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IIpencraBieH 0630p U3BECTHBIX JAHHBIX O MOJIEKYJISIPHBIX MEXaHU3MAaX PETYJISIIAN SKCIIPECCHU T€HOB rop-
MOHOM Pa3BUTHSI 9KAN30HOM M IOBEHIIILHBIM TOpMOHOM. OCHOBHBIM penentopom akau3oHa y D. melano-
gaster siisiercst rerepopumep ESP/USP. Y npyrumx HaceKOMBIX BBISIBIEHBI CTPYKTYPBI, CXOJHBIE C
ESP/USP. CeeieHust 0 MOJIEKYJISIPHO-TE€HETUIECKUX MEXaHI3MaX ICUCTBHSI FOBEHOMI0B MEHEE OIPE/IeIICH-
o1 [TpeamnonaraeTcs, YTO IOBEHUIILHBIN TOPMOH Y HACEKOMBIX SIBIISIETCSI MOTYJISITOPOM ACHCTBHS 9KIN30HA.

Karoueswtle caosa: QKJIMU30H, OBECHHUITLHBIN TOPMOH, I{pOSOq)I/IJIa, HAaCEKOMbLIE, pa3BUTHC.

OcHOBHBIC TIPOILECCHl Pa3BUTHSI HACEKOMBIX KOH-
TPOJMPYIOTCS] CPABHUTEIIBHO HEOOBILIIM YHCIIOM FOp-
MOHOB, B OCHOBHOM IOBEHOM[IaMH 1 IKAUCTEPOUaMU.
Mx xuMudgeckasi CTpyKTypa JJOBOJBHO MPOCTa M KOH-
cepBaTHBHA, U TeM 0oJjiee YIUBUTEIBLHO pa3HOOOpasne
(pusronornyeckux MpoueccoB, KOTOPbIE MOABEPKEHbI
BJIMSIHUIO TOPMOHOB. MalloBepOsiITHO, YTOOBI BO BCEX
Cllyyasix MEXaHH3M JIeWiCTBHSI TOPMOHOB OBLT Bcerja
oarHaKOBBIM. Hambounbliiee BIUsiHIE HA Pa3BUTHE OKa-
3bIBAaET 3KJAU30H, UCCIICIOBAHMIO TeHETUIECKUX U MO-
JIEKYJISIPHBIX MEXaHU3MOB €ro JefcTBUS yaenseTcs oc-
HOBHOE BHMMAaHUE MO CPAaBHEHUIO C APYIMMH TOPMOHa-
MH ¥ MeTabonWTamW, BIMSIOIIMMU HA PpPa3BHUTHE
HACEKOMBIX. BONBIIMHCTBO MCCIEOBaHUll FeHeTHYIe-
CKHX MEXaHHU3MOB JIeHiCTBYsI TOPMOHOB BBIIIOJTHEHO HA
Drosophila melanogaster u aTo ecrecTBeHHO, TOTOMY
YTO 3TOT BHJ| [0 CPABHEHHIO C APYTMMHI HACEKOMBIMHI
Jy4llle BCeX W3y4YeH KaK FeHETUIECKHU, TaK U C TOUKHA
3peHusi pusnosoruu pa3sutusi. OfHaKo U I APYrUX
BUJIOB HACEKOMBIX, OCOOEHHO JABYKPBUIBIX M Yellye-
KPBUIbIX, OTYYEHBI JAHHBIE, JONOIHSIOMIIE 1 OTKPbI-
BaIOILFI€ COBEPILIEHHO HOBbIE ACNEKThI BIMSHUS TOp-
MOHOB Ha pa3BUTUE HaceKOMbIX. B Hacrosiuee Bpems
[loKa3aHa KJItO4eBas poyib OEJIKOBOTO pelenTopa B
[EfCTBIM TOPMOHA U CKOpee BCEro MMEHHO CTPYKTypa
pelnenTopa, U3MEHSIIOIAsICS TIOf] AECTBIEM TOPMOHA,
U SBJISIETCS UCTUHHON PUIMHON pa3HOOOPA3HOTO BITH-
SIHUSI TOPMOHA Ha Pa3BUTHE HACEKOMOTro. B Tom, uTo
caMu 1o ce6e TOPMOHBI He SIBIISTFOTCS IPSIMBIMU PETY-
JSITOpaM# pas3BUTH, yOeKHaeT HAINYNE WX MHOTO-
YHUCJICHHbIX AHAJONOB U AarOHUCTOB, XUMHUYECKas

I pagora noppepxkaHa PoccuiickuM poHOM (pyHIaMEHTANBHBIX
uccnenoBanmii (mpoekT Ne 05-04-49450) m T'ockoHTpakTOM
10002-251/T1-24/154-150/200404-111.

CTPYKTYypa KOTOPBIX HE UMEET HUIETO OOIEro C Npu-
ponubiMu ropmonamu (Ortego, Bowers, 1996; Black-
ford, Dinan, 1997).

Tem He MeHee pa3BUTHE W MeTaMOP(O3 HACEKO-
MBIX HEBO3MOKHBI 0e3 akau30Ha. O6 3TOM cBUfe-
TEILCTBYIOT MyTAaIlW, CBSI3aHHbBIC C HAPYIIICHUEM CHH-
Te3a SKAUCTEPOUOB, KOTOPhIE OBbLITN MHYIMPOBAHbI
y D. melanogaster. MokHO mpuBecTH HECKOIBKO MPH-
MEpOB HApYyIICHUI Pa3BUTHS Y Ne(UIUTHBIX 1O CHH-
Te3y 3KAU30Ha PO30HIL.

Y auumHOK 3-TO BO3pacTa TeMIepaTypOuyBCTBH-
TenpHOM NeTanbHoi Mytanuu ecd D. melanogaster
ipu 29°C cofepkaHue 3KAN30Ha He 6oiiee 5% OT Hop-
Mbl. OHE XHUBYT, HE OKYKJIUBAsICh, O TpeX HEACNb
(Garen et dl., 1977).

Myranus giant (gt) y D. melanogagter, mokasmzo-
BaHHAsI B XpOMOCOMe X, BIUSIET HA YBEIMUCHNAE YPOBHSI
tutpa 20-OH-3xaucrepona (20-OH-3) mpu popmupo-
BaHMM Tynapusi. [IpofoKUTeIbHOCT, Pa3BUTHS JIH-
ynHKY 3L pactsaruBaetcs Ha 4 CyT, U B 3TO BpeMs NMa-
TMHAJIbHBIE JUCKU 3PEIOT MeEJJICHHEee, YeM HOpMallb-
vele. Ecmu mytantam maBath 20-OH-D, TO oOHHE
Pa3BUBAIOTCS HOPMAJIBHO: TaKUM 00pa3oM, 3Ta MyTa-
1yt Bbi3biBaeT pedurut 20-OH-3 nepen okyKkinBaHu-
eM (Schwartz et d., 1984).

MyTauuu Tumna “HexBaTku (PyHKIK B Jokyce dred
(xpomocoma 3L, 62B-D) y D. melanogaster BbI3bIBatOT
OCTaHOBKU pa3BUTHA B 1-M Bo3pacTe (3MOpUOreHe3 He
3aTparuBaeTcsl), IOcie Yero JIMUYMHKY KUBYT AOBOJILHO
ponro. YyBcTBUTENbHBIN K Temnepartype 31°C amrenb
dref-e55 BbI3bIBaCT OCTAHOBKY pPa3BUTHS B 1-M M 2-M
BO3pacTax B peCTPUKTHUBHBIX ycinoBusx. [1pu HekoTo-
PBIX TEMIIEPaTYPHBIX PEKUMAaX JIMUYUHKA 2-T'0 BO3pacTa
OKyKJMBaeTcsl, He gocturas 3-ro. HeokyknuBanue u
nedekTbl MeTamMopgo3a CBsI3aHbl C PEAyKUMEH WIN
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3NMMUHALKEH TMKOB SKAUCTEPOUJIOB, B HOPME MOSIBIISI-
FOLLUXCS Y TIO3[HUX JINUMHOK, MPEAKYKOJIOK, KYKOJIOK 1
(apaTubIx mmaro. I'en dref B KOIbIEBbBIX XKelle3aX 9KC-
NPECCUPYETCsi aBTOHOMHO 1 TPeOyeTcsl HA MHOTHX CTa-
nusix passutwst (Sliter, Gilbert, 1992).

JletanbHast myTtarmsi dor-1t/87 BbI3bIBaeT TUOENb
JIMIMHOK Ha CTaJU 3-TO BO3pAcTa — y HUX MOJIHOCTHIO
OTCYTCTBYIOT 3KIM30HOBbIe My(bl. Ecmu critoHHbIE
>Kelle3bl MyTaHTOB MHKYOHpOBaTh B cpefe C46P ¢ ak-
mu30HOM (107> M), To myphHHT TOTHOCTHEO BOCCTAHAB-
JMBAETCs. DTa JIeTallb TAKKE OTHOCHTCS K KJIACCy K-
nu3oHAepUIUTHBIX MyTanuil (Biyashevaet al., 1985).

C fpyroii CTOpOHBI, CYHIECTBYET KJIacC MyTalHi,
KOTOpBIE BBI3BIBAIOT MOTEPIO UyBCTBUTEIBLHOCTH BCEX
tkaneir Kk 20-OH-3, wanpumep I(1)npr-1, I(1)npr-2 u
[(1)d.norm.-/ay apo3odus ( Frisrometd., 1981). ITo-
9TOMY M3yYCHHE T€HETHIECKUX MEXaHM3MOB JICHICTBHS
TOPMOHOB, C OJIHOI1 CTOPOHBI, TpeOyeT aHanu3a hakTo-
POB, KOTOpbIE OMPEESIOT aKTHBAIMIO T'€HOB, YYB-
CTBUTEJIBHBIX K TOPMOHAM, a C APYroil — aHaIm3a 3aK0-
HOMEpPHOCTEl (POPMHUPOBAHUSI KOMIIETEHI[MN OPTaHOB
1 TKaHEX K TOPMOHAM.

BrniepBbie BnusiHMe 3KAW30HA Ha muddepeHn-
ANbHYIO aKTHBHOCTh '€HOB OBLIO BBISBJICHO HA I10-
JIMTEHHBIX XPOMOCOMAaX CIIFOHHBIX 3KeJie3 Ap030¢ui
U IPYTHX ABYKPBLUIBIX, UMEIOIINX MOJIUTEHHBIE XPO-
MOCOMBI. Bech 00'beM HCCIEOBaHUI IO 3TOMY BO-
HPOCYy MOKHO OLEHHTb, OOPATUBILNUCH K CIIELHAIb-
HbIM o0030pam (cM. Hanpumep: Ashburner, 1990).
3nech OYAyT paccMOTPEHBbI TOJIBKO OCHOBHbBIE pe-
3yJbTaThl MCCICTOBAHMS [UTOTEHETHYECKUX MeXa-
HU3MOB JICUCTBHSI TOPMOHOB.

NEVNCTBUE DKIU30HA
HA CIIEUU®WYECKUI ITY POUHT
IMOJIUTEHHBIX XPOMOCOM CJIIOHHBIX
XEJIE3 IBYKPBIJIbIX

ITydppuHr MOMUTEHHBIX XPOMOCOM CIIOHHBIX 3Ke-
Jie3 IBYKPBLIbIX BCETNIA CIIYKUJI OCHOBHBIM OOBEKTOM
MCCIIEIOBAHNSI MEXaHU3MOB JIEHCTBHSI TOPMOHOB (0CO-
OEHHO KJNUCTEPOU/IOB) HAa AKTUBALMIO CIEL(PUIECKIX
reHoB. Cefiuac y>ke U3BECTEH [JOBOJILHO IIUPOKUII Ha-
0Op BUOB JIBYKPBUIbIX, HA KOTOPBIX MPOBEIEHbI CXOf-
HbIE UCCIICIOBAHNS, U TI0JTyYEHHbIE Pe3YNIbTaTh] BIIOJIHE
MOXKHO CpaBHMBATh, OfTHAKO OOJIBIIIMHCTBO paboT ObLIO
BBINIOJTHEHO Ha XxpoMocoMax D. melanogaster.

B npouecce pa3ButHsg JAYMHOK MNEPER JUHBKOKN
KaxX[oro JIMYMHOYHOI'O BO3pacTa B €€ Telle NOBbIIIIa-
eTCsl KOHLEHTpaLysl TOPMOHA JIMHBKK 3KAu30Ha. Of-
HAKO IOJHUTEHHbIE XPOMOCOMbI CTAHOBSITCS HOCTYII-
HBIMH 7151 TUTOJIOTMYECKOr0 aHalIu3a TOJIBKO B MO3[-
HEX Bo3pacrax. ¥ Drosophila — aTo Bropas nonosuHa
3-ro Bo3pacra, KOrja oJUTeHUsI XpPOMOCOM JOCTaTOY-
HO XOPOUIO BBIPAXKEHA. DKAU30HOBbIE Iy(hbl MOXKHO
MHAYIMPOBATH C IOMOIBIO MHBEKIMI TOPMOHa Ha 60-
Jjee paHHMX 3Tanax pa3BUTUS 3-TO BO3pacra, KOorja
OHU elle HE NOSBISIOTCI B HOPMAJIbHBIX YCIOBUSX
Pa3BUTHSL.

OHTOTEHE3 N5
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Y D. melanogaster omucano Tpu HaGopa my¢oB, pas-
[EJICHHBIX 10 BPEMEHU MOSIBICHHUS: TaK HA3bIBAECMbIE
MEXJIMHOYHBIE, paHHUE U no3aHue. IlepBbiMu uHyIH-
pyroTcs (B cepefuHe 3-r0 Bo3pacTa) MEesKJIMHOYHBIE TTy-
(b1, TeHBI KOTOPBIX KOHTPOJMPYIOT CHHTE3 OEIIKOB
KJIesl, C IOMOLIbEO KOTOPbIX INYMHKA [IPUKIICUBAET Ce-
0s1 K TBepiOMy CyOcTpaTy Aijisl 3aBEPIIEHUs] METaMOp-
¢o3a. MexXIIMHOYHBIE TeHbI TOAABISIOTCS pU (popMu-
pOBaHUU IyNapys IO Mepe TOro KaK BbICOKUE TUTPbI
SKJIM30HA aKTUBUPYIOT HEOOBIION HA0Op paHHUX pe-
ryIsTOpHBIX TeHOB (Ashburner, Berendes, 1978).

Pannne mydo1 — 74EF, 75B — uamymmpyroTcs B Tede-
HHE HECKOJIbKUX MHUHYT U HOCTUTarOT MakcHMyMa IO-
cie 3 4 BO3JEHCTBYS, a 3aTeM perpeccupyroT. Pannue
reHbl akTUBUPYIOT Gonee 100 mO3gHKUX T€HOB BTOPUY-
Horo oTBeTa. Pannmii my 2B5 mokanu3oBaH Ha KOHIE
X-xpoMmocMel, a nycgsl 74EF u 75B — B neBoM muieue
xpoMocoMbl 3. Ilo3gHue mydbl aKTHUBUPYIOTCS HpH
25°C 4yepe3 6 1 mocie BO3AEHCTBHS SKAU30HOM (ASh-
burner, Richards, 1976).

Jynnukanuyu paHHUX Ty(OB NPUBOJAT K OOJIbIIe-
My u OoJsiee OBICTPOMY OTBETY HEKOTOpPBIX, HO HE
BceX, MO3HUX NMy(OB Ha TOpMOH. [lemennu paHHUX
mypOB MPUBOJSAT K 3a7iepKKe OTBETa TeX e My(doB.
Takum o6pa3oM, paHHUE My(PbI U UX TPOAYKTHI KOH-
TPOJUPYIOT aKTUBHOCTH HEKOTOPBIX MO3HUX My(POB
(Wadker, Ashburner, 1981).

PasButne pannux nycos y D. melanogaster unpyim-
pyeTcs akau30HOM. [Iporecc HaunHaeTCs ¢ AKTUBALI
3aBHCHMOIO OT TOPMOHA psiia TPAHCKPUNIIMOHHBIX
¢akTOpOB (PaHHUX I'€HOB), KOTOPBIE B CBOIO OYepehb
AKTHBUPYIOT TKaHEeCHEeUM(UIHbIE T'€HbI-3(P(PeKTOpbI
(mo3gHME TeHbl). YYacTOK IOJUTEHHOW XPOMOCOMBI
71E copmepuT Kjactep u3 AecsiTdu reHoB (TeHbl L71),
KOTOpBIE PEryIupyroTcs aKan3oHoM. ['ennl L7] xopu-
PYIOT CEMENCTBO MaJIbIX XUMHYECKU OCHOBHBIX OEJTKOB
C KOHCEPBATHBHOW OCHOBOW M3 LMCTEMHOBBIX OCTaT-
KoB. Y4uactok 71E copepxkur ren L7/-1 ¢ xapaktepu-
CTHKaMH MESKJIMHOYHBIX KIIEAINX OEJIKOB CIFOHHBIX
xene3 (Wright et d., 1996).

He menee mHTEpecHbl U MEXaHU3MBbI BKIIIOYECHUS
no3nuux nygos. Y D. melanogaster HekoTopbie mo3f-
HHE 3KAN30HOBBIE My(hbl MOXKHO TaK:Ke MHAYLIPOBAThH
YMEPEHHBIM IETEPreHTOM JUTUTOHMHOM. OIHAKO OHH
UHAYLUUPYIOTCS TOJIBKO Ha CTAJiiM, HEIOCPEACTBEHHO
MIPEMIIECTBYIOIEN TOMY MOMEHTY, KOTfia JOJIKEH IO-
SIBUThCSL My(O(PUHT, 3aIPOrpPaMMHUpPOBAHHBIN B pa3BU-
Tul. B cBS3u ¢ 3TMM Ha KyJbType CIIOHHBIX XKelle3
iNVitro GbIT M3yYeH BOMPOC O TOM, YTO MHAYLUPYET
MO37HUI My(pUHT: caM 3KIU30H WU OEJIKOBBIE MPO-
IYKTbI paHHUX Ty(oB. Bp110 oKa3aHo, ITO AUTUTOHUH-
OTBETCTBEHHOCTb MOKHO MHAYLIIPOBATH iN VitrO MHKY-
Oanyeil CIIFOHHBIX Kele3 ¢ 9KAU30HOM (MIEPBbIH 111ar).
TlepBbIit 1ar MOXXHO TakKe MHAYLUUPOBATH HHTUOUTO-
pamu 6eJIKOBOTO CHHTE3a flasKe B OTCYTCTBHUE IKAU30-
Ha. BTopoii mar TpebyeTr U 3KAU30HA, U OETKOBOTO
CHHTE3a, €CIIA TOIBKO HE ObLII0 00paOOTKHN JUTUTOHH-
HoM. HakoHen, nepBblii, a He BTOPOI 11ar ONpeesseT-
sl BPEMEHHBIMH TapaMeTpamu (POPMUPOBAHUST HOP-
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MaJibHOTO Tycha aToro jokyca. IlonydyeHHble faHHbIE
NPEANoaraloT, YTO 3KAW30HOBBI KOHTPOJb OOOMX
9TaloB PErylIupyeTcsl MOCPECTBOM aKTHBALUU ABYX
TUTIOB paHHUX reHOB. [lepBblil THl, (PyHKIUIO KOTO-
POro MOKHO IMUTHPOBATH LMKJIOT€KCUMUJIOM, BKITIO-
YyaeT JIOKYChl, OTBEYalollie Ha AUTUTOHUH; U BTOPOII
TUT, KOTOPbI UMUTHUPYETCS AUTUTOHUHOM, aKTHBU-
pyeT JIOKYChI, 4TOObI ccpopMupoBaTh mydbl (Asaoka
etal., 1995).

B cocraB MHOTruX my(oB MOJIMTEHHBIX XPOMOCOM
D. melanogaster Bxonut 6enok Bx42 (Monekysip. mac-
ca 66 x[la), pacripefenieHre KOTOPOTO MEHSETCS B CO-
OTBETCTBUU C U3MEHEeHHeM Iy duHra oy, AeiiCTBUEM
9KIu30HA. VI3 TIeHOMHOI OMOJIMOTEKH BbIIEICHA
k[ JHK, cootBeTcTBytomas reny Bx42. [IBa TpaHCKpHII-
Ta MOCTOSIHHO OOHApY>KMBAIOTCS YK€ B PAHHEM 3M-
Opuorenese y 0-3-gacoBbix aMOproHOB. Ilocnenosa-
TenbHOCTH Bx42 nokanu3oBaHbl B X-XpOMOCOME
(Widand et d., 1992).

W3 apyrux o6bEeKTOB AeHCTBIE SKAN30HA Ha Iyd-
(puHT U3y9aIOCh Y HEKOTOPBIX BUIOB pofa Drosophila,
a TakxXe y psfia IBYKPbUIBIX, Y KOTOPBIX MOJUTECHHbIE
XPOMOCOMBI IOCTYIHBI [JI5I U3y UEHHSI.

ITopn neiictBuem skau3ona y D. virilis B xpoMmocomax
CIIIOHHBIX K€JIe3 BO3HUKAET IISITh PAaHHUX IKAU30HO-
BbIX ypoB: X-A-6, 2-D-3, 3-C-1, 3-G-2 n 4-C-4 (ITomny-
9KTOBa | Jip., 1980). Takue mydbI OTCYTCTBYIOT B XpO-
MocoMax 5 U 6, B OCTaJIbHBIX K€ OHM PaclOJIOKEHbI B
AuCTanbHbIX yuyacTkaX. CpaBHEHWE KUHETHKH POCTa
pannux nmygos y D. melanogaster u D. virilisnokasano,
gyro nycpam 23E u 74EF y D. melanogaster coootseT-
ctBytoT iyt 2-D-3 u 3-G-2 y D. virilis, a nygy 75B —
nyp 4-C-4 (ITomyakTosa u ap., 1987).

¥ D. hydel akqu30HOBbIE My(bI MOSIBISIOTCS B IBE
¢pa3pl: cHavasna B TeyeHue 15-20 MUH mociie UHbEK-
[ TOPMOHA pa3BUBAIOTCA TpU Myda, a uepes 5—6 4 —
elje OfiHa I'PYIIa, COCTOsIIIAsl U3 NATH HO3[HUX IIy-
¢dos (Berendes, 1972).

HecomHeHHO, 9KIN30H SIBISIETCS OCHOBHBIM (haKTO-
poM ¢popmupoBaHus Ny(pUHra MOIUTEHHBIX XPOMO-
COM, OTHAKO HEKOTOPbIE (PU3NOIOTMYECKHUE MPOLECCHI
TakxXKe BIUSIOT Ha NyQQUHT M, BO3MOXKHO, UIPAIOT
OIIpefIeJIEHHYO POJIb BMECTE C 3KAN30HOM B aKTUBALIUH
crenmrUecknXx y4acTKOB XPOMOCOM. AMMIOPH]L
(6nokarop oomena Na'/H* mnasmeHHoOll MeMOpaHBbI)
NpefoTBpalaeT U3MEHEHNE BHYTPHUKIETOYHOro pH,
BeI3BanHoro 20-OH-D (Schneider et d., 1996).

Mubekuysa 60ab1IMX 103 9KAu30Ha nuuuakaM Chi-
ronomus thummi mocnegHero Bo3pacra MpUBOJUT K pe3-
KO BBIPAXXCHHBIM U3MEHEHHUSIM KapTUHbI yuposa-
HHSI XPOMOCOM CIFOHHBIX 3Keje3. Y JIMYUHOK IOSIBIISI-
I0TCSl TUNMYHble TMy(bl Meramopgosza: DIf — B
xpomocome |11, A3e— B xpomocome I, Ba, Ala, Alc—B
xpomocome V. Hepes 24 4 mociie HbEKIMN SKIN30HA
uHAYKIMS aktiBHOCTH BRD mpowcxoput y GombiimH-
CcTBa XpoMocoM. B urore mpexkueBpeMeHHass NHbEK-
L1l TOPMOHA JIMHBKYU laeT KapTuHy Iy guHra, cXopu-
HYIO C TaKOBOI Ha craguu npenkykonkn (Kuknanse,
1985).

MUTPOPAHOB

B xpomocomax Rhynchosciaria americana nmerorcst
ocoObie NHK-nycpr1. Ecnu nuuunnkam 4-ro Bo3pacra
pexkaeBpeMeHHO nHbenupoBath 20-OH-3 B KOHIEH-
Tpayu 22.6 MM, TO B IPOKCUMAJIbHOM OTJIEJIE CITFOH-
Holt xene3bl (S1) nosisnsiercst [THK -y B2b. AxTus-
HOCTb €ro conpoBoxpaercs npogykuueir MPHK u no-
JUNENTHA C TEeMH XK€ XapaKTepUCTHKaMH, 4YTO M
npoxyKiwst mycga B2b B HopmansrOoM pazsutum (Alva
rengaeta., 1991).

MexaHu3M MHAYKUUA paHHUX Iy(hOB AOCTATOYHO
SICEH, XOTSI JI7Is1 KaXKIOro O0OBbEKTa MOHITHE ‘‘pAHHETO
myca” TepsieT 9YeTKOCTb NPU CPAaBHEHNH BCEX PE3YiTh-
TaTOB, MOyYEHHBIX MO PAa3HBIM BUAAM. DTO 3aTPY/IHS-
€T CpaBHUTEJIbHBII aHAIM3 KApTHHBI My(pUpOBaHs y
pa3HbIX BUMIOB Jlake B paMKax posia Drosophila.

MOJIEKYJIAPHBIE MEXAHN3MBbI
AKTUBAIVH I'EHOB 3KIN30HOM

M3zmenenue turpa 20-OH-3 B opranusme Bbl3bIBa-
€T TMOCIIEN0BaTEIbHbIE U3MEHEHNST NPOLIECCOB Pa3BH-
TSI, KOTOPBIE SIBJISTIOTCS PE3YJIBTATOM HEPAPXAYECKON
PEryisaun 3KCIpeccul TeHOB. Y Apo30(uiibl, Korjaa
JIMYMHKA TOTOBHATCS K MeTaMop03y, TPYIHO Ha3BaTh
OpraH WIH TKaHb, KOTOPbIE HE MOABEPraauch Obl KO-
PEHHbIM U3MEHEHWsIM TIOf JieicTBUEM TropMmoHa. Bo
MHOTHX TKaHSX M OpraHax M3-3a UX MajbIX pa3MepoB
SKCIIPECCHs] TEHOB NMPAKTUYECKW HE M3Y4YEHA, OHAKO
MMaruHalIbHbIE JIUCKH, CIIOHHBIE >Kelle3bl, KUPOBbIE
Teja M KyJbTypa 3MOPHOHAIBHOI TKaHU OCTaTOYHO
XOpo1IO uccnegoBaHbl. OHUM U3 BasKHEUIINX TOCTH-
SKEHWI TAKUX UCCIENOBAHUM SIBISIETCS MOJIEKYIISIPHO-
TFeHETHYECKUI aHAIIN3 PELENITOPOB TOPMOHOB.

Sl0epnvbie peyenmopui 20pmoHos. Penentopsbl rop-
MOHOB OTHOCATCS K (paKTOpaM, KOTOPbIE CBSI3bIBAIOTCS
HMMEHHO €O Cre(PUYECKIMHI TOCIIEN0BATEILHOCTSIMA
JHK. 3Tin dakTopsl cOCTaBISIOT MHOTOYHCIECHHYIO
TPYIIY TPAHCKPHUIIMOHHBIX PETYIATOPOB, JEHCTBYIO-
LIUX HE TOJIBKO B 3MOpUOTeHe3e, HO U Ha TOCTIMOPHO-
HaJIbHBIX CTA[UAX Pa3BUTHSL.

SInepHbIe peuenTophl XapaKTEPU3YIOTCS LIEHTpallb-
ubIM [THK-csizyronmm gomenom (JCH), KoTopbIi Ha-
MpaBlseT PENeNnTop Ha crhenupuyeckue IMocaefoBa-
tenbHOCTH [ITHK, M3BECTHBIE KaK pearupyroue Ha
ropMoH a5ieMeHThI. [1C]] cocTosAT 13 ABYX BHICOKO KOH-
CEepBaTUBHBIX ‘“TIMHKOBBIX NANbIEB”, KOTOPbIE OTANYA-
IOT gaepHble penentopsl oT apyrux JTHK-cs3yromux
6enkoB. C-TepMIHAIbHAS MTOJIOBUHA PELETITOPA BKITIO-
vyaet juraspacBsisbiBaronmii gomeH (JICI), KoTopsblit
00J1a/1acT CBOMICTBOM PaclO3HAaBaHUs TOPMOHA 1 00ec-
MEYNBAET CEIEKTUBHOCTD U CIEU(PUIHOCTH (PU3NOIIO-
rudeckoro oteeta. Kopoue rosops, JICII cinyxut mo-
JIEKYJISIPHBIM BKIIFOYATENIEM, KOTOPBIA IOCPENCTBOM
CBSI3YIOIIIETO JIUTaHfa MPUBOMUT PEUEeNnTOp B TpaH-
CKPUIMOHHO-aKTUBHOE COCTOSIHUE.

B nacrosinee Bpemst u3BectHbl 60see 150 dneHoB
CEMENICTBA SAECPHBIX PELENTOPOB, OXBATBHIBAIOIINX
OTPOMHOE YHCIIO BUJIOB OT YepBeH 10 HACEKOMBIX U Ye-
JoBeKa. Bce m3BecTHbIE sifiepHbIE PELENTOPBI MOXKHO
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rpy0o pasfennuTh Ha CTEpOWJIHbIE W HECTEPOHIHBIC
(B3aMMOZIENICTBYIOIIME C THPOUAAMHU, PETHUHOUAAMH U
BUTAMUHOM [1).

TexHruKa MOJIEKYISIPHOTO KIIOHUPOBAHUSI U TeHe-
THYECKHE METOfbI MO3BOJSIOT UAECHTU(PUINPOBATD
MHOTOYHCJIEHHbIE YJIEHbl CEMEHCTBA PELENTOPOB,
1L KOTOPBIX HE CYIIECTBYET OUYEBHUIHBIX JINTAH/OB.
OTH Tak Ha3biBaeMble Op(aHHbIE PEeUeNnTOphbl Hall-
[eHbI Y BCEX UCCIENOBAaHHbIX BUA0B Metazoa, u Mox-
HO OXKHJIaTh, YTO HEKOTOPhIE N3 HUX B3aUMOJICIICTBY-
IOT C HOBBIMHU JIUTaHAaMH, TOTHAa Kak ApPYyrue, BO3-
MOXHO, HPEACTABISIOT KOHCTUTYTHBHbIE aKTHBa-
TOPBI/pelenTOpPbl UIU (paKTOPbl, aKTUBHOCTb KOTO-
PBIX MOIYJIMPYETCS YKe B IOCTTPAHCISIIMOHHBIN TIe-
puon. Penentops! aKAU30Ha OTHOCATCS KO BTOPOMY
knaccy (Mangelsdorf et a., 1995).

XOTSl MHTEHCHBHBIE HCCIIEIOBAHUS CYLICCTBEHHO
NPOSICHIIIN MEXaHU3MbI, TIOCPEACTBOM KOTOPBIX Siep-
Hble pelenTOpbl TOPMOHOB PETYJIMPYIOT TPAaHCKPUII-
LIIO TCHOB-MUIIICHEH, MBI €I1Ie MaJIO 3HAEM O TOM, KaK
9TU M3MEHEHUs B TeHHON 3KCIIPECCUH NPUBOJAT K CIIe-
IU(PUIECKUIM U Pa3HOOOPa3HBIM OTBETaM B Pa3BUTHH.

SloepHule peyenmopbl 20pMoHO8 y Opo3oghuabt. B
HacTosiIee BpeMsl y Apo30(uiIbl HAeHTU(PUIIPOBAHO
16 4eHOB cynepceMercTBa SIepHBIX PEENTOPOB TOP-
MOHOB. M3 HUX BOoceMb UMEIOT crienuguueckue hyHK-
U B SMOpHOreHe3e WIN Ha MO3[HMUX CTAUsX pa3BH-
tast: kni, knrl, egon, talless, dHNF4, FTZ-F1, svp,
DHR39 (unu FTZ-F1(3). ITonoBrHa U3 N3BECTHBIX SEP-
HBIX PEIETITOPOB TOPMOHOB Y APO30(PHIIBI M UHTY Y-
PYIOTCS, WJIM PENPECCUPYIOTCS 3KAU30HOM Ha YPOBHE
TPAHCKPUTIIIUHL.

Anamn3 [THK-ces3yronmx noMeHoB (C-y4acTok)
SIIEPHBIX PELENTOPOB TOPMOHOB APO30(HIIbI BBISIBHI
YHUKAJbHBIN IEHTPAIbHBIN YIaCTOK 13 8—9Y aMUHOKHC-
70T, (IAHKAPOBAHHBIX BBICOKOKOHCEPBATHBHBIMU
y4acTKaMu, KOTOpble cofepXKaT “IMHKOBBbIA manern’
Cys, Cys,. Beero penientop cofiepsKuT Ba “IUHKOBBIX
nanena” (Fisk, Thummel, 1995). BKiIro4eHHBIA B 3TOT
yuyacTok P-60kc onpepesnsieT cnenupuaHOCTh CBSI3bIBa-
HUS C IOCIIEl0BATENIbHOCThIO-MUILEHBIO. TaksKe siBiisi-
€TCSl YICHOM 3TOrO CeMEeNCTBa MeHee KOHCEPBATHB-
HBI JOMEH CBSI3bIBAHUSI C JIMTAHAOM IUMEpHU3alun, KO-
TOPBIH JOKamM30BaH BOMm3n C-KOHIA. DTOT yIacTOK
COJIEP>KUT KOHCEPBATHBHBLIE MOBTOPHI THAPO(POOCHBIX
aAMHHOKHCIIOT, KOTOpbIE MOTYT OOYCIIOBJIMBAThH AUME-
puzaipto (Forman, Samuels, 1990).Cemb n3 HUX CBsi3a-
HBI C Mepenavdeil TOPMOHAILHOTO CUTHAJA, KOTOPBIN
HanpasiseT Hadano Mmetamopdgosa: E75, E78, FTZ-F1,
DHR3, DHR39, EcR u usp (Woodard et ., 1994; Horner
etd., 1995).

Y nppo3ocdunbl U3 BCEX YIEHOB CylepceMencTBa
SIIEPHBIX PELENITOPOB TOPMOHOB BOCEMBb MMEIOT CIIe-
nudpudecke (pyHKIUU B SMOpUOTeHe3€e UK Ha 1103]1-
HHUX CTafusIX Pa3BUTHS;, HIKE JaeTcs MX KpaTkas Xa-
paKkTepHUCTHKA.

Tenn1 kni (knirps), knrl (knirps-related), egon (em-
brionic gonad) nokanu3osans! B xpomocome 3. T'en kni
HEOOXOIUM [IJ151 CETMEHTAlUU OPIOIIKa SMOPUOHA U SB-
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JsIeTCsl WISHOM Kitacca reHoB gap. OH KogupyeT 6eoK,
OTHOCSIIMICS K KIIACcCy SICPHBIX PEleNTOPOB FOPMO-
HoB (Nauber et al., 1988). Eme ogun 4ieH 3Toro cy-
nepcemeiictBa y Drosophila, knrl, nacnegyercs mo
MaTEepUHCKOI JINHAW, U B SMOPHOHE €r0 TPAHCKPHIT
pacnonoxeH nosceMecto. Ha craguu Osacrofepmsl
TOSIBIISTFOTCSI  IBA  JIOTIOJTHUTENBHBIX TPAaHCKPHIITA.
Tpetuit romosor rena kni, €gon, HeoOGXOIUM JIIsT HOP-
MaJIbHOTO Pa3BUTHs 3MOPHOHAJIBHBIX TOHAJ W JieH-
CTBYET TONBKO B KOHIle uX pa3putus (Oro et a.,1988;
Rothe et al., 1989).

I'en DHR3 napannensHo ¢ renamu E75B n E78B ne-
[OJITO 3KCHPECCHPYETCs B MO3[HEN 3-i IMYMHKE C MH-
KOM aKTHBHOCTH B HavaJle TMPEAKYKOJIKH; OH IMEET TO-
mostor y Manduca secta—res MHR3 (Kodleet d., 1991).
DHR3 sBrsietcst ClI0XKHBIM JIOKYCOM, KOAMPYIOIIUM HE
menee Tpex kiaccoB MPHK (Kodlleet d., 1992).

I'enst DHR38, DHR78 (mmm XR78E/F) u DHR96
9KCIIPECCUPYIOTCS B T€UEHHUE 3-TO INIMHOYHOTO BO3-
pacta M BO BpeMs NPEAKYKOJIOYHOTO Ppa3BUTHSL.
DHR38 sisnsiercst romonorom NGFI-B y mo3BoHOUHBIX
u cnerunyeckn cBsi3biBaeTcst ¢ NGFl-B-amemenTom
otBeta. DHR78 1 DHR96 — opcannbie penentopHbie
reHbl. DHR78 unpymupyerca 20-OH-3 B kynbType
JMYMHOYHBIX OPTaHOB M KOTUPYET OEIKOBYIO CBS3b C
neymst nonycaiitamu AGGTCA, pacnosioxkeHHbIMH
MO0 Kak MpsiMble, MO0 KaK NMaIWHAPOMHBIE MOBTO-
pbl. DHR96 Taxke unpynupyercsa 20-OH-3 u kopupy-
eT OEJIKOBBIE CBSI3M CEJIEKTUBHO C djeMeHToM hp27,
pearupytomum Ha 20-OH-3. Penenrop 20-OH-3 mo-
SKeT CBSI3BIBATBHCS KaXKIOH M3 TOCIENOBATEIHHOCTEN,
pacnio3HaBaembIx Oenkamu DHR78 u DHR96, uto yka-
3BIBAET HA WX JIOMIOJHEHUE K PEUENTOPY HJISI CBSI3H C
o0mmM HaGOpOM  TIOCIIEJOBATEILHOCTEN-MUIIICHEN
(Fisk, Thumme, 1995).

Ien tll (tailless) Hy>keH st cerMeHTanyy 1 pa3BUTHS
MO3ra, KHIIKH, MaJbITAEBBIX COCYNOB, OH SIBIISICTCS
romosniorom rera TXL y mbrireii (Yu et a., 1994).

I'en dHNF4 y myx skcnpeccupyeTcss B cpefHei
KHIIIKE ¥ MaJIbIIUTHEBBIX cocyaax (Zhong et a., 1993).

I'en svp (seven up) skcmpeccupyercst B LIHC am6pu-
OHa M XXMPOBBIX TeJaX, a TAKKe B MPEIICCTBEHHNKAX
(hoTOpeleNnTOPHBIX KIETOK TJIA3HBIX MMAaruHaJbLHBIX
muckoB R1, R3, R4 u R6 npu passutiu raasa. [Ipu or-
CYTCTBUH (PYHKIMHA SVP 3TU KIIETKH TPAHC(OPMUPYIOT-
ca B kieTku R7, a kietkn R2, RS, R8 pa3BuBaroTcs HOp-
manbHO (Mlodzik et al., 1990).

I'en E75 (pacmonoxeH B 30HE paHHero mydga 75B)
BKJIFOYAET JIBe MEpPEKpPbIBAIOIINECS TPAHCKPHIIMOH-
Hble enuHulb] (A 1 B). Enqununa A cogepXuT 1ecTb
9Kk30HOB: fiBa (AO u A1), cienumIHbIX 7151 9TOH e-
HHIIBI, M 3K30HbI 2-5, o01ue mist o6enx equauni,. Enu-
HUIa B copepXXuT msATh 3K30HOB: 5'-TepMUHATBHBIM
9k30H Bl u 06mme 3k30Hb1 2-5. KpymHbIe OTKPBIThHIE
PaMK¥ CUMTBIBAHWSI HAUMHAIOTCS B TIpefienax 1-ro ak-
30Ha KaXX/I0 €MHAIIBI U IPOIOIIKAIOTCS B TIOCIIETHEM
9K30HE, M TO3TOMY KOJMPYIOT /IBa pa3HbIxX 6enka (E75A
u E75B). O6a 6enka cXOHbI 10 CTPYKType KOHCEpBa-
TuBHbIX [JHK- 1 rOpMOHCBSI3YIOIIMX JOMEHOB ¥ OTHO-
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CATCS K CyNepCeMeNCTBY CTEPOUAHBIX pelenTopoB. ['en
E75A copepxuT fBa “UMHKOBBIX Nanblia”’, TOrAA Kak
E75B — tonbko onuH (Segraves, Hogness, 1990).

I'en E78 cocTonT 13 IByX TPAaHCKPUIIIMOHHBIX €1-
HUI, OoOpasyrommx ofgHo rHe3mo — E78A u E78B.
E78A MPHK skcnpeccupyeTcst B TedeHUE KOPOTKOTO
UHTEpBalla B CPEfHElNl KYKOJIKE W KOAWPYET HOBBIN
YIEH CylepceMencTBa SEPHbIX PelenTOpPOB IrOpMO-
HOB. E78B KopupyeT pelenTOpHyI0 n30(popMy, KOTO-
pas yrpatuna [THK-cBszyrommii 1oMeH, npeumyliie-
CTBEHHO 3KCIpeccupyeTcs: pu (pOpMUPOBAHUH ITyIIa-
pus u ciefyeT cpasy xe 3a E78A B xykonke. E78A
KoAupyeT 6esIoK 13 884 0CTaTKOB aMUHOKUCIIOT, U €TO
JHK-cBsa3ytommii JOMEH CONEepPsKUT LUCTENHBI, Oop-
MHUpYIOLIYE [iBa “IUHKOBbIX Hajbla”’. Eciu TpaHCKpUNT
E78B ypmunasietcss co ckopocTero 1.1-1.4 T.a1.o/MuH
(ThIC. Iap OCHOBaHWII B MHH), KaK 3TO OINPEAEIICHO 10
ApYTUM TeHaM Yy Apo30(mi, TO CUHTE3 NEPBHYHOTIO
TpaHCKpunTa B 17 T.I.0. 3aKOHUYHUTCS Yepe3 15 MuH no-
cie peiictBud akau3oHa. HaoOopoT, ecnu TpaHCKpUANT
nocie JeicTBUsl 9KAU30HA He OOHApYy>KUBAETCS 4Yepes3
30 MuH, TO 3TO CBSI3aHO C CHHTE30M HOBOTO OeNKa [y
MOCTIKEHNS MaKCUMyMa aKTHBaIiy npomMotopa E78B
(Stone, Thummel, 1993).

I'en FTZ-FI1(ren cermentanun fushi tarazu 3) ume-
et aBe m3oopmer: aFTZ-FI n fFTZ-FI. aFTZ-F1 skc-
MpeccupyeTcs B paHHeM aMOpuoreHese (2—4 1) u Kkoau-
pyet nonunentyg B 1043 ammuokucnotsl (110 k[1a).
OcHoBHas (pyHKIIUS TeéHa — KOHTPOJb CETMEHTAIIUH 3M-
OpuoHa B paHHeM amOpuoreHese. Ero skcnpeccust cos-
namaer ¢ TakoBoi rena ftz T'en BFTZ-FI dynkiponu-
pyeT B no3HeM aMOpuoHe (1422 4) u cpepHeit npexn-
KyKOJKe (5—6 4 mocje Hayaja OKyKIHMBaHUs). Ero
9KcHpeccys B IPEAKYKOIIKE COBIAIaeT C aKTUBHOCTHIO
nyda 75CD, e oH u nokanu3oBaH. O6a Genka sBiIs-
FOTCSl peLieNTOPaMy TOPMOHA, OJHAKO OCHOBHYIO POJIb
B miepefaue TOPMOHAIILHOTO curHana urpaet BFTZ-F1
(Lavorgnaetd., 1991, 1993).

IIponyKThl FeHOB, PaCHOJIOKEHHBIX B 30HAX PAHHUX
NPEAKYKOIOYHBIX 1y(hOB, SIBISIOTCS IJIaBHBIMU PETY-
JSITOpaMu, KOTOPBIE JIAalOT CUTHAM K OBICTPOMY THCTO-
JIM3Y CIFOHHOM eje3bl C NOMOIIBIO MHAYKINU PAfa
YHUKAJIBHBIX MO3JHUX T'eHOB. MHOrHe Apyrue TKaHu
U3MEHSIOT IPOrpaMMy pa3BUTHS B 3TO BpeMsl, Hallpy-
Mep, IMarvHalbHbIe IUCKU HAauMHAIOT AuddepeHnu-
poBky u sBaruHanuio ( Woodard et a., 1994). Takum
obpaszom, BFTZ-F] urpaet UeHTpaJbHYIO POJIb B OT-
BETE I'eHOB NPeAKyKOnKu Ha 3kau30H. [1pu PHK-un-
TepdepeHIun Ha Kogupyrommil yuactok SFTZ-FI1 ne
MIPONCXOAUT HapyILIEeHUs] (POPMUPOBAHNUS IyIapusi, HO
npekparaercsi Kykojaoynoe paszputue (Lam, Thum-
mel, 2000).

T'en DHR39 (wm FTZ-F1 ) uagynupyercs B cepe-
puHe 3-T0 IMYMHOYHOTO Bo3pacTa (82—-84 4 mocie oT-
KJIaJIK¥ sidll, TapaiensHo redam £74B, BR-C, ECR) n
9KCIpEeccUpyeTcsl Ha AajbHEHIINX 3Tanax 3TOro BO3-
pacra u Ha crajuu npeakykosnku. CopepKaHue KOAu-
pyemoint um PHK yBenmumBaeTcs mapajijieIbHO YBEIIH-
yenuto tTutpa 20-OH-3 (Andres et d.,1993). ITo cBoeit

MUTPOPAHOB

crpykrype DHR39 ouenn cxox ¢ FTZ-F/ (Ohno, Petko-
vich, 1992).

Ten usp (ultraspiracle) o6mamaet aeTanbHbIM (-
(hekTOM U OGYCIOBNMBAET OTBETHI HA KIU30H B pa3-
BuTHH. benok USP QyHKIMOHUPYET NPH CHHTE3€ Ky TH-
KYJIbI OpIOIIKa B CepefiiHe 3MOpUOreHe3a 1 NpH JInin-
HOYHbIX JMHbKax. OH Takke HEoOXOguM Ipu
feTepMHUHALY (POTOPELENTOPHBIX KIeToK R7 y mmaro.
Opnako MeTaMoppo3 Topakca u OpIOIIKa UMaro MOXKET
MPOUCXOAUTH 1 B oTcyTcTBHE USP (Oro et d., 1990).

I'en ECR xopgupyeT Tpu n30(hopMbI perienTopoB 3K-
mu3oHa: ECR-A, ECR-B1 u ECR-B2, koTopbie umeror
o6mme [IHK- (66 aMIHOKHACIIOT) 1 TOPMOHCBSI3YIOIINE
(221 aMHMHOKHCIIOTBI) JIOMEHBI, HO OTJIWYAOTCS IO
N-koHIeBbIM yuacTkaM. B Hauaie metamopdpo3sa pasz-
HbI€ TKAaHU-MHILIECHU 3KAW30HA 3KCIPECCUPYIOT pas-
auyHble KoMOuHanuu n3ogopm (Talbot et d., 1993). B
IHHC npo3zogunsl akcrnpeccusi #30pOopM B AETaTSIX
KOppEeNNpOoBajia ¢ U3MEHEHUSIMH B PA3BUTHU HEPOHOB
(Schubiger et al., 1997).

Kpome wussectHoil pnst ¢popmbl ECR-A myranuu
127A, xotopas He mHakTHBHpYyeT ECR-A m Komme-
MeHTapHa (-ayijIensiM 3TOro JIOKyca, MHAKTUBHPYIO-
M BCe TP M30(POPMbI, U30JIMPOBAHO IIECTh HOBBIX
ajienei, IBa U3 KOTOPBIX HECIOCOOHBI K KOMIIJIEMEH-
tanuu ¢ O-amutensimu ECR-A, Ho koMIuIeMeHTapHBI al-
nensm ECR-B1. OcranbHble yeTbipe ajens He KOM-
IUIeMEeHTapHbl MyTanmusM Jroboro Tuma (Carney,
Bender, 1997).

Cmpykmypa peyenmopa 3KOU30HA y OpO30PUNbL.
Penenrop 20-OH-3 xopupyeTrcs AByMsI Yl€HaMHU Cy-
nepceMeiicTBa TeHOB SIEPHBIX PElENTOPOB TOPMOHOB —
EcR n Usp. DKImM30HOBEIN GeTOK-penenTop y npo3odu-
Jbl sBIsieTCd reTepopuMepoM u3 6ekoB ECR n USP.
3T1oT rerepoguMep OGOJbIIE TOXOX HA PEUENTOp pe-
TUHOEBOH KHCIOTHI, YeM Ha PEUENTOp CTEPOHAOB Y
no3BoHouYHbIX (Oroetd., 1990; Kodleetd., 1991; Yao
eta., 1993).

USP-6enok Hanbosiee 6JIM30K K CEMENCTBY pelietl-
TopoB RXR y IO3BOHOUHBIX 1 MOXET 0Opa30BbIBATH
retepopumepsbl Kak ¢ ECR, Tak u ¢ perientopaMu THPO-
uaoB u BuTamuHa [ y mossonounbsix (Thomas et 4.,
1993). THK-cBsizwIBaromiasi aktuBHOCTE ECR/USP He
OTIPEJIENSIETCSI TOPMOHOM, 2 CTUMYJIMPYETCST SKIUCTEPO-
UAOM W 9-14Lic-pETHHOEBON KHUCIIOTOM, YTO YKa3bIBAET
Ha poJib TOPMOHA B cTa0WIn3anuu rerepogumMepa. Bee
Tpu popmbl ECR cesi3biBatoT [JHK nocne o6pasoBanust
rereponmmMepoB ¢ USP(Kodle1992; Thomasetd., 1993).

Bosmoxkuo, ECR n USP MoryT ocymecTBisTs He-
KOTOpbIe (PYHKIMU KaK TOMOAUMEPHI, HO C IIOMOILIBIO
OKpAaIIeHHBIX aHTHUTEI ObUIO0 IOKA3aHO, YTO BCE CANThI,
3anuMaeMble ECR Ha MOMUTEHHBIX XpPOMOCOMaX, CO-
nepxar 6enok USP ( Talbot et d., 1993). I'erepopumep
ECR-USP cBs3nIBaeT 9KAM30H U “CaguTcs’’ Ha TeH-MU-
menb ECRE, aktuBupyst TeM cambiM mpomoTop (Thum-
mel, 1995).

Kpome no3uTruBHO, OTMEUYEHBI ciyyal U HETaTHB-
HOW PETYJISIINA aKTUBHOCTH FCHOB C yYacTUEM pelerl-
TOPOB FOPMOHOB 1 3KAM30Ha. Kak npasuio, OHU OCHO-
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BaHbl HA KOHKYPEHTHBIX CBOICTBaX OEJIKOB-pEeLenTO-
POB IIPHU UX CBSI3bIBAHUM C YIACTKAMH '€HOB-MHILICHEN
WY 3KAU30HPELENITOPHBIM KOMIJIEKCOM.

Peyenmoput 20pmoHo8 y Opyeux Hacekombix. Mox-
HO CKa3aTh apriori, 4To B CUITy KOHCEPBATHBHOCTHU CBO-
ux (PYHKIMHA SfIEpHbIE PElenTOPbl TOPMOHOB JIPYTUX
HACEKOMBIX OYAyT MMETh NOUYTH HIECHTUIHYIO CTPYKTY-
py. OfHAaKO CpaBHUTENBHBIH aHAIU3 CTPYKTYPBI pe-
LENTOPOB TOPMOHOB, HECOMHEHHO, TACT MaTEPHAI JITIst
MOHNMaHMSI KapTHHBI Pa3BUTHSL 3TOH (PYHKUMU TpU
a/JalTUBHON BOJIIOLN HACEKOMBIX.

Y Manduca sexta upeHTUUIMPOBaH TeH €S2
(ecdysteroid regulated), kopupyrommit GeoK, aHaIu3
AMHHOKHCIIOTHOH OCIIEI0BATENBHOCTUA KOTOPOIO BbI-
SIBUJI CXOJICTBO CO CTEPOUHBIM Op(PaHHBIM PELEnTO-
poM aposocdmisl knrl. Dxkcnpeccust a3Toro rena nogas-
JsieTcsl AKAUCTeporamMu in Vitro u TpeOyeT cuHTe3a
oenkoB (Meszaros, Morton, 1996).

Y Galleriamellonella o6Hapy>keHbI HOCTaTOYHO BhI-
cokue yposHu copepxkanusi MPHK romosnoros peuen-
TopoB ECR-B1 u usp. 'omosor usp nanGosiee oouinex
BO BpeMsl IMHBKH, HO OH He mHpynupyetcs 20-OH-3
invitro (Jindra, Riddiford, 1996).

N3 6ubmmorexn kJJHK enoBoii nucroBepTKU-NOY-
koena Choristoneura fumiferana seinenen kinon JHK,
MOCIIEIOBATENILHOCTh KOTOPON MMEET BBICOKYIO CTe-
MeHb UCHTUYHOCTH C TaKOBOH reHa E75A, KJIOHUPO-
BauHoI 13 M. sexta, G. melondllau D. melanogaster, io-
aTOMy OH Ha3BaH Choristoneura-perenTopoM ropMoHa
75A (CHR75A). Y nuumakm 6-ro Bo3pacra CHR75
MPHK o0HapyXuBaeTcs B 3MUAEPMHUCE, KUPOBLIX Te-
JlaX W CPeHEN KUIIKe; MAaKCHMYM 3KCIIpeccuy HabJIro-
faeTcs B TeUeHNE MPEAKYKOIOYHOTO MIKa SKAUCTEPO-
uoB B remommmMgpe. CHR75 MPHK wmHpymmpyeTcst aK-
IM30HOM B CpelHEN KWIIKe, SKUPOBBIX Telnax u
SMHUIEPMICE JTMYMHOK, KOTOPbIE MUTAINCH HECTEPOHI-
HbIM aroHucToM sKmu3oHa RH-5992. C momoinbio
tpanckpunumn 1 tpancmsiimun CHR75 x[ITHK in vitro
MOKHO MOJIYYHUTh OEJIOK ¢ MOJIEKYJIsIp. Maccoit 79 k[1a,
KOTOPBIN CBSI3bIBAETCS C PELENTOPOM PETHHOEBOM
kucnorel (Pali e al., 1997a).

¥ aroro ke Bipia 06Hapy:keH apyroi Choristoneura-
penenrop ropmona 3 (CHR3), romosnormussiil penen-
TopaMm Apyrux Hacekombix: M. sexta (MHR3), G. melo-
nella (GHR3) u D. melanogaster (DHR3) (Pdli et 4.,
1997b).

W3 smOpuonanbHOM KieTouHoit uann BRL-AG-2
XJIOMKOBOTO JiodaroHocuka Anthonomus grandis mony-
YyeHbl OJIKU PELENTOPHOIO KOMILIEKCa, COCTOSALIETO
kak u3 AgECR, tak u u3 AQUSP, KoTopble CBSI3bIBAIN
MOHACTEPOH A ¥ ObIIIM TOMOJIOTUYHBI COOTBETCTBYIO-
M 6eskam aposodwmisl (Dhadiala, Tzertzinis, 1997).

Benok-penentop 3KAUCTEPOUIOB BBIACIEH U OXa-
pakTepu3oBaH u3 JrauHOK Chironomusthummi, ero co-
liep>KaHue B Tejle JIMYUHKH TOJOKATENHLHO KOPPEH-
poBaio ¢ TutpoM akam3ona (Deak, Laufer, 1995).

K unenam cynepcemeiicTBa SiIEpHBIX FOPMOHAIb-
HBIX pelienTopoB oTHocuTcs u pakTop BMFTZ-F1, 06-
Hapy>KeHHbII1 y BOmMbyX mori u cXopHsIii o cBouM G1o-
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XAMIYECKUM CBO#CTBaM ¢ (pakTopom FTZ-F1 y D. mel-
anogaster, TOCIemHWiT TaKXKe SBISIETCS SCPHBIM
peuenTopoM ropMoHoB (Sun et a., 1994). ITagenue Ko-
nuyectBa MPHK niisg yeThipex 0enKoB 1Iesika B IIen-
kooTrgenuTenbHo xeiese G. mellonela tecuo casasa-
HO C POCTOM TUTpPA 3KAN30HA K KOHITY MTOCIETHETO JIH-
YUHOYHOT'O BO3pacTa. DTO MajieHHue MOXKHO MHAYIM-
POBaTh MPEXKAEBPEMEHHO C MOMOIIBI0 3K30T€HHOTO
20-OH-9 (Yang etd., 1995). 3mech BUOHO CXOHCTBO
MIPOILECCOB, MPOUCXOMAIIMX B CIIFOHHOM KeJie3e Ap030-
(MBI M ENKOOTAEIUTENBHON Xelle3e 0ab04YeK. K-
pu30H nopasisieT cuaTe3bl MPHK nMuMHOYHBIX TeHOB
(04eBHIHO, MEXIIMHOYHBIX) M MHAYLMPYET CUHTE3 Te-
HOB, CBSI3aHHBIX C TOJTOTOBKON JIMYMHKU K METaMOp-
¢ozy. [IporpammrpoBaHHast KJIeTOYHAS THOEIH epef-
Heil HIeJIKOOT/ICTUTEIHLHOM Xele3bl y B. mori Bo Bpemst
KYKOJIOUHOTO MeTamMop(o3a 3amycKaeTcsi IKAN30HOM
(Tsuzuki € al., 2001).

HpenTudukanmsi peuenTopoB 3KAW30HA Y Pa3HBIX
HACcEKOMBIX KaK YIEHOB CylIepCEMENCTBa SIEPHBIX pe-
LENTOPOB IpefronaraeT BEPOSITHYIO YHUBEPCAJIBHYIO
NPUPOAY 3THX PEUEHTOPOB Y SKUBOTHBIX U IOKA3bIBAET,
YTO OHM IBOJIFOLMOHUPOBAIIN €11 [0 AUBEPreHIUH HO-
3BOHOYHBIX 1 OECITIO3BOHOYHBIX. JIydIlle Bcero cTpyKTy-
pa 1 PYHKLHSI TEHOB, KOAUPYIOILMX PELeNTOPbI, U3y4e-
Hbl y D. melanogaster. Y npyrux HaceKOMBIX 9TH HCCIIe-
[OBaHMSl TOJILKO HauMHAIOTCA. Pa3BuTHe MaHHOTO
HalpaBJIeHUsl, HECOMHEHHO, acT OOIIMPHBIA U WHTE-
pecHbIl MaTepuall [JIsi CPABHUTENIBHOIO aHaJIN3a MexXa-
HM3Ma pelelui TOPMOHOB B IIPOLIECCE 3BOIFOLUM.

Xapaxkmepucmura 2eH08, pe2yaupyemvlx IKOU30-
HoM. DK[IU30H MHULUKAPYET MeTaMopdo3 y apo3odu-
JIbI TIOCPEACTBOM MHAYKUMH OOIIMPHBIX M3MEHEHHI B
aKcipeccuy reHoB. OfHAKO YJIOBUTh 3TU W3MEHEHUS
MOKHO TOJIKO C IIOMOIIBIO MOJIEKYJISIPHO-TeHeTHYE-
CKHX METOMIOB, MO3BOJISIIOIIMX OINPEAETIUTb Hadajo
TPAHCKPUIILUY JIFOO0r0 aKTUBMPOBAHHOI'O T'OPMOHOM
reda. OcOOEHHO YETKUI OTBET IIOJy4YeH IIPU BO3[Eii-
crern 20-OH-D Ha KyJIbTyphI KJIETOK M TKaHEH iN VIVO.
3pmecy HaOMIOaeTcsl B3aMMOJIENICTBAE MEXKIY TOPMO-
HOM ¥ KJIETKOM-MHIIIEHLIO B YCTOM BHje. OgHaKo me-
PEOLICHUBATh 3TH AaHHbIE TAKXe HE CIEAYET, HOCKOIb-
Ky IpU KYJIbTUBHPOBAHUM KJIETKU HAXOAATCS B He-
OOBIYHBIX YCJIOBUSIX, IPU KOTOPBIX OTCYTCTBYET
HOpMaJIbHAs HEpapXusl B3aNMOAEHCTBUI MEKIY Opra-
HaMU U TKAHSIMH, XapaKTepHasi I LIEJIOr0 OpraHu3Ma.

I'en Eip28/29. Y D. melanogaster mpu o6paGoTke
SKAUCTEPOUIAMU  KYJIBTHBAPYEMON 3MOPHOHATBHON
knetoyHoit nuHud KC-H yBennumuBaeTcs OTHOCUTENb-
HBII CHHTE3 TPeX 9KAMCTCPOUANHAYMOEIbHBIX TOH-
nentupos: EIP 40, EIP 29 u EIP 28. Ycunenue cudre3a
EIP 3amerno B mpenenax 45 (EIP 28) wnu 75 mun
(EIP 40, EIP29); oHO rocTuTraeT MakcuMyMa Ha 4—8-M 4
[ocsie Havajla BO3[EHCTBHUS M IIPOJOJIKAETCS MOYTH
2cyr. benaku EIP 28 u EIP 29 xopupyrorcs reHoMm
Eip28/29, xoropsrit kKapTupoBaH B paitone 71CD xpo-
Mocombl 3L (Savakiset d., 1980). Kpome Hero cTosb ke
OBbICTPO pearupyeT Ha 9KAU30H TONBKO reH Eipd0, Tak-
Ke Haiijmennbni B knetkax junna Kc (Cherbas e 4.,
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1991). I'en cuuThIBaeTCs KaK equHAsl TPAHCKPUIIIAOH-
Hasl eMHALA, HO B pe3yJIbTaTe CIUTaiiCHra IpOAyLUpY-
rores iBe 3penble PHK, kopupyromme akqu30HUHAY-
mupyemsble nonunentunbl — EIP 28 u 29. Ecnu knetku
KyJIbTyphbl InHuKM Kc 06pabaThiBaroTcsi TOPMOHOM 3K-
MIU30HOM, YHCIIO TpaHCKpUNTOB Eip28/29 u cuHTe3 pas-
HbIX popm EIP28 u EIP29 6GbicTpo yBennuuBaroTcs.

I'en Eip28/29 otHOCUTCS K TeHaM, Y KOTOPBIX OIUH
MIEPBUYHBIA TPAHCKPUNT JaeT pa3Hble MPORYKTHI
CITaficHHTa C MIOMOIIBIO0 UCMOTb30BaHNUS TOHOPHBIX U
aKIIETITOPHBIX CaliTOB, YTO NMPHUBOAUT K MOIMMOPGU3-
My Genka (Schultz et al., 1986).

Tpauckpunter Eip28/29 npencraBneHpl B HEGONb-
IIMX KOJIMIECTBAX B TeUCHUE OOJIBIINHCTBA CTaAuil pas-
BuTHs ipo3ocuibl (Schultz et d., 1989). Tlpu n3yuenmn
reHa Eip28/29 B kynbrype Kc npo3zoduiibl n3onupoBan
9JIEMEHT OTBETa Ha »KIu30H (ecdysone responsible de-
ment, ECRE). C nmomomipio penenyii ycraHOBIIEHa €r0
[OCJIENOBATEILHOCTE. BOMM3u rena Eip28/29 upgenrtu-
(puimpoBaHBI TPU KOPOTKUX YIACTKA CBSI3BIBAHUSA C pe-
nentopom: Prox, Dist u Upstream (Cherbaset d., 1991).

I'enst 2B. I'eHbl paHHEro 3KAW30HOBOTO Myda 2B
SIBIISTFOTCSl HACTOJIBKO BaXXHBIMU B Iepefjaye TOpMo-
HAJILHOTO CHTHAJIa OpraHaM M TKaHSM, YTO UX CTPYKTY-
pe IOCBAILIEHO caMoe OOJIBIIOE YHCIO MyOIUKAaLWil.
I'eneTnyeckuili aHanW3 3TOrO y4yacTKa MPOBEJEH [O-
BOJILHO NOJIHO Onaropapsi padotam ZKumynesa u bens-
eBoil ¢ corpynaukamu (Zhimulev et ., 1995). K coxa-
JIEHWIO, JIJIs1 APYTUX BUAOB APO30(II M APYTUX TPYIII
HACEKOMBIX HCCIIEJOBaHUsS TaKOTrO pojia BOOOIIE He
IPOBOJMIIUCH, U IIO3TOMY CPaBHUTEJIbHBIN aHANU3 ITy-
¢oB, X0Ts Obl y pa3HbIX BUAOB Ap030(ui, MPOBECTU
HEBO3MOXHO.

Y3ke mepBble pe3ysIbTaThl TEHETHYECKOTO aHAM3a
MOKAa3aJd, 9TO 3TOT My MMEET CIIOXKHYIO TeHeTHIe-
CKYIO CTPYKTYPY ¥ COCTOHT W3 CIEAYIOUUX TPYII KOM-
miementamuu: broad (br), reduced bristle number on
palpus(rbp), 1(1)pp!, |(1)pp2. Bece deThipe rpymibl KOM-
IUIEMEHTan 00pa3yroT KoMIuleKe occ (overlapping
coplementation complex). ITockonbKy HEKOTOpbIE My-
Tauy He KOMIUIEMEHTAPHbBI HY OTHOM MyTalliH U3 BbI-
[ETICHHBIX TPYNIl Occ, OH TOJYYMJI Ha3BaHME JIOKyca
ecdysterone sengitivity(esc). Kpome Toro, nmy¢ Bkitoua-
eT MyTarmu Sihged wings (Swi), deep orange (dor), nonp-
upariating (npr). Myrarwu br, npr, rbp, 1(7)2Bcu |(7)2Bd
cocrapisitor Jokyc Broad-Complex (BR-C), cuHOHUM
et (Zimulev et al., 1995). Myranuu br, npr u esc, Bo3-
MOXKHO, IBJISIFOTCS annenbubivu (Belyaevaet ., 1980).
Jlokyc BR-C 3annmaet Touno paiion 2B3-5 (Belyaevaet
a., 1989). Mytaiuu 9TuX KJIacCOB KOMILIEMEHTAPHBI
APYT APYTY, HO HE KOMIUIEMEHTAPHBI KJIacCy MyTaImi
npr (Beyaevaet d., 1980). Korja 6611 n3ydeH OTBET My-
Tanuii B oTHX rpymmax Ha 20-OH-3, To okazanocsk, 4to
HEKOTOpbIe MEKITMHOYHBIC My(bI HE PETPECCUPYIOT B
CBOE BpeMSI, psifi paHHUX My(OB HE JOCTUTAIOT MaKCH-
MaJbLHBIX pa3MepOB TOCIe HHAYKINA TOPMOHOM, a He-
KOTOPBbIE MO3[[HAE — HE PEATUPYIOT Ha 9KAU30H. Takum
00pa3oM, paiioH 2B5 HeoOXoaUM AJIst BKITFOYEHUST HOp-

MUTPOPAHOB

MaJIBHO# TIocefioBaTeapHoCTH MyoB (Belyaeva et d.,
1980; Zhimulev et al., 1995).

Jleranbublii nepuop MmyTtauuii BR-C pamkupoBan oT
KOHIIa 3-r0 BO3pacTa 10 KoHIa Kykonku. HamGonee
KpaiiHss rpynna ajuieneil Npr (BO3MOKHO, alljiesb €sC)
BBI3bIBAET HETIOPA3BUTHUE IIOUTH BCEX IKIN30HOBBIX ITy-
¢poB. MyTaHTHBIE 0OCOOM HE OKYKJIUBAIOTCS, HO JIMYMH-
KM HPOAOJKAIOT JIMYMHOYHBIA BO3pacT [0 THOenu.
Pynxuun rera BR-C MHOroo6pa3Hb! 1 Bceryia CBsi3aHbl
C 9KAU30HOM.

BR-C Bkirouaer Gonee 115 T.0. m copepkur, 1mo
KpaiiHell Mepe, TPH PEeryISITOpHBIX ajeMeHTa. OnuH
aneMeHT oTBedaeT Ha 20-OH-3, yTo NpuBOANT K aKTH-
Banuu myOB B CITFOHHBIX 3KeJIe3aX, BTOPON HEOOXOIM
7Sl aKTUBAIMN TPAHCKPUIILMU, a TPETUI — I HOpP-
MainbHO# (pepTriibHOCTH (Zhimulev et al., 1995).

BR-C kopgupyer, no kpaitneir Mepe, Tpu 6enka, Ko-
TOpbIe OTVIMYAIOTCS YHUKAIBHBIME MapaMd ‘IUHKO-
BbIX manbneB’. Kpome toro, xaxmas n3 MPHK BR-C
COMIEP>KUT OOIINI CEPALIEBUHHBIN 9K30H, KOIUPYIOIIHN
0eJoK, CXO[HBIN 1O CTPYKType C 3YKapHOTHYECKAMU
(pakTopamu Tpanckpunuuu. Beero nokyc cogepskut
10 a2x30HOB ¥ KoaupyeT 12 paKTOPOB TPAaHCKPUIILIUY.
TTocnemoBarenbHocTh reda BR-C BkirouaeT MHOXKe-
CTBEHHbIC IPOMOTOPBI M HOABEpXKEHa AnpepeHnn-
anbHOMy crutaiicuary (Koeleet d., 1991).

I'en BR-C napsiny ¢ E74 nanynmpyeTcst psiMo 3KAu-
30HOM, 1 00a OHU KONUPYIOT CeMENCTBO (paKTOpPOB
TPAHCKPUIIIUH, PETYIUPYIOINX TeHbl NEePBUYHOTO U
BTOPUYHOTO OTBETA HA 3KAN30H. MyTarmu reHoB E74 n
BR-C neTanbHbI B TeueHNEe MeTaMOP(03a 1 BHI3HLIBAIOT
CXOJHbIC JIeTalIbHbIe (DEHOTHUIBI U M3MEHEHUSI B TeHAaX
BropuuHoro otseTa. I'eHsl E74 n BR-C yuactByroT B
(popmupoBanuy mynapusi, OKyKJIMBAaHUU U MHIYKLIUH
paHHUX reHoB. TpaHckpunuuoHHsle ¢akTopsl E74 u
BR-C mpsiMO peryimpyroT 3KCIPECCHIO TeHOB Kiesl 1
MO3[IHUX T€HOB B CIIFOHHOM KeJje3e MO3JHEN JINUNHKA
3-ro Bo3pacra. Bo3moxHO, 2Bc+ BHOCUT INpsIMOit
BKJIQJ B PEryJSLUI0 TPAaHCKpHUNLIMU TeHoB L7/-5 m
L71-6 y npepxykonku (Fletcher, Thummel, 1995).

I'en rbp MHAYIMPYET TPAHCKPUIIIMIO IIIECTH T'EHOB B
nosnaeM yde 71E. Kpome toro, rbp weooxomum st
TPaHCKPUTIIMU YEThIPEX MEXKJIMHOYHBIX TeHOB (SJS-
34,5 urena VIl Bnyde 71E). Myraumu pynkipmit broad,
[(7)2Bc u |(1)2Bd B 10kyce BR-C He Oka3bIBatOT HUKA-
KOro a(ppekTa Ha IKCOPECCUIO UCCIIEJOBAHHBIX T€HOB
(Guay, Guild, 1991).

Ten |(1)2BC HEOOXOMUM [ITsT MHIYKIMN HEKOTOPBIX
pannux MPHK (BR-C, E74, E75) u a¢¢dexTuBHoiI pe-
npeccun camoii panHeit MPHK B npepkykosnke. ITogo6-
HO MEXXJIMHOYHBIM T'€HaM BTOPUYHOT'O OTBETA, NHAYK-
IHsI TO3[JHUX T€HOB BTOPUYHOTO OTBETA MOTHOCTHIO 3a-
ucut ot rbp. BR-C wrpaer kimoueByro ponb B
OIIpefieyICHNH CTaeCIeu(PMIHOCTH OTBETA HA IKAU-
30H. DKAN30HPEUENTOPHbIN OETKOBBI KOMIUIEKC CaM
no ceGe HEJOCTATOYEH I MHAYKUMU PAaHHUX T'€HOB
MEepBUYHOTO OTBeTa. DKcnpeccus 6enkoB BR-C sus-
€TCSI KITFOUEBBIM PETYIISITOPOM aKTHBHOCTH T€HOB B Ha-
yainie Metamopgosa. Huskuii THTp 9KM30Ha B cepeu-
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MOIJIEKYJ/ISAPHO-TEHETUYECKNE MEXAHN3MBbI

He 3-r0 JMYMHOYHOTO BO3pacTa MHAYUMPYET aKTHB-
HocTh bp um |(/)2BC, KOTOpbIe 3amycKaroT MEXK-
JIMHOYHbIE TeHbl. POCT THTpa aKAn30Ha K KOHILY BO3pac-
Ta uapynupyet cuaTe3 panHux PHK renos E74A, E75A
n Hekoero kKommnoHeHTa BR-C. MakcumanpHast MHIyK-
IMS1 9TUX TPAHCKPUNTOB 3aBUCUT OT (pyHkimu |(/)2BcC
rera BR-C. Kpome Toro, cuHTe3upyeTcst OfffiH WM He-
CKOJIBKO PENpeccOpoB, KOTOPbIE HYKHBI JIJISI perpec-
CUM MEKJTMHOYHBIX U paHHUX reHoB (Karimet d., 1993).

Caoeo0pasno u B3anmopeticrsue BR-C c renom De-
formed (Dfd) — roMe03uCHBIM CeTEKTOPHBIM T'€HOM, He-
OOXOAMMBIM JIJISI MIECHTUYHOCTH CETMEHTOB T'OJIOBBI.
O6a rena copepkart ces3biBatomue [IHK nomensl ( ro-
MEOJIOMEH W Pa3sHOBUIHOCTH ‘‘IMHKOBOTO MAajbla’ co-
OTBETCTBEHHO) M PETYIUPYIOT TPAHCKPUIIIUIO T€HOB-
MulieHe. MyTaHThI IO 9THM JIOKycaM JJaloT JIETaJIH B
TeueHne MeTaMop(o3a, BbI3bIBas Ae(PeKThI peOpraHu-
zamym [{HC, pa3BuTusi BEHTPaAIbLHOTO OT/IENIa TOIOBBI
mMaro m MopdoreHesa CIFOHHOW 3KeJe3bl B3POCIbIX
HacekoMbIX. [IBoitHbie MyTanThl o Dfd; BR-C cunep-
TMYECKU B3aUMOJICHCTBYIOT IPU HAPYIIICHUN Pa3BUTHS
BEHTPAJBHON YaCTH TOJIOBBI, T.€. TOPMOHAJILHAS PETy-
TSAS ¥ uAeHTH(UKANUsT CETMEHTOB B3aMHO Tiepece-
KalTCs B MOCTaMOproHanbHOM passutun (Restifo,
Merrill, 1994).

K coxanenuto, jokyc BR-C uccnenoBan ToIbKO y
D. melanogaster. Y npyrux BUIOB FeHETUUECKOTO aHa-
JIM3a PaHHUX IKAN30HOBBIX My(OB HE ObLIO CAENaHO,
OJTHAKO HEKOTOPbIE MCCIEIOBaHUSI B 9TOM HalpaBlie-
HUH y3Ke Havyanuch. Kiactep r€HOB, COOTBETCTBYIO-
IIX paHHEMY CTUMYJIHPYEMOMY 3KIU30HOM myy 2B
y D. melanogaster, B xpomocome X GbLT IOKATM30BaH
C NOMOIIBI0 ruOpuaAn3anuu iN SitU y BOCbMH BHIOB
Drosophila. T'enbi ecs, dor u Snvi kaptuposasbl y D. fun-
ebris D. virilis, D. hydei, D. repleta, D. mercatorum u
D. paranaensis B TeIOMEpHBIX y4acTKax XPOMOCOMBI X.
Y D. kanekoi, KoTopblil SIBASICTCS BUIOM-JIBOMHIKOM
D. virilis, MmeTKka oKanM30BaHa MPOKCUMAJIbHEE, YeM
y D. virilis. Bo3MOXHO, 3TOT y4acTOK X-XpOMOCOMBbI
MHBEpTHPOBaH mpu oopazosannu D. kanekoi. Y D. pseu-
doobscura 3T ke reHbI JIOKAIN30BaHbI B IIPOKCHMAITh-
HOM paitore xpomocoMmbl X. [IpeanomnaraeTcs, 4To op-
raHu3alysl 3TOro Kjacrepa KOHCEpBaTHBHA y BCEX
BuoB. Y D. hydel 6b1mi oGHapy:>KeHbI cailThl MHOXKeE-
ctBeHHOH rubpupu3anyuu npod JHK sToro yyacrka
xpomocombl (Kokoza et al., 1992).

I'en E74. B paHHeM 3KAM30HOBOM JIOKyce E74 3K-
[W30H IPSMO aKTHBHUPYET npoMoTopkl E74A n E74B.
CKOpOCTh YAJMHEHUS] LENW NpU TPAHCKPHUNIKA —
1.1 T.o/mun. IlosiBnenue Tpanckpunra E74B akTHBU-
pyeTrcs OYeHb HHU3KOA KOHLEHTpauueill SKAW30HA,
IPUMEPHO B 25 pa3 MeHbIlIeH, YeM 3TO TpeOyeTcs s
aktuBauun E74A. E74A ne nopasnsiet E74B n pyHK-
LMOHUPYET U B JIMUMHOYHBIX TKAHAX, U B IMarvHallb-
HbIX fuckax. O0a reHa pacnoiyioxkeHnl B nyde 74EF
(Karim, Thummel, 1991). Mimetorcst mpsiMble aKCIIepu-
MEHTAJIbHbIE [OKA3aTeJIbCTBA TOrO, YTO PAHHUN IeH
E74A uHpynupyeT TpaHCKPUIIMIO MO3[AHEr0 reHa
L71-6. B mpenenax 5'-yyactka L7/-6 upentudunmpo-
2 OHTOTEHE3 N5
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BaHO YeThIpe caiiTa cBsi3biBanus ¢ E74A. Takum obpa-
30M, YCTAHOBJIEHA TpsIMasi CBSI3b MEXKAY TPAHCKPHIILIH-
OHHBbIM (PaKTOPOM, MHAYLMPOBAHHBIM CTEPOUAOM, U
aKkTHBalel MPOMOTOpa BTOPUYHOTO OTBETA. DTO MO-
Ka3bIBAET, YTO CTEPOMHBIE CUTHAJIBI Y BBICIINX Opra-
HU3MOB MOTYT ObITh N€pefjaHbl U aMIUTU(PUIMPOBAHbI
MOCPENICTBOM perysTopHoit nepapxuu (Umess, Thum-
mel, 1990, 1995).

I'en E93 onpenensieT Npupoay HHAYLIPYEMOTO CTe-
ponioM OMOJIOTMIECKOTO OTBeTa. Y MyTaHTOB o E£93
JIMYMHOYHEIE CJIFOHHBIE XKee3bl HE CIOCOOHDI noasep-
raThCsl MHAYLIMPOBAHHON CTEPOMIAMH KIIETOYHOM MPO-
rpamMMupoBaHHON rubenn, a E93 akcmpeccupyeTcs B
KJIETKaX HENOCPE/ICTBEHHO Iepejl HavajaoM rubenu
(Leeetd., 2000).

eticmaue axouzona Ha memamopgo3. IMaruHab-
Hble aucku D. melanogaster mpepcrapisifor co6oil BbI-
MSTYMBAHUS SMOPHOHAIBHOTO MHUIEPMICA, COCTOSIIINE
npuMepHO 13 50 kineTok. OCHOBHOI MUK JIEJIEHNI NMa-
TUHAJIBHBIX IUCKOB IPUXOAUTCS HA 3-H JTMYMHOYHBINA
BO3pAcCT, MPUYEM B Hayasle BO3pacTa JIUCKH BKIIFOYArOT
npuMepHO 10-20% TOro ymcna KJEeToK, KOTOpoe Co-
AepKUTcs B KOHLE 3-ro Bo3pacra. CaMblil KPYIHbIIA
KpbI10BO#i guck copepkut 40—60, a HOKHOI — OKOJIO
10 ThIC. KJeTOK. Pa3BuTHE AWCKOB KOHTPOIUPYETCH
TOPMOHAMHU, ¥ OHH CTAHOBSITCS] KOMIIETEHTHBIMH K 9K-
[U30HY NMpHMEpHO K cepeaunHe 3-ro Bo3pacra. Hespe-
JIbIE JUCKM B OTBET HAa TOPMOH WJIN Pa3BUBAOTCS TOJIb-
KO JaCTHYHO, WM HEe pa3BUBarOTCs coBceM. I1pn Kyib-
TUBUPOBAHNHM JINCKa B OPIOIIKE B3POCIOro caMmiia OH
TepsieT CIOCOOHOCTH K Pa3BUTHIO B OTBET Ha 9K/U30H U
CTaHOBUTCS IOXOKMM Ha He3peJblit auck. KomnereHT-
HOCTb JIICKa BOCCTAHABJIMBAETCS NPU €TI0 TPaHCIJIaH-
Tauuy B JINYMHKY. {7151 MeTaMopdo3a HEOOXOIUM K-
AU30H, KOTOPBII U SBJSICTCSI CTUMYJISITOPOM Pa3BUTHS
UMaruHajibHOro qucka (Slvert, Fristrom, 1980).

KrneTku, ogHaKbl cpearupoBaBlIue Ha IKAUCTEPO-
Wbl U MOTOM BOUIEAIINE B KJIETOYHBIN UK BHOBb,
CTaHOBWJINCH HEUYBCTBUTENIBHBIMI K MOBTOPHOM CTH-
MYJISILIYA TOPMOHOM. DTa yTpaTa OTBeTa KOPPENUupyeT
C IOTepeN YyBCTBUTEIBHOCTU PELENITOPOB IKUCTE-
POMIOB B CTHMYJIMPOBaHHBIX KieTKax (Stevens et d.,
1980).

B Teuenme mpepkyKkomouHOU AnPepeHIMPOBKA
MMAarfHAIBHBIX TUCKOB BBIJIENIEHO YEThIpE IreHa, 000-
3HAYCHHBIX B COOTBETCTBUHM C MX JIOKAJM3alUeN Ha HO-
JUTEHHBIX XPOMOCOMax M OTBEYAIOIIUX Ha SKM30H:
EDG-42A, EDG-64CD, EDG-78E n EDG-84A-1. O1n
TeHbl YYaCTBYIOT B (POPMUPOBAHNH KYKOJIOUHOH KyTH-
KyJbl. TpaHCKpUNThI, KOMIZIEMEHTapHbIE 9TUM FeHaM,
HAKalUIMBAIOTCSl B MMArdHAJbHBIX JMCKaX B TECUYECHHUE
18-49acoBoro KyJabTHBHpPOBaHuS iN Vitro mox aeiicTBreM
20-OH-3. TpaHckpunThl TpeX U3 HUX B KyJIbType 03
9K[M30HAa [UIUTEJIBHOE BpeMsi He OOHapYKMBAaJKCh
(Fechtel et d., 1988). [ToBTopHOE MOOaBIIEHNE TOPMOHA
B KYJBTYpY JUCKOB, aKTUBHO cuHTe3upyrommx MPHK
EDG, BbI3BIBaET OBICTPYIO PENPECCHIO TPAHCKPUIIIUK
EDG. Takum o6pazom, 20-OH-D peiicTByeT U Kak mo-
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3UTUBHBIIA, U KaK HETATUBHBIN PETYJISATOP TPAHCKPUII-
i EDG.

Perynsimyst TeHHOW TPAHCKPUIIN CTEPOUAHBIM
TOPMOHOM B HEKOTOPBIX CIIy4asaXx MOXKET 3aBUCETH OT
KOPOTKHUX HAJTMHIPOMHBIX IIOCIIEJOBaTEIBLHOCTEN, Ha-
3bIBAEMBIX TOPMOHOTBETCTBEHHBIMH  3JIEMEHTaMHI
(HRE, hormone responsible elements) u pacnonoskes-
HBIX BONM3M MHAYLMPYEMOro reHa. AKTHBalys TpaH-
CKPUIIIAA TOPMOHOM TPOUCXOMIUT TIOCIE CBS3bIBAHUS
9TOr0 3JIEMEHTAa C MOMOIIBIO TOPMOH-PELENTOPHOTO
KoMIutekca. CBsi3bIBaHNE TOPMOH-PELENTOPHOTO KOM-
IUIeKCa C 9TUMH CafiTaMH MOKET BBI3BATh PETPECCHIO
TPpaHCKpUNUU I1OJ BJIMAHUEM I'OPMOHA. Yyactku re-
HoB EDG 78 u EDG 84, cxonnbie ¢ ECRE, umeror cneny-
rolyto cTpykTypy (Apple, Fristrom, 1991):

EcRE - GACAAGGGTTCAATGGACTTGTC,
EDG 78 — CQATGacCTTGTC,
EDG 84 — CQATGacCTTGTC.

OTH JaHHbIE TIOKA3bIBAIOT, YTO MOJIEKYJISIPHBIE Me-
XaHU3MbI HHAYKIUHA T€HETHYEeCKON aKTHBHOCTHU B pa3-
HBIX TKaHSIX IMEIOT, BO3MOKHO, OOIIHE YePThI.

B kupoBbIX Tenax SKIU30H MHAYLMPYET CpaBHH-
TEJIbHO HEMHOT'O T'eHOB. Bo BCsKOM ciyuae mpu KyJib-
TUBUPOBAHUU YKUPOBBIX TeJl U3 MYTaHTHBIX JIMUUHOK
ecd’ D. melanogaster ¢ nomorpro 20-OH-2 uapynupy-
eTcst IKenpeccust ByX reHoB — LSP-2 u P/ (Larval Se-
rumProtein-2 u Protein-1). Myrauus ecd’ ayBcTBUTENB-
Ha K TeMIlepaType U NPOSIBISIETCS TOIBKO P COAep-
>KaHUM JIMIAHOK ipu 29°C. B TedeHne HOPMalIbHOTO
pasButusa ren LSP-2 skcmpeccupyeTcst paHblile reHa
PI, 1 3TOT IOPSIAOK cOOMIOAAETCs P KYJILTUBHPOBA-
Hum kupoBbIx Tesr (Nakanishi, Garen, 1983).

CrHTE3 KENTOYHBIX OEJIKOB B 3KAPOBBIX TeJax
Aedes aegypti onocpenoanHo perymupyetcs 20-OH-3
(Deitsch et d., 1995). I'enbl rpynmbr SYSKOAUPYIOT 6e1-
KH, BbIpabaThIBaGMbIe CITFOHHBIMHU XKeJIe3aMH JIMINHOK
IPO30(uUII, C MOMOIIBIO KOTOPBIX OHU MPUKPETUISFOTCS
K cyOcTpary st okyknuBaHus (Salivary gland secre-
tion). DTo THNMYHbIE TKaHECTEM(UIHbIE TeHbI, KOTO-
pbIe CBSI3aHbI C MEKIIMHOYHBIME My(haMu 1 MHIYLUPY-
FOTCSI HU3KHM TUTPOM IK[Ii30Ha. [OpMOHabHasI pery-
JISILEST HEKOTOPBIX TEHOB SOS M3yUeHa.

OKAM30H KOHTPOIUPYET KaK MHAYKLUIO, TaK U pe-
MPECCUI0 “MEKIMHOYHOTO” TeHa SOS4 y Ipo30QuiibL.
MexxnuHouHbIe y(hbl U UX TeHbI 3aBUCAT OT PAHHETO
rera BR-C. Ty 68C Bkirovyaer Tpu rena s (Ys-3,
s7 u Ls-8), a myd 3C11-12 — rern Sgs+4. PHK rena
BR-C nakanumBaeTcsi B cepeuHe 3-T0 JTMIMHOYHOTO
BO3pacTa B CIIOHHOMH XXeje3e nepef MHAYKIMEH reHa
SYS4, MOCKONBKY OH PETYIMPYEeT BpPEMEHHBbIE Tapa-
MeTpbl akTuBalyu rena Ys-4. BR-C kogupyer cemeii-
CTBO PEryJIsITOPOB TPAHCKPUIILUHY, Y KOTOPBIX UJCHTHU-
¢punmpoBan pap caittoB cBa3biBaHusl ¢ [JHK. Takum
ob6pazoM, BR-C o6ycioBnrBaeT BpeMEHHON U TKaHe-
crienypuyIHbIN OTBET Ha 9KIU30H II0 MepPe TOr'0 KaK JIu-
YMHKA CTAHOBHUTCS TOTOBOIl K MeTamopgosy (Kam,
vonetd., 1994).

MUTPOPAHOB

IMockonbky ren §Ys4 TaksKe KOHTPOIMPYETCs caii-
TOM cBsi3bIBaHus ECR/USP, aToT retepopumep urpaet
OCHOBHYIO POJIb B IPOBEICHNH TOPMOHAIILHOTO CUTHA-
na uist Beex renoB SOs (Lehmann, Korge, 1995; Lehmann
etd., 1997).

OnuH 13 caMbIX 3aMETHBIX U aKTHBHBIX MEXKIIMHOY-
HbIx IycpoB 3C copepxkut rers! NG (Ng-/, Ng-2 u ng-3),
KOTOpbIE aKTMBHO TPAHCKPUOMPYIOTCS B Havaie 3-it
JIMYMHOYHOY CTAiuM, TOT/ja KaK APYrue Me>KIMHOYHbIE
reHbl (PYHKIMOHUPYIOT MO3XKe, KOTja JIMYMHKA nepe-
craeT akTUBHO nmuTathed (Andreset d., 1993). Dkempec-
cust TeHOB NQ He 3aBUCHT OT (pyHKImm JoKyca BR-C, n
OHM aKTUBHO TPAHCKPUOMPYIOTCS B IPUCYTCTBUM O-MY-
taHTOB rera BR-C. Ongnako nos:xe penpeccusi reHoB NQ
yKe KOHTPOJIUPYETCS] HOPMAIbHBIMU (DYHKIMsIME DP
u 2BC. Y IUYMHOK, TOMO3UI'OTHLIX 1O 2Bc, akTHBHAs
TpaHckpunuws Ng-/,2,3 HabmrogaeTcs BIUIOTh A0 OKYK-
muBanms (D’Avino et d., 1995).

OCOBEHHOCTU JENCTBUS
IOBEHUJIBHOT'O TOPMOHA (IOT)

Kak nokazaHo B MHOTOUYHCIIEHHBIX HCCIIEJOBAHMUSIX,
apexTs! IOI' 1 FOBEHOUIOB CYIIIECTBEHHO BApbUPYIOT
Y pa3HbIX HACEKOMBIX U KJIETKU-MUIIEHH OTBEYAIOT Ha
BO3JIEHCTBHIE JOCTaTOYHO Pa3HOOOpasHO. B nemom o
¢pusuonoruueckux agpexrax IOI' uzsecrHo ropasno
OoIblIle, YEM O €TO JEHCTBIU HEMOCPEACTBEHHO Ha re-
HeTHYEeCKUil anmapar kinetku. M3 Manduca sexta Bbie-
JIeH siIepHbIN 6elIoK (MoeKyssip. Macca 28 k/la), KoTo-
poiit cesizbiBaeTcs ¢ FOT (eMm. 0630p: Riddiford, 1994).

MOXHO OTMETHUTBD, YTO FOBEHOH/IbI OJIOKUPYIOT IKC-
IPECCHIO FEHOB, BIUAIOIINX HA PEalIn3alyio NOCIeny-
IOIIUX IIPOLieccoB pa3BUTUs U MopgoreHesa. C apyroi
croponsl, IOI' uHAyIMpYeT CHHTE3 BUTEUIOT€HUHA U
ootenuHa. Kpome TOro, FOBEHOUbI U3MEHSIOT CBOi-
CTBa MeMOpaH TakuM O0pa3oM, UTO BbI3bIBAIOT U3Me-
HEHUs B (DOJUTUKYJISIPHBIX KJIETKAX SIiilla U aKTUBHO-
cTd npoTrenHKuHa3bl C B PENpOAYKTHBHOH CHCTEME
camnoB (Kumaran, 1990).

¥ cBepuka Modicogryllus confirmatus FOT" u IOT-ac-
Tepa3a UrparoT BasKHYIO POJIb B AeTEPMUHALINH KPbLIO-
BBIX MOP( (IITMHHOKPBHUION MM KOPOTKOKPHLIOH). Pa-
30Bble UK MHOrokpaTHble BBefenus: I0I-111 BHOBE oT-
POAMBIIMMCSI JIMHHOKPBUIBIM OCOOSIM B TCUEHHE
HEPBbIX HECKOJIbKUX JHEN pa3BUTHUS OCIEHEN CTaguu
CYLECTBEHHO U3MEHSIOT HAIpaBIE€HUE Pa3BUTHSL OT
JUTMHHBIX K KOPOTKHAM KpBUTbsM (Zera, Tanaka, 1996).

Bce st cBenennst obmiero nnana o gevictenm 101" Ha
pa3BUTHE BIOJHE COTJIACYIOTCS C TEHETUYECKIMU JIaH-
HbIMHU, TMOJYYEHHBIMU TpU aHaIu3e (PeHOTCHETUKU
IOT-netmdurHbIx MyTanuit y D. melanogaster.

Myraruu reda apterous (ap) y D. melanogaster mpu-
BozAaT K HexBaTKe IOI' 1 cBA3aHbI ¢ HapylIEeHNEM I'H-
CTOJIN3a IMYNHOYHBIX KUPOBBIX TEJI, OCTAHOBKE BU-
TEIUIOTeHe3a, CTePWILHOCTHI0 W HENPaBWILHBIM
OpauHbIM [IOBEJJEHUEM — BCe IIpU3HaKU 3aBUcsT oT 0T
(Shtorch et dl., 1995).

OHTOT'EHE3 Ne 5

ToM 38 2007



MOIJIEKYJ/ISAPHO-TEHETUYECKNE MEXAHN3MBbI

IOT" u ero aHamorn MopaBISIFOT XPOMOCOMHBIE TTy-
(b1, MHAYLIMPOBAHHBIE SKIM30HOM B CIIFOHHBIX KeJjle-
3ax D. melanogagter (Richards, 1978). Anam3 BKiIroue-
HIsE MedeHHOTo TpuTueM IOI'-| B KIeTKu CIItoHHbIX 3Ke-
ne3 muarHOK D. virilisSmokasan, 4To OH MPOHUKAET U B
muToIIa3My, u B Aupo. Crneuuduka Bnusiausg I0I' Ha
nypdunr y D. virilis 3akmoyaercss B yCUICHHN 9KC-
MIPECCHBHOCTH TPeX My(pOB B XpoMocoMax 3, 4 1 5 1 Mo-
mucpukanun 11 mycos (ITomyskToBa u ap., 1985).

Ipu TpaHcruaHTamu keye3 auauHok D. virilis B
OpIOIIIKO CAMOK TMOYTH MOJIOBHHA YyBCTBUTENBHBIX K
TOpPMOHaM palOoHOB XpOMOCOM pearupyeT Ha o0a rop-
MOHa. Bo BcsiKoM ciyvae TOH 4eTKO! crneuuuKu, Ko-
TOpasi XapaKTepHa ISl IENCTBUS 9KAN30HA, He HAOIIO-
manock. Briomne Bo3MoxkHOo, uTo IOI' cnenmduyeckn
[EHCTBYET Ha ONpefieIeHHbIE OPTaHbl, U CIFOHHBIE 3Ke-
JIe3bl I HETO HE SBJISIFOTCS OCHOBHOM MMIlIeHbO. [u-
TOJIOTUYECKUE JaHHBbIE CBHUETENBCTBYIOT, uTo IOT
CIYKUT MOAU(PHUKATOPOM IKAN30HA, XOTS IMIPSIMBIX IKC-
MEPUMEHTABHBIX MOATBEPKIACHUI 3TOTO HET.

¥ Ch. tentans in vitro IOI" crumynupyet 1y dur,
OJTHAKO JIJI5I 9TOr0 TPeOyeTCsl MPUCYTCTBIE IKANCTEPO-
na (Lezzi, 1974).

JlocTaToOYHO XOpOIIO M3YYeH MEXaHWU3M JICHCTBUS
IOT Ha cuHTE3 BUTEIITOTeHNHA M AKTUBALMIO FEHOB, KO-
RUPYIOLIMX 3TOT 0enoK. OH CHHTE3UPYETCS B XKHUPO-
BOM Tejie, a B sIiille HaKaluIMBaeTcsl BUTEIJUIMH, KOTO-
phlil U peobpasyeTcs B XKeNTo4YHble Oenku. Buren-
JIOTEHUH TPEJCTABISIET COOOH JUMEPHBIA TIHKO-
MPOTENH, COOPAHHBIN U3 CYO'BEJUHHUL] C MOJEKYJISP.
maccoir 185 kJla. I'ennr Buremmorennna (VQ) y Leu-
cophaea, Blatella u Locusta perymupyroTcst TOJIBKO
IOT, Ho y BYKpBLIBIX Aedesu Drosophila s perymsiimn
crHTe3a OeNKa y4acTBYIOT KaK FOBEHOU/bI, TaK M 3K-
mucTepousibl. B kupoBbIx Tenax camok D. melano-
gaster akTuBUpYIOTCS crielupuIHbIE IS TOJIa TeHBI,
NPOAYKTHI KOTOPBIX CBSI3BIBAIOTCS C S'-peryssiTop-
HBIM yYacCTKOM BUTEJUIOT€HHHOBOrO reHa. Ilockoss-
Ky 9KAUCTEPOUbl KOHTPOIUPYIOT METaMOp(O3 Ku-
POBBIX TEJl, OH YCHJIMBAET M CHHTE3 KEITOYHBIX OeJI-
KOB, OfIHAKO MEXaHU3M Yy4yacTusl 3KAW30HA B 3TOM
mpoliecce HESCEH M BIOJHE BO3MOXHO, YTO 3KAM30H
PETYIMPYET CHHTE3 KENTOYHBIX OEJIKOB KOCBEHHBIM
o6pa3om (Bowneset d., 1988).

HexkoTopyto sicHocTs B Ipo0ieMy peryJisiii CHH-
Te3a 0eakoB ¢ noMoupo IOI" MOryT BHECTH MONEKY-
JISIPHO-TEHTUYECKUE ucclenoBanus. 13 reHoMHO 616-
mnorteku [JHK capanum Locusta migratoria uzonmuposa-
HO JTBa BUTEJIOTeHNHOBLIX reHa: VgA n VgB. O6a rena
JIOKAJIN30BaHbI B X-XPOMOCOME U COAIEPKaT UHTPOHBI:
iBa B TeHe A u ofiuH — B reHe B. Pasnununmst B pecTpuk-
LMOHHBIX KapTax IOCIENOBaTEeIbHOCTEH 3TUX I'€HOB
CBUJIETENILCTBYIOT 00 MX IOBOJBHO CYIIECTBEHHOM JIU-
BEpPreHIu, YTO W TOATBEPKAAETCS OTCYTCTBHEM
Kpocc-THOpuAM3ay MeXy pparMeHTaMu Mo 60Jb-
MIMHCTBY KOAUPYIOIIAX YUACTKOB.

KooppunupoBanHast akTUBaLyst 0OOMX FEHOB MPEN-
NoJiIaraeT, YTo OHM O0JIaa0T SKBUBAJIICHTHBIMU PETY-
JISITOPHBIMY CUTHAJIaM#, BO3MOXKHO, B UX 5'-(hJITaHKUPY-
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roimx yyactkax [IHK. B6mmsu renoB VgA u VOB 06-
Hapy3KeHbI TOBTOPSIOIINECS MTOCIeoBaTeIbHOCTH. B
mpepenax 500 m.o. K 5'-KOHIly OT caiTOB Havaja TpaH-
ckpunuyy (hIaHKUPYIOIUE NOCIe0BATENILHOCTH Te-
HOB VOA 1 VOB nMeroT HeCKOTBKO CXOTHBIX OJIOKOB.

Opnnako npsivast aktuBanys rera IO emme He o3Ha-
YaeT, YTO IreHbl V(J HEMOCPEICTBEHHO CBA3BIBAIOTCS C
KOMIIJIEKCOM ropMOH-penenTop. CyIecTByeT JOBOIb-
HO JVIMHHBIA Jar-TIepuoji Tiepey] MOSBICHUEeM TpaH-
ckpunta Vg nocie BBEIeH!sI B OPraHu3M HACEKOMOTO
IOI". DTO MOXKET CBUAETEILCTBOBATL O KOCBEHHOM Meé-
xaHu3Me aktuBaiyy reHoB 0T, Y capanum o6HapysKke-
Ha KOPPEJISITS MKy O beMOoM 1 criajioM tutpa oI
B reMoiyiuMde 1 CKOPOCTBIO TPaHCKpuIuuu reHa VgB
(Glinka, Wyatt, 1996).

Y Galleria mellonella anskomonexyssipHble OeNKu
LIeaKa ¢ MoJIeKyJsip. Maccoi 24 u 30 k[1a BbiienstoTcst
3a[JHUM OT/EJIOM IIETKOOTAEIUTETLHON Kee3bl ¥ KO-
pupytorcss MPHK n3 1100 nykneorunioB. CuHTe3 Hauu-
HAaeTCsl B IEpBbIE [HHU IOCIEAHErO BO3pacTa, Korma
TUTP SHJOTEHHOTO 3KAM30HA O4YeHb HU3Kui. CHavaa
CHHTE3MpyeTcs OeJIOK ¢ MOJIeKyJsAp. Maccoll 24 k[a, a
3aTeM — ¢ 30 k[la. B nepBblil ieHb MOCAEAHETO TUYH-
HOYHOTO BO3pacTa JIMYMHKHN YYBCTBUTEIHHBI K 3K30-
rerHomy 20-OH-D in vitro, ogHako Ha TpeTHil OHU
YK€ TEPSIOT 3Ty YyBCTBUTEIBHOCTL. KOHIIEHTpanus
20-OH-D B 0.57 MKr yBenuuuBaeT COfepKaHue
MPHK u3 1100 HykneoTuos, a cuHTe3 6€ika ¢ MoJe-
KyJsip. Maccoit 30 k]1a Bo3pacraeT. Eciu napannensHo
BBOJIUTH B cuctemy IOI', To OH momaBnsgeT cTumMynupy-
tormit a¢ppext 20-OH-3 (Grzelak et d., 1993).

Beposithbiil peuentopubliil 6enok 0T upentudu-
IUpOBaH B MeMOpaHax (POJUIMKYJISIPHBIX KJIETOK. AH-
TUTOHAIOTPOINUH, MaJblil HEAPONENTH A, SBJISETCS aH-
TaronuctoM fieficteus 01" Ha ponnmuKynspHbIE KIETKA
(Davey, 1996).

Hnoykyus axmusHocmu 2eH08 108eHUNBHBIM 20D-
morom. VI3 reHoMHOI 6ubmmoTekn Locusta migratoria
BBIJIEJICHbI IBA MOJIHBIX T'€Ha BUTEJJIOTeHUHOB (A u
B) BMecTe ¢ 3'- 1 5'-(paHKUPYIOLIME TOCIIeA0BATEb-
HocTsimu. 'erpt A m B y sToro Buma mmeror 12 u
10.5 T.1m.0. cooTBeTcTBeHHO. O6a rUOPUAU3UPYIOTCS
¢ uaeHTUUIUpPOBaHHON BuieaaorenunoBoit MPHK,
cocrosmeit u3 6300 HykneoTunoB. KasxkabIil reH co-
[Eep>XXUT OONBIION WHTPOH BOMM3U S5'-KOHIIA, KOTO-
pBhIl  BKIIOYAaeT HOBTOpstommecss LMl-amemMenTsl,
CXOJIHBIE TI0 CBOE1 CTPYKTYpe ¢ moBTopamu AlU 'y yesio-
Beka. OHaKO OCHOBHBIE YYaCTKU MOCITEOBATEIBHO-
cTell o6oux reHoB, kogupyromux MPHK, He gatoT ne-
pekpectHol TrOpuau3anyy. CeKBEeHNpOBaHME 5'-KOH-
LEBbIX 3K30HOB U (hJIaHKUPYIOLUX PAalOHOB F'eHOB A 1
B mokazano, uto 06a oHu cofgepkaT KOpoTkue (56-58)
9K30HBI-JINAEPHI, KOTOPbIE B OTIIMYME OT OCTANIbHBIX
KOAMPYIOIIUX PallOHOB KOHCEPBAaTUBHbBI M HICHTUYHBI
Ha 87%. Oba reHa copiepXkat cieBa B 5'-(pIaHKHpyIO-
IMX pafloHaX KOPOTKHE CXOHHBIE MOCIIENOBATENIHLHO-
CTH, KOTOpPbIE, BO3MOXHO, BKJIFOUEHBI B PETYJISLMIO
akcnepeccnu IOT" (Lockeet d., 1987).

2*
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KopnounupoBannas aktuBanusi reHoB VOA u VOB y
L. migratoria HaBOgUT Ha MBICITH O TOM, YTO OHH UMEIOT
9KBHUBAJICHTHbIE PErYIATOPHblE CHUrHajbl. [leficTBU-
TeNbHO, B nipefiesiax S00 11.0. B HanpaBlIeHNH K 5'-KOHILY
OT cafiTa MHULMALMK TPAHCKPHUIILAN HACHTH(PUIUPO-
BaHO 11 mocnengoBarenbHOCTEN B 6J10Kax U3 6—12 HyK-
JICOTUJIOB, KOTOPbIE CXOAHBI B reHax A u B ( Locke et
a., 1987). Y tapakana Periplaneta americana kimorupo-
BaH I'eH OOTelHa — OeJIKa, CEKpeTHUPYeMOro JIeBOI
KOJIJIETEPUAIILHOM XKelle30i 00TeKH. CHHTE3 ero pery-
JMPYETCs Tak >Ke, Kak U cuHTe3 BuTesuiorennsa u f0r
B 5'-cmankupyromem ydactke JHK HafimeHsr nBa
y4yacTka 1o 12 1.0., KoTopble pakKTHUYECKN UIEHTUIHBI
6sokam V( y capaHyd 1 HaXORATCS B TOM 3Ke TIOJIOXKe-
HHUU OTHOCUTEJIBHO Hayasa TPAHCKPUIILIIH:

oortenuH TapakaHa — ATGGATTTGAGG (-342)
AGGGTTCCGTAA (-245);

VOA capanun — AATGGTTTTTATGT(-677)
AAGGGTTCCGTAAC(-228);

VgB capanun — AATCGATTTGATGT(—483)
AAGAGTTCTATAAC(-228)

(mo: Pau et al., 1987).

CrnenyeT UMeTh B BHAY, YTO CHUHTE3 >KEJITOUYHBIX
0EJIKOB JJOBOJILHO CHJIBHO IOfIBEPXKEH MOAUpUKaIK
CO CTOPOHBI ipyrux reHoB. Y D. melanogaster, Hanpu-
Mep, CBSI3BIBAIOIMII YYacTOK TeHa SUppressor of
Hairy-wing [su(Hw)] BiusieT Ha 3KCrpeccuto reHa yp,
KOHTPOJIUPYIOLIETO CHHTE3 3KEJITOYHBIX OelKOB
(Scott, Geyer, 1995).

Kpome reHOB KeITOYHBIX GeJTKOB y caMok L. migra-
toriamop peiicreueM I0I" o6Hapy>KeH pe3Kuil poCT CHH-
Te3a ellle ABYX OeJIKOB reMoynM@bl ¢ MOJIEKYJISIP. Mac-
cort 75 u 20 x[Ja. OCHOBHBIM KOMIIOHEHTOM BO3pacTa-
IOIEro KonmyecTBa OeKa SIBISIETCS YCTOMYMBBIN
6enok Hakorutenusi (PSP). Ecnmm B3pocnbiM Haceko-
MBIM, 0OpaGOTaHHbIM IIPEKOLIEHOM, BBECTU METOIIPEH,
TO B remojmMm@e noBblLIaeTcs YpoBeHb PSP, HO He
anonunogopuna |11, mpryem aTOoT Tponecc xapakTe-
peH st oboux monoB. Takum obpasoM, aHanor 0T
UHAYLUPYET CHHTE3 cenyromux 6enkos: Vg u 6enka ¢
Mouekysip. Maccort 21 xJla (Tonbko y camok), PSP u
Oenka ¢ Monekymsip. Maccoil 19 klla y ob6oux mosoB
(Wyatt et ., 1992). Eiie ofivH TeH, KOTOPBIi 3aBHCUT
ot IOT', cBs13aH COOCTBEHHO C €r0 META0OIN3MOM — 3TO
IOI™-scTepaza. 3aech OOHapyKUBAETCS €CTECTBEHHAs
CBSI3b CO CTajiMell pa3BuTHsi Hacekomoro. Y Heliothis
virescens kommuectBo MPHK IOT-actepasbl Ha 2-it
[eHb Pa3BUTHS IMUMHKA 5-TO BO3pacTa yBeINYNBaeTCS
B MHTET'YMEHTE B TpH pa3a nno cpasHeHnto c MPHK I0T-
acTepasbl B XHUPOBbIX Teslax. OfHAKO B KUPOBBIX Te-
nax Ha 4-11 nenb passutust MPHK Ob110 Oonbliie yxe B
[EBSATH pa3, YeM Ha 2-11 IeHb, TOI7a KaK B MHTEIYMEHTE
OHa OCTasach Ha IpeskHeM ypoBHe. O6paboTKa nmim-
HOK 5-TO BO3pacTa Ha 2-# IeHb pa3BUTHSI 31T0(PEeHOHa-
HoM (anasor IOI') npuBoauT K 7- 1 14-KpaTHOMY poCTy
MPHK B mHTErymeHTe M >KUPOBBIX TE€JIaX COOTBET-
CTBeHHO. 2KnpoBble Tesa — OCHOBHOH mcTouHuk FOI'-
acrepasbl (Wroblewski et al., 1990).

MUTPOPAHOB

Peuenmopwvt I0I'. YOBeHWIIbHBIE TOPMOHBI TpEf-
CTaBJICHbI IPYNIIOH TEPIEHOBBIX JUTAHIOB, PETYIUPY-
FOLIEH TPaHCISALUIO B pAa3BUTUM HACEKOMBIX. [Touck n
uneHTudukanys cnemudpuieckux penentopos IO
OKa3aJlich MeHee OOHAIeXXMBAIOIIMMU, YeM B CIIydae
9KJUCTEPOUIOB. DTO OOCTOSITENBCTBO, OYEBUIHO, U
OTIPENIETIIIIO XapaKTep MCCIEIOBaHUI; OHM HMPOBOAM-
JCh MEHEee MHTCHCUBHO, YeM TaKOBbBIE Ha 3KAUCTEPO-
upax. Hekoropble nonoxuresbHble pe3yiabTaThl BCE
ke ObLtn nonyueHsl. [IpegnonaraeTcs, uro YOI cBs3bI-
BaeTcsl ¢ siiepHbIM penentopm USP  (ultraspiracle)
(Jones, Sharp, 1997).

Cosmecmuoe Oeticmsue skouzona u I0I" Ha akmu-
sayuto 2eHos. bruto m3ydeHo Bmmsgaue 20-OH-D un
IOI-I1l Ha cuHTe3 monunenTUAOB B TOOABOYHBIX pe-
NPONYKTUBHBIX  3Keje3ax (accessory  reproductive
glands) y Meanoplus sanguinipes. VccreoBanue mpo-
BOJIUIIM B YCIIOBHSIX iN VItro, a >kese3bl BBIJENSUIN U3
B3pOCIIBIX HACEKOMBIX 1-7 cyT pa3Butusi. CUHTE3 OJH-
HENTUOB KOHTPOJIUPOBAIU C MOMOIIBI0 MEUYEHHBIX
M30TOMAaMU aMUHOKUCIIOT. Eciii ropMoHBI OOaBIsIN
B Cpefly IO OTAEILHOCTH, TO OHHU YCHJTUBAIIN MJIH IIO/IaB-
JISUIU CHHTE3 cel(puiecKuX NOJIUIENTUAOB U0 Bbl-
3bIBAJIM CHHTE3 HOBBIX MOJMUMENTUAOB. [1J1s mopaBis-
IOIIero GOJBIIMHCTBA MOJUIENTUAOB, CUHTE3 KOTO-
PBIX HAxO[UTCAd IO T'OPMOHAJbHBIM KOHTPOJEM,
20-OH-3 u IOI'-Ill oka3bIBatOT MPOTUBONONOXKHBI
a¢pdexT. [TpoBOAMIN TaKKe ONBITHI IO BIUSHUIO pa3-
mnuHbIX KoHuenTpauii 20-OH-2 (10° u 10% M) na
9-10-e cyT pa3BuTHs. B OGonbLIMHCTBE cliydyaeB a¢-
ekt 20-OH-3 3aBucen OT KOHIIEHTPALUH, XOTs Ha
Hee pearupoBajd TOJIBKO HEMHOTHE IOJIMIEITHIbI.
B TeueHune nojaoBoro co3peBaHus ypoBHI TOPMOHOB
KoJiebaaucs, noBoAbHO 3HaunTensHo (Ismail, Gillot,
1995). Mubexiust 3KAu30Ha MOJIOALIM JIMYMHKAM 4-TO
BO3pacra xupoHomyca Chironomus entans npuBoguT K
nosieieHuto crnenuguuecknx nygos (1-18-C u 1V-2-B)
u cunTe3y B Hux PHK. Lluronornyeckuil u paguoaBTo-
rpaduyecKuil aHaJIu3 XpPOMOCOM TOKa3aj, 4YTO SKJU-
30H CTUMYJIUPYET Takke Koiblo bans6mann 1(BR1);
IOI" mpuBOpUT K CHIZKeHuto akTrBHOCTH BR1 11 mHIyK-
uyu nmyca B yyactke 1-19-A. OueBupiHO, 062 TOpMOHA
siBIIstroTCs anTaronucramu (Lezzi, Gilbert, 1969).

Konbuo Bans6uann BR1 y Ch. tentans aktuBupyer-
ca akmm3oHoM u uHrmompyercst 10T (Lezzi, Gilbert,
1969). ¥ M. sexta xa>kpublil IMUUHOYHBIA KYTHKYJSpP-
HBI TeH BBIKJIIOYaeTcs BbICOKMM ypoBHeM 20-OH-J;
npucytcTre wim orcyrerue IO onpenenser, siBnsier-
Cs JTN 3Ta CyNpeccyst IEPMAaHEHTHON B HEKOTOPBIX MITN
Bo Bcex kierkax (Riddiford et al., 1986).

CpaBHHBasi MEXaHU3MBbI JICHICTBHUS] OOOMX TOPMOHOB,
MOXKHO CJIeJIaTh CIIEAYIOLIME BbIBOAbI, KOTOPbIE, ECTe-
CTBEHHO, HE MOTYT OBITh OKOHYATEJbHBIMU. DKJIUCTE-
POUBI AEHCTBYIOT 00OJIEE HEMOCPEACTBEHHO HA FTEHHOM
ypoBHe. OHU IIPOXOAAT Yepe3 IIa3MEHHYI0 MeMOpaHy
BMECTE C OENKOM-PENENTOPOM, W 3aTEM TOPMOH-pe-
LENTOPHBI KOMIIIEKC CBSI3bIBA€TCS CO crenuduye-
ckumu caitramu [JTHK reHoB-MutiieHei, TpaHCKpUIILUAIO
KOTOpBIX TOPMOH aKTHUBHUpYET WM nopfasiseT. [1po-
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MOJKUTEIIbHBIN JIar-NepHoy] Iepef] TeM, KaK MOSBUTCS
TpanckpunT IOI-uyBcTBHTENTLHOTO TeHa, Ipenoiara-
eT KocBeHHoe faericterue IOI" Ha aKTMBHOCTEL TeHA-MU-
menn. Tor ¢akr, uro IOT" HemocpecTBEHHO BXOIUT B
SIAPO KIIETOK, B CBOIO OUepeNib MPEoIaraeT HaamJre
MOJYJISIIAT aKTUBHOCTH TeHOB co cTopoHb! 101, o IOI
B Pa3HBIX TKAHSIX MOXET JICHICTBOBATh HA PA3HOM YPOB-
He. YUTo KacaeTcsl B3aMMOJIEHCTBUS STHX ABYX KITFOUe-
BbIX TOPMOHOB Ha NMy(h(pUHT TOJUTEHHBIX XPOMOCOM,
TO BIOJIHE BeposiTHO, uTo OI' Gnokupyer cuHTe3 pe-
[ENTOPOB FKAUCTEPOUOB, CIETN(PIIHBIX JITISI TO3THAX
akaucTepoHoBbIx nygos (Richards, 1978). Bonee ae-
TaJILHO O B3aMMOJIENCTBUN 3KAM30HA U IOBEHOUOB B
Pa3BUTHHN MOKHO O3HAKOMUTHCS B CHIETIAATTHLHBIX pabo-
tax (Zhou, Riddiford, 2001; Hiruma, Riddiford, 2001,
2004; Bayer et a., 2003).

Kak BupHO M3 3TOTrO JOBOJLHO KpaTKOro o63opa
MOJIEKYJISIPHO-TEHETHUECKIX MEXaHM3MOB JICCTBUS
OCHOBHBIX FOpMOHOB HACEKOMBIX Ha UX paSBI/ITI/Ie, o~
BOJILHO 3HAUMTEIILHBIE YCIIEXU TOCTUTHYThI B TOHUMa-
HUM JICUCTBUS SKAM30HA W SKAMCTEPOUIOB BOOOIIIE.
Opnako obOparjaeT Ha ceOd BHUMaHKNE TOT (PakT, 4TO
MCCIIeIOBAHNS TIPOBOMIINCH C IOBOJILHO Y3KAM KPYrOM
O00BEKTOB: OCHOBHBIE (PaKThI MOJTYUYESHBI HA IPO30hH-
ne. HecoMHEHHO, IpefICTaBUTENH IPYTUX OTPSIIOB Ha-
CEKOMbIX MOTYT CTaTh 0O'bEKTOM UCCIIEIOBAHMIA TaKO-
rO pojia 1 IaTh 60Jiee MHOrooOpa3Hoe MpeficTaBICHIE
06 IBOJIOIIMOHHBIX MEXaHnN3MaXx HeﬁCTBI/IH FOpMOHOB
Ha pa3BuTHe HaceKoMbIX. [1o cpaBHenmro ¢ IOI' moka
TOJILKO aHaJIN3 [EACTBHS SKOM30HA Oal 0OJiee KOH-
KpeTHbIE Pe3yJIbTaThl, OIHAKO [CWCTBHE 3KAN30HA
MIPOUCXONUT Ha (POHE TIOCTOSIHHOTO MPHUCYTCTBHUS FOBE-
HOUJIOB, IO3TOMY HCCIICIOBAHUE X COBMECTHOTO JICii-
CTBUS HA TCHOM HACEKOMBIX MOKET BBISIBUTH HOBBIC aC-
MIEKThI B VX BJIMSIHAM HAa Pa3BUTHE.
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Abstract—A review of the available data on molecular mechanisms underlying the regulation of gene expres-
sion by the developmental hormone ecdysone and juvenile hormone. Heterodimer ESP/USP is the main ecdys-
one receptor in D. melanogaster. Structures similar to ESP/USP were found in other insects. The information
about molecular-genetic mechanisms of the effect of juvenoids is less definite. It has been proposed that the
juvenile hormone in insects is a modulator of the ecdysone effect.
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