHCKoro perpeccopa Capicua
(Cic) ocTraeTcss MaKCUMaJIbHOM B LIEHTpEe SMOpPUOHA,
MO3BOJIsISI TEPMUHAJIBHBIM T'eHaM, TaKUM Kak failless
(tl) n huckebein (hkb) s3KxcripeccupoBaThCs Ha IIOJIIO-
cax (puc. 2) (Jimenez et al., 2000).

®dopmupoBaHue TIPOCTPAHCTBEHHO SKCITpeCcCur
3UTOTUYECKNX TeHOB BHOJb /1-B ocu aMOpmoHa npo-
30¢uibl 3aBUCUT OT rpaagueHTa Dorsal (DI), koro-
DBIi1 SIBJISIETCSI TPAHCKPUITLIMOHHBIM (haKTOPOM U pe-
ryaupyet 6ojiee 50-Tu reHoB-MulleHeli (Stathopolu-
los, Levine, 2002).

Kak 6pu10 mokasaHo Ha mpumepe Bed, marepuH-
CKMe rpageHThbl UMEIOT CKOPEe MHCTPYKTUPYIOIIYIO,
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yeM OIIPEIeIsSIONIyI0 poib B (hOPMUPOBAHUU IIPO-
CTPAaHCTBEHHOM 3KCIIPECCUM T€HOB-MMIIIEHEN, KO-
TOpas B JaJIbHEMIIIEM yTOUHSIETCS MyTeM B3aUMOJIEM -
CTBMI B CETIX 3UTOTUYECKUX T€HOB. TeM He MEHEE, B
psiie MccieqoBaHUN ObLIM TIOJYYEHbI PE3yJabTaThl,
YKa3bIBalOIIMe HAa TO, YTO B SMOPHOHE IPOUCXOAST
B3aMOJIEMICTBUSI MEXIY CaMUMM MaTepUHCKUMU
CUCTEMaMMU.

Hampumep, nmokazaHo, 4TO0 MaTepMHCKAsT TEPMMU-
HasiibHas cuctema (Tor) coBmectHo ¢ Bed oTBeuaeT 3a
¢dopMUpoBaHUE KapTUH SKCIPECCUU TEHOB B TOJIOB-
HOW obyiactu sMOpuoHa. [Ipu aTOM B3aumMoeiicTBue
Bcd 1 Tor MoxXeT OBITh KaK CUHEPIUYHBIM, TaK 1 aH-
taronuctuueckuMm. Kackan Tor u rpanuent Bed Mo-
YT HE3aBUCUMO aKTUBHMPOBATh BKCIIPECCUIO TaKMX
TEpMUHAJILHBIX T€HOB, Kak hkb. UHTepecHO, 4TO 3Ta
dyHk1Ms Tor MOXET ObITh UBOBITOUHOM, T.K. NedeK-
ThI TOJIOBBI, HAOII0aeMble Yy HYJIb-MYTaHTOB TIO for,
MOTYT OBITh BOCCTAHOBJICHBI IIPY BHICOKMX KOHIICH-
tpauusx Bed (Schaeffer et al., 2000). ITomumo 3TorO,
CYIIECTBYET THUITOTE3a, YTO aKTUBHOCTL Tor dpocdo-
punupyetr Bed (Ronchi et al., 1993), ycunuBas ero
MopdoreHeTnueckyo QGyHkuuoo Baojib A-IT ocu
(Gaoetal., 1996; Janody et al., 2000). B To ke Bpems,
Ha aHTepUOPHOM KOHIIe SMOproHa Tor MOXeT UMETh
HeraTuBHoOe BiausIHUE Ha Bcd, 1 3TO mpuBoOauUT K pe-
MIpeccur TaKMX T€HOB Kak b m orthodenticle (otd)
(Ronchi et al., 1993; Bellaiche et al., 1996).

B nanHoM 00630pe rnpencraBieHbl padOThI ITOCTE-
HUX JIET, B KOTOPBIX UCCJIEIOBAaHbl MEXaHU3MBI, Jie-
XKalllye B OCHOBE B3aMMOIENCTBUSI MEXAY Pa3sHBIMU
MaTEpUHCKUMU CHUCTEMaMU B paHHEM 3MOpUOHE
npo3odmnbl. dimst ob0o3HaueHUsT B3aMMOICHCTBUS
MaTEPUHCKUX CUCTEM TMpU AETEPMUHALIUU TIPO-
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CTPAaHCTBEHHOM 3KCIPECCUM 3UTOTUYECKUX TeHOB
BBEJIEHO ITOHATHE “MopdoreHeTndeckas cetb” (Lohr
et al., 2009, 2010). OuyeBuIHO, YTO AeicTBUE MOP(hO-
TeHETUYECKOM CeTH KaK MeXaH3Ma UHTepIIpeTallun
IIPOCTPAHCTBEHHON MH(OpMAINU IIOIJIEXKUT Nalb-
HEeWIIeMy U3yJ4eHUIO.

B3AMMOIENCTBUE BCD
U TEPMUHAJIBHOM CUCTEMBI
HEOBXOIMMO JI51 YCTAHOBJIEHUSI
IMTPOCTPAHCTBEHHOM DKCITPECCUU TEHOB
B AHTEPUOPHOW OBJIACTU

B 2009 romy aByms rpymnmnaMu uccienoBatesieit
ObLTM OMYOJIMKOBaHbBI PE3yJIbTaThl 9KCIIEPHMEHTOB,
KOTOpbI€, BO-IIEPBBIX, BO MHOTOM TPOsICHWIM poJib Bed
Kak MopdoreHa, a BO-BTOPbIX, PACKPbLIM MEXaHU3MbI
€ro B3auMOIEHCTBUS C TeHAMU TEPMMHAJIbHOM CHUCTE-
Mbl (Ochoa-Espinosa et al., 2009; Lohr et al., 2009).
CyTb 3KCHEpUMEHTOB 3aKJIIOUaeTcsl B TOM, YTO ObLIU
CO3IIaHBI SMOPUMOHEI, Y KOTOpBIX 0estok Bed pacripene-
JIIeTCsl MPaKTUYECKW paBHOMEPHO 110 ocu A-T1, He 006-
pazys rpanueHTa KoHueHTpaunu (Ochoa-Espinosaet al.,
2009). Takum ob6pa3om, Moaesb (hpaHIly3cKOro (a-
ra, rjie IMoporoBbie KOHILIEHTPaLUU MOp(oreHeTUYC-
CKOTO TpaJueHTa OMNpeAessioT MO3UIMKu obnacTteit
9KCIIPECCUN TeHOB-MUIIEHENH, B TaHHON B3KCIlepu-
MEHTaJIbHOI cucTeMe He paboTaer.

DTO TO3BOJISIJIO TIPOBEPUTH, NECUCTBUTEIBHO U
9KCIIpeccust reHoB-MuleHeil Bed crporo 3aBucuma
OT MOPOTOBBIX KOHILIEHTpALIMii TpalueHTa, a TaKXe,
apisgercas au Bcd emmHCTBEHHBIM MOpPQOTreHOM,
(GYHKIMOHUPYIOLIMM B aHTEpUOPHOI obOsactu. B
cllydae ecJiv u3HadajabHble A-T1 TO3ULIMY TeHOB-MU-
meHei Bed onpenensroTcs MCKITIOUMTEIIBHO ITOPOTO-
BBIMM KOHIIEHTpALIMSIMU, TO Y SMOPUOHOB C PaBHO-
MEPHBIM pactipeneieHueM 6enka Bed oTcyTcTBOBama
OBI YeTKas JIOKaJIM3alus o0JIacTeil 3KCIIPeCcCUm Ie-
HOB-MMUILIEHEM, a TaKXXe U3MEHUIIOCh OBl UX B3aUM-
HOE pacHoIOXeHHE.

DKCIepUMEHTHI 1aJTh HEOXKUIAHHbIE pe3yIbTaThl —
y SMOpPUOHOB C pPaBHOMEPHBIM paclipeaeieHueM
6enka Bed anTepuopHbie reHbI-MullieHU Bed, Takue,
Kak otd, empty spiracles (ems) v buttonhead (btd), dop-
MUPYIOT MPOCTPAHCTBEHHO 4YETKHE OO0JACTH 3KC-
MPECCUH, a caMOe INIaBHOE, COXPAHSIOT UX B3aUMHOE
pacronoxenue Baoab A-IT ocu (puc. 16, 1B) (Ochoa-
Espinosa et al., 2009).

IMTpu yBenuueHuu no3sl Bed B Tpu pasa rpaHUIIbl
SKCIPECCUU TeHOB-MUIIICHE! CABUTAIOTCS K LIEHTPY
SMOpHOHA, HO OCTAlOTCS TaKMMHU Xe€ YEeTKUMU
(puc. 1r, 1m). DTO TOBOPUT O TOM, YTO UYBCTBUTEIb-
HOCTb PETYJSITOPHBIX 2JIEMEHTOB K Pa3IUYHbIM KOH-
neHTpausM Bcd He gBisieTcsl TIaBHBIM MEXaHU3-
MOM, OOECIIeUMBaIOIIUM TOPSAOK YCTAaHOBJICHUS
rpaHUL] 3KCIIPECCUM TeHOB-MUIIeHel BHoiab A-II
ocu (Ochoa-Espinosa et al., 2009).

Kpome Toro, BaxKHBIM pe3yIbTaTOM SIBJISIETCS TO,
YTO y SMOPUOHOB C paBHOMEPHBIM pacIipefie/icHueM

CYPKOBA u np.

Bcd anTepmnopHas akcripeccust reHOB-MHIIIEHEHN 1y0-
JIMpOBaHa B 3epPKaJlbHOM OTOOpa>keHWU B MOCTEPU-
opHoOIf yactu a3mMopuoHa (puc. 1B, 11) (Ochoa-Espi-
nosa et al., 2009). B cBs13u ¢ 3TUM aBTOpamMu OBLIO
BBIIBUHYTO IIPEAMNONOXEHME, YTO DKCIIPECCUST DTUX
TFEHOB MOXET 3aBUCETh OT TEPMUHAJILHON CUCTEMBI,
YTO COTJIACYETCS C Pe3yIbTaTaMHU MPeabIIyIInX padboT
(Wimmer et al., 1995; Gao et al., 1996).

Hccnenosanue MexaHU3Ma BIIMSTHUS TEPMUHATb-
HOU CUCTEMBbI Ha MO3MIMOHUPOBAHUEC N'€HOB-MUILIC-
Heit Bed 6b110 poBeneHo B padote Lohret al. (2009).
B cucreme UASp/Gal4 ¢ paBHOMEPHBIM pacIipeae-
nenueM Genka Bed paccMmaTpuBaiu BIMsIHUE MyTa-
LIMI1 B TeHaX TEPMUHAJIBHOM CUCTEMbI HA TMTO3ULIO-
HHUpOBaHUE TeHOB-MUIIeHel Bed.

Pemipeccop matepuHckoro mpoucxoxaeHus Cic
pETyJIMPYeTCS CUTHAJIBHBIM KacKamoM Tor TakuM 00-
pa3oM, 4TO BbICOKasi KOHIIeHTpalus: Cic coxpaHseTcs
B LICHTpEe SMOpPHOHA, HO YObIBAET K MoJjirocaM (puc. 2).
BroisiBiIeHO, YTO MO3ULIMM TOJOBHBIX 00JAaCTEi DKC-
npeccuu reHoB-mullieHe Bed (giant (gt), hkb, knirps
(kni), otd, slp2, ems, cap-n-collar (cnc)) 3aBUCST OT
aktuBHocTu Cic (Lohr et al., 2009). Cic MoxeT ocy-
IIECTBJISITh PENPECCUIO TTOCPEICTBOM OMPEACICHHBIX
CcaliTOB CBSI3BIBAHUSI B 3HXaHCEpe, 3aBUCSIIEM OT
Bcd, n gBiaseTcss aHTaroHUCTOM aKTWMBAIUM T€HOB,
ocymiectsisiemoit Bed.

Opnnako neiictBre Cic orpaHUYMBAETCSI aHTEPU-
OpHOIf 00JIACTBIO, @ B ITOCTEPUOPHOM TOJIOBUHE M-
6puoHa (60—100% mnmHBI SMOPUOHA) TPAHUILILI 06IA-
CTel 3KcIpeccuy reHoB-MumieHen Bced, mpenrmono-
SKATEJIbHO YCTAHABJIMBAIOT IPYrUe TeHbl, 3aBUCUMBIE
ot Tor.

DKCNeprMeHThl C PaBHOMEPHBIM pacIpeneieHueM
Oenka Bed Takke rmokazanu, 4To B aHTEPHUOPHOM ob1acT
KoHLeHTpauwys Bcd B aMOproHe BhIIIIe, Y4eM HEOOXOIMMO
7151 akTUBaK reHoB-muiieHei (Ochoa-Espinosa et al.,
2009). T.x. aHTeprOpHasI IKCIIPECCUS TaKNX T€HOB,
Kak cnc u gt B orcyrctBue Cic pacnpocTpaHsieTcs: 00-
Jiee mocTtepuopHo (puc. 3), mpemjiokeHa TUIoTes3a,
YTO B mepeaHeii yactu aMobproHa Bed akTuBupyeT re-
HBI-MUIICHU B BHUJAC IIMPOKUX O0JACTECii, KOTOPEIC
3areM yrouHsiorcsa Cic M OpyrmMu pernpeccopaMu
(Lohr et al., 2009).

CUCTEMA PEITPECCOPOB,
YCTAHABJIMBAIOIIIMX 'PAHULIBI
BKCIMPECCUHU TEHOB-MMWIIEHEHN BCD

IIpuBeneHHEIIT BbIIIEC pe3yabTaT, IOKa3aBIIWA,
YTO DKCIIpeccUst reHoB-MulneHeil Becd MoxeT akTu-
BUPOBATHCSI HAMHOTO MEHBIINMMU €T0 KOHIEHTPaLI-
SIMU, YeM Te, YTO IIPUCYTCTBYIOT B 9MOPHOHE TUKOIO
tuna (Ochoa-Espinosa et al., 2009), mo3BoJini rpea-
MOJIOXKUTh, YTO CYIIECTBYET 1ieJiasi cUcTeMa pernpec-
COPOB, YCTaHABIMBAIOIINX I'PaHULIbI 9KCIIPECCUU Te-
HoB-muieHeil Bcd (Chen et al., 2012). ITomumo
KOMITOHEHTA TEePMUHAJIbHON CUCTEMbI, MaTCpUH-
ckoro pernipeccopa Cic, Ha 3Ty pojb NPeTeHIYET T'eH
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Puc. 3. CyuiecTBeHHOE cMellleHUe 00J1acTeil IKCITPECCUH gF, SIBIISIIOLLErOCsl FeHOM-MUILeHbIo Bed, y HyJIb-MyTaHTOB 1O MaTe-
PUHCKOMY TepMUHAJILHOMY TeHy cic. [Toka3aHbl KOJIMYeCTBEHHbIC JaHHBIE (a) U M300pakeHUsT KapTUH 3Kcnpeccuu (6) reHa
gty 9MOpUOHOB AMKOTO TUTa 13 6a3bl faHHbIX FlyEx (Pisarev et al., 2009) u Hy/Ib-MyTaHTOB IO MAaTEPUHCKOMY PEIpeccopy cic
(maHHBIE ITOJYYE€HBI aBTOpaMu 0030pa) [IJIsi BpeMEHHOTO Kitacca 6 ukia 14A (a, B). YepHoii cTpesikoii Ha pucyHKe (a) 0603Ha-
YEHO CMEIIeHNEe aHTEPUOPHOI IKCITPECCUHN gf Y SMOPUOHOB cic— TI0 CpaBHEHUIO ¢ SMOproHaMu qukoro tuna (wild type), a 6e-
JIBIMU CTpeJIKaMU Ha pucyHKax (0) 1 (B) MOKa3aHO YMEHbIIIEHNE PaCCTOSTHUSI MEXK1y aHTEPUOPHOI U IMTOCTEPUOPHOIT 00J1acTsI -

MU 9KCIIPECCUU gt Y IMOPUOHOB cic—.

gap — Kriippel (Kr), KaK yCTaHaBJIMBAIOIIMNI TPaHULIbI
aHTEPUOPHBIX TTOJIOC TEHOB pair-rule — even skipped
(eve) u sloppy paired 1 (slpl) (Andrioli et al., 2004;
Small et al., 1991; Stanojevic et al., 1991). dpyrum
BO3MOXHBIM KaHAMAATOM Ha poJib aHTaroHucrta Bed
MOT CTaThb I'eH pair-rule — runt (run). PaHee ObLI10 BbI-
SIBJICHO, UTO Fun UMEET CBOMCTBA TeHa gap. DKTOMU-
YyecKasl 3KCIIPECCHST run BO BCeM dMOPUOHE MEHSsIIa
XapaKTep 3KCIPECCHU aOIOMHHAIBHBIX Y TOJIOBHBIX
reHoB gap (Tsai, Gergen, 1994).

BaxxHO OTMETUTH, YTO B paHHEM 3MOpUoHe Kr 1
run, aHaJIOTUYHO cic, 9KCIIPECCUPYIOTCS B BUIE 11U~
pOKuX obyiacTeil ¢ MAKCUMYMOM B LIEHTPE U yObIBa-
HHEM Ha IIoJIrocax aMopuroHa (puc. 2).

B pa6ote Chen et al. (2012) 6bU1M TpoaHATU3UPO-
BaHBI 66 PETYISITOPHBIX 3JIEMEHTOB, 3aBUCUMBIX OT
Bcd, 1 moka3aHo, 4TO AEHCTBUTEBHO TPAHUIIE UX
BKCIIPECCUN TTO3UIIMOHUPYIOTCS TpagueHTaMHu pe-
MPEeCCOpPOB, HaIpaBJIEHHBIX MPOTUBOIMOJOXHO Trpa-
nueHty Bed. TIpu aToM npeacTaBieHbl 3KCIEpUMeEH -
TaJlbHbIE€ CBMAETEIbCTBA, YTO Run urpaer BaxHeli-
IIy10 pojb U pyHKIMOHUpPYeT coBMecTHO ¢ Cic u Kr.

K nmpumepy, rpaHuilbl TOJOBHBIX OOJacTeil 3KC-
npeccuu reHoB-mulleHei Bed, Takux Kak otd, sip I v gt
Y OIMHOYHbBIX MYTaHTOB MO cic WM Fun CylIECTBEHHO
CMEIIAIOTCS B TOCTEPMOPHOM HampaBieHuu (puc. 3),
OIHAKO MOPSAOK UX B3aUMHOIO PACIIOJIOXXEHUST HE
MeHsieTcss. HanpoTus, y ABOMHBIX MYTaHTOB run; cic
BCE TPU I'PaHULIBI 9KCIIPECCUU CIIUBAIOTCS, YTO MPU-
BOIMUT K paauKalibHbIM AedekTtam (GopMupoBaHUS
rojioBbl. T.K. Yy 3TUX ABOMHBIX MyTAaHTOB I'PaJAUEHT
Bcd He u3dMeHeH, 9TO CIYyKUT 10Ka3aTeIbCTBOM He-
00XOJMMOCTU COBMECTHOTO AEUCTBUS PEMPECCOPOB
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JUJIsI TPaBUJIBHOTO MO3ULIMOHUPOBAHUST TPAHULL BKC-
npeccuu, 3aBucumbix oT Bed (Chen et al., 2012). UH-
TEPECHO, YTO PEIPECCOPHI, YCTaHABIMBAIOIIME Tpa-
HULIBI TeHOB-MUIeHeit Bed, mpencraBiaeHBl pa3HbI-
MU KJIacCaM1 T€HOB: MaTEPUHCKUM T€PMHUHaJIbHBIM
T€HOM cic ¥ IByMsI 3urotudeckuMu A-I1 renamu Kru
run, TIpUHAJJIeXAlllMMU K pa3HbIM KjaccaM gap U
pair-rule COOTBETCBEHHO.

IMMPOCTPAHCTBEHHBIE CIBUTU OBJIACTEN
SKCITPECCHUHN Y DMBPMOHOB
C UIBSBMEHEHHOMW KOHUOEHTPALIMEN BCD
3ABUCAT OT TEPMIU/IHAIH)HOIU/I
N IMMOCTEPUOPHOU CUCTEM

Kak ye ymoMuHamoch paHee, KJIaCCUIeCKAM 10~
Ka3aTeTbCTBOM MOPGhOTeHETUIECKOI POJIN IPpaTrueH-
Ta Bed cinyXut cMmeleHue KapTuH 3KCIIPECCUM Te-
HOB-MMUIIIEHE B 3aBUCUMOCTH OT J03bI bcd B SMOpU-
oHe. IIpu yBenuyeHuu 003wl bed, roaoBHast 6oposna
CMeIIaeTcs B IIOCTEPUOPHYIO 061aCTh M 00JIaCTh CeT-
MEHTUPOBAaHHOM 3apONBIIIeBOIT TTOJJOCKH CYXKaeTcs,
T.K. B HAMOOJIBINIEI CTeTIEHN CABUTAIOTCS aHTEPUOP-
HbIe 00JIaCTH SKCIIPECCUM TeHOB-MUIIIEHE ! B pailoHe
¢ HaubonbiIei KoHueHTpauueii Bcd. CooTBeTcTBEH-
HO, TpU YMEHbIIEHUU J03bI bcd 06J1aCTU IKCTIPecCUm
TeHOB-MUIIIEHENW CMEeIIaloTCs aHTEPUOPHO U 06JIaCTh
CEeTMEHTHMPOBAHHOI 3apOIBITIIEBOI TTOJIOCKH PACIITH-
psercs (Driever, Nusslein-Volhard, 1988b; Namba
etal., 1997).

B pa6ore Liu et al. (2013) uccnenoBanach nuHa-
MUKa CMEIIeHWS IaTTepHa He B COOTBETCTBUY C YMC-
JIOM KOIT1i hcd B MAaTEpMHCKOM I'eHOME, a HETTOCPeI-
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Puc. 4. [lunaMnyeckoe cMeIIeHNe TTOCTEPUOPHOI 00JIaCTH 3KCTIpeccuu gf B Xxone pasButus y D. melanogaster u M. abdita.
(a) Crpesikoii moKa3aH MPOCTPAHCTBEHHBIN CIBUT TOCTEPUOPHOI 00J1acTH aKcTipeccuu gty D. melanogaster B xone uvkia 14A
y 3MOproHOB nuKoro Tuna u3 6a3el naHHbIX FlyEx (Pisarev et al., 2009). (6) 3agHs1s rpaHuiia TOCTEPUOPHOTT 00IACTH SKCITpeC-
cuu gt y M. abdita B Havane nmnkia 14A pacrojiokeHa CyIIeCTBEHHO OJIKe K TTOCTEpHMOPHOMY ITOJIIOCY 3MOPUOHA, YeM Y
D. melanogaster. OnHaxko K BpeMeHHoMY kiaccy 5 (T5) no3uiimuy 3Toit rpaHULIb y IBYX BUIOB COBITAAIOT 3a CUET 00JIee CUIIb-
HOTO cBura obyactul aKcrpeccun gt y M. abdita (mokazaHo cxematudecku 1o Wotton et al., 2015a).

CTBEHHO B 3aBUCUMOCTH OT KOoHlLIeHTpanuu Bed. s
9TOI0 OBLIIU CO3MaHbI TPAHCTEHHbIE TUHUU MYX C pa3-
JIMYHBIMU aOCOJIIOTHBIMU YPOBHSIMU 9KCHIpeccuu bed
(Liu et al., 2013). PesynbTarsl 1okasaiu, 4YTO B paH-
HeM 3MOpuroHe A-I1 mo3uimy reHoB-MUIIIEHENH CMe-
IIAIOTCSI B TOYHOM COOTBETCTBHHU CO CTEIIEHBIO M3MeE-
HeHUs1 KoHOeHTpauun Bced, omHako 1mo3xke cucreMa
YacTUYHO ajalTUpPyeTCsl K M3MEHEHHOMY YPOBHIO
Bcd u obnactu sKcIpeccum reHOB-MUIIEHEN cMme-
IIal0TCSI 0OOpaTHO, B HAIIpaBJICHUM CBOUX MO3ULINIA B
SMOpHOHE JUKOro Tumna. Takum o6pa3om, B SMOpHO-
HE 3a CYET KAKMUX-TO PEryJSITOPHBIX MEXaHH3MOB
MPOMCXOOUT KOMITEHCALIMS NEUCTBUS MOBBIILIEHHOMN
KoHueHTpaluu Bed.

Oxka3zajioch, 4To 3TOT 3(G(PEKT He HaOMIOmacTCs,
€CJT aHAJIOTUYHBIE M3MEPEHUS IIPOBOIUTE B SMOPH-
OHax ¢ MI3MEeHEeHHBIMH YpoBHsIMU Bed, HO mpu aTOM
MYTaHTHBIX 110 IPYTUM MAaTEPUHCKUM (haKTopam for-
so-like (ts) u nos. I'eH tsl gBIsIeTCI KOMIIOHEHTOM
TePMUHAILHOI CUCTEMBbI 1 OTBETCTBEHEH 3a aKTUBa-
v perernropa Tor, oTkKmodeHue fs/ GIOKUPYET
¢yukuuio Tor. TakuM o6pa3zoMm, B JaHHOM cCJIydae
OIWHAMUKA TO3ULIMOHUPOBAHUS TE€HOB-MUIICHEMH
Bcd 3aBucuT oT neiicTBUS T€HOB, MPEACTABIISIONINX
MOCTEPHUOPHYIO Y TEPMUHAJIBHYIO MAaTEPUHCKUE CU-
creMbl. MTHTepecHO, UTO MHTerpauusl B3auMomaeii-
CTBUI 3TUX CUCTEM HE HOCTUTACTCS M3HAYAJIBHO, BO
BpeMs (hOpPMUPOBAHUS TPaHUIL OOJacTeil aKCIIpec-
CHU 3UTOTHYECKUX TE€HOB ITOJ TeMCTBUEM MaTepHH-
CKMX (haKTOPOB, a MPOUCXOIUT B XOJ€ PA3BUTHS IM-
OpuoOHa.

B Gostee paHHUX MCClIETOBAHUSIX ObLUIO BBISIBIEHO,
YTO y SMOPUOHOB JUKOIO TUIIA B ITIOCTEPUOPHOI Ua-
CTH >MOpHMOHA 00JacCTHM 3KCIPECCUM TEHOB gap M

pair-rule mMHaAMWYECKM CIBUTAIOTCS ITOCJIe M3HA-
YaJIbHOTO YCTAaHOBJICHUA UX l'[O3l/IL[I/II7I MAaT€pUHCKUN-
Mu TpamueHtamu (puc. 4a, Jaeger et al., 2004a;
Surkova et al., 2008). DT nMHAMMYECKUE COBUTU
00YCIIOBJICHBI aCUMMETPUYHOI penpeccueil Mexay
CaMMMU 3UTOTMYECKMMU T'eHaMM, a UMEHHO, T'€HbI,
3KcHIpeccupyloluecs 6ojiee MOCTEPUOPHO, pernpec-
CHUPYIOT T€HBI, DKCIIPECCUPYIOIIMECS OOoJiee aHTEPH-
OpHO — HO He HaobopoT (Jaeger et al., 2004a, 2004b).

Kaxk BugHO 13 pe3ynbraroB uccienoBanmii Liu et al.
(2013), mo3uiiMoOHHAasI AMHAMUKA 3KCITPECCUU T€HOB-
MuieHeir Bcd MoxkeT Takke 3aBUCETb U OT JAPYTUX
MaTEPUHCKUX (PAaKTOPOB.

BOJIEE BbICOKME KOHLEHTPALIM
MOP®OI'EHA TPEBYIOT BOJIEE
MHTEHCHUBHOW MHTEPITPETALIMN

C 3BOJIIOLIMOHHOM TOYKHU 3peHMS ObLIO ObI BaXKHO
yY3HaTb M€XaHWU3Mbl UHTEPIpPETAllUU AEUCTBUS aHTe-
PUOPHBIX MOP(OTEHOB y IPYyrnx HaceKOMBIX. Bed s1B-
JISIeTCSl YHUKAJIbHBIM JUJISI OTPsiia ABYKPbUIbIX U MO-
MUMO IPO30(MUIbI B TTIOCJIETHUE TOAbI €r0 POJIb B pa3-
BUTUM u3y4yaau Yy Oojiee TNPUMUTUBHOU, uem
nposoduia, myxu-dopunbl Megaselia abdita. Xapak-
TEPHOM 4YEpTON YCTAHOBJIEHUS MO3ULIMOHHON WH-
dopmanum y M. abdita sBnsgercss HaMHOTO OOIBIITNIA
ypoBeHb rpagnerTa Bed, yem y nposodwisl. I'pamgm-
eHT Bed B aMOpuoHax aukoro tuna Megaselia 1o -
TEHCUBHOCTH CXOJIeH C TAKOBBIM Yy SMOPHUOHOB APO-
30(WIbI C YBEJIMYEHHBIM YKUCIOM KONuit bed B reHO-
Me. Ilorepst pyHkuMu bcd MpUBOIUT HE TOJIBKO K
OTCYTCTBUIO TOJIOBHBIX U TOPaKaJIbHBIX CTPYKTYD,
KaK 3TO HaOmomaeTcs y Apo30uiabl, HO TTOMUMO
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BTOTO elle U K JeJIELIMU OT TPeX 10 YeThIpeX abaoMu-
HaJIbHBIX ceTMeHTOB (Stauber et al., 2000).

B nenasneii padore Borrona u np. (Wotton et al.,
2015a) paccMoTpeHa MHTepIIpeTalvsl MO3UIMOHHOM
uHdopMaluu B paHHeM 3MOpuoHe M. abdita Ha
YPOBHE 3UTOTMYECKUX TeHOB gap. I[loBbIIEHHBIH
ypoBeHb Bcd 3aKOHOMEPHO MPUBOIUT K CMELIEHUIO
KapTUH 3KCIIPECCUU TeHOB-MUILIEHE! B ITOCTEpUOP-
HYIO 00J1aCTh 110 cpaBHEeHMIO ¢ nx A-I1 mo3nsaMu B
aMOpuoHe Apo3oduinbl (puc. 40). Kak yxe ObLIO
OIMMCaHO BBIIIIE, B TpOLlecCe Pa3BUTHUSI SMOpPUOHA
JIPO30(MILI 001aCTU SKCIIPECCUM TeHOB gap CIBUTaA-
IOTCSI B AaHTEPUOPHOM HaIMpaBIIEHUU, YTO OOYCIOBIIE-
HO B3aMMHOM perpeccueii, CylecTByolleit Mexmy
3TUMU reHamu (puc. 4a, Jaeger et al., 2004a, 2004b;
Surkova et al., 2008). UuTepecHo, uto y M. abdita >3tu
CIBUTH TIPOSIBJISIIOTCSI TOPa30 CUJIbHEE U, B PE3yJib-
TaTe, MOCTePUOPHBIE TPaHUILBI OOJIACTEM 3KCITpec-
cuu a6TOMUHAILHBIX TEHOB gap CO BpeMeHEM ITPUXO0-
JINT K TeM K€ ITPOCTPAHCTBEHHBIM KOOPAMHATAM, YTO
ny D. melanogaster (puc. 4). OnHako, B ciiydae M. ab-
dita, 310 TpeOyeT Oojee CUJIBHON perpeccuu Ipu
B3auMoJeNCcTBUSIX MexXay reHamu gap (Wotton et al.,
2015a).

Ecnu maxe y npo3oduibl ypoBeHb Bed mpeBocxo-
JIUT HeOOXOOUMBIiA JJIs1 AKTUBALIUU TEHOB-MMUILIEHE,
T0 y M. abdita xonneuTpauusg Bcd m3nagaapHO Cy-
IIIECTBEHHO 3aBhIlIeHa. BeposiTHO, 3TO 00BSICHSISTCS
OTCYTCTBUEM MaTepuHCcKoro rpaaueHTa Cad B mocte-
pUOpHOIi 061acTU, U, B pe3yJibTaTe, aHTEPUOPHBIN
Mop@doreH T0JKeH 6paTh Ha ce0sT PYHKIIMIO aKTUBA-
TOpa 3UTOTUYECKON 3KCIPECCMM B MOCTEPUOPHOIA
obsactu am6puoHa (Wotton et al., 2015b).

JleTanbHBIN aHaIM3 BCEX MATEPUHCKUX (PaKTO-
pPOB, YYaCTBYIOLIMX B YCTAHOBJIICHUU TTO3ULIMOHHO
nHdbopmaluu y M. abdita, moka He OCYILIECTBIISIICS.
OnHako ObLIO OBl MHTEPECHO y3HATh MEXaHU3MbI
YCTAHOBJICHHST TIPOCTPAHCTBEHHOM 3KCIPECCUM aH-
TepPUOPHBIX reHoB-MuleHeit Bed (Hammpumep, npu-
BeASHHBIX HA puc. 10 misa D. melanogaster) npu CTONIb
BBICOKOM YPOBHE €TI0 KOHILICHTPALIUH.

TEPMUHAJIBHAA CUCTEMA
YYACTBYET B PEI'VIIALIUN
JOPCO-BEHTPAJIbBHOT O ITATTEPHA

BaxxHO OTMETUTH, UTO B3aUMOJEUCTBUS MaTEPUH-
CKHX CUCTEM BBISIBJIEHBI HE TOJbKO Broyib A-IT ocu
aMmbpuoHa. Hanpumep, B pabote Helman et al. (2012)
ONMuCcaH MeXaHU3M B3aUMOJEHCTBUSI CUTHAJIBHOTO
kackama Tor ¢ rpammentom Dorsal (Dl), xoTopsiii
omnpenensier (GopMUpoBaHHWE MPOCTPAHCTBEHHOM
aKkcripeccun TeHoB Bmoab -B ocu. DI aBnsgercs
TPAaHCKPUMNLIMOHHBIM (pakTOpoM. B 3aBUCHMMOCTU OT
ypoBHs DI 5MOprOH pa3aesisieTcss Ha TpU 3apOAbIIiIe-
BBIX CJIOSI — MeE30liepMy, HEMPOBKTOAEepMY U JIOp-
canbHylo 3kToAepMy (Reeves, Stathopoulos, 2009).
PaHee Ob1J10 BBISIBJIEHO, UTO aKTUBHOCTb TOr KOHTPO-
JIMPYET DKCITPEeCCUIo TeHoB-MullleHer DI Ha moJrro-
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cax amOpuoHa (Rush, Levine, 1994). HoBeiliime nc-
cJIeJOBaHUS MOKA3bIBAIOT, YTO CUTHAIBHBIM ITyTh Tor
OKa3bIBaeT BIMsSHUE M Ha caM rpagueHT DI. Beikiio-
yas geiictBue pernpeccopoB Cic u Gro, Tor uHayLIM-
pyeT aKcrnpeccuio reHa wat inhibitor of Dorsal (wntD),
KOTOPBIM MPUHAMIEXKUT K CEMEMCTBY CUTHAILHBIX
daxropoB Wingless/Wnt. [locnennuii perpeccupyer
rpagreHT DI B gapax m 3KCIIPECCHUIO €ro TeHOB-MH-
1IeHei Ha nmoJirocax aMopuoHa (Helman et al., 2012).

HEKOAWPYIOLIME PHK
KAK KOMITOHEHTBI .
MOP®OTEHETUYECKHNX CETEU

HenaBHue uccienoBaHusl MOKa3bIBaIOT, YTO MUK-
poPHK npencrapisitor coboii BasKHYIO COCTaBIISTIONILYIO
PETYJISITOPHBIX CETei, KOHTPOJIUPYIOIIUX IKCIIPECCUIO
TeHOB. bbII0 BEISIBIIEHO, YTO B paHHEM 3MOPHUOHE IPO-
30(WJIbl TPAHCKPUIILIUOHHBIE (DAKTOPHI B3aUMO eI~
ctByror ¢ MukpoPHK, mpuaem, skcrpeccuss MUK-
poPHK peryaupyercs mocpeacTBOM TKaHECIeL-
(GUYHBIX SHXAaHCEPOB, AHAJOTUYHBIX TAKOBBIM Y
reHoB, kKogupymwlux oenku (Biemar et al., 2005).
ITokazano, yro PHK-nmpeniiecTBeHHUK KJlacTepa
miR-309 akTuBUpyeTcs TPaHCKPUITLIMOHHBIM (ak-
topoM Zelda (Z1d; Zink-finger early Drosophila acti-
vator) (Liang et al., 2008; Fu et al., 2014). HecMmoTps
Ha To, 4To Zld sKkcrpeccupyeTrcss paBHOMEPHO BO
BCEM SMOpHOHE, aKTUBUPYEMBbId UM TPaHCKPUIIT
miR-309 nMeeT HepaBHOMEPHBIM XapaKTep 9KCIpec-
cuu Bnojib A-I1 ocu sm0puona. BeisiBiieHo, yro Bed,
Kak "1 Zelda, oka3sIBalOT PEeTryasITOPHOE BINSHUE Ha
sHxaHcep miR-309. Ilpeamnonaraercs, 4To BHayaje
miR-309 aktuBupyetcs Zld, Ho B najbHeHIIEM Tpe-
OyeTcsl peryysiliisi CO CTOPOHBI APYTUX (paKTOPOB, 3a-
BucuMbix ot Bed (Fu et al., 2014). ITomumo 3ToroO,
BBICKA3aHO MPEINOJIOXEHNE, YTO B TePMUHAIbLHBIX
obmacTsax amOpuoHa miR309 perynupyercss TepMu-
HaJILHOM CHCTEMOIi, a UMEHHO, TeHOM hkb, 3UTOTH-
yeckoif muleHblo Kackaga Tor (Biemar et al., 2005,
puc. 2). Takum oOpa3oM, pe3yabTaThl yKa3bIBalOT Ha
TO, 4TO B peryasuuu MukpoPHK moryT ObITh 3a0eii-
CTBOBaHbI KOMIIOHEHTBI Pa3HBIX MATEPUHCKUX CHU-
CTEM, IEMCTBYIOIINX B pAHHEM 3MOPHOTreHEe3€ TPO30-
GUITHL.

SAKIIIOYEHHME

B 0630pe paccMOTpeHBI pe3yabTaThl MCCIeI0Ba-
HUI, TTOKa3bIBAIOIIME POJIb B3AUMOACHCTBUIA MaTe-
PUHCKMX CUCTEM B YCTAHOBJICHUHU IMTO3ULIMOHHOMN UH-
¢dopMaliu B 3SMOpHOreHe3e MOIEIbHOIrO 00ObeKTa —
TJIOJOBOM MYIIIKU IPO30(UIIHL.

B pannem »MOpmoHe Apo30(puiIbl OCHOBHBIM
MopdoreHom sBisieTcs: Bed, aHTepuopHbBIN Tpaav-
€HT, pPacCIIPOCTPAHSIIOIIUICS TIpaKTUYECKU BHOJb
Bceil A-I1 ocu smOpuoHa. [IpuBeneHbl 1oKa3aTelb-
CTBa B II0JIb3Y TOTO, YTO JJISI TOYHOTO YCTAaHOBJICHUS
no3uIInii TeHoB-MuineHe Bced Ttpebyercs neiictBhe
JIOMIOTHUTEIbHBIX peryasaTopoB. Bo3HukaeT Bompoc —
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BCe JI1 MOp(hOTeHEeTUYECKHE TPaAUeHTHI TPEOYIOT 10~
MOJTHUTEIBHBIX MEXaHU3MOB MHTeprpeTanuu? B pa-
o6ote Chen et al. (2012) BbickazaHa uUaest 0 TOM, YTO
9TO MOXET 3aBUCETh OT KOJIMYECTBA TpaHUILl obacTeid
BKCITPECCUM TEHOB-MMUIIIEHEl, KOTOpOe YCTaHABIMBACT
rpagueHT. K mipuMepy, mokazaHo, 4TO BHEKJICTOUHBIIA
CUTHAJIBHBIN O€JIOK activin akKTMBHpPYET TeHBI-MHWIIICHN
B 3aBUCHMOCTH OT CBOEiI KOHLIEHTPALIMU B U30JUPO-
BaHHBIX aHUMAJIbHBIX YaCTIX dMOPUOHOB JISTYLIKU
(Gurdon et al., 1998). B To ke BpeMsl, B UMarHaILHOM
JIMCKe Kpbula y apo3oduibl curHan Decapentaplegic
(Dpp) obpasyer rpaavieHT aKTMBHOCTH, KOTOPbIii B
JaJdbHEMWIIEM YTOYHSETCS ITyTeM B3aMOIEHCTBUIA CO
MHOTMMHU BHEKJIeTOYHbIMU akTtopamu (Affolter,
Basler, 2007).

IIpuBeneHHBIE B JAaHHOM 0030pe pe3yJIbTaThl,
ONUCHIBaIOIINE OCOOEHHOCTU (DOPMUPOBAHUSI Kap-
TUHBI 3KCIIPECCUU T€HOB B SMOpUoOreHe3e Myxu-gpo-
punbl Megaselia yKa3blBalOT Ha TO, UTO 00Jiee MHTECH-
CUBHasl MHTEPIIpeTalusI MAaTePUHCKOIO TIpaaveHTa
MOXKET TpeOOBaThCsA B Cliydae HM30BITOYHOCTU €TO
KOHIIEHTPALIMK IIPU TOM XKe& cCaMOM KOJIUYECTBE Ipa-
HUILI TCHOB-MMUILICHEIA.

MccnenoBaHuss MeXaHU3MOB YCTaHOBJIEHUSI MO-
3ULIMOHHOU UH(MOPMAIIUU Y PA3TUUYHBIX HACEKOMBIX
ellle He MPOBOJWIMCH MOJHOMACIITAOHO Ha YPOBHE
TEHHEBIX CETei, OOMHAKO B IIEJIOM Pe3yJIbTaThl YKa3bI-
BalOT Ha COXpaHEHME BaXKHOI poOJIM aHTEPUOPHOTO
MopdoreHa B 3BooLuu. I1py 3TOM CTOUT OTMETUT,
YTO BBISIBJICHA KOHCEPBATUBHOCTb (DYHKILIMU aHTEPU -
opHoro MopcoreHa nNpu OTCYTCTBUU €ro KOHCepBa-
TUBHOCTU Ha MOJEKYJIIpHOM ypoBHe. Hampumep, y
HAaCEKOMOTIO, IIPEACTABIISIIONICIO Mepexod OT THUIla
pa3sBUTHUS C KOPOTKOM 3apOAbIIIEBON ITOJIOCKON K
Pa3BUTUIO C INIMHHOM 3apOAbIIIEBOM MOJOCKON Na-
sonia, poab Bcd BbINTONIHSIET 0fd, OPTOJIOT TOJIOBHOTO
reHa gap IBYKpbUIbIX (Rosenberg et al., 2009). I'ome-
omoMeH Otd criocobeH MPUCOSTMHATHCS K TOM Ke
nocjenoBareabHoCcT, 4To U Bed (Treisman, 1989;
Weisbrod et al., 2013). MaTepecHO, 4YTO Y Ip030(DIIIBLI
ofd Xak pa3 sBIISIETCS TeHOM-MuIlleHblo Bcd, 4rto
ONMCAHO B JaHHOM 0030pe. B To ke BpeMs1, y KoMapa
Chironomus riparius pojib aHTEpUOPHOIro MopdoreHa
BBIIOJIHSIET MPOAYKT IreHa panish, UM Ipyroi
tun JJHK-cBsi3p1Baroniero nomexa yem Bced, Tak Ha-
3piBaeMblit C-clamp nomen (Klomp et al., 2015).

ITomumo aTOTO, NaHHBIE, MPUBEAEHHbIE B 0030p¢,
MOIUEePKUBAIOT POJb TEPMUHAJIbHOW CUCTEMBl B
YCTAHOBJICHUU TTPOCTPAHCTBEHHOU MHGOpMAalIUU B
AMOpHOHE Ap0o30¢puiibl. TepMUHAIbHbIC T€HBI B3aU-
MOJICMCTBYIOT KaK C aHTEpPUOPHO-IIOCTEPUOPHOM,
TaK U JOPCO-BEHTPAIbHON MAaTEPUHCKUMU CUCTEMA-
MU, KPOME TOrO, y4acCTBYIOT B PETYJSILIMU MUK-
poPHK. D10 MOXeT OBITh CICACTBUEM BasKHOM pOJIN,
KOTOpYI0 TepMUHaJbHasi CcHUCTeMa, IPearoIoX1-
TeJIbHO, Urpajla B 3BOJIOLUN, KOOPAUHUPYS TTOCTE-
PUOPHYIO 30HY POCTa y HACEKOMBIX C KOPOTKOI 3apo-
nbieBoit monockoit (Weisbrod et al., 2013).
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This review deals with the recent studies expanding the idea of positional information in the early embryo-
genesis of Drosophila melanogaster. Previous studies showed that, in the course of segment determination in
Drosophila, information created by gradients of products of maternal coordinate genes is not “read” statically,
being interpreted by their zygotic target genes via regulatory interactions. This leads to spatial shifts in the ex-
pression of target genes relative to the original positions as well as to dynamic reduction in the zygotic expres-
sion variability. However, according to recent data, interpretation of positional information includes the in-
teraction between not only zygotic target genes but also the maternal coordinate genes themselves. Different sys-
tems of maternal coordinate genes (maternal systems) — the posterior-anterior, terminal, and dorsoventral —
can interact with each other. This is usually expressed in the regulation of zygotic target genes of one maternal
system by other maternal systems. The concept of a “morphogenetic network” was introduced to define the in-
teraction of maternal systems during determination of spatial gene expression in the early Drosophila embryo.

Keywords: maternal gradients, positional information, morphogenesis, Drosophila embryo, segmentation,
Bicoid, Torso
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