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IIpencraBiieH CpaBHUTENbHBIN aHAIN3 COAEP>KAHUSI PA3JIMYHBIX CTEPOJIOB B COCTaBe KJIETOK OECIO3BO-
HOYHBIX 1 TO3BOHOYHBIX JKUBOTHBIX, NX IPONCXOKACHNUS (SHAOTCHHBIE, MUIIEBbIE NICTOYHAKN) U 3HAUCHUS
7SI IPOXOXKJEHNsI >KU3HEHHOT 0 IUKi1a. Ha ocHOBaHMU NPUBOAMMOrO MaTepuaa jejacTcs Ipefnonoxe-
HHe 00 M3HAYaJIbHO CUTHAIBLHOMN POJIM CTEPOJIOB (Y BCEX IPYIIT MHOTOKIIETOYHBIX SKNBOTHBIX) B TIOJiiepKa-
HUM XKU3HEJESITEIbHOCTH, a 3aTeM yxKe (Y IO3BOHOYHBIX) 00 00s13aTE€lIbHOM BKJIFOUCHUU OIPEEIIEHHBIX
CTEpOJIOB B KaUECTBE IUIACTUIECKOrO KOMIIOHEHTA B COCTAB KIIETOYHBIX MEMOpaH.

Karouesnble caosa: CTEPOJIbI, XOJIECTCPUH, TPAHCIIOPT CTEPOJIOB, CTECPOUAHBIC TOPMOHBI, PEUCIITOPLI CTEC-
POJIOB, aHOJ’IHHOCpOpI/IHLI, aAIlloJIMIIONPOTENHBI, pa3BUTUEC 0€eCIO3BOHOYHBIX U MO3BOHOYHBIX KUBOTHBIX.

bnaropapst ycnexam KJj€TOYHON OMOJIOTMM KOH-
LTS Iepefladn CATHAJIOB MEKY KJIeTKaMu (CHTHA-
JIVHT) 3aHUMAET OJTHO U3 IJIaBHBIX MECT M B OMOJIOTHH
Pa3BUTHSI, TaK KaK CIYKUT A5l OO BICHEHUSI MOJIEKY-
JISIPHBIX OCHOB raMeTOTeHe3a, OIUIOIOTBOPEHNS, paH-
HEro pas3BUTHS, MOp(OreHe3a 1 pocTa 3apofbliIei
(Gilbert, 2003). Ona ucnonb3yeTcsl AJsl ONUCAHUS
B3aMMOCBSI3U MEKNY TpolleccaMu KIETOYHOU aud-
(pepeHnpoBKU U mponudepanun, 3IMOPUOHATBEHON
WHTYKIAY, KIIETOYHBIX JIBICKEHUH W MEXKKIIETOUHBIX
B3aUMOJIECIICTBHI, alloNTO3a U KIETOYHOI'O CTpecca
(Leyton, Quest, 2004). Hapspay c geficTBueM Ha KJeT-
Ky MapakpuUHHBIX (PaKTOPOB ¥ TOPMOHOB OEIIKOBOTO
MIPONCXOXK/EHUS B Tepefilaye CUTHAJIOB, HalpaBJeH-
HBIX BHYTPb KJIETOK, MOTYT NPUHUMATH yJacTHe W
HU3KOMOJIEKYIISIPHbIE BEIECTBA PA3IUYHON XUMH-
YeCKOil MPUPObI, HAIPUMED PETUHOEBAsI KUCIOTa U
crepounbl (Krauss, 2003). HepaBHO uccnegoBaTenu
00paTUiIv BHUMaHUE Ha JIUMUJbI, CPEIU KOTOPBIX ObI-
T AReHTA(AIIPOBAHBI MOJIEKYIIbI, YIACTBYIOIINE B
repefgaye CUrHANIOB MeEXAy KieTKamu (LepaMujbl)
(Ceramide ... , 2006). B Hacrosiem o630pe nmpegnpu-
HSTA MONBITKA MPOAHATN3NPOBATh POJIb CTEPOJIOB H
CHCTEM UX TPAHCIOPTa B MEKKJIETOYHOM CUTHAJIMHTE€
B XOJIe Pa3BUTHS KUBOTHBIX, UCIIOIB3YS CPABHUTEIb-
HBIT TTOAXOJ] K OLEHKE BKJIAJIa CTEPOJIOB B MPOIECCHI
Mepelayn CUTHAJIOB Yy JKMBOTHBIX, HAXOMSIIUXCA Ha
Pa3HBIX CTYIMEHSX IBONIOIMUOHHON JecTHHIbI. M3-3a
o0umus cBefeHui 0 (PYHKIUSX CTEPOUIHbIX TOPMO-
HOB (cnenu@UIecKux MOIUOKCUCTEPOIIOB) B KU3HE-
IesITeIbHOCTH KUBOTHBIX 3[€Ch OYAYT JIAIIb YaCTH-
HO 3aTPOHYTHI BONPOCHI, HEOOXOAUMBbIE 1JISI OCBELIe-
HUS POJI COOCTBEHHO CTEPOJIOB.
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JIunuabl — 3HEPTETUYECKH U CTPYKTYPHO BakKHbIE
BEILIECTBA, COCTABJSIIOIIME 3HAYUTENBbHYIO YacThb
KJIeTOyHOro Matepmuana sykapuot (Kmammon, Hu-
KynbuyeBa, 1999). B kauecTBe JUMUAOB Yy KUBOTHBIX
urypupyroT rauuepuabl — 3(pupbl KUPHBIX KUCIOT
U IMIALEPHUHA (AM- ¥ TPULIIULEPUbI), COUHTO3UAbI —
9(pUphI KUPHBIX KUCIOT U CPUHTO3MHA, Pocou-
nuabl (r1aBHBIM 00pa3oM ochaTuauaxonut, ¢poc-
¢atupuncepun, ¢docdoaranonamus, chuHromMue-
nuH, (pocOMHO3UTUIBI), TIUKOIUMUABI (Iepebpo-
3WUAbI, TAHIJIMO3U/bI), CTEPOJbl M, IO HEKOTOPHIM
MpEeiCTaBIEHUSIM, KAPHbIE KHUCIOThl. YacTh numnm-
OB SIBJISIETCS MIACTUYECKUM KOMIIOHEHTOM KJIETOK
1 BXOJIUT B COCTaB Pa3INYHBIX MeMOpaH (chrHTOIH-
nubl, PochOTUNNABI ¥ CTEPOJIBI); APYTHE SIBISIOTCS
I KJIETOK OAHMMM U3 TIIaBHBIX 3HEPreTHYECKUX
cyOcTpaToB (IMIMLEepU/bl U XUPHbIE KUCIOThI); Tpe-
ThU MOTYT paccMaTpUBAaThHCs KaK BHYTPUKIJIETOUHbIE
CHTHAJIbHbIE MOJIEKYJIbI — BTOPHYHBIE MECCEHIKEPbI
(pocponnozuTHARl). JIMNUALl B OONBIIMX KOJIUYE-
CTBax TPeOYIOTCs [JIs 0Opa30BaHUs HOBBIX KJIETOK B
CIyJasix X MaccoBO# mpoiudepanyun (Hanpumep, B
npouecce Mopgorenesa) Win s 00ecneueHns yCcu-
JIEHHBIX (PU3NYECKUX HArpy30K KIIETOK U UX MPOM3-
BOJHBIX (MBILIIKI). IS OCyIIecTBIEHUSI MpOrpaMMm
YCTOMYMBOrO (BOCIPOU3BOAMMOTrO) Pa3BUTHSI MHOT'O-
KJIETOYHOT'O JKUBOTHOTO M3 ML JIMIU/bI 3aM1acatoT-
csl B OOIUTE (YacTO COBMECTHO C XKEJITOYHBIM Oell-
KOM B xojie BuTenorenesa) (Rothchild, 2003).

B cBs131 co ckazaHHBIM BbIIIC, JTUIIUOBI TOJI>KHBI
HCIIPAaBHO MOCTABJIATHCA K MECTaM HMX HUCIOJIb30Ba-
HUA WA XpaHEHUA, KPOME TOI'0, OHM MOT'YT CUHTE3U-
pPOBaTLCA N in situ. I/ITaK, HNCTOYHUKOB ITOSBJICHUS JIN-
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Puc. 1. XuMuueckoe CTpOEHHE CTEPOIIOB U UX NMPEIIIECTBEHHNKA: @ — MOJIEKYJIa XOJIECTaHa; O — XOJIECTePOJI/X0lIeCTeprH (1a-
Ha CTaHlapTHasl HyMepalus O3ULHil aTOMOB yIJI€pOJia B MOJIEKYJIE); 6 — 3PIrOCTEPOII — OCHOBHOM CTEPOJI MHOTUX I'PUOOB; 2 —
pas3nuyHble CTEPOIIbl PACTEHUI (IOKA3aHbl B OCHOBHOM pa3iInyusi B O0OKOBBIX LEISIX — paJuKalax).

NUJOB B KJIETKAaX TPHU: CHHTE3 COOCTBEHHBIX JIMIH-
HBIX MOJIEKYJI, TPAHCHOPT UX U3 MECT MOBBILIEHHOT'O
CHHTE3a, TPAHCHOPT NUILEBBIX JIUTH/OB.

B nocnennee BpeMsi cTaiy pa3inuyaTh MIacTuye-
CKYIO (CTPYKTYPHYIO), 9HEPTreTHIECKYIO U nH(OpMa-
OUOHHYIO (CHTHaJbHYIO) ponum Junupo. M3 Bcex
MpeficTaBUTEeNe MMPOKOro Kjacca JUmupoB (doc-
q)OJII/IHI/IIIbI, TJIIAKOJIUIIAABL, JKUPHBIE KUCJIOTHI U UX
3(pUPHI C TIIUIEPUHOM — TIIALNEPUIBI WA CO C(PUHTO-
3MHOM — C(OMHTO3U/bI, a TAKXKE CTEPOJIbI) MbI OCTa-
HOBHUMCSI Ha CTPYKTYPHOI ¥ CHTHAJILHOY POJIN CTEPO-
JIOB B 2KU3HENCATECIABbHOCTU 2KUBOTHBIX. Kak YK€ ro-
BOPWJIOCH, OYyAYyT 3aTPOHYTbI BOIPOCHI Y4acTHA
CTEPOJIOB B Pa3BUTHUH, & TAKXKE IBOJIOLUOHHOTO M3-

MEHEHUA B CIIEKTPE U POJIN CTEPOJIOB U UX ITPOU3BOJI-
HbIX Y MHOT'OKJIETOYHBIX 2KUBOTHBIX B IIUPOKOM psi-
oy oT HpOCTeﬁIHHX 0€eCII03BOHOYHBIX 1O BBICHIUX ITO-
3BOHOYHBIX.

CTEPOIJIbI, X CBOVICTBA
1 BCTPEHAEMOCTD B ITPUPOJIE

Xumuneckoe cmpoenue. CTepoiibl (MU CTEPUHBI

B HEMEILKOH TEePMMHOJIOTMH) — HEHACBIIIEHHbIE TO-
JUIUKINYECKUE CIUPThI, B OCHOBE CBOEN COCTOSIIINE
U3 IUKJIONEHTaHNEePrugpo(EeHAaHTPEHOBOTO sfpa U
OOKOBOTO pajiiKaia — xoJjecrana (puc. 1, a), 3-i1 atom
yriepofa KOTOPOro COeAUHEH C TUAPOKCUIIOM (XOJe-
OHTOTEHE3 Ne 3
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CTaHOJI); KPOME TOrO, B COCTaB MOJIEKYJIbI CTEpoIa
BXOMAT pa3inuyHble pagukanbl (OOKOBbIE LEMN).
HaunGonee u3BEeCTHBIM MpEACTaBUTENEM CTEpPOJIOB
SIBIISIETCSL XOJIECTEPOJ (XOJECTEPHUH — OT HEMEIK.
“cholesterin”), copmep:kalii NPOTSKEHHYIO OOKO-
BYIO LIelb, KOTOPasl MPUCOEANHSETCS K 17-My aToMy
LUKJIONEHTaneprufipoeHanTpeHa, HeCcyliudl TIuj-
POKCHIIBHYIO TPYIIY B TPETHEM NOJIOXKEHUU U B Le-
JIOM HacyuThIBarommii 27 aToMoB yriepoga — C,;
(puc. 1, 6). Ipyrue cTepoiibl MOTYT OTJIMYAThCS OT
xosrecrepoiia (XC) mpOTsSKEHHOCTBbIO OCHOBHOTO 00-
KOBOT'O pajiuKaja, pacloliOXKEeHHEM U XapaKTepoM
MONOJIHUTENbHBIX PAUKAIIOB, IOJOXEHUEM U YHC-
JIOM IBOMHBIX CBsI3€dl B KoJbLax siapa (puc. 1, e, 2).
IIpenmecTBeHHNKAMH CTEPOJIOB Ha HAYaJIbHBIX 3Ta-
Max LEeNoYKW peakuuil ux OMocHHTE3a (Bcero Oosee
20 3TamnoB) SBISIOTCS JUHEHHBIE YIIE€BOAOPOAHBIE
COEMHEHUS U30IPEHOBOrO psifia (cofep>KaT HEHACKI-
LIEHHbIE CBSI3U), KOTOPbIE IUKIU3YIOTCS U IPUHUMA-
IOT OKOHYATENbHBIN BHUJ C MOMOIIBIO crenuduie-
ckux epmentoB. IlepBoHayanbHBIM CyOCTpaTOM
cuaTe3a XC (Kak U psifia Ipyrux U30IPEHOU/OB) SIB-
JsieTcsl  alleTIII-KO3H3UM A, a JUMHUTHPYIOLINIM
cuHTEe3 (PepMEHTOM — (PepPMEHT HAYAJIBHOIO 3Tama
cuHTe3a — B-THPOKCU-METHITIYTApUI-KOIH3UM A-
penykraza (I'MI'-KoA-penykrasza). CTeposbl MOTyT
OKHMCIISITHCS B SKUBBIX OpraHU3Max 0 OKCHCTEPOIIOB
U APYTUX KUCIOPOROCOAEpXKAIIUX BapUaHTOB — CTe-
poupioB. MHOrue CrnenuanucTbl Ha3bIBAIOT CTEPOH-
[aMH4 BCIO MHOT'OUHUCIIEHHYIO I'PYIIY COeMHEHU, CO-
fep>Kalyx B BUE sifipa MOJIEKYJY HMKJIONEHTaHIep-
rugpoPeHaHTPEHa, YTO OTJIHMYAeT MX OT JPYIHX
tepneHoupoB (Kmumos, Hukynbuesa, 1999; Bepe-
308, Koposkun, 2004). MbI 7151 ynoOCTBa H3JI0XKe-
Husl OyJieM Npuiep>KNBaThCI JAaHHOTO HaAMU Ompefe-
JIEHUsI CTEPOJIOB W OTJINYATh MX OT APYTUX CTEPOU-
JLOB.

CmpyxkmypHubie ceoticmea xoaecmepoaa. CTpyK-
TypHbIe (TuTacTmaeckue) cBoiictBa XC u3 Bcex cre-
poJioB U3ydeHbl Haubosee xopouo. OH cocTaBisAeT
0K0510 20% Bcex JIUNUAOB ITa3MaTHIECKO MeMOpa-
HBI KJIeTOK MilekonuTaromux. [IpumepHo B Tex ke
COOTHOIIECHHSX C [PYTUMU JTUNHAAAMHA OH IPUCYTCTBY-
eT B COCTaBe KJIETOYHBIX MeMOpaH APYrux IMO3BO-
HOYHBIX. Y BCEX MO3BOHOYHBIX OH TaK>Ke BXOAWT B
COCTaB BHYTPUKJIETOUYHBIX MeMOpaH. XC BIugeT Ha
Oonocusnyeckue napaMmeTpbl MeMOpaHbl — €€ TEKy-
YeCTh, OT HETO 3aBUCHT MIPOHUIIAEMOCTb MEMOPaHBI
JI IOTOKOB pa3nuyHbIX HOHOB. XC sABNsieTCs IIaB-
HBIM (¥, IO-BUAMOMY, €MHCTBEHHBIM) IPEJCTaBH-
TEJIEM CTEPOJIOB Y BCEX NMO3BOHOYHBIX JXUBOTHBIX U
CHHTE3UPYETCs, HACKOIBKO N3BECTHO, BCEMHU TUIIaMU
ux kietok. Kpome toro, XC siBnseTcst cyocTpaToM
IS CUHTE3a >KEeTYHbIX KUCIIOT, BUTaMuHa D u crepo-
UHBIX TOPMOHOB KJIETKAaMU ONPENEIECHHBIX THUIIOB.
OpHaxbl CHHTE3UPOBABIINCH, MOJIeKyIbl XC mpak-
TAYECKH HE Pa3pylIAIOTCS B OPTaHU3ME 0 COCTABIIS-
FOLUX UX JIMHEMHBIX M3OIMPEHOBBIX CTPYKTYp. Ilep-
BHYHBIE NPOAYKTHI KaTaboanzma XC — 7, 12-ruppox-
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cuxonecteponbl (7, 12-OH-XC). DT rugpoxcucre-
poJbl (HE copiep>Kaljie JBOMHBIX CBA3EH B LUKIIHYE-
CKOM sifipe) 00pa3yroTcs B IEYEHU U COCTABIISIIOT OC-
HOBY /151 (QOPMHUPOBAHUS IEPBUYHBIX KETIHBIX KHC-
70T (Cy,-O0H) : xonesoit (3, 7, 12-OH) u xeHOHE30K-
cuxoneBont (3, 7-OH). IlepBuuHble KeTIHbIE KHCIO-
ThI Y MJICKONIUTAIOLINX KOHBIOTUPYIOT C TAypUHOM U
[NIMOUHOM, 00pa3ys Taypo- M INIMKOXoJjaTel. Uepes
>KEJTYHbIE TIPOTOKM ¥ KETYHbINA My3bIpb KOHBIOTAThI
MEPBUYHBIX JKETYHBIX KHCIOT TMOMNAJalOT B KHUIIEY-
HUK, TI€ YaCTUYHO AUCCOLUUPYIOT. “OCBOOOXKECH-
Hble” IEPBUYHBIC XOJIEBbIE KUCIOTHI IPe0OpPa3yOTCs
(erupOKCUITMPYIOTCS MO 7-MY MOJIOKEHUIO YIIIepo-
71a) C HOMOIIIbIO KUIIEYHbIX OaKTepuil BO BTOpUYHbIE
>KEITYHbIE KHCIIOTBI: [AE30KCHXOJIEBYIO M JIUTOXOJIE-
BYIO, KOTOpbIC BBIBOJSITCSI U3 OpraHM3Ma B COCTaBe
(pekanbHBIX Macc COBMECTHO cO cBOOOAHBIM XC 1 ¢
ele OTHIM €T0 MPOU3BOHBIM, CO3[JaHHBIM IPY TOMO-
[ KHAIIECYHbIX OaKTEPHUil U BOCCTAHOBIEHHbIM XC —
konpoctraHosioM (Knumos, Hukynbuesa, 1999).

Pacnpocmpanennocms cmepoaos y pasauiHbix
ope2anu3mos. Y 0akTepuil, Kak u3BecTHo, Hu XC, Hu
Apyrue CcTepoibl HE BXOMAT B COCTaB KJIETOYHBIX
MeMOpaH. B To e BpeMmsl NMpeACcTaBUTENH pa3iny-
HBIX POJOB OaKTepuil, HalpuMep KOOKKOOALUIJIbI
(Rhodococcus), aktunomuneTbl (Mycobacterium) n
MHOTHE JIPYrue, CIOCOOHBI THAPOIN30BAThH CTEPOH-
Hbl€ KOJIbIa, TAKMM OOpa30M MOJHOCTBIO pacllen-
7S CTEpOJIbI, TOMaBIINe B OaKTepUalbHBIA Opra-
Hu3M (Gargile, McChesney, 1974; Smith et al., 1993;
Van der Geize et al., 2000).

Hekoropsble mpocrefimne NpegcTaBUTENH 3yKa-
PUOT (OTHOKJIETOYHbIE OPTAaHU3MBI) YK€ CHOCOOHBI
CHHTE3MPOBaTh M UCMIOJIb30BATh CTEPOJIbI JIJIs1 BHYT-
peHHUX HYXj. Tak, TpumanocoMbl (Iapa3uTHPYIO-
L€ Ha KUBOTHBIX M PACTEHUSIX) B OTCYTCTBHE IIO-
CTaBOK CTE€POJIOB C UILECH CUHTE3UPYT COOCTBEHHBIN
crepodn — aproctepon Trypanosoma brucei (Coppens,
Courtoy, 2000) u Phytomonas sp. (Nakamura et al.,
1999). Oprocrepon CHHTE3UpPYETCS M KIETKaMu
npoxkeint Saccharomyces cerevisiae (Shobayashi et al.,
2005). MHOTOKIeTOUHBbIE TPUOBI B KAYeCTBE IIIaBHO-
ro crepoda ((pyHrocteposa) KIETOIHbIX MEMOpaH TaK-
3Ke IMeIOoT aprocrepod (Zhang et al., 2002) (puc. 1, 8).

MHorue BBICIIME pacTeHHs cofiepkaT B KJIeTOY-
HBIX MeMOpaHax cpa3y HECKOJBbKO CHeUU(pUIHBIX
TOJIBKO [JIsSI paCTEHUIl THIIOB CTEPOJIOB (puTOCTEPO-
JIOB) B CIIE[YIOLIEM MPUMEPHOM COOTHOILIEHUN: [3-cu-
toctepod ~70%, crurmactepodt ~20%, KaMIecTepos
~5% (HEeKOTOpbIe pacTeHUs cofiepKaT OpaccukacTe-
pon) (puc. 1, 2) (Christie, 2005). OCHOBHBIM CTEPOIOM
KpacHBIX BOIOpOCIIel, HO-BUANMOMY, siBisieTcst XC.

Y pa3nu4yHbIX OECNO3BOHOYHBIX >KMBOTHBIX B
KJIETKaX MOTYT COfiepKaThcsl Leble HabOphl pa3Ho-
00pasHbIX CTEPOJIOB, IpuyeM XC 4acTo SIBISIETCS UX
MuHOpHO# cocraBisromienn (Kanazawa, 2001). Cre-
pOJNBl HaWfEHbl y Pa3IUYHBIX OECIMO3BOHOYHBIX
Metazoa, HauMHasl ¢ TYOOK M KUIIEYHOIOJOCTHBIX.
Tax, piist ry6oK B uuciae Tpodyux (0coOU OTAEIbHBIX
BHJIOB MOTYT cofepxkaTb OoJjiee cTa BHAOB pa3iiny-
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HBIX CTEPOJIOB) XapaKTEPHbI CTAHOI M AIJTUCTEPOJL.
Y KUIIEYHONOJIOCTHBIX IJIAaBHBIMU CTEPOJIaMU SIBJISI-
rores: aast Scyphozoa — XC u 22-peruppo-XC, pust
Anthozoa — 24-metmnen-XC u 24-metun-XC (y Ka-
[IEYHOIIOJIOCTHBIX TaKKe UAEeHTU(EINPOBaH TOPro-
crepodt). KneTku psia BbICIIMX paKOOOpa3HbIX (Kpe-
BETKH, JIAHTYCThI) oboraiieHbl XC, XOTs y HUX U OCO-
OEHHO Yy HUBIIMX TPEJCTAaBUTEJIEN 3TOr0o Kjacca B
3HAYNTEILHON Mepe MPUCYTCTBYIOT M APYrHe TUIBI
creposioB. HekoTopble Momntocku (OprOXOHOTHE,
TCOJIOBOHOTHE) Ha (pOHE MIMPOKOTO CIEKTpa CTEepPO-
70B TakKe oboraimieHbl XC, y ocTalbHBIX IpefcTa-
BUTEJIEH 3THUX, a4 TAKXKE APYTUX KIIACCOB MOJIITIOCKOB
cofiep>KaHre Pa3HbIX CTEPOJIOB MOXKET BAPbUPOBATD.
Bwmecre ¢ Tem cielyeT OTMETUTD, YTO OCHOBHOM HC-
TOYHUK MPONCXOXKJEHUS CTEPOIIOB KaK y TEX, TaK U Y
ApyTrux 6eClO3BOHOYHBIX, TO-BUAUMOMY, THILEBOII.

Y pa3nuyHbIX UTTIOKOXKNUX B OPTaHU3ME COACPKUT-
sl 10 HECKOJIbKHX ECSITKOB CTEPOJIOB (CYLECTBYIOT
BrpiocriennuyHble CHEeKTphl creposioB). Copep:ka-
HUE CIIeKTpa CTePOJIOB y MOPCKOM 3Be3/bl Acanthaster
planci, onpeaeneHHoe ¢ MOMOIIBIO Fa30BO-3KUAKOCT-
HOIl xpomatorpaduu (1.5% OV-17), npeacraBneHo
Hke (Sato et al., 1980; Kanazawa, 2001).

Crepon anerar Cocras, %
Sa-Xomecran-3f-o 0.1
XounecTepod (X0necTepuH) CIebl
Sa-Xonecr-7-ed-33-0: 6.2
(22E) 5a-Dprocra-7,22-guen-3f3-on 8.7
Oproct-5-en-33-o1 2.9
Sa-3procr-7-en-33-on 70.0
Sa-Dprocra-7,24(28)-nuen-3p-on 1.4
23,24-NumeTun-5-o-xonecra-7,22- 0.9
nuen-33-on
23-IlemeTHnaKaHTACTEPOI 0.6
T'oprocranon 0.3
T'oprocrepon CIIenbl
AxkaHTacrepon 8.9

B xonnyecTBEHHOM OTHOILIEHUM JI0JIS1 CTEPOJIOB B
COCTaBe JIUMUOB y OECIO3BOHOYHBIX CHIILHO YCTYIa-
€T TAaKOBOW JIMIUIOB y MO3BOHOYHBIX (WX MEHBIIE
MpUOIN3UTENHHO B IBAANATE pa3). XOTs B HACTOSIIEE
BpeMs BCe ellle TPYJHO HAWTH MOITHOIEHHbIE TaHHbIe
0 cofiep>kaHNM Pa3IUYHbIX CTEPOJIOB B KJIETKax Oec-
MMO3BOHOYHBIX, /ISl OTAENbHBIX OPTaHU3MOB 3TH CBE-
neHus ObLIu onyOauKoBaHbl. Tak, y TOYBEHHON HeMa-
toabl Caenorhabditis elegans B GONBIIMHCTBE KIETOK
CTEPOJTbI, TTO-BUIIMOMY, BOBCE OTCYTCTBYIOT, a B He-
OOJIBIIIOM YHCJIE KIIETOYHBIX THIOB HPUCYTCTBYIOT
JIUIIH B MAJTBIX KOJIMYecTBax (TIaBHbIM 006pa3oM C4o-
MeTui-crepodsl) (Merris et al., 2004).

HecmoTpst Ha TO YTO 4ETKOW TEHJAECHIMHA B COOT-
HOIIIEHUM TeX WM UHBIX CTEPOJIOB B CPABHUTEIBHOM
psaay Oecrno3BOHOYHBIX (IIEPBUYHO- U BTOPUYHOPO-
THIX) BBISIBUTH HE YIAeTCs, BCE K& MOXKHO OTMETHUTh,

YTO Y JIMHSIONUX TEPBUYHOPOTHIX OPraHU3MOB
(Ecdysozoa) umcino BUOB CTEpPOJIOB, HAWICHHBIX B
KIeTKax, sBHO MeHkle (Feldlaufer et al., 2005; Mau-
rer et al., 2005), yem y ry6oK, painaibHO-CAMMETPHI-
HBIX, IEPBUYHOPOTHIX Ipynnsl Lophotrochozoa u y
HU3IINX BTOPUIHOPOTHIX (UTTIOKOKUX), B OPTaHM3-
MaXxX KOTOPBIX HalIEHbI IUPOKHE CIEKTPhI CTEPOJIOB
(Kanazawa, 2001; Ponamarenko et al., 2001). becmo-
3BOHOYHBbIE XOPAOBbIEC (OOOJOUYHHUKH) YEM-TO CXOJ-
HbI 110 Ha0OpYy CTEPOJIOB C UIIOKOXUMU (COfepKaT
[0 [ABaALATH PA3JIMYHBIX CTEPOJIOB), XOTs Mpeoldia-
maromuM creposioM (6onee 44%) sBrnsercs XC
(Schubina et al., 1982; Enskos, Cronuk, 1988;
Slantchev et al., 2002).

OTHenbHBIN BOMPOC — MPOUCXOXKSHNE CTEPOIIOB
B OpraHu3Me 0OeclO3BOHOYHBIX KMBOTHBIX. CTepo-
JIbI, KaK YK€ OTMEYaIoCh, HE TOJIBKO MOCTABIISIFOTCS
B OpraHmW3M C MUIIEH, HO y Psifia KUBOTHBIX MOTYT
TaKXKe CHHTE3MPOBAThCS KiIeTKamu. Bmecrte ¢ Tem
M3BECTHO, YTO MHOTHE PaKooOpa3HbIe (IeKanoibl —
KPEBETKM, JIAHT'YCThI, OMapbl) HE CHOCOOHBI CHHTE3H1-
poBath creponbl (Kanazawa, 2001). Hanporus, cpe-
¥ MOJUTIOCKOB K CHHTE3y CTEPOJIOB, O-BUIUMOMY,
CIOCOGHBLI OPIOXOHOTHE W TOJIOBOHOTHE, a TAKXKe UT-
JIOKOXKWE MPU OTCYTCTBUY CTEPOIOB B nmme. [IpuBo-
ISITCS caMble NMPOTUBOPEUYNBHIE TaHHBIE MO TIOBOAY
CHHTE3a CTEpPOJIOB Y Pa3HbIX Ipynn Oecrno3BOHOY-
HbIX. Hike yKa3aHbl pe3ynbTaThl CHHTE3a CTEPOJIOB
de novo y Mopckux Oecno3BoHouHbIX (Goad, 1981;
Kanazawa, 2001), mony4yeHHbIe IpH HHKYOaLUu MOp-
CKHX XKMBOTHBIX C PalHOAKTHBHBIMH alleTaTOM WU
MEBaJIOHATOM.

Yucno coobmieHnii 0 CHHTE3€e
CTEpOJIOB C pe3yJIbTaTOM:

Tun Knacc
TIOJIOKUTEb- OTPHULATEINb-
HBIM HBIM

Porifera 6 5
Cnidaria Anthozoa 5 7

Scyphozoa - 1
Nemertini 2 -
Annelida Polychaeta 7 -
Arthropoda Crustacea - 16
Mollusca Amphineura 3 -

Gastropoda 27

Bivalvia 6 11

Cephalopoda 2

Scaphopoda - 1
Echinodermata Crinoidea 1 -

Asteroidea 8 -

Holothurio- 7 1

idea

Echinoidea 7 1

Ophiuroidea 3 -
Urochordata 4 -

Ha MopenbHbIX 00beKTaX OMOJIOTUN Pa3BUTHS —
nouBeHHON HemaTofe Caenorhabditis elegans u nno-
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noBoil mymuike Drosophila melanogaster (6ecno3Bo-
HOouHble rpynnbl Ecdysozoa) — moiydeHbl 4deTKme
faHHbIE 00 OTCYTCTBUU CHHTE3a COOCTBEHHBIX CTe-
ponoB (Kurzchalia, Ward, 2003; Christie 2005; Belles
etal., 2005). Tem He MeHee IS AITUTETBHOTO TOIEeP-
skanus udepBell C. elegans Ha cybcTpaTte B mabopa-
TOPHBIX YCIOBUSX TPEOYeTCsS MPUCYTCTBUE XOTS OBl
CIIEIOBBIX KOJIMYECTB CTEPOJIOB, KOTOpPHIE MOTYT
OBbITh TOJYYEHb] C MUILIEH U3 OCTATKOB JPOKXKEH,
pacrenmit wm XuBOTHBIX (Kurzchalia, Ward, 2003;
Merris et al., 2004). 3amMeHa MOIIIOXKKY 1715 BIPAIIIN-
BaHMS HEMATOJ] C arapa Ha arapo3sy, He COfIe pKaIyro
MUIIEBBIX MPUMECEH, MpUBeia K CO3[IaHUIO TOJHO-
CTHIO KOHTPOJHMPYEMBIX YCIOBUI BBIpAIABAHUS
C. elegans. BpIIO yCTaHOBIEHO, YTO B OTCYTCTBHE
CTEPOJIOB B Cpefie MepBOe NMOKOJICHNE YePBEN pa3BU-
BaeTCs U3 Ul IO MoJIoBO3penbix ocobent (Kurzchalia,
Ward, 2003). Bropoe nokoneHnue, ofHaKO, OCTaHaB-
JIUBAETCS B pOCTE HA PAHHEH JIMYNHOYHON CTauH, U
malbHeIee pa3BuTE U PA3MHOXKEHHIE 3THX KUBOT-
HBIX Ipekpamjaercsd. JJoOaBneHne Ha 9TOH CTafiud B
cpefy M TOJJiep>KaHUs 4YepBel CIEHOBBIX KOJH-
yectB crepona (XC) mpuBOAUT K BO30OHOBIICHHUIO
Pa3BUTHS U K JaJbHENIIEMY Pa3MHOKEHUIO HEMATO-
mel. [Ipyrue aBTOpPBI COOOMIAIOT, UYTO MPHUCYTCTBUE
MUTIEBBIX CTEPOIIOB HEOOXOMUMO JJIs HOPMAIIBHOTO
pa3BUTHS W TEPBOTO MOKOJIEHWS KUBOTHBIX, IIO-
CKOJIBKY WX OTCYTCTBUE CHUKAET IMOIBUKHOCTD SKH-
BOTHBIX, BBI3bIBAET CAPKONECHUIO W YMEHBIIIAET TPO-
MOJIKUTENBLHOCTD 3Ku3Hu (Merris et al., 2004). Dkcne-
PUMEHTBI C WCIOJb30BaHWEM (DIIyOPECIEHTHO-
MedeHHoro ananora XC — qurupoaprocrepoia mno-
Ka3ajid, 4TO 3TOT CTEPOJI BKIIOYAETCS B MEMOPaHBI
HEeGOJIBIIIOTO YHCIa THIOB KIIETOK: MO-BUANMOMY, B
coctaB padToB (MUKPOJOMEHOB IUIa3MaTUIECKUX
MeMOpaH; CM. HIKE) allMKaJIbHOU MOBEPXHOCTH I10-
NSIPU30BAaHHBIX KJIETOK SMUTENNS] KUIICUYHUKA, 9KC-
KPETOPHBIX 3KENEe3UCThIX KIETOK TIJIOTKHU, CEHCOp-
HBIX aM(uJI, HEPBHOTO KOJIbIIA, @ TAaKXKe B MEMOPaHBI
cunepMreB U OOUUTOB. [{oOaBieHHE 3IHAHTHOMEPA
npupoaHoro XC B cpefy ATl BbIpaIIMBaHUS HEMATO]
6e3 CTepoJIOB MOXKET MPUBECTH KO BKIIIOUYESHHIO TI0-
CIIETHETO B cOCcTaB papTOB, HO HE CHIMaeT OJIOKa B
Pa3BUTHH HEMATOJ], YTO CBUJETEILCTBYET O JPYTUX
SKM3HEHHO BaKHBIX (DYHKIHSX CTEPOJIOB B 3TUX OP-
raam3max (Crowder et al., 2001; Kurzchalia, Ward,
2003). B cnenuanbHBIX HCCICHOBAHUSIX ObLIO IOKa3a-
HO, 4TO pacpThl MemOpaH kjeTok C. elegans MoryT
¢opMHupoOBaTECI U B OTCYTCTBUE CTepoJioB (Scheel
etal., 1999). [loGaBneHue creposna K (POpPMHUPYIO-
IIMCST B MOJICNIBHBIX 3KCIIEpUMEHTaX MeMOpaHam
CIocOOCTBYET 00pa3oBaHuIO H6oJiee YETKO OUYepUeH-
HBIX TPAHUI] CTPYKTYP PadTOB M MEHSIET UX MJIaHap-
Hyto noaBmkHOCTH (Kurzchalia, Ward, 2003). Bee 06-
Hapy>XkuBaeMmble B KieTkax C. elegans cTepoibl (AT
BHJIOB; TJIaBHBIN U3 HUX — C4Q-METHII-CTEPOIT) TIpefi-
CTaBISIIOT €000 MOAMUIMPOBAHHBIE THIIEBHIE
creponsl. bonee Toro, HemMaTofa NPUHIUIHAILHO HE
B COCTOSIHAW W3HAYaJIbHO CHHTE3WPOBATH COOCTBEH-
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HBI€ CTEPOJIbl, IOCKONIBKY Y HE€ OTCYTCTBYET P re-
HOB, KOJUPYIOLINX HEKOTOPBIE IOCIEeOBATEIbHbIC
STanbl B MOJHON I[EMOYKe Peakiuil CHHTE3a CTepO-
noB (Kurzchalia, Ward, 2003). Takum o6pa3oM, He-
CMOTpS Ha TO 4TO cTepodibl (BKIrovast XC) y HemMaTo-
IBI UTPAIOT MAIO3aMETHYIO POJb B IOCTPOEHUH KJile-
TOYHBIX MeMOpaH, OHM BaXKHbI I Pa3BUTHSI U
Pa3MHOKEHUSI YEePBsi, YTO, O-BUAUMOMY, CBSI3aHO C
ApyruMu (pyHKIUSIMA CTEPOJIOB.

Y HaceKOMbIX, BKJIIOYasi Apo30¢uily, B OpraHusm
MOCTYNAIOT CTEPOIIBI MULIEBOTO MPOUCXOXKACHUS (pu-
TO- ¥ PYHI'OCTEPOJIBI), & COOCTBEHHBIE CTEPOJIbI SBIISI-
10TCs mpopykTamu ux mMopucukanuu (Rietveld et al.,
1999; Christie, 2005; Belles et al., 2005). IToka3aHo,
4T0 XC (C,7) y HACEKOMBIX MOXXET 00Pa30BBIBATHCS
ACATKWINPOBAHUEM IOCTYHAKOIUX ¢ MHUILIEH Oojee
BBICOKOMOJIEKYJISIPHBIX (PUTO- MM (PYHTOCTEPOIIOB
(Cys, Cy9), TEM HE MeHee B cocTaB pad)TOB KIIETOY-
HBIX MeMOpaH Ap030(uiIbl PUTOCTEPOIbI UITU IPTO-
CTEpOJI BXOJAT B Hem3MeHeHHoM Bujie. XC y Haceko-
MBIX SIBJISIETCS] MUHOPHBIM CTepoJioM (MeHee 3% Bcex
creposnoB) (Thummel, Chory, 2002); B mponeHTHOM
OTHOIIEHUN COfiep>KaHnue CyMMapHBIX CTEPOJIOB B
MeMOpaHax ApO30(HIbl IO OTHOLIEHUIO K APYrUM
JTUNUaM CpaBHUMO ¢ copiepxkanueM XC B meMOpa-
Hax KJIeTOK mo3BOHOYHLIX (Rietveld et al., 1999). B
>KM3HEHHOM LIUKJIE TUIOOBON MYIIIKH CTEPOJIbI UT'Pa-
FOT UCKJIIOYUTEJIBHO BaXKHYIO pOJb, MOCKOJBKY U3
XC, MONy4YeHHOro MyTeM JIeaNKUINPOBAHUS MHUIIIE-
BBIX CTEPOJIOB, B KJIETKaX MPOTOPaKAIbHON KeJe3bl
oOpasyeTcs TOpMOH MeTaMop(o3a U JMHbKU IKU-
30H, a 3aTeM U3 IKAN30HA B MepUpepruIecKnx KiIeT-
Kax ¢opMmupyeTcs ero (PyHKIMOHAIBHO AKTHUBHBIM
mepuBaT — 20-TUIPOKCUIKAN30H. B cBSA3M ¢ 3TMM paH-
Hee pa3BUTHE APO30(HIbl (1 MHOTHX APYTrUX Hace-
KOMBIX, UCIIOJIB3YIOIUX 3KAN30H B KAYECTBE TOPMO-
Ha MeTadopMoO3a U JIMHBKY) 3aBUCUT OT IHIIEBbIX
CTEPOJIOB, & UX OTCYTCTBUE UM HENPUTOHOCT JIJISI
HalbHENIIEro CHHTEe3a W3 HUX 3K[AU30HA LEIUKOM
OTpefeIstoT cyab0y Hacekomoro (CaBuukwii u Aap.,
1985; boupapenko u nap., 1989; Jlyrosa u np., 1992;
Belles et al., 2005).

ITockonbKy CTEpOIBI B OPraHu3Me KUBOTHBIX HE
pacILenIsIFOTCs (32 UCKIIIOUEHUEM Cllydasi CHHTEe3a B
KOXe MIICKOMUTAIOMINX BUTaMuHa D3, mpn KoTOpoM
MPOUCXOAUT OAMHOYHBIN Pa3pbiB BO BTOPOM KOJIbLE
XC), a BBIBOASITCA B OKHMCIIEHHON (pOpMeE C COXpaHe-
HUEM IUKJIMYECKO! OCHOBBI, HET CMBICIIA TOBOPUTH
00 MX UCIOJIb30BAHUM B KaUECTBE IHEPreTHUIECKOTO
cyocrpata. IToaToMy cnefyeT paccMOTPETh UHYIO UH-
TEepPEeCyIOUyI0 Hac (PYHKIMIO — y4acTHE CTEPOIIOB B
npoleccax nepeadyr CArHAJIOB B KJIETKY (CUTHAJIMHT).

YYACTHUE CTEPOIJIOB B IIEPEJAYE
CUTHAIJIOB B KJIETKHA

Poawb cmeponos 6 popmuposanuu u pyHKyUOHU-
posanuu pagpmos. Pe3ynbTaTbl MHOTOUYUCIEHHBIX
WCCIIEJOBAaHUN CBUMIETEIbCTBYIOT, UTO Y SKMBOTHBIX
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Puc. 2. Y4acTox K1eTO4HOI MeMOpaHbl IO3BOHOYHOrO *KMBOTHOT'O (MJIeKonuTarolero) (no: Zurzolo et al., 2003).

coOcTBeHHO cTepodbl (B yacTHOCTH XC) Bpsif 1 00-
JIUTaTHO NPUBIEKAIOTCA I y4acTHsl B Iepefade
CHTHAJIOB BHYTPb KJIETOK. B 1€710M BO3MOXHO [iBa
BapHaHTa WX y4YacTUs B CHUTHAJIMHIE: OMOCPEOBaH-
HBII (Ha YpOBHE IJa3MaTHYeCKON MeMOpaHbI B Ka-
4yecTBe cyOCTpaToOB ISl CHHTE3a CUTHAJIBHBIX MOJIE-
KyJI) U HENOCPEACTBEHHBIN (B KayecTBE JIUTAHMIOB
CNenu(UIECKUX PEUENTOPOB).

K HacrosgimeMy MOMEHTY U3BECTHO, UTO MeMOpa-
Hbl 3YKapUOTUYECKHUX KJIETOK HE MpPECTaBISIOTCS
YEeM-TO OJHOPOAHBIM (BPOAE >KUAKOKpHUCTAIINYE-
CKOW JINMUTHO-OEJIKOBOI CTPYKTYPBI), @ AMEIOT CIIOXK-
HO€ MUKPOJIOMEHHOe cTpoeHue. OnpefeneHHble yyac-
TKUA KJIETOYHBIX (M BHYTPHUKJIETOUHBIX) MEeMOpaH —
padThl (rafts) oGorameHs! creposiaMu (y TO3BOHOY-
HbIX — XC) u cpuHromunmuaamMu — pocoIunugaMu Ha
OCHOBE C(PMHI'O3MHA, COfIEP>KAIMMHI B KaUeCTBE pajiu-
KaJIOB HACBILLICHHbIE XXUPHbIE KUCIOTHI (puc. 2). B ka-
YECTBE aCCOIMMPOBAHHBIX C 3TUMHM JIMIUIAMU OEJIKOB
urypupyroT ‘‘3askopeHHble” B MeMOpaHe MOcCpef-
CTBOM INTAKO3WI-(POCaTHAMIMHO3UTOIA crienuduye-
ckue 6enku — GPI-“3asikopeHHble” 6enKu. ITU MeM-
OpaHHbIe MUKpOAOMeEHBI (50—70 HM) TPyAHO pacTBO-
pUMbl B (HEHOHHBIX) JAETEPreHTaX, IMOCKOJIbKY
MOJIEKYJIbI OEJIKOB U JINMUIOB B HUX OYEHb MPOYHO
acCOLMMPOBAHbI MEXAY COOOM, XOTSI caMH YYacTKH
(patpThl) MOTYT JaTepabHO MUTPUPOBATH B pamo-
Hax MeMOpaHbl, CofepKallluX HEOPUEHTHUPOBaHHbIE
doconunuabl (MMEIOILIUEe B KAa4eCTBE PaUKaIOB
HEHAChIIIEHHbIE XKUPHbIE KUCIOTHI), HanpuMmep ¢oc-
(paTUANIXONNH, a TaK>XKe HU3KKHE KOHIIEHTPpaluy CTe-
POJIOB.

Padter mpencraBisttoT co6oit “muraTdopMbr” AT
cOOpKHM JIMIUAHBIX U OEIKOBbIX MoJieKkys. OHU IIpu-
HUMAIOT aKTUBHOE Y4acTHe B COPTUPOBKE MOJIEKYII
(6enKOB ¥ IMNKUJOB), B UX TPAHCIIOPTE BHYTPb KIIET-
KU ¥ TakuM o0Opa3oM B cursajiusre (Zurzolo et al.,
2003; Helms, Zurzolo, 2004; Pike, 2004). B oTnu4ue
OT KJIATPHUHIIOKPBITBIX YYaCTKOB KIIETOYHOI MeM-
OpaHbl cUTHalbl OT padTOB YacTO MEepPefaroTcs
BHYTPB KIIETOK C IOMOIIIbIO KABEOJUHIIOKPBITHIX Be-
3uKyM — KaBeosen. C padTamu 1 KaBeossiMu n3bnpa-
TEJILHO CBSI3aHbI PELENTOPEI Psifia BasKHBIX CUTHANIb-
HBIX MOJIEKYJ (HAapUMEp PEeUenTop SMUAECPMaIbHO-

ro akrtopa pocTa), OIpeleJeHHbIX BapHAHTOB
JUIMONPOTENAHBIX YaCTHL, (CKaBEHIKEP-pelenTOPbI
B-tuma), a B iumdonuTax MIeKOMUTArONUX ¢ pad-
TaMH CBSI3aHbI PEUENTOPbI, YIaCTBYIOIIE B UMMYH-
HOM OTBETE, I MOJIEKYJIbI TJIABHOTO KOMIIJIEKCa THU-
crocoMectuMmocTH Kitacca II (Anderson et al., 2000).
C pajramu TakkKe acCOLUUPOBAHbI BHYTPUKJIETOY-
Hble TpUMeMOpaHHble CUTHAJIbHbIE OENIKU KUHA3HO-
r'o CeMeCTBA SIC, y9acTBYIOLINE B Iepefade BHEKIe-
TOYHOTO CUTHalla HA aKTUHOBBI IUTOCKEIET
(Anderson et al., 2000). Pacdpramu oOorameHs! paio-
HBI IIJIa3MaTHYECKON MEMOPAHbI aTMKAIbHBIX YacTel
MOJIIPU30BAaHHBIX KIIETOK PA3IMYHBIX MHOTOKIIETOY-
HBIX KMBOTHBIX (CEHCOPHBIE KIIETKH, KJIETKN KUIIEY-
Horo snmtenys u T.1.) (Rodriguez-Boulan et al., 2005).
YcTaHOBIIEHO, YTO Ay (POPMHUPOBAHUS CTPYKTYpbI
padTOB y MHOTHX GECIIO3BOHOYHBIX KUBOTHBIX, I'PU-
0OB ¥ paCTEHU! MPUBIEKAIOTCS PAa3JIUYHbIE CTEPOIIbI
(manpumep 7-geruapo-XC, aprocrepoin, (puTocTepo-
ab1) (Xu et al., 2001), yuem, BepOSITHO, MOKET OOBsIC-
HSITBCS] TETEPOr€HHOCTh CTPYKTYP U CBOWCTB padTOB
y GECMO3BOHOYHBIX JXMBOTHBIX, HECYIIIMX MHOTOYHC-
JIEHHbIE TUIBI CTEPOIIOB, HAIPUMEP Y TYOOK, CTpeKa-
FOIIUX ¥ UIIOKOXKUX. CTepoiibl, IO-BUAUMOMY, IpUfa-
IOT CTPYKTYpaM papTOB KECTKOCTb U fieNIatoT Oojee
pucKpeTHbIMA UX rpaHunbl (Helms, Zurzolo, 2004).

Y nematopsl C. elegans, Kak y>ke TOBOPUIIOCH, HE
CIOCOOHOMH K CHHTE3y CTEPOJIOB U cofiepKalleil ux B
CIEJOBBLIX KOJINYECTBAX, B COCTaBE KJICTOYHBIX MEM-
OpaH, BEPOSITHO, CYIIIECTBYIOT papThI CO CBOIICTBAMH,
OTJIMYHBIMU OT cTepodocofepxkammx (Scheel et al.,
1999). HepaBHO B cCHEIHMANLHBLIX HCCIEIOBAHHUSIX,
MPOBEICHHBIX in Vitro, 6BUIO TOKa3aHO, UYTO B CPaB-
HeHuu ¢ ipyrumu creponamu XC sBisieTcs Hauboee
ONTHUMAJbHBIM MPU B3aUMOJCUCTBUU CO C(OPUHIOJIU-
nuaMu s o6pa3oBaHusl padpTOB B KIETOYHBIX W
BHYTPHUKJIETOYHBIX MeMOpaHax >KMBOTHBIX KJETOK
(Li et al., 2003). MccneqoBanusi poiu U 3HAYEHUSI CTe-
pOJIOB B papTax, a TakKe M3yUeHHe CIIOKHOI MO3a-
UYHOII CTPYKTYpbI IIa3MaTHYECKOI MEMOpaHbI 3yKa-
PUOTHYECKUX KIETOK JajJeK! OT 3aBEPIICHUSI.

JIroOONBITHBIE 9KCIEPUMEHTHI ObLIH MPOBECHBI

C KYJbTHUBUPYEMBIMU MYTAaHTHBIMHU KJIETKaMHU MJle-
konuTtaronux — CHO (mpou3BOgHBIMU KJIETOK SIMY-
OHTOT'EHE3 Ne 3
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HUKa KUTACKOTO XOMSUKa). DTU KJIETKH CHHTE3U-
poBaiu oyeHb Mano XC 1 MeJIJIEHHO POCIH, HO MOT-
71 BKITIOYATh B pad Tl cxonublil ¢ XC ¢putocrepod,
NPUCYTCTBYIOUINI B KYyJIbTYpaJIbHOH cpefie, — KaMIle-
crepoa (Xu et al., 2005). JoOaBineHne UHruOUTOpPA
cuaTe3a XC K KileTKaM, pOCIINM B IPUCYTCTBUH (PH-
TOCTEpOJa, U BOBCE TOPMO3UJIO UX >KU3HECIOCOO-
HOCTb, HO IOJIOKEHUE cracajio fo0aBjIeHNe 9K30IeH-
HbIX mopuuii XC WM ero ONTUYEeCKOTro H30Mepa
(sHaHTHOMEpa). TakuM oOpaszoMm, flaxke Mg pocTa
KJIIETOK MIICKONHWTAIOIINX in vitro HeobxommMm XC,
(pyHKIIMSA KOTOPOro B JJaHHOM cCiy4yae NpPOAOJIKaeT
OCTaBaThCsl 10 KOHIIA HESICHO.

Peeyaauyua XC ceoelli sHympuxkaemo4Holi KoH-
yenmpayuy. JIpyroil BapuUaHT ONOCPENOBAHHOIO
y4acTHs CTEpOJIOB B CUTHanMHre, Ha npumepe XC,
HalpaBlIeH Ha PETYJSILIUI0 CBOEH BHYTPHUKIETOYHON
KOHLEHTPAaLWHX 10 IPUHIUIY OTPULATEIBbHONR OOpaT-
HOH cBa3u. XC yyacTBYeT B OAJiep>KaHNU COOCTBEH-
HOI BHYTPHUKJIETOYHON KOHIEHTpaunuu Onaropaps
TECHOMY B3aMOJECTBHIO O€JIKa BHYTPUKIIETOYHBIX
meMmOpan SREBP2 (sterol regulatory element binding
protein) c 6enkoM SCAP (SREBP cleavage activating
protein) (Shimano, 2001). I[Ipu HU3KUX KOHIIEHTPAIIH-
ax XC B kiteTke Monekynsl SREBP2 B komnekce co
SCAP pBurarorcs Boiab MeMOpaH U3 9HAOIIa3MaTh-
YECKOro peTukyiayma B annapat I'onbaxu, Omaroga-
pst “3askopuBaHuio”’ B MeMOpanax SREBP 3a cuer
IBYX TpaHCMeMOpaHHbBIX pailoHOB. B xope mepeme-
menns komimiekca 60eiakoB SREBP2 u SCAP B stux
MeMOpaHaX IPOUCXOAUT IOCIef0OBaTeIbHOE pac-
LEMJIeHne TpaHcMeMOpaHHbIX pailoHoB SREBP2
AByMsl cafTcleUu(PUUHbIMU IpOoTea3aMu, BCIE[-
ctBue yero N-koHueBoil paiton SREBP2 (o6mnaparo-
U CBOICTBAMHU TPAHCKPHUIIIMOHHOTO (paKTopa co
cnepyrouein crpykrypoii: ocHoBHoil [JJHK-cBsi3biBa-
FOLUI IOMEH, CIIUPAJIb-TIIETIISA-CIIAPAND, JIEHIUHOBAS
“monnus’” — basicHLHZip) nonyyaeT BO3MOXKHOCTb
MEPENTH B IIMTOINIA3My U TPaHCIOLUPOBATHCA B SII-
po. TaM OH B3aUMOAENCTBYET €O cHEelU(PUUHBIMU
yuc-anementamu SRE (sterol regulatory element), 10-
KaJIN30BaHHBIMH, B YaCTHOCTH, B IIPOMOTOpAx reHa
HavajbpHOro srtamna cuire3za XC — I'MI'-KoA-penyk-
Ta3bl — ¥ T€HA pelenTopa BHEKIIETOYHBIX JUIONPO-
TEUJHBIX YaCTHL HU3KOU INIOTHOCTH, NEPEHOCIUX
XC B knetrky (cM. Hmke). OcBOOONMBIIUKCSH OT
SREBP SCAP Bo3Bpaiaetcst Ha3aj B MEMOpaHy 9H-
JOIIJIa3MaTUYECKOTO PETUKYIIyMa, If€ CBSI3BIBACTCS
c ouepeaHnoi Mosekynoit SREBP. BuyTpuknerounas
koHneHTpauuss XC BCIEACTBUE aKTHBAIlMM T'€HOB
cunre3a XC 1 ero TpaHcnopTa B KJIETKY BO3pacTaeT.
B monexyne SCAP umeercs ocoOblii JOMEH, B3alMO-
AEVCTBYIOUIUNA C Y4aCTKOM BHYTPHUKJIIETOYHON MEM-
OpaHBbI (CAMOCTOSITEIFHO WIIH C HTOMOIIBIO OeTKa-1o-
cpepnuka), oooramjeHHoit XC. I1pu n36niTkax XC B
KJIETKE TaKUX y4acTKOB B MeMOpaHax MOSIBIISIETCS
MHOTO, TaK YTO Ipu BcTpede ¢ HuMu XC-CeHCOPHBIT
nomeH SCAP 3anepxuBaeT MIu BOBCE OJOKUPYET
nBkeHne Bcero Komiiekca SREBP-SCAP B mem-
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Opany anmnapata ['obaKu U TaKUM 0Opa30M MPeTsIT-
CTBYET NpOTeonn3y MeMOpaHocBsizaHHOro SREBP2
1 06pa30BaHMIO €T0 SIIEPHON aKTUBHOM (popmbl. Pa-
60Ta reHOB, OTBETCTBEHHBIX 32 MPOAYKIMIO BHYTPH-
kiaeToyHoro XC u TpaHCIOPTa €ro B KIETKY, B OT-
cyrcTBHe akTUBHOTO sifteprHoro SREBP yrueraercs, n
BHYTpUKJIeTOUYHast KoHIeHTpauust XC moHmKaeTcsl.
o cux mop HesicHbI feTanu B3aumopencTust XC c
XC-cencopHbIM paiionoM 6enka SCAP: momjararor,
YTO TPU 3TOM B3aMMOJECUCTBUM H3MEHSIETCS KOH-
¢opmanus SCAP, yTo mpuBOIUT K GIIOKUPOBKE MH-
rpaiun kommuiekca SREBP/SCAP (Brown et al.,
2002). 3naueHue rena Srebp2 sl pa3BUTHS MIIEKO-
NUTAOIINX, IO-BUANMOMY, OY€Hb BEJIMKO, MOCKOb-
KY 3apOfIbIIIU MBIIIEH-HOKAYTOB MO TeHy Srebp2 mo-
rubaroT Ha 8-11 JeHb nociie 3adyatus (Shimano, 2001).

Y 6ecno3BOHOYHBIX C CEKBEHHMPOBAHHBIM T€HO-
MoM (C. elegans, D. melanogaster) 6pUI0 TakKe 00-
Hapy>KEeHO MO OJHOMY I'eHY, TOMOJIOTUYHOMY Srebp
MJIEKONIUTAIOIINX, OAHAKO Y APO30(UIbI GETKOBBIM
MPOAYKT 9KCIPECCHH TAaKOTO I'eHa, Kak ObILIO ycTa-
HOBJICHO, PETYIUPYET IKCIPECCUIO TeHOB (pepMeH-
TOB CHHTE€3a HACBIIIEHHBIX XXUPHBIX KUCIOT U (oc-
parmgmraranonamraa (Dobrosotskaya et al., 2002;
Seegmiller et al., 2002), a y HeMaTOfbI OETKOBBI aHa-
aor SREBP perynupyer ypoBenb ocaruannata-
nonamuHa (McKay et al., 2003; Ashrafi et al., 2003).

Yuacmue oKUCAEHHBIX POPM CIMEPON0E6 6 CUZHA-
aunze. OpHa u3 ¢opm ydactust XC B CUTHAJIMHTE B
KJIETKaX MO3BOHOYHBIX XUBOTHBIX MOXET ObIThH Ha-
IpaBjieHa Ha yfajleHue U3 Hux (M ganee U3 OpraHms-
Ma) ero OKMCIIEHHBIX MPOU3BOAHBIX. EcTecTBEeHHbIN
xop Metabonmu3Ma XC (1 ApPYTUX CTEPOJIOB) B KJIET-
Kax, HOBBIIIEHAE €r0 KOHLUEHTPAIK BO BHEKJIETOY-
HBIX XXHUJKOCTSX (B cHCTeMe IUPKYJISIUN) COMpO-
BOKpIaeTcs (pepMEHTATHBHBIM WM He(DePMEHTATHUB-
HBIM €rO OKHCJIEHHEM. B 3TOM ciydae K OOKOBBIM
pajiukangaM WM K aTOMaM YIJIepofia B KOJIbLIaxX CTe-
POMIHOTO sifipa A0OABISIOTCS TOMOIHATEIbHBIE KHC-
JIOpOAOCOfepKallye IPYIIIbL: THAPOKCH, OKCO, STOK-
cu unu KapO6oHuibHble (puc. 3). To xxe camoe MOX-
HO, MO-BHANMOMY, IpeAnoiaraTb U B OTHOIIEHUH
Apyrux creponoB. ITOCKONBKY CTEpOJbl HE MOTYT
pacHeIIsiThCSl B OpraHu3Me MHOTOKJIETOUYHBIX KH-
BOTHBIX, TO UX OKHUCJIEHHE OMOJIOTNYECKU ONpaBia-
HO, TaK KakK CIIy>KHT IEPBbIM ILIAroM MJisl yAaJIeHUS
CTEpOJIOB U3 opranusma. OKcucTeposnsl — 6osee Mo-
NSIpHbIE COCMHEHUS U, CIIEJOBATEILHO, YKE YacTuy-
HO PacTBOPUMBI B BOHOM (paze, YTO oOIIeTdaeT ux
TpaHCIOpPT U3 “nepudepuiinbix”’ TKaHeHd (Y BBICIINX
>KMBOTHBIX) IO CUCTEME IMPKYJISIUN B IeYeHb U Ja-
nee (B BHUAE >KEIYHBIX KHUCIOT) U3 OpPraHu3Ma
(Schroepfer, 2000).

depmenTaTuBHoe okucinenue XC ocylecTBIseT-
csl ¢ IOMOUIBIO cynepcemenicTBa nutoxpoma P-450
(MOHOOKCHTeHa3), (PEPMEHTHI KOTOPOTO OKHUCISIIOT
MHOTHE JUNO(UIbHbIE areHThl, KaK CUHTE3WpPOBaH-
HblE B OpraHu3Me, Tak M SIBISIOIIHecs KCEHOONOTH-
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Puc. 3. Oxucnennble (hOpMbI XOJIECTEPOIIA, BCTPEYAIOIIUECS B OPraHU3Me MO3BOHOUHBIX (MICKOMHUTAOIINX).

KaMH, C IeJbI0 UX OnotrpaHcgopManyi. CMbICIOM ee
ABIISIETCA MHAKTUBALMS U yAaJeHue PacTBOPUMBIX B
BOJIHO (pa3e (4acCTHYHO WU MOJHOCTBIO) OKHUCIIEH-
HbIX (IOJSIPHBIX) JUMO(UILHBIX MOJIEKYN U3 Opra-
Hu3Mma. Cpenu ¢epMmMeHTOB cynepcemeiictBa P-450-
MOHOOKCUTE€HAa3 BCTPEYalOTCsl TakKue, KOTopble cIie-
OU(UYECKN OKHUCISIOT CTepoibl, BKiItodas XC (Ha-
npumep 7-o-xonecrepuHrugpokcunasza-Cyp7A —
¢hepmenT nepBoHauanabHOro aTana oxuciaeHus XC).
Kpome okucnenust, creponbl MOTYT IOABEPraThCs 1
APYTUM XUMHYECKHM NPEBPALEHUSIM: YKOPOUEHHUIO
pagnKanoB OOKOBOMW IENu WIN 0OABIEHUIO HOBBIX
pagukanos u T.. Hy>)kHO Tak:ke UMeTh B BUAY, YTO
OKHCIICHHE CTEPOJIOB MOXKET INPOHMCXOfUTH €lie 1
APYTUMHU HEYYTEHHBIMH CIOCOOaMM, U 3TH Pa3HO00-
pa3Hble OKCUCTEPOIIBI CIeAyeT YAAISATh U3 OpraHu3-
Ma, MMOCKOJIbKY OHH SIBJISIIOTCS KpailHe HeXKellaTellb-
HbIMH aKTHBHBIMH areéHTam# M IPOBOLUPYIOT pas-
MUYHbIE AUCYHKIMM M aHOMAaJIMU (HAIpuUMep BOC-
NajieHre, anonTo3, MaTUTHU3AIUI0 U aTEPOreHes3 y
mitekonmTaronux) (Schroepfer, 2000; Bjorkhem, Dic-
zfalusi, 2002; Rusinol et al., 2004). Cucrems! TpaHCc-
MOpTa OKCHCTEPOJIOB B OpraHU3Me M3y4YEHBbl HEMO-
CTaTOYHO, HO, TIO-BUJUMOMY, OHH TPaHCIOPTUPYIOT-

Csl B COCTaBE JIUMONPOTENHOB (CM. HUXKE) TaK K€, KaK
XC u ero aupsl.

Ilonapas B kneTku, okuciaeHHble popMbl XC 1 uxX
[POU3BOJHbIE B3aUMOJEHCTBYIOT C SiA€PHBIMH pe-
HeNnTopaMu, SIBISIOLUIMMUCS aKTUBUPYEMbIMH (pak-
TOpaM# TPaHCKPHIILUHI, KOTOPbIE B HEAKTUBHOM CO-
CTOSIHMU 4acToO JIOKaJIN30BaHbl B nuromnasmMe. K Ha-
CTOSIIIIEMY BPEMEHH ONUCAHO GOJBIIIOE YUCNIO (00be-
AVHEHHBIX B HAJ[CEMENCTBO) SIICPHBIX PELENTOPOB,
KaXXJbIl W3 KOTOPBIX cCHeNu(puIecKn B3auMOJei-
CTBYET C HHU3KOMOJEKYJISPHBIMUA TPUPOAHBIMH U
CUHTETUYECKUMU JTUNOMPUIBHBIMU (TUAPOPOOHBIMHI)
yIJIepPOAOCOAEPKALIMMU MOJIEKYJIaMH, YTO aKTUBU-
3UpPYyeT ero TPAaHCKPUNIMOHHYIO aKTUBHOCTh. Cpenu
SIIEPHBIX PEUENTOPOB BBIACISIOT OONBIION Kilacc
(cynepceMencTBO) CTEPOU-TUPEOU/-PETUHONHBIX
peLenTopoB, K KOTOPOMY OTHOCATCS U UHTEPECYIO-
e Hac GeJKOBbIe MOJIEKYJbI. 75l psijia SAIepHbIX
peLenTopOB JUraHAbl elje He 0XapaKTepU30BaHbl, 1
B 3TOM ClIy4yae TaKue pelenTopbl Ha3bIBAIOTCA Op-
¢panamu (ot anru. “orfan” — cupota) (Olefsky, 2001;
Tsuguchika, 2003). [Toka3zaHo, 9TO B KJI€TKaX NEUYESHA
MJICKONUTAOMIMUX (MBIIIEH) OKHUCIEHHBbIE (POPMBI
XC — okcuxoJecTeposbl, CogepXkKaliye THIPOKCUTPYII-
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nel B 60nbmon 6okoson nem: 220H-XC, 240H-XC,
250H-XC u 270H-XC (oguH U3 UX ONTHYECKAX H30-
MepOB K 06a), — a TaKKe 7-OKCHXOJIECTEPOIIBI (XO-
TS U B MEHbBIIIEH CTeNeHU) CIOCOOHBI B3aMMOJICH-
CTBOBATb CO Clienn(PUIECKUMU SAECPHBIMHU PELENTO-
pamu o,B-LXR (liver X receptor) (Hu, Lala, 2002;
Antonio et al., 2003; Crestani et al., 2004). AKTuBH-
poBanHble nurangamu LXR-penentopsl ¢dyHKIHO-
HUPYIOT B siipax KJIETOK B BHJIE€ I'€TEpONUMEPOB,
00BEINHSASCH B TAPhI C OHON U3 (POPM PETHHOUIHO-
ro pegenropa (RXR). B knetkax “nepucepuitnbix”
TkaHeil LXR/RXR akTUBUPYIOT TPaHCKPUIIMIO Te-
HOB, O€JKOBbIE NMPOAYKTHI KOTOPBIX yYAaCTBYIOT B
ypanennu u3numkoB XC, a TakKe ero OKUCICHHbIX
¢opwm, a B KIIeTKax nedeHu 3T PaKTOPbl aKTUBUPY-
FOT TPAHCKPUIINIO T€HOB OEJIKOB, YYaCTBYIOIINX B
JanbHENIIEN KOHBEpTAUH OKUCIEeHHbIX (popM XC B
SKeTYHbIE KHUCIOTHI (TIOCKONBKY TaM TJIaBHas MH-
mweHb LXR — reH ¢pepmeHTa 7-01-X0IeCTEpUHTHAPOK-
cuinasel). B cBeTe cka3aHHOrO BBIIIE K Ba>KHBIM MU-
meHsiM LXR/RXR oTHOcsITCsl reHbl OEJIKOB, IIPUHU-
MaloIINX aKTUBHOE ydyacTue B “0OpaTHOM” TpaHC-
nopre XC u3 KIETOK nepuepuitHbIXx TKaHEHd B Ie-
yeHb, — ABC-Al-Tpancnoprepa (6eiKa, nepeHocs-
mero a¢pupsl XC) n anonunonporenHa E. [IBe pas-
Hble popmbl LXR, o 1 3, mo-pazHomy pacnpocTpaHe-
Hbl B KJETKax psfa TKaHel (Ie4YyeHb, IIOYKH,
KUpoBasi TKaHb, Makpodarm), m HapylIeHHE HuX
(pyHKIMOHMPOBaHUS ABISIETCS OAHON U3 IPUIMH pas3-
BUTHUSI aTEPOCKJIEpO3a y MIIEKONUTAIOWMX. Y MbI-
LIEH-HOKAYTOB IO TeHy O.-LXR CUIIBHO M3MEHSIETCS
CIHOCOOHOCTb KOHTPOJIUPOBATh OOpaTHBIA TpaHC-
mopT XC w3 nepudeprieckux KIETOK B IeYeHb
(Wagner et al., 2003). OgauM U3 BaxKHEHIINX OETKOB,
peicTByromux koonepatuBHo ¢ LXR, KOTOpHbIii Tak-
3K€ OTHOCHUTCS K KJIACCy SIEPHBIX PEleNITOPOB, SBIs-
etcsa opdanosslii aaepHbiil perentop LRH-1 (Liver
Receptor Homolog-1). 3toT peunentop AENCTBYET
KaK aKTHBaTOp TeX XK€ TeHOB, YTO aKTUBUPYIOTCH
(gacto omgHOBpemeHHO) ¢ nomoibio LXR/RXR umn
(pyHKIIMOHATTBHO CXOfHBIX C HUMH, T.€. KaK aroHMCT,
mpasna LRH-1 eiictByet B Buse MoHOMepa (Luo et al.,
2001). Opnoii u3 mumenein LRH-1 B kneTkax ne4eHu u
SIMYHUKA MIIEKOIMTAOLIMX SIBISIETCSI TEH CKaBEH/KeP-
peuenTopa B-tuna (“mycopimk”, SR-BI) (Schoonjans
et al., 2002). Hy>kHO UMeTb B BUY, UTO JJIsI Y AJCHUS
XC u3 KIeTOK OpraHu3M MpuoOeraeT Kak K aKTHBAIUN
ABC-Al-tpancnioprepa, Tak u SR-B1 (cnoco6noro
paboTaTh B IByX HamnpasiieHusx no tpancnopty XC).
Kpome Toro, pakrop Tpanckpunuuu LRH-1 urpaer
BaXKHYIO pOJIb B CHHTE3€ CTEPOUAHBIX I'OPMOHOB, O
yeMm OyneT ckazaHo Huke (Fayard et al., 2004).

IIpyHUIMNIHANBHYIO POJb B PETyIsUUN MeTabo-
JU3Ma SKEJIYHBIX KHUCJIOT urpaet apHesun-X-pe-
nentop (FXR), xoropell B Buje TreTepojuMepa
FXR/RXR MoxeT MopupuUIUpPOBATh 3KCIPECCUIO
YIIOMSIHYTOTO BbIIIe TeHa LRH-1 u reHa etie OgHOro
opcanoBoro spepHoro penentopa — HNF4. Bee atn
B3aMMOJIEIICTBHS B KOHEYHOM CUYETE MPUBOJAT K cOa-
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JIAHCUPOBAHHOW PEryJsiuu MPONYKIUU U BhIBEJE-
HUIO KETYHBIX KUCIOT B 3aBUCHMOCTH OT OTPeOHO-
creit opranm3ma (Crestani et al., 2004; Malerod et al.,
2005).

CTEPOMJIHBIE TOPMOHBI ITO3BOHOYHLIX

Cesolicmea u poab 20pMOHOE 6 HUSHEOeANEAbHO-
cmu opzanuamos. CTepouHble TOPMOHBI TAKKE SIB-
JSIFOTCS. IPORYKTAMK OKHCJIEHUSI CTEPOJIOB, OJHAKO
OTJIMYHBIX OT T€X, YTO B KOHEYHOM cueTe TpaHc(op-
MUPYIOTCS B KE€ITUHbIE KACIOTHI Y MIEKOMHUTAIOIIHX.
B opranu3Me no3BOHOYHBIX CTEPOMUAHbIE TOPMOHBI
CHHTE3UPYIOTCS B CHELUaJbHBIX CTEPOMAOTEHHBIX
KJIEeTKaX, B KadecTBe cyOcTpaTa JJjisl UX CHHTEe3a HC-
nons3yerca XC (Parker, 1993; bepe3os, Koposkus,
2004). CrepougHble FOpPMOHbBI IO3BOHOYHBIX B OTJIU-
ype oT XC NHIIEHb] MPOTKEHHON OOKOBOII ieTH (B
no3uyuu C17), BMECTO 3TOr0 OHU B yKa3aHHOM MO3HU-
1Y COfiep3KaT AONOJHUTENbHbIE KApOOHMIBHBIE JIH-
60 OKCHUT'PYNIIbI WIM HECYT IO APYTUM MO3HULUSIM He-
OoJIblIINE pafuKalbl, BKIIOYAIOIIME aTOMbI YIIIEpO-
ma u kucnopopa. Kpome Toro, Bo3MOxKHO A00aB-
nenne rpynn OH k aTomam yriepopa CTEpOUIHOTO
saapa B mo3umusax Cl1, 13, 18 (B mo3umun 3 y crepoun-
[IOB YacTO BMeCTO rufipokcunbHoi rpynnsl OH npu-
cyrcTByeT Ketorpynna C=0). HeHnacbleHHast cBsi3b
B CTEPOJIbHBIX KOJIbLIAX y 3THX CTEPOMUJIOB MEHSET
KOOPAUHATHI; MOTYT MOSBISATHCS AONOIHUTEIbHBIE
HEHACBIIIEHHbIE CBSI3M U METHJIbHbBIE IPYIIIHI.

HoBocunTe3npoBaHHble TOPMOHBI HENOJITOBEY-
HbI: Y IO3BOHOYHBIX B OpTaHN3Me€ OHU CYIIECTBYIOT
60—90 M¥H, 1 TPOAYKTHI UX lalIbHEHUIIIETO OKUCIIEHUS
B nevyeHu (7-0-KEeTOCTEpOJbl) 3aTEM BBLIBOASTCS C
MOYOM. Y MIIEKONATAIOMINX UMeeTCs OOIbIIIas TpyI-
a CTEPOUIHBIX TOPMOHOB — IJTaBHBIM 00pa3oM Kop-
THKOUJIBI, CHHTE3UPYIOIHECS B KOPKOBOM CJIOE HaJl-
MMOYEYHNKOB, U MOJOBbIE CTEPOUIBI, 0Opa3yroIIuecs
B SMYHUKAX, ceMeHHrnKax u nianenrte (Parker, 1993;
bepesos, Koposkun, 2004). Kpome Toro, y Mireko-
MUTAIOIUX CTEPOUIHbIE TOPMOHBI MOTYT CHHTE3H-
pOBaThCSl CTEPOUIOTEHHBIMU KJIETKAMU >KUPOBOW
TKaHU W TOJIOBHOTO MO3ra. B roioBHOM MO3Ty HET
criennpMIecKux [JIsi CHHTe3a CTEPOWOB >KEle3m-
CTBIX CTPYKTYp WU IEHTPOB, CTEPOHJOTCHHbIE
KJIETKA BCTPEYAIOTCS y MIIEKONHTAIOMNX B KOpe
OOJNBIINX MOJyLIApUi, FUINOKaMIle, OOHApPYKEHBI
OHM TaKXe B INpopojroBaToM mo3ry (Biggio et al.,
2002; Shibuya et al., 2003). [I71s1 0Opa3oBaHus MOJIO-
BBIX W KOPTUKAILHBIX CTEPOUHBIX TOPMOHOB B Op-
raHu3Me MJIEKONUTAIOLIEro BakHa peann3anus oc-
HOBHOW CHTHAJIbHOW IIENIOYKHY B BHUJIE THIIOTAIAMYC —
runou3 — CTePONOTEHHbIE TKAHM 32 CUET JIeSITeIb-
HOCTH COOTBETCTBEHHO KOPTHKOTPOIUH- U FOHAfIO-
TPONUH-PUIIN3WHT TOPMOHOB, a TaKKe aJpeHOKOp-
THKOTPOITHOTO, TIOTEMHU3UPYIOIIETO U (POIIIMKYIIO-
CTUMYJIMPYIOIIETO TOPMOHOB.

HpI/I CpaBHECHUN OMOXMMHUYECKHNX CBOWICTB U CTpO-
€HUs CTEPOUTHBIX TOPMOHOB CO CBOIICTBAMH U CTPYK-
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TYpOil OKCHXOJIECTEPOJIOB XXUBOTHBIX MOXHO 3aMe-
THTb, YTO BCE OHU SIBJISIFOTCSI CXOHBIMHU OHMOJIOTHYe-
CKA AaKTUBHBIMH COEAMHEHUSIMH, COfepXKalluMU
TUPOKCH- UM OKCO/KETOTPYyNMbl JMOO B CTEPOUS-
HOM siipe, 1160 (a Takxke) B OOKOBBIX pajilKanax.
AKTHUBHOCTb CTEPOUJOB BbIPAXKA€TCS B UYpE3BbIYyaii-
HO Ba’KHBIX I opraHu3mMa adekrax, u ux cofep-
>KaHMEe MO3TOMY AOJIKHO CTPOTO PETYINPOBATHCS BO
n30€KaHUU CePbE3HbIX IOCIEeCTBUI.

Ponb u pyHKIMK CTEPOUIHBIX TOPMOHOB MO3BO-
HOYHBIX B JIeTEpPMHUHALMK TI0JIa, MeTaMopdo3e, pe-
AKX BPOXKACHHOI'O MMMYHHUTETA, OTBETE KIIETOK
Ha CTpecc U MPU aloNTO3e HACTOIBKO XOPOIIO U T0-
ApOOHO M3YyYEHBI, UTO MBI HEe OyJeM Ha 3TOM OCTa-
HaBnuBaThca. CTepoujHble TOPMOHBI B3aUMOJEH-
CTBYIOT B IUTOIJIa3Me KJIETOK C BOJOPACTBOPHUMBIMHU
CTEPOUHBIMHU PELENTOPAMH — WIEHAMH TOTO K€ Cy-
nepceMeficTBa SIEPHBIX PELENTOPOB, K KOTOPOMY
OTHOCSITCSl PEIENTOPbI OKCUCTEPOJIOB, HO C IPYTUMHU
cnenqupnyeckuMn  xapaktepuctukamu  (Olefsky,
2001). DTu penenTopbl TakKXke SBISIIOTCH (PaKTOpa-
mu Tpadckpuniuu ¢ JHK-cBs3biBatomum [UHKQUH-
repHbIM foMeHoM Cys,-tuna. I1pu B3aumopeiicTeuu
C IUTaHAAMH PELENTOPbI CTEPOUIHBIX TOPMOHOB I'O-
MOJIMMEPU3YIOTCS, TPAHCTOLUPYIOTCS B SIIPO U aKTH-
BHPYIOT MHOKECTBO pa3HOOOpPa3HbIX F'€HOB, YTO MO-
>KET IPUBOJUTH K OOIIUPHBIM U3MEHEHHUSM B pa3BU-
BarolieMcs opranusme (MetraMmopgo3, raMeToreHes,
MOJIOBOE pa3BUTHE U T.I.). CTepOusIHbIe pelenTOPhI
B3aUMOJICIICTBYIOT CO CBOMMHU JIUTaHAAMH (CTEpOUA-
HBIMJ TOPMOHaMM) ¢ 60Jiee BbICOKO ah(PMHHOCTHIO
(uMmeroT 6osiee HU3KYIO KOHCTAHTY AMCCOLUALNN),
YeM OKCHXOJIECTEPOJIbl CO CBOMMH peLenTopamu
(LXR/RXR).

XC BO BCceX MCCIEJOBAHHBIX CIyYasx SIBISETCS
€INHCTBEHHBIM IIPUPOIAHBIM CyOCTPATOM JIJIsl CHHTE-
3a CTEpOUJHBIX TOPMOHOB IO3BOHOYHBIX. Y IIO3BO-
HOYHBIX OH MOXKET CUHTE3UPOBATHCS B CTEPOUOTEH-
HBIX KJIETKaX TaK Xe, KaK 1 B KJIeTKaX APyTriX TUIOB,
HO OCHOBHO# UCTOYHUK XC — 3TO TPAHCIOPT €r0 U3
MeYeH! B KIIETKU APYTHUX TUIOB TKaHe! B BUje 3(pu-
poB (OXC) B cocTaBe JUMNONPOTEMHOBBIX YaCTHI]
(m3BecTHO, uTO 60nee 80% Bcero XC B3pOCIOro op-
raHu3Ma MJIEKONMTAIOIIEro CUHTE3UpyeTcs B Meve-
Hu — Knumos, Hukynbuesa, 1999).

B crepomporeHHbIX KIieTKax MO3BOHOYHBIX K-
BOTHBIX MPOUCXOAUT AeacTrepudukanus DX C cnenn-
(puyeckoit TOPMOHOUYBCTBUTEIBHON JTUIONPOTENH-
nunasoii, a 3aTeM cBoOoaHbIN XC TpaHCIOPTHPYET-
Csl Ha BHYTPEHHIOIO MUTOXOHPUATIbHYIO MeEMOpaHy
B KOMIUJIeKce ¢ Oenkamu-nepeHocuynkamu StAR
(stress acute regulatory protein) UM POACTBEHHBIM UM
MLNG64 (metastatic lymph node 64) (Soccio, Breslow,
2003). Ha BHyTpeHHell MeMOpaHe MHUTOXOHJpPHI C
MOMOIIBI0 IUTOXpoMOB P-450 B aHeprosaBucuMon
MaHepe cHadayla OCYLIECTBIISIETCS yHalleHue MJIUH-
HoI1 60K0BOI 1Tenu X C (¢ MOMOIILIO IeCMOJIa3bl, N
P450scc/Cypl11A1), 3aTeM MpouCcXoauT RoOaBIEeHUE

KHUCIIOPOO0O0raThIX paguKaloB, a MOTOM C IIOMO-
LIBI0 PYTHX (DEPMEHTOB (THAPOKCHCTEPOUETH -
poreHas, ruipoKcuias, jJua3, apoMaTasbl U T.I1.) OCY-
LIECTBIISIETCS KOHBEPTALUS MPETHEHOJIOHA B TIpOre-
CTEPOH, B pe3ylbTaTe M3 MPErHEHOJIOHA M Iporec-
TepoHa 00pa3yroTCcsi KOPTUKOHUbI, aHAPOreHbI ¥ 3CT-
POTEHBL.

Ype3BbI4allHO MHTEPECHO, YTO Yy MO3BOHOYHBIX
TAaKOM Ba>KHBIW MPOLECC, KaK JeTepMUHALUS IOa,
MPOUCXOAUT IOJ KOHTPOJEM IOJIOBBIX TOPMOHOB
(Parker et al., 1999; Ohno, 1999; Gilbert, 2003). ba-
JIaHC TIOJIOBBIX CTEPOMAHBIX TOPMOHOB HEMOCpes-
CTBEHHO JI€TePMHUHUPYET TOJN TepMadpORUTHBIX
pBIO U psifla TpeCMBIKAFOIIUXCS (Yepenaxu, ajiura-
TOPbI, KPOKOAMNIBI). Y MOCIEJHUX Ha COOTHOLIECHNE
MOJIOBBIX TOPMOHOB BIIMSIET aKTHUBHOCTH (pepMEeHTa
P-450-apoMata3bl, KOHBEPTHPYIOLEH TECTOCTEPOH
B 9CTpOreHbl. AKTUBHOCTE P-450-apomaTasbl y HUX
3aBUCHT OT TeMIEepaTyphbl UHKYOaluu Sul, B KOTO-
pbIX pasBuBaroTcs 3apopsimm (Gilbert, 2003; Tem-
perature ..., 2004). Y Bcex MO3BOHOYHBIX TaKHE BaXkK-
HbI€ MPOIlecChl, KaK raMeToreHe3 u (popMupoBaHue
TEeHUTAJIN, B pAHHEM Pa3BUTUU HAXOMSTCS TIOJT CTPO-
TUM KOHTPOJIEM CIIeTN(PUIHBIX ISl CTEPOUIOTeHe3a
TPaHCKPUMIMOHHBIX (PaKTOPOB, K KOTOPHIM OTHO-
CSITCSI HEKOTOPhIE YIOMSHYThIE BBIIIE SACPHBIE pe-
nentopsl (Parker et al., 1999; Val et al., 2003). ¥ mie-
KONUTAIOUINX B IETEPMUHALUY TI0JIa BasKHYIO POJb
UTPAIOT /[Ba OJW3KOPOJICTBEHHBIX SAICPHBIX peler-
topa — SF-1 (Steroidogenic Factor-1) u panee ynomu-
Hasumiicss LRH-1, oTHOCSmuUecs K ceMeNCTBy TpaH-
CKPHUIIIIUOHHBIX (PAKTOPOB, TOMOJIOTMYHBIX OEJIKY
FTZ-F1 gpo3oduibl, KOTOPBIN aKTUBUPYETCS B paH-
HEM Pa3BUTUH MIJIOIOBON MYIIIKM T€HOM CErMEHTAalN-
OHHOU nossipHoctu Fushi tarazu (Val et al., 2003; Fa-
yard et al., 2004). Ponu aTux aByX 6€71KOB B (hopMH-
pOBaHMM KaK SMYHUKOB, TaK U CEMEHHUKOB
MJIEKOTMUTAOIINX YaCTO MEePEKPhIBAIOTCS: OHM y3HA-
FOT B IIPOMOTOpAX T'€HOB CXOAHBIE yYUC-PETYIATOP-
Hbl€ MOCIEAOBAaTEIBHOCTH, UTO YKa3bIBaeT Ha HX
onpefielIeHHYI0 (PYHKIIMOHATBLHYIO B3aMMO3aMeHsIe-
mocTb. HamomunMm, uto B neyenn LRH-1 Takxke gB-
nsgeTcss (PyHKIMOHAJbHBIM aroHUCTOM pelenTopa
LXR, npuHUMAarOmyM y4yacTue B aKTUBALUU LEMOY-
KU TPOIIECCOB, MPUBOMISIINX K YAAJIEHUIO PsIfla OKCH-
CTEpPOJIOB M3 OpraHu3Ma (akTUBauus reHa 7-O-Tup-
pokcuiasbl). B 3auaTkax ronag LRH-1 Gonee aktu-
BEH, YeM B TMEYEeHW, U KOHTPOIHPYET PSi TEHOB,
MPUHUMAIOIINX yYacTHe B CTEpOUOreHe3e. DT re-
Hbl TaKxXKe SBJSIOTCS MullieHsMu aeiictBusd u SF-1,
npaspa BpeMst U Mecrto aeictBust SF-1 oTtnuyarorcst
oT TakoBbIX Aust LRH-1 (puc. 4). 9To reHs! cnenyro-
mux OenkoB: P450scc, P450-17-a-rugpokcunassl,
P450-apomatassl n StAR (Falender et al., 2003; Fa-
yard et al., 2004; Pezzi et al., 2004; Mandelson et al.,
2005). dynkumonansHo LRH-1, nmo-Bugumomy, 60-
Jlee BasKeH JUIsl POIIECCOB OOTeHe3a, Oy yun akTH-
BEH B KJIETKax rpanyJsie3bl (Ije MpouCcXoauT IpeBpa-
I[EeHNEe aHJPOTEHOB B 3CTPOTCHBI), XOTSI OH BBISBIIS-
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CeMeHHHUK
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TTonogoit 6yropoxk,

Knerkn SF1 YPOT€HUTATbHbII
Teiigura — Tecrocrepon HFT CHAHYC
m Ilenuc
/ ; IIpocraTa
Bonbor | Mysxckue BuyTpennne
MIPOTOK

TEHUTATNN (SMUTUIAMIC,
CEeMSIBBIHOCSIIIII TPOTOK,
CEMEHHbIE NY3bIPbKH)

Puc. 4. Yuactue 611m3K0OpOfCTBEHHBIX siAepHBIX perienTropoB SF1 n LRH-1 B feTepmunanum nosa mirekonuraomux (mo: Gil-

bert, 2003, ¢ MmopupuKkanusmu).

LHX9, WT1, DAX1, SRY, SOX9 — TpancKpUNIMOHHLIE (PaKTOPHI, yJaCTBYIOIINE B IETEPMUHALINY NI0JIa HA PA3HBIX CTAHsAX
¢opMupoBaHus My>KCKUX 1 XeHcKux roHaf (SRY u SOX9 netepmunupyroT mMykckoit noi, DAX1 — xxenckwnit); WNT4a — po-
cToBoii pakTop, AMI' — anTuMromnepoB ropmos, JI'T — furugpoTecTocTepoH.

eTcd TaKXe M B OIpeeNieHHbIX THIaX KIETOK
ceMeHHukoB (Falender et al., 2003; Fayard et al.,
2004). Crepouporensslii ¢pakrop SF-1 ¢yHKuMO-
HaJIbHO aKTUBEH B XOJIe CliepMaToreHe3a, XoTst OOHa-
pyXKHMBaeTcsd TakXKe B ONpEAeJEeHHBIX TUIIaX KIETOK
sIMYHUKa (0OCOOCHHO HA paHHUX CTafMsIX OOrEHe3a U
nocine poxaenust) (Val et al., 2003; Mandelson et al.,
2005). Tak, B popmupyroremMcs suaHnke Mot SE-1
aKTUBEH B KJIETKax TeKU (e NPEeAnouTUTEIHLHO
CHHTE3UPYIOTCS MPErHEHOJNIOH W TECTOCTEPOH) U B
MEHBIIIeH CTENIEHN B KJIETKaX 'PaHyJIe3bl (B KOTOPHIX
13 TECTOCTEPOHA C MMOMOIIILI0 apoMaTa3bl 00pa3yeT-
cst actporeH), a LRH-1 — TonbKO B KileTKax rpanyie-
3bI (M 3/eCh OH KOHTPOJUPYET aKTUBHOCTh apoMaTa-
3b1) (Falender et al., 2003). B cemeHHuKax 3apojbliia
KpBIChI HaOIOfAIOTCSl MHTEpPECHblEe BPEMEHHEIE U
TKaHEeBbI€ MAaTTEPHbI IKCIPECCHU TEHOB ITUX JIBYX
¢akTopoB. Ecnmu ren LHR-I akTHUBEH B MOJIOBBIX
KJIETKAaX Ha pa3HbIX 3Talax cliepMaToreHesa (B maxm-
TEHHBIX CIIEPMATOIUTAX U KPYTIJIbIX COEpMaTUiaX) U
B kyieTKax Jleiigura, yuacTBys B peryJsiiAn IKCIpec-
CHM TeHa apoMarasbl, TO reH SF-/ y KpbIC — B KJIeT-
kax CepTomnu pOpMUPYIOIINXCS CEMEHHUKOB, a B T1O-
JIOBBIX KJeTKax He akTuBeH (Pezzi et al., 2004). -
TEPECHO, YTO IeHbl 3TUX ABYX SAEPHBIX PELENTOPOB
MO-pa3HOMY PETYIUPYIOTCS KEHCKIM MTOJIOBBIM TOp-
MOHOM 3CTPAJNOJIOM, IPOAYIMPYEMBIM B IUIAIlEHTE.
Kpome Toro, nMeroTcs JaHHbIE O TOM, UTO OMpefe-
JIEHHBbIE OKCHXOJIECTEPOJIbI MOTYT CTUMYJIMPOBATH
akTuBHOCTH SF1 (mpaBma, HEeT TBepAbIX AOKa3a-
TEJIbCTB TOTO, UTO OKCUXOJIECTEPObI SIBJISTIOTCS JIN-
rangamu 3Tux peuentopos) (Lala et al., 1997). Baxk-
HOCTB 3THX JIBYX SIIEPHBIX PEIENTOPOB IS SMOPUO-
HaJIbHOTO PpAa3BUTHUS TakKe pasnuyHa. MpbIm-
HOKAyThI 1O TeHy SF-1 poXpmaroTcs ¢ Hepa3BUTHIMA
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HaJIlIOYeYHUKAaM M WMEIOT pyANMEHTapHbIe He-
(pyHKIIMOHATBbHBIE TOHA/IBI; Y HUX BO3MOKHA peBep-
cHs moJia (C My>KCKOT'O Ha 3KeHCKMiT). Ecnu HoBopoxk-
IEeHHBIM MbIIIaTaM-HOKayTaM He WHBEUUpPOBaTh
CTEepOMHbIE TOPMOHBI, OHM NMOTUOAIOT BCKOPE IMO-
cie pokAeHus. MbIM-HOKAayThI 10 Teny LHR-1 —
JeTany U MOrubaroT yXKe B paHHEM aMOpHoreHese
(Val et al., 2003; Fayard et al., 2004).

Pacnpocmpanenue cmepouoHbix NOA0BbIX 20p-
MOHOB Y NO360HOYHBLIX HUEOMHbIX. CpaBHUTEIb-
HBIIl aHAJN3 BBISIBJIEHUS] CTEPOUAHBIX TOPMOHOB Y
Pa3IMYHBIX XXUBOTHBIX CBUAETEIBCTBYET O TOM, YTO
9BOJIIOIIMOHHO “B3pPbIB YHUCIECHHOCTH BHJIOB CTEPO-
UTHBIX TOPMOHOB NIPHUYPOUYEH K BO3HUKHOBEHUIO MO-
3BoHOYHBIX (Ohno, 1999; Baker, 2001, 2003). CnekTp
CTEpPOUJOB, (PUTYPUPYIOIIUX B KaueCTBE TJIaBHBIX U
BTOPOCTETICHHBIX CTEPOUJHBIX TOPMOHOB Y IIO3BO-
HOYHBIX, B JaJIbHEHIIEM TaKXe 3BOJIIOLMOHUPYET.
Tak, ecn y KOCTUCTBIX pbI0 B Ka4ecTBE IJIaBHOTO
MY3KCKOT'0 TIOJIOBOT'O TOPMOHA (aHAporeHa) ¢purypu-
pyeT 11-KeTOTECTOCTEPOH, TO y 3€MHOBOJAHBIX U
MJIEKOMUTAIOUIUX TJIaBHBIMHI aHAPOTE€HAMH SIBJISIIOT-
csl 50-IUruApOTECTOCTEPOH M TecTocTepoH (Baker,
2001). dnst nposicHeHus BOonpoca 00 3BONIOIMOHHOM
BPEMEHH TNOSABIEHUS] CTEPOUIHBIX TOPMOHOB ““HOBO-
ro MOKOJEeHUs” (B CPAaBHEHUU C IKAU30UAAMU) OBLI
HCIOJIb30BaH MOJIEKYJISPHO-OMOIOrNYECKUI aHaAIN3
TEHOMOB XOPJIOBBIX (BKJIFOUas TO3BOHOYHBIX) U Oec-
NMO3BOHOYHBIX (BKJIIOYasi BTOPUYHOPOTHIX, NMEPBUY-
HOPOTBIX U KUIIEYHOIOJOCTHBIX) >KMBOTHBIX Ha CO-
fep>kKaHue B HUX T€HOB PELeNTOPOB Pa3INYHBIX CTe-
POMAHBIX TOPMOHOB. AHAaJIU3 T'€HOMOB >XMBOTHBIX,
BbIMOJIHEHHBIN MeTomoM IIIIP ¢ wmcmomb3oBaHmEM
BBIPOKJEHHBIX MpaiiMepoB, IMOKa3all, YTO HYKJIEO-
THIHBIE TOCIIEAOBATEIbHOCTH, POJCTBEHHbIE T€HAM
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pelenToOpoOB IMTIOKOKOPTUKOUOB, aHAPOTEHOB, 3CT-
POTEHOB U MPOTECTEPOHA, MPUCYTCTBYIOT B TEHOMAaX
HUBIIAX TO3BOHOYHBIX — aKyJl M KOCTHUCTBIX PbIO
(Baker, 2001). [TpuBopsiTCs TaHHBIEC O KIIOHUPOBAHUHT
reHa TMPOTreCTEpPOHOBOTO pelenTopa y MHUHOTH
(Thornton et al., 2003). HykneorugHast mocienoBa-
TEJIbHOCTh, POJCTBEHHAs] TE€HY MPOrecTepOHOBOrO
penieniTopa, OblJIa HalfleHa TakKKe B T€HOME MUKCH-
Hel (Baker, 2003). B reHoMax OeCIIO3BOHOYHLIX HE
ObUTIO OOHAPY:KEHO OJMU3KOPOJCTBEHHBIX aHAJIOTOB
TE€HOB PENENTOPOB HU KOPTHUKAJIBHBIX, HA TOJIOBBIX
CTEPOUTHBIX TOPMOHOB, 32 UCKIIFOUEHUEM MOJIITFOCKA
Aplysia californica (Thornton et al., 2003). BmecTte ¢
TeM B reHoMax aHueTHuka (Cephalochordata) u 06o-
nouynnka (Urochordata) ObL1M OOHapy>KeHbI T'EHBI,
CXOfIHbIE C TAKOBBIMH 3CTPOTE€HOBBLIX PEIENTOPOB
MMO3BOHOYHBIX. DTH JJaHHBIE TIO3BOJISTIOT TOBOPUTH O
MOSIBIICHUN U PAaCIPOCTPAHEHUN T'€HOB CTEPOUIHBIX
pelenToOpoB Y XOpAOBLIX B paHHeM KeMOpuu. [Tomy-
YeHHBbIE Pe3yJIbTAThI [alI BO3MOKHOCTD MMOCTPONTH
(punoreHeTnyeckoe ApPEBO T'€HOB CTEPOUAHBIX pe-
uentopos (puc. 5). CaMbIM yAUBUTEIBHBIM BbIBOJIOM
73 aHaJIM3a MPENICTaBISHHON (PUIOTeHNH 0Ka3aJioCh
TO, YTO 3CTPOTESHOBBIN PEUENTOpP CIEeAyeT OTHECTH K
HanboJliee PeBHUM M3 BCEX aHAIM3UPYEMbIX pelern-
TOPOB CTEPOUIOB, OIM3KUM K SAEPHBIM pelienTopam
JTUHENHBIX U30IPEHOUAOB, HAIPIMEDP PETUHOUTHOMY
peuentopy RXR, xoTsi cuHTE3 3cTporeHa B EMOYKE
OMOXUMHIYECKHX MPEBPAIIECHNI CTEPOUTHBIX TOPMO-
HOB TMO3BOHOYHBIX CTOUT Ha MociiegHeM mecTe. [1st
OOBSCHEHHUS TAaKOTO pe3yJbTaTa MPUBOASTCS HaH-
HbIE€ O TOM, UTO U3 BCEX CTEPOUTHBIX PEIeNTTOPOB OH
HavMeHee crnenuuyuHblil (6ojiee TPUMHUTHBHBIN) U
MOXKET B3aUMOJIEHICTBOBATH C LEJILIM CIEKTPOM JIN-
rangos (Baker, 2001). [To-BuguMoMy, 9BOTIOLUS CTE-
POUJHBIX PEIENTOPOB OCYIIECTBISIach BCled 3a
CIIOKMBIIIEiCS LEMOYKON OMOXMMHMYECKUX peakuuil
MOCIIEIOBATEILHOTO CHHTE3a CTEPOUNIOB W KaK OBl
Hao0OPOT, OT KOHEYHOT'O 3B€HA IIEMOYKHY — K Hauallb-
HOMY. ODBOJIIOIIMOHHOE 3aKpelsieHne OuoxXuMuye-
CKOI1 IIETTOYKN CHHTE3a CTEPOUIOB MOTJIO CTATh JIBH-
KyLIe#l CUJIOM B NOSIBIIEHUU T'€HOB HOBBIX PELENTO-
POB, TIOCIIEIOBATEILHO COOTBETCTBYIONINX (BBEPX MO
[ETI0YKe) CTEPOUIHBIM MpENIIeCTBEHHNKAM 3CTpa-
npuona. [TaTTepHbI TeHOB (PIIIOTEHETHIECKOTO IpeBa
CTEPOUHBIX PEIENTOPOB CBUIETEILCTBYIOT O MBYX
BOJIHAX AYTUTUKAINN UCXOIHBIX TEHOB B PaHHEN 3BO-
JTIOINK CTEPOUHBIX PENEenTOpoB. Bo3MoxkHO, 3TH
AYIUTUKAIAA OTPaskaroT COOBITHSI, CBSI3aHHBIE C Y-
TUTUKAIEeN [eJbIX TEHOMOB B paHHEH 3BOJOINOH-
HOH UCTOPUY MO3BOHOYHBIX.

CTEPOUJHBIE 'OPMOHBI
BECITO3BOHOYHBIX

CyiecTByIOT OOIIMpPHBIE JTUTEPATYPHBIE CBEle-
HUS 110 HaIPaBJIEHHOMY JIEHCTBUIO FTOMOHOB II03BO-
HOYHBIX Ha pa3BUTHE OECMO3BOHOYHBIX, INIABHBIM
006pa30M MOJIOBBIX TOPMOHOB (TECTOCTEPOHA, 3CTPO-

TFE€HOB) WJIM UX AaHAJIOTOB, JJOOABIEHHBIX B BOJHYIO
cpeny, B KOTOpo# cofepxkatcs (MopcKue) 6ecro3Bo-
HOuYHble. [laHHbIE, MOJy4YEHHbIE U3 3THX IKCIEpU-
MEHTOB, BaXXHbI HE TOJIBKO JJIs1 OLIEHKU (PyHJaMEeH-
TaJBbHOH 3HAYMMOCTH CTEPOJIOB B Pa3BUTUHN OECIIO3BO-
HOYHBIX JKMBOTHBIX, HO M [JIsi OLECHKHM CTEIeHU
3arpsi3HEHNs] OKPY>KaroIIeil Cpefibl U ee TOKCHYECKOTO
BIIVSIHUSL HAa PENpORYKIMIO 3TuX opranmsmoB (Oehl-
mann, Schulte-Oehlmann, 2003; DeFur, 2004). IToJo-
Bbl€ TOPMOHBI TO3BOHOYHBIX B LIEJIOM psfie clydaeB
CTHUMYJIMPYIOT IPOLECCHl PENpORyKIuH Oecrno3-Bo-
HOYHBIX (BKJIFOYasi IPOLIECChl CO3PEBAHUS TAMET, BU-
TeJlorene3a, (POpMHUpPOBaHMS MoJa U T.JI.) TaK Xe,
KaK OHHM 3TO JeNaloT Y NPUPOAHBIX X03g€B. B TO ke
BpeMsI aHTarOHUCTHI (crienupuiecKkue NHruOUTOPHI)
CTEpPOUHBIX TOPMOHOB NO3BOHOYHBIX, TaK Xe KakK U
y HOPHUPOAHBIX XO035€B, HAPYIIAIOT yKa3aHHbIE NPO-
necebl. [JoO0aBaeHre aHTarOHUCTOB JICHCTBUS 3CTPO-
reHa, 3CTPOreHONO0OHBIX coeluHEHUN 4-0KTumde-
HoJa, OuceHona A, B cpefy AJisl pa3BUTHUS 3apOJbl-
el OprOXOHOTMX MOJUTKOCKOB Marisa cornuarietis n
Nucella lapillus Bb13bIBaeT 4Ype3MEPHOE pa3pacTaHue
penponykTuBHBIX opraHoB (Oehlmann, Schulte-Oehl-
mann, 2003). [IpucyTcTBHe 3THX XK€ COSAWHEHHN B
MOPCKOIJ1 BOfie, B KOTOPOH MPOUCXONIUT pa3BUTHE 3a-
POABILIEH MOPCKUX exXell Strongylocentrotus purpura-
tus 1 Lytechinus anamesus, TpUBOAUT K 3HAUUTENb-
HBIM OTKJIOHEHMSIM OT HOPMaJIbHOT'O Pa3BUTHS, a TO U
K €ro ocTaHOBKe. Beiiep>KuBaHue TNIMHOK 3THX XKU-
BOTHBIX (IUIFOTE€YCOB) C CHHTETUYECKUMHU I1OJIOBbIMU
FOpPMOHaMM (aHAJIOTaM# 3CTPOTeHa U IIPOrecTepoHa)
BBI3bIBAET OTBETHYIO PEaKUUIO Pa3BUBAIOIINXCS Op-
raHU3MOB WIJIOKOXKUX, KOTOpasl, OJHAKO, HE ajeK-
BaTHA TOM, YTO UMEET MECTO Y O3BOHOYHBIX (Roep-
ke et al., 2005).

To, yTo MHOrHE MOpcKUEe OeCIO3BOHOYHBIE pea-
TUPYIOT Ha CHHTETUYECKHE CTEPOWAbI, UX aHAJIOTU
WM TIOJIOBBIE CTEPOUAHBIE TOPMOHBI MO3BOHOYHBIX
(B pa3nuyHbIX KOHLECHTpaLUMIX) U3MEHECHHAEM Mapa-
METPOB KU3HEHHOTO I[UKJIa, PEIPOAYKINY WA aHO-
MaJusiIMi PEeNpPOAYKTHBHBIX OPTaHOB, YKa3bIBaeT HA
BEPOSITHOCTH CYILIECTBOBAHUSl Y HUX COOCTBEHHBIX
CTEPOHJIOB, OO0NaJaOIIUX CBOWNCTBAMU TI'OPMOHOB.
JleficTBUTENBHO, B HACTOSIIIEE BPEMsI TIOSIBUIICS DS
MaHHBIX, YKa3bIBAIOIIMX Ha CYIIECTBOBaHHE Y MOP-
CKHX 0€CITO3BOHOYHBIX OPraHU3MOB CTEPOUIOB, aHa-
JOTUYHBIX MOJIOBBIM TOPMOHAaM MO3BOHOYHBIX, a
Tak>Ke (PEpPMEHTOB, CIOCOOCTBYIOLIMX CUHTE3Y CTe-
POMJOB U3 CTEPOJIOB. Y IpeACTaBUTEJIE IePBUYHO-
potsix rpynnsl Ecdysozoa (pakooGpa3ssbie — Decapo-
da, Copepoda), y SKHBOTHBIX APYTO¥ TPYIITHI TEPBUY-
HOpoTbIX Lophotrochozoa (Monnrocku — Gastropoda,
Cephalopoda) 1 gaxe y KHIIEYHOMOJIOCTHBIX (KOpaJl-
bl — Anthozoa) o6GHapysKeHBI CTepOUAIbI, IO CTPYK-
Type CXOfIHble C MOJOBBIMU F'OPMOHAMH MO3BOHOY-
HBIX ([JIaBHBIM 00pa30M € 3CTPaAMOIOM, HO TaKXe
C TECTOCTEPOHOM M HEKOTOPBIMU APYTUMH CTE€POU-
mamu) (Kanazawa, 2001; Pernet, Anctil, 2002; Oehl-
mann, Schulte-Oehlmann, 2003; Tarrant, 2005).
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Puc. 5. dunoreHeTnueckoe IpeBO CTEPOUJHBIX PEIENTOPOB NO3BOHOUYHBIX, MOCTPOSHHOE HA OCHOBAHUH MOJIEKYIISIPHO-TEHE-
THYECKOIO aHaJIN3a T€HOB CTEPOUHbBIX penenTopos (no: Baker, 2003, ¢ u3smeHeHusiMu).

JleficTBUTENBHO, ¥ OECHO3BOHOYHBIX >KUBOTHBIX
00euX YHOMSIHYTBIX IPYIII IEPBUYHOPOTHIX, & TAKXKE Y
BTOPUYHOPOTBIX (WMIVIOKOXKHUX) IIOKa3aHa BO3MOX-
HOCTb CHUHTE3a CTEPOMJIOB M3 IMPUCYTCTBYIOIMX B HX
OpraHu3Me CTepOIIOB, OOHAPYXKEHbI N (PEPMEHTHI He-
koTopbix 3TamoB cuHTe3a (Oehlmann, Schulte-Oehl-
mann, 2003). BMecTe ¢ TeM NONTy4YUTh MOJTHOIIEHHBIE
[oKa3aTeabcTBa (PYHKIMOHUPOBAHUS OOHAPYKEHHBIX
CTEpOHAOB KaK TOPMOHOB B MaHepe, CXOHOH € TIOJI0-
2 OHTOI'EHE3 2008
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BBIMHI TOPMOHAMH TTO3BOHOYHBIX, ¥ 9THX KHUBOTHBIX
moKa He ymaetcs. Tak, y pakooOpa3HbIX (KPEBETKM),
KOTOpre UMECIOT OHHOBpeMeHHO FOpMOHI)I, CBOU-
CTBEHHbIC YWIEHUCTOHOTUM (3KAU30U/bI), U aHAJIOTH
MOJIOBBIX TOPMOHOB IIO3BOHOYHBLIX (3CTPOTEH), HE
HAIIUIA CBSI3b CHCTBHS 3CTPOr€HOB C BaXKHEHIIMMU
3TalnamMy OoreHesa (HaPUMEP C BUTEIIOTEHE30M)
(Tsukimura, 2001). O4eBUgHBIM CBUCTEILCTBOM B
MOJIB3Y (PYHKIMOHATLHO aKTUBHBIX CTEPOHMIOB MOT-
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710 Obl SIBUTBCSI OOHApY>KEHNE Y HUX COOTBETCTBYIO-
IIIX CTEPOUHBIX penenTtopoB. OgHAKO, HECMOTPS Ha
HEKOTOpPhIe MaJIOyOeIUTETbHbIE CBUIETENIBCTBA CYITe-
CTBOBaHUSI CTEPOUIHBIX PEIETITOPOB JITIsl PEYHOTO paKa
u oceMuHora (Di Cosmo et al., 2002; Paolucci et al.,
2002), mony4uTh [OKAa3aTEJIbCTBA CYIIECCTBOBAHUSI
(pyHKIIMOHATILHO aKTUBHOTO Oejika, 0XapaKTepu30-
BaTh I'€H, TOMOJIOTUYHBIN TeHy, HAaIPUMEp, PELEenTo-
pa acTpajinosia MO3BOHOYHBIX, O CUX TOP HE ylaeT-
csl. Ycrmex B 9TOM OTHOIIEHUH OBbLT JOCTUTHYT JIUIIIH
muist MoJutrocka Aplysia californica, y koToporo o6Ha-
PyXKeH TeH, TOMOJIOTUYHBII TaKOBOMY pelenTopa
actpaaunoiia mo3BoHouHbIX (Thornton et al., 2003). Hu
y KOpaJJIOB, HAU y psifa 0O6CIeJOBaHHBIX IEPBUIHOPO-
ThIX 6€CITO3BOHOYHBIX UCKOMbIE CTEPOUIHBIEC PeleTl-
TOpbl BbIsBIEeHbI He Obutm (Escriva et al., 1997,
Thornton et al., 2003). Kpome Bcero mpouero, octTaeT-
Csl HESICHBIM, HACKOJIBKO 00pa3oBaHue (WX MOCTYII-
JIeHWe B OpraHu3M?) CTEpPOUJIOB, CXOHBIX MO CBOW-
CTBaM CO CTEPOUHBIMU TOPMOHAMU BBICIIAX KUBOT-
HBIX, ¥ (MOpCKuX) O€CIO3BOHOYHBIX PETYJISIPHO U
KaKyIO POJIb OHM UTPAIOT B MX KU3HU. MOXKHO TIpefi-
MOJIOXKUTh, YTO 00pa30BaHHE CTEPOUIHBIX TOPMO-
HOB y YKa3aHHBIX OECIMO3BOHOYHBIX, KOTOpbhIE HE
CIOCOOHBI K CUHTE3Y CTEPOJIOB de novo (BBICIINE pa-
KU, OPIOXOHOTHE MOJIJTFOCKH), MOXET ObITh HEPETY-
JIIPHBIM M 3aBHCETh OT MOCTABOK INHIIEBBIX CTEPO-
JIOB, C OCIIEAYIOIINM MPEBpAIIeHNEM UX MyTeM Jie-
ankunpoBanus B XC, ciy:Kamiuii eIMHCTBEHHBIM
W3BECTHBIM CyOCTpaTOM [jIsi CHHTE3a CTEepOHUJIOB.
IMo-BuguMOMYy, CTEpOWHBIE TOPMOHBI, CXOJHBIE C
MMOJIOBBIMA TOPMOHAMU MO3BOHOYHBIX, HE SIBIISFOTCS
0GIMTraTHLIMY PETYISATOPHBIMU (haKTOPaMU JiJist 6ec-
MMO3BOHOYHBIX.

B otnimune ot Mmopckux (Bogubix) Ecdysozoa mHO-
TOYNCIICHHBIE TIONBITKM OXapaKTepHu30BaTh 3HMIO-
TeHHbIE CTePOMIHbIE TOPMOHBI ¥ HeMaToAbl C. ele-
gans (y CyXONyTHOTO OPTaHW3Ma, CTOSIIETrO0, 1O CO-
BPEMEHHBIM TpEJACTaBICHUSAM, Y Hadana uiore-
HeTuuyeckoro apea Ecdysozoa) okazamucek 6e3pe-
3yJbTaTHBIMU. BMecTe ¢ TeM CyllecTBYIOT BIIOJTHE
ompeJielICHHbIE YKa3aHWs Ha BasKHOCTb CTEPOUIOB
IS peanu3alyy KU3HEHHOTO IMKJIa HeMaTox (CM.
BhIIIe, a TakKe: Chitwood, 1999). B onbiTax ¢ sHaH-
THOMEpPOM, 3€pKaJbHO CHMMETPUYHBIM CTepuye-
ckuM aHasiorom npupopgHoro XC, 6bIIO ITOKa3aHO,
4TO KOOABISIEMBIIl C AIIEH MPUPOAHBINA CTEPOJ UI-
paeT HEKYyI PEeryJSaTOPHYIO POJb B MPOXOXKICHUN
yepBeM IMYNHOYHBIX ctaguil (Crowder et al., 2001).
Bo3MoxkHO, 4TO n3MeHeHne KOH(popMaIun y SHaH-
THOMEepa B CpaBHeHMH C NpupopHbiM XC mpensiT-
CTBYET €ro B3aWMOJICHCTBHIO ¢ (hepMEHTaMu B OMO-
XUMHYECKOH LleNoYyKe cuHTe3a crepoupos. Eme on-
HAM  yKa3aHMEM Ha BO3MOXKHOCTb CHHTe3a
crepounioB C. elegans singeTcss oOHapy:KeHHE B ee
reHOMe KaHUJJaTHBIX TE€HOB CHHTE3a cTeponoB — 80
reHOB 0eJIKOB rpymnmbl nurToxpoma P-450 u 17 reHoB
acTpaguonneruaporenas. CiegyeT Bce K€ OTMETUTh,

YTO M3 BceX (pepMEHTOB rpymnisl quToxpoma P-450,
JOKAIN3YIOUXCS B IUTOINIA3MATHIECKAX KOMIIapT-
MEHTax (HallpuMep B SHIOIIa3MaTUYECKOIl CETH) U B
MUTOXOHAPHSAX, B CHHTE3E€ CTEPOHAOB YYaCTBYIOT
TOJIBKO MUTOXOH/pHaJIbHbIE, a Y HEMATOJbl B MUTO-
XOH/pUSIX OOHAPY>KEH TOJIBKO OfUH U3 IPEACTaBUTE-
nel pepMeHTOB rpynnsl quroxpoma P-450. Y nnopo-
Boil Mywiku D. melanogaster (KJTacCCHYECKHIA TPUMEP
Ecdysozoa) reHbl, OpTOJIOTHYHbIE CTEPOMIHBIM pe-
[enTopaM MO3BOHOYHBIX, He HaneHb! (Escriva et al.,
1997; Thornton et al., 2003).

Kak u y MHOTrUX Apyrux npeicraBuTeNei WICHHU-
CTOHOTHX, MPOXOXKACHHE JUYMHKON HAPO30(uiIbI
cTajuil TMHLKYA U MeTaMopd03a pPeryaupyroT cTepo-
UIHble TOPMOHBI — 3KAU30U/bI (COOCTBEHHO Y Hace-
KOMBIX — 3K/IN30H U €ro Npou3BogHoe 20-rufipoKcu-
oKAM30H). Kak yxe ynmoMHHAIOCh BBINIE, 3KAU30H
CHHTE3UPYETCSl Y HACEKOMBIX HEMOCPEACTBEHHO W3
XC, KOTOpBIi, IO-BUAUMOMY, OOpa3yeTcsi B KUIIeY-
HUKE JeaJKUJIMPOBaHMEM IMOCTYNAIOLEro B Opra-
HU3M KaKoro-To cxofgHoro ¢ XC mo cTpykType puTo-
nny pyHrocrepona. JKAU30H fierictByeT (B Buae 20-
THUPOKCHU3KAN30HA) B UMIYJIbCHOW MaHepe Ha CTa-
[USIX TMHEK COBMECTHO C IOBEHWJIbHBIM TOPMOHOM, a
Ha cTapuu MeTamopgo3a — camocrosaTensHo (Gilbert,
2003). bpu1o TakKe NMOKa3aHO, YTO MOMHUMO MPOTO-
paKalbHOM KeJe3bl 3KAN30H CUHTE3UpyeTcs B POII-
JMUKYJax Apo30(HiIbl B XOfe OOTeHe3a, POllb €Tr0 B
3TOM Ciydae elle Majlo oxapakTepusosaHa (Buszc-
zak et al., 1999; Roth et al., 2004). B manepe, npucy-
IIell BCEM CTEPOUAHBIM FOPMOHAM, OH B3aMMOJEM-
CTBYET B LIUTOILIa3Me CO CBOMM pelentopom (¢ak-
TOPOM TPAHCKPUMIMH, OTHOCSIIUMCS K Tpymnme
SIIEPHBIX PELENTOPOB), KOTOPBI B OTIMYUE OT CTe-
POUHBIX PENENTOPOB MIIEKONMUTAIOMINX MPH aKTH-
Balliy JINTAHOM HE TOMOANMEPU3YeTcsl, a 0Opa3yeT
reTepOANMEPHYIO Mapy C PETHHOUJHBIM PELEeNnTO-
poM RXR (Buszczak et al., 1999). Cunre3s sxau3oHa B
CTEpPOUIOT€HHBIX KIIETKAX OCYIIIECTBISIETCS Ha BHYT-
peHHell MeMOpaHe MUTOXOHIPHI, KaK Y MIIEKOIHTA-
romux. Y D. melanogaster onucan 6eok Startl, mme-
foruii romojioruto ¢ 6enkamu StAR m MLN64 mie-
konurtaromux (Roth et al., 2004). Bce oHun mmeror
o6t XC-csazpiBatommit START-goMen, kpome
toro, Startl u MLN64 umeror o6wwuil TpaHcMeM-
OpaHHBIN JOMEH C YETBIPbMS CHMPAJILHBIMU Y4acCT-
kamu (Soccio, Breslow, 2003) . Haznauyenue Startl To
xke, uyTo u StAR u MLN64, — focTaBasaTh eacTepu-
(penupoBannbiit XC U3 nuUTOIIA3Mbl HA BHYTPUMU-
TOXOHJPHAIBHYIO MEMOpaHy K MECTY CHHTE3a CTEpO-
unoB. K cioBy ckazats, y C. elegans Tak:Ke HalIeHbI
reHbl, aHaJOTW4YHble TeHy StAR MIIEKONMTAIOUINX,
mpaBfa, 6eJIKOBbIE TPOAYKTHI 3TUX T€HOB YYaCTBYET
B 3aMacaHuy W XxpaHeHun Apyrux aunupos (Kurzcha-
lia, Ward, 2003). B muToxoHapusix Apo30¢uiab oOHa-
pyXeHo fiBa (pepMeHTa rpynnsl nuroxpoma P-450,
TpeOyIomuxcs s NpOAyKInn 3kan3oHa. [Tockonb-
Ky B XOfie cMHTe3a cTeponfoB Oenku StAR-cemeii-
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CTBa MHAyLMpPYIOTCcsl npu TpaHcmopTe XC B MUTO-
XOH/[pUH, MOBBIIICHHYI0 aKTUBHOCTH KOAMPYIOIIMX
UX 'eHOB B KJIETKaX MOXKHO paccMaTpHUBaTh Kak yKa-
3aHME HA MPOUCXOASAIIUI B KJIETKaX CTEPOUIOrEHES.
He aBasiercsa uckntoyenueM u re Start!. HecmoTps
Ha TO YTO Ha ONPEeICHHOM HI3KOM YPOBHE €TI0 9KC-
npeccust HaOIIOIaeTCs MOYTH BO BCEX TKAHSX JIMUUH-
KH, MaKcUMaJbHasi aKTUBHOCTb 3TOrO I'€Ha HUMEET
MECTO TOJBKO B CTEpPOUJOTeHHBIX KJIeTKax. B akcne-
PUMEHTAX N0 TUOPUAU3ALUY in Sity C UCTIOJIb30BaAHU-
eM aHTucMbicnoBorn PHK Start! B KadecTBe 30HIA
[ rTUOpHMAM3AnMK C 3apOAbIIIaMH APO30(MIbI, a
TakKe MeTopoM HozepH-OnoT-rubpupuzanuu yaa-
JIOCh TIOKa3aTh, YTO TeH Start] 3(p(PEeKTUBHO IKC-
mpeccupyeTcsl B KIIETKaX MPOTOpaKalbHBIX XKeje3
HaCeKOMOI'O B MaHEpe, HAIIOMUHAIOIIEH BOJIHbI CUH-
Te3a SKAM30HA B 3TUX KJeTKax. B gpyrux kierkax
JMYUHOK APO30(hUIIbI TAKOH IKCIIPECCHU ITOTO TeHA
He HaOmromaeTcs. Cama sKkcnpeccust reHa Start! mo
NPUHLUIY OOPAaTHON CBSI3M CTHUMYJIUPYETCS IPOAYK-
nueil 9KAM30Ha, OTHAKO CaMbIM MHTEPECHBIM OKa-
3ascsl (pakT ero BBICOKOH 3KCIPECCHH B SIMYHUKAX
ABYXHEBHOI MyXW Ha crtaguu 10 sSHAUEeBbIX Kamep
[PEUMYIIECTBEHHO B MHUTAIOLUX KileTKax (Tpodgo-
nuTax). B xope smOpuonanbHoro pasputus nPHK
Start] BBISIBASIETCS B CHHIIUTHAIBLHON Ollacrofepme,
YTO CBHJIETENLCTBYET O €€ 3alacaHud B OOLHTaX B
Bujge PHK — nmpopykra skcnpeccuu reHa MaTepUH-
ckoro a¢pekra (Roth et al., 2004). OTtu gaHHbBIE CO-
OTBETCTBYIOT YHOMSIHYTBHIM BbIII€ HAONIONEHUSIM O
CHHTE3€ 3KAU30Ha B SMYHMKAX HACEKOMOIO U O €ro
peanogaraéMoi pojau B ooreHese (BO3MOXHO, U B
PaHHEM pa3BUTHUN) APO30(UIIBI.

Tak Kak Apyrux CTEpOUIHBIX TOPMOHOB (KpoMe
sKAN30Ha U 20-TUAPOKCUIKAN30HA) ¥ HACEKOMBIX HE
OBLIIO HAJIEHO, MOXKHO MPEMANOIOXUTh, YTO y 3THX
SKMBOTHBIX B CPaBHEHUU C MO3BOHOYHBIMH CIEKTP
CTEPOUHBIX TOPMOHOB HE Pa3BUT.

ITockonbky HacekoMble oTpsaa Diptera sBisitoTcst
9BOJIIOIMOHHO BBICIIMMU NPEACTaBUTEISIMI HACEKO-
MBIX U KJIacC HACEKOMBIX — HanboJiee IBOJTIOIIOHHO
npoaBUHYTHIH cpenn Beex Ecdysozoa, a HemaTopa oT-
HOCHTCS K HU3IIUM IPEICTaBUTENSAM 3TON TPYIIbI —
KPYIJIBIM 4YEpBSM, JIOTUYHO OBLIO OBl HPEAIoso-
SKUTH, YTO HEOOXOIMMOCTD B MOSBICHUH 3KIN30H0B
BIIEpBbIe BO3HUKAET HA OTPE3KE IBOJIOUUU MEXKMY
IPUMUTUBHBIMYU U BBICIIUMHU IPEACTABUTENSIMH KU-
BOTHBIX 3TO IPYMITbI, K KOTOPOIl OTHOCSIT X HACEKO-
MBbIX, U KpYyIWbIX 4yepBell. CTEpOUHbIX [OPMOHOB,
CXOIHBIX C TAKOBBIMH MO3BOHOYHBIX, ¥ 9TUX KUBOT-
HBIX JOCTOBEPHO He OOHapy>X€HO, Ha OCHOBaHUU Ye-
ro, a TakXe Ha OCHOBAHMHU [aHHBIX 00 OTCYTCTBUH
reHOB CTEPOUMIHbIX pPeLeNTOpOB B reHoMax D. mela-
nogaster n C. elegans ObITIO BBIJBUHYTO MPEAIONIO-
KeHre 00 0cO00M 3KAU30MIHOM HaIpPaBIEHUH 3BO-
monyu crepousioB y Ecdysozoa (Thornton et al.,
2003), koTopoe, MO-BUAUMOMY, SIBIISIETCS OIINO0Y-
HBIM, IIOCKOJIbKY Y MHOTHX PaKOOOpa3HbIX HAPSAY C
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QKJIN30MaaM1 HETABHO OBbIJIA BBISIBJIEHBI CTEpOUbI,
AHAJIOTNYHBIC CTEpOUAaM TIO3BOHOYHBIX (CM. BLIH_IG).

Y OTAeNbHBIX IPEACTABUTEIEN APYrOil CPYIIIbI
nepBraHOPOTHIX (Lophotrochozoa), Hanpumep y pas-
JINYHBIX MOJUIFOCKOB, KaK y>K€ OTMEYajoCh BBILIE,
[OJIy4YEHb] YKa3aHUs Ha BO3MOXHOCTb (PYHKIMOHU-
POBaHMS CTEPOUIHBIX TOPMOHOB, AaHAJIOTUYHBIX TOP-
MOHaM MO3BOHOYHBIX.

YTo KacaeTcs HU3LIUX BTOPUYHOPOTHIX (UTJIOKO-
>KHE), TO, XOTSI CTEPOUIHBIE TOPMOHBI (POJCTBEHHbBIE
MOJIOBLIM TOPMOHAM MO3BOHOYHBIX) U UX PETYJIsIp-
HOe BO3/IeiCTBUE Ha PENPOAYKTHUBHbIE (DYHKIUU Y
9TUX KMBOTHBIX OMUCAHBI JocTaTOYHO faBHO (Goad,
1981; Schoenmakers, Dieleman, 1981), B HOBeHIIIUX
HCCIENOBAHUAX TAKKE OTMEUYAETCS CyLIECTBOBAHME
y HUX MHOTOYHUCIIEHHBIX OKCUCTEPOJIOB, KOTOPhIE HE
SIBJIIIOTCS. KOMUSIMA CTEPOUJHBIX TOPMOHOB MO3BO-
HOYHBIX M OHOJIOrHYecKHue (PYHKIUU KOTOPBIX CO-
BeplLICHHO HenoHATHBI (Ponamarenko et al., 2001).

Takum o6pa3oM, CIOCOOHOCTb OPraHU3MOB TOTO
WM MHOTO BUfia OECIIO3BOHOYHBIX K CUHTE3Y CTEpO-
UJI0B, IO-BUAUMOMY, HE CTPOTO KOPPETUPYET C MOSIB-
JIEHHEM MX KPYIHBIX 3BOJIIOLUOHHBIX NOPSIKOB: pa-
AUAIbHO-CHMMETPUYHBIX, OMIIaTEpaIbHBIX, IEPBUY-
HopoThix (Ecdysozoa, Lophotrochozoa), BTOpmu-
HOPOTBIX, — a 3aBUCHAT OT 0Opa30BaHUs B OpTaHU3Me
(wmm moctymieHust B opraim3M) XC miam KaKoro-To
OnM3KOro K HeMy IO CTpyKType crepona. Ckopee
BCEr0, CUCTEMAaTHYECKUM IPU3HAKOM CIEAyeT CUu-
TaTh MMOCTOSIHHOE NMPUCYTCTBUE B OpPraHU3Me KUBOT-
HOI'O cTepojia — Hanbonee ygoOHoro cyocrpaTta ast
CHHTE3a CTEPOMMIOB, YTO XapaKTEpPHO JJIsl BCEX IO-
3BOHOYHBIX; BMECTE C TEM CIIeyeT YUYUThIBATh U TO,
YTO CIIOCOOHOCTH CTEPOUAOB (PYHKIMOHMPOBATH B
KayecTBE TOPMOHOB 3aBUCHUT TaKkKe OT BUJJA B3aUMO-
[EeCTBYIOIINX C HUIMHU SAEPHBIX PELENTOPOB, CTPYK-
TYpbl KOTOPBIX, MO-BHAMMOMY, 3BOJIOLNMOHUPYIOT
napajuleIbHO U HE3aBUCUMO OT CBOWCTB CTEPOHIOB
(Escriva et al., 1997).

CHUCTEMBI TPAHCIIOPTA CTEPOJIOB
Y KMBOTHBIX 1 UX BKIIAL B CUTHAJIMHT

151 06pa3oBaHus CTEPOUIHBIX TOPMOHOB 1 00€ec-
MeYeHNs UX JAENCTBUS Ha KIETKHU-MUIIEHU OObIIOe
3HaYeHNE MMEIOT NMPOLECChl TPaHCHOpPTa JUMHUOB.
Bo-nepssix, 3To Tpancnopt XC K MecTaM CHHTE3a
CTEpOUHBIX TOPMOHOB KaK y OECIO3BOHOYHBIX (Ha-
cekombix) (Lee et al., 2003), Tak ¥ y MO3BOHOYHBIX
(Ishii et al., 2002; Connelly, Williams, 2003). Bo-BTo-
PBIX, 3TO IOCTaBKa HOBOCHHTE3UPOBAHHBIX MOJIEKYJ
CTEPOUHBIX TOPMOHOB K KJIETKaM-MHIIEHIM UX BO3-
pefictBusi. CTepouyiHble TOPMOHBI Y MO3BOHOYHBIX
IIJIOXO PacTBOPSIIOTCS M IEPEHOCATCS ITO KPOBH C 11O-
MOIIIbIO CHEUHaNbHbIX CTEPOUAONEPEHOCAIUX Gell-
KOB-TJI00YJIMHOB (IBa-TPU TUIA), IPOHUKAIOT Yepe3
I1a3MaTHYECKYI0 MEMOpaHy KJIETOK IyTeM auddy-
31M ¥ B3aMMOJIENICTBYIOT C YIIOMSHYTBIMH BBIIIIE CTE-
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POUHBIMU pelieNTOpaMu, yAEPKUBAEMbIMU B HEAK-
THBHOM COCTOSIHAU B LIUTOILIA3M€, HAIPUMED B BUJiE
KoMIUIeKca ¢ 6enkom TermnoBoro moka Hsp90. Cy-
LIECTBYET HEOONBILIOE YUCIO padOT, MOCBSLICHHBIX
sToMy Bompocy (Parker, 1993; Knumos, Hukynbuesa,
1999), ropa3no OonbIIE U3BECTHO O TPAHCIIOPTE CTE-
POJIOB, B YaCTHOCTH, UCIOJB3YIOUINXCS B KauyecTBe
cyOcTpaTa JI71d CHHTE3a CTePOUHBIX TOPMOHOB. CTe-
pousl, Bkiatovasg XC u 9XC, He pacTBOPUMBI B BOJI-
HOW cpefie U TPaHCIOPTUPYIOTCA B OMONOTMYECKUX
SKMAKOCTSIX (Y MO3BOHOYHBIX I'JIaBHBIM 00pa3oM IO
KPOBH) B COCTaBe CEUU(PUUHBIX JUNONPOTENHOBbIX
yacTul. Y GeCHO3BOHOYHBIX TaKXe MAEHTU(PUIIPO-
BaHbI JINIIONPOTEUHOBBIE YACTHUIIBI, KOTOPbIE MEHEE
n30MpaTeNbHb] B OTHOIIEHUH Pa3INYHbIX JIUNUOB U
TPaHCIOPTUPYIOT BO BHEKIIETOUHOM Cpefie Kak CTe-
POJIBI, TaK U CTEPOUAIbI (HApUMEP IKAU30MABI Y ujle-
HUCTOHOTHX).

Tpancnopm cmepoaoé y no3eoHo4Hvix. VIMeroT-
Csl CyIIECTBEHHbIE OTINYMS KaK B JUIHUAHOM COCTa-
Be, TaK M B OEJIKOBOM CHEKTPE JUMONPOTENMHOBBIX
YyacTul OECNO3BOHOYHBIX M MO3BOHOYHBIX KUBOT-
HBIX; TEM HE MEHee OTMeuaeTcs] HeKasl OOIHOCTD B
ux (PU3MKO-XMMUYECKUX CBOICTBaxX M Omosormdie-
ckux pyHKIuAx. ['opasno 6oinbine oOIMX ONOIOTH-
YECKHX CBOWCTB M (PU3HKO-XMMUYECKUX XapaKTepH-
CTUK CYIIECTBYET y JIMMOMNPOTENHOBBIX YaCTHI] ca-
MUX TO3BOHOYHBIX (HAYMHASI C MAHOT); MOKHO JaKe
TOBOPHUTH O TOMOJIOTUH T€HOB, KOAMPYIOIINX OTAEIb-
Hble OCNIKM 3THX JHUIONPOTEHHOB, COOTBETCTBEHHO
Malble ¥ OOJBIION amoJUIONpOTenHbl. PaznuyaioT
JUNONPOTENHBI BbICOKOM itoTHOCTH — JITIBII (ras-
Has 0eJIKOBasi COCTaBISIONIAs — OEJI0K anoIuNIONpo-
TeuH A-I, anoA-I), nunonpoTenHbl HU3KOU MIOTHO-
ctu — JITTHII (rmaBHAst 6eIKOBasl COCTABIISIONIAS —
KpYIHOpa3MepHbIl OeloK  amonunonporend B,
anoB), NMUIONpPOTENHbI OYE€Hb HU3KOM IUIOTHOCTH —
JITIOHIT n XxunoMuKpoOHBI (HECYT ciefyromnye Oen-
Ku: OoJbIION-anoB U Mainble anonunoONpOTENHbI, B
vactHocTu anoE u anoA-I). Ecnu JITTHIT o6oramie-
Hbl B 6ounbieil crenenn XC u 9XC, a JITTBII — ¢oc-
omumupamu 1 3XC, TO XWIOMHUKPOHBI (M UX pEM-
HaHTBI), a Takxke JITTOHII — numieBbiMu TpUTIIHILE-
punamu un XC (Kmumos, HukynpueBa, 1999).
CBob6ofHbIe XUPHBbIE KHUCIOTHI y IMO3BOHOYHBIX
TPaHCIOPTUPYIOTCS 1O KPOBH B KOMILIEKCE C CHIBO-
POTOYHBIM anbOYMUHOM. B TpaHcnopre aunupoB
(pyHKIMH JUMONPOTEHMHOBBIX YACTHI[ PaCHpemes-
rored caepyromuMm obOpaszom: JIITHIT nmocrasastoT
XCu pochoaunuasl U3 NEYEHN B pa3InIHbIE “TIEpH-
depuitapie” kuetku, JIIIOHIT m XMIOMHKpPOHBI
TPaHCIOPTUPYIOT U3 KUIIEYHUKA B KJIETKU OPTaHm3-
Ma (IIeYeHH, XKUPOBOX TKAHU U Jp.) NUILIECBbIE JIANA-
mbl (TMaBHBIM 00pa30OM TPUIIIMIEPUABI, HO TaKKe
XC), JITIBII 3a6upator XC u pochonunubl u3 Kie-
TOK ‘“nepucepuyeckux’ TKaHe# (MOMyTHO 3CTEpU-
¢urupyrot XC B 9XC) n TpancnoptupytoT XC B me-
YeHb, YACTUYHO Pa3TpyKasichb MO NYyTHU (C TOMOIIBIO

OXC-nepeHocsimero 0eika) Ha TakxXKe IMOCTYyNaro-
mux B neuenb JITIOHII n JITIHIIT. Hakonmenne xu-
mudecku Mogudunuposannbix JITTHII B crenkax ap-
TEpUN YeJIOBEKA BEAET K aTEPOCKIIEPO3y (MOAAUALH-
posannble JIITHIT — aTeporeHHble JTUNONPOTEUHBI),
4eMy MPEMSTCTBYIOT NAEWCTBYIOIME B BBICOKAX KOH-
neHTpanusx yactuypsl JITIBIT (anTHAaTEpOreHHbIE K-
nonporenHsl) (Knumos, Hukyneuesa, 1999).

ITo Bceit BepOSITHOCTH, T€Hbl MajbIX alOJIUIO-
MPOTEUHOB (COOTBETCTBEHHO HA3BAHUIO OEJIKOB —
apoAl, apoAll, apoAlV, apoE, apoClI, apoCIIl n psp
APYrux) MO3BOHOYHBIX SIBJSIIOTCS 9BOJIOLUOHHO HO-
BBIMH NPHOOPETEHUSIMU BBICIIAX XUBOTHBIX (B OT-
JIX4YUe OT reHa apoB) u MOSIBISIOTCS, IO-BUAUMOMY, Y
XOPIOBBIX, IMEIOIIUX C(DOPMHUPOBAHHBIE CTPYKTYPBI
roJIoBbI (rojIoBHOTO Mo3ra), — Craniata. beaku, romo-
JIOTMYHBIEC ANOJMIIONPOTENHAM BBICIIMX >KMBOTHBIX,
[IOCTOBEPHO BBISIBIISIFOTCS B CACTEME LIUPKYJIISILIAU HU3-
KX O3BOHOYHBIX, HaunHas ¢ MuHOT (Pontes et al.,
1987; Babin et al. 1997). B To ke BpeMs reH G0nbIIO-
ro anonunonporenHa B (rmaBHON OEIKOBON COCTaB-
nsiroeit JITTHIT) — apoB nMmeeT 3HaYUTENBHYIO TOMO-
JIOTAIO C TEHOM OCHOBHBIX OEIIKOB JIMIONPOTEMHOB
HaCcEeKOMBIX U TAKUM 00pa3oM, MO BCel BEpPOSITHOCTH,
BecbMa KoHcepBaTuBeH (Babin et al., 1999).

K Hacrosiemy MOMEHTY OMMCaHO HECKOJIBKO BH-
[IOB PELENTOPOB JUINONPOTENHOBBIX YacTul,. Penen-
top JIITHIT — pJIITHIT oTHOCUTCS K KJ1aCCUYECKUM
penenTopam 3HIOUUTO3HOro MyTH. Ero HasHayeHune —
akyentuposarts JIITHII u nocie mHTEepHaNIM3anuu
KJIETKaMH KOMIUIEKCA PENENTOPA C JIATAHAOM OCBO-
060XNaThCs OT AOCTaBJSIEMbIX B KIIETKH JIMMHUAOB U
OEJIKOBBIX COCTAaBIISIOMIMX B 3HJOCOMAax W BO3Bpa-
IAThCS HA KJIeTOYHble MeMOpaHbl. B opranmsme ye-
noeka myrtauuu rena pJITIHII Begytr k Hacnen-
CTBEHHOW TUIepXoJecTepruHeMnH (U fanee K aTepo-
ckneposy). Penentopsr JITTOHIT oTHOCATCS K TOMY
xe cemencrpy, yro u pJIITHII (cemeiicTBo O€IKOB,
poactBenHbix pJITTHIT). Ix HeCKONBKO BUOB, OHU
13 HUX JIOKAJU30BaHbl IPEUMYIIECTBEHHO Ha KJET-
Kax FOJIOBHOTO MO3Ta, APYTHe — Ha KJIETKaxX e4YeHHU.
HekoTopble n3 HUX Ha3bIBAIOTCA alOE-penentopsl.
Hepasno Obuiu ommcanbl peuentopbl st JITIBII,
BIIEpBBIE OHM OBIIN HaliIeHbl Y MaKpogaros U MoJy-
yunu Ha3zBaHue SR-B1 (cM. Bwime). OHu 3a0uparoT
9XC u docdonunuas! y JIIIBII u TpancnopTUpYIOT
UX BHYTPb KJIETOK, nmpuiyeM camMu yactuupbl JITIBIT
MIPU 3TOM KJIETKAaMH, 110 JaHHBIM LEJIOT0 psiia uccie-
moBateinel, He nHTepHanu3yrorcs (Ishii et al., 2002;
Connelly, Williams, 2003). CopaBeanuBocTi pajgu
ClIelyeT YIOMSHYTb, YTO CYIIECTBYIOT U albTEpHA-
TUBHBIE laHHbIE O peTpoaHgonurose JIIIBII ¢ moMo-
b0 3THX penenTtopos (Pagler et al., 2006).

CrepoupioreHHble KIeTKH BbICIIMX NO3BOHOYHBIX

Ha CBOE€ MOBEPXHOCTH UMEIOT OOJIBIIOE KOJTNIECTBO
SR-B1, B Menblueit crenenu — penenrops! JITTHIT u
anoE. Takum o6pa3oM, riaBHbIN UCTOYHHUK MOCTYII-
OHTOI'EHE3 Ne 3
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nenus XC [l cHHTE3a CTEPOUAHBIX TOPMOHOB — 3TO
nocrtaBku ero B JIITBIT-yactunax B Buge 9XC uyepes
peuentopsl SR-B1. Ko BTOpocTeneHHBIM UCTOYHU-
KaM cruefiyeT oTHecTH nocraBku XC yepes penento-
Pbl IPYIUX JHMNONPOTENHOB, a TaKXe BHYTPCHHUI
pecypc — XC, CUHTE3UPOBAaHHBIHA in Situ B CTEPOUO-
TFeHHBIX KieTkax. Benymas poas B noctyminenun XC
B KJIETKH [JISl CTEPOUIOTeHE3a y MIIEKONUTAIOIINX
MPUHAJJIEKUT TJIaBHON OEIKOBOHW COCTaBISIONIEH
JITIBII — anonunonporeunny A-I (Plump et al., 1996).
MpbIu-HOKayThI 110 reHaM apoAl unu SR-B1 nmeroT
3HAYUTEJbHbIC HApYILICHNUs CTEPONAOreHe3a B IOJI0-
BBIX KeJle3aX U HaJIMOYeYyHNKaxX B XOfie SMOpUOHaJb-
HOTO Pa3BUTHSA, OTIMYAIOTCS IOCIE POXKJCHUS He-
OONBIIMMM pa3MepaMy; UX TJaBHble KPOBEHOCHbBIE
COCY/IbI IIOIBEP>KEHBI ATEPOCKIEPOTUIECKUM OBPE-
xknennsM (Connelly, Williams, 2003). IIpaspaa, cToab
ApaMaTHYeCKHe M3MEHEHHs He KacaloTCs XKIU3HEHHO
BaXKHBIX (PYHKUIMI MBILIEH, YTO, MIO-BUANMOMY, CBU-
[ETENbCTBYET O HANIMYUKM OOXONHBIX PE3EPBHBIX IIy-
Teil B nocraBkax XC B cTepOUIOreHHbIe KIETKH, KO-
TOpBIE HE Cpa3y, HO CO BPEMEHEM HaJIaXKMBAIOTCS B
KOMIIEHCATOpHOIl MaHepe, Oiarojapsi HalM4MIO Ha
CTEPOHIOTEHHBIX KJIETKAX PELENTOPOB [JIsl JIUIIO-
MIPOTEVHOBBIX YaCTHI[ pa3IWyHbIX THNOB. Cepbes-
HblEe HApYLICHUS MOSIBISIIOTCS Y MbIIIEH-HOKAyTOB
o reny StAR (xopupyrouieMy 6e10K, TPaHCIOPTUPY-
OIUA BHYTPUKIETOYHbIA XC Ha MHUTOXOHApUATb-
HyI0 MeMOpaHy B CTEpPOMJOTE€HHBIX KJeTKax). Y Ta-
KUX MBbIIIEH (CaMIJOB M CaMOK) BBISIBIISLINCH JIHC-
¢yHKIUU (POPMUPYIOIINXCS TOHAJ, a y CaMIOB
HaOmrofanacek pesepeus nosia. Kpome Toro, y Hoka-
YTHBIX MBIIIEHl OTCYTCTBYET Tak:Ke HOpMallbHast
CTPYKTYpa HaJ{IOY€YHUKOB, U OHU IOTU0AIOT BCKOpE
nocne poxaenus (Ishii et al., 2002). bonee Tsxxenbie
1 HeoOpaTuMble HapyLIeHNS CTEPOUIOreHe3a BO3HU-
KaloT y MBIIIEN-HOKayTOB OJHOBPEMEHHO 110 TeHaM
apoAln StAR (IBOMHBIX HOKayTOB). I1pn 3TOM BBIKH-
BAIOT MOCJE POXKAEHUS TOJIBKO Te ABAXK/bl HOKAyTH-
POBaHHbIE MBI, KOTOPBIM CAEJaIl HHbEKIUH CTe-
POUHBIX TOPMOHOB, fia U TO TOJAbKO okoyo 40% Ta-
kux ocobGett (Ischii et al., 2002).

KapTuna cunTe3a creponioB B TOJIOBHOM MO3TY,
1O BCell BEPOATHOCTH, Ta XK€ caMmasl, IOCKOJIBKY Bce
y4acTHUKHY TpaHcropTa XC B CTEpOMAOTEeHHbIE KIIET-
KU, KOMIIOHEHTBI €r0 BHYTPUKIIETOYHOT'O TPAHCIOPTa
1 (pepMeHTBI CHHTE3a CTEPOUIHBIX TOPMOHOB B MO3-
ry npucytctByroT (Mellon et al., 2001). Cnenpyert
TOJILKO IOMHUTD, YTO BCIIEAICTBUE reMaTO3HIedaIn-
yeckoro 6apeepa XC W3 ApyruxX MecT OpraHm3Ma
MJIEKOMUTAIOLIErO MONacTh B MO3I' HE MOXKET, I1O-
9TOMY MO3T JIOJKEH O0XOUTHCSI CBOUMH pecypcamu
XC pns cuHTe3a HeidpoctepoupoB (Bjorkhem,
Meaney, 2004).

Kak yxe rosopunocs, JIIIBII — riaBHble nuImo-
nporenasl TpaHcnopra XC, HEOOXOUMOrO JJIsl CHH-
Te3a CTEPOMAHBIX TOPMOHOB B CTEPOHJOrCHHbBIE
kneTku. CHHTE3 CTEpOHUMIOB y BBICIIAX >KMBOTHBIX

OHTOI'EHE3 Ne 3
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o6ecneunBaeTcst Ha 80-90% 3a cuet XC, TpaHcnop-
THPYEMOTO B KJIETKH K MECTy cuHTe3a. MIx cuHTes Ha-
YHHAETCS elle B Mepuoy] SMOpHoreHe3a B rOHajjax u
HaAIMOYeYHUKAX U BaKEH JIJIsl IETePMUHALMY [TOJIa 1
HOPMAaJIBHOTO Pa3BUTHS. Y MJIEKONHUTAIOIIUX CTEPO-
UJIOreHE3 IPOUCXOAUT TAaKXKe U B IuaneHre. Bonpoc
B TOM, OTKY/ja B CTEPOUIOTe€HHbIE KJIETKH TPAHCIIOP-
tupyetcst XC? ITockonbky popMupyrolasics ne4eHb
3apofiplllla 70 ONpPENIEIEHHOTO MOMEHTa BpPEeMEHU
ele He SBNSIeTCsl OCHOBHBIM HCTOUYHUKOM XC (Kak y
B3pOCIIOT0 OpraHu3mMa), TO 3TOT BOIIPOC HE SIBIISIETCS
mpa3gHbIM. Begymum MOMEHTOM B 0Opa30BaHUM JIH-
MOIPOTENHOBBIX YaCTHIL, TpaHcnopTupyomux XC,
SIBJIIETCS CUHTE3 UX OEIIKOBOI OCHOBBI. ['€H rinaBHOI
oenkoBoii cocrapnstoneit JITIBIT — apoAl B panHeM
Pa3BUTUM MIIEKONHUTAIOIIUX 3KCIPECCUPYETCs] CHa-
Yajia B KeJITOYHOM MeIlIKe, 3aTeM B TOHKOM KHIIleU-
HUKE U HaJTOYEeYHUKaX, a MO3[Hee B IMEYeHU; ero
SKCIPeCcCcHs MPOUCXOUT TaKkKe B MO3TY U IJIalleHTe
(BopoOreB, IlepeBo3umkos, 1992; Mockel et al.,
1994; Richardson et al., 1996). ITockonbky oOpa3oBa-
Hue anoA-lI mHunuupyet u o6pazoBaHue (PyHKIHO-
HAJIbHO aKTHBHBIX JUIONPOTEMHOBBIX YACTHIL] BHICO-
KOW IJIOTHOCTH, HENB3SI HCKITFOYUTD, YTO XC MOXKET
nocraBaaTbes B cocraBe JITIBII xk mecry cuHTesa
FOPMOHOB (K TOHajaM M HajMo4YeyHNKam) u3 Omu-
>KafIINX PafiOHOB, TTiE€ IPOUCXONNUT SKCIPECCHS FeHa
apoAl, a IMEHHO W3 KIJIETOK, COCEICTBYIOIINX C 3M-
OpHOHANBHBIMYU CTEPOUOTCHHBIMH KileTKaMu. Bro-
CIIE[ICTBHHM, NPU HAJAXKMBAHWU TpPaHCIOpTa MUIIe-
BBIX PECYPCOB B 3apOABIII U3 OpraHu3Ma MaTepu de-
pe3 IMIaleHTy, NYIOYHYI0 apTepHIO M KUIICYHUK, a
TakKe nepefavy mnedyeHu (PyHIUHM KPOBETBOPEHMUS,
OCHOBHBIM UCTOYHUKOM XC B OpraHu3Me 3apopbliia
CTAHOBUTCS MATEPHUHCKHUI OPraHW3M (IIJaleHTa) U
COOCTBEHHasl IleueHb. JTa pabouasl TUIIOTE3a B3siTa
HaMHM 3a OCHOBY JJIsl aHaJI3a METOJOM TMOpuan3a-
LAY in Situ MECT dKCIIPpecCuu reHa apoAl B aMOpuo-
HaJLHOM Pa3BHUTHU YeJoBeKa 1 Mbln. Harm ucce-
JIOBaHMS HAa paHHUX 3MOpHOHax 4yejoBeka (Bopo-
obeB, IlepeBo3umkoB, 1992) m mpenBapuTENbHBIE
pe3ynbTaThl IO aHAJIM3y IKCIpEeccuu reHa apoAl y
3apOfbIIIell MbIIIK YKa3blBAOT Ha BO3MOXHOCTH
¢opmuposanus yacrur JIIIBII B pafioHax paHHero
cTepoujioreHe3a — B 3ayaTKaX IOJIOBBIX XeJe3 U
HaIOYe4yHuKoB. Kpome ToOro, akcmpeccuro reHa
apoAl Mbl HaOJIIOlaNy TaKXe B OTAENbHBIX palloHax
smOpuoHanbHO [IHC yenoBeka u aMOPHOHAIBHOTO
rOJOBHOTO Mo3ra Mmblieit (Bopobwes, IlepeBo3un-
KoB, 1992; JlanukoB u ap., 2007). CnepoBaTenbHO,
(popmupyromuecss pafioHbl CHHTE3a CTEPOUHBIX
FOPMOHOB (3a4aTKU TOHAJ, HAJIOYEYHHUKOB), Kja-
CTEpPbl CTEPOUJOTEHHBIX KJIETOK (OTHENbHbIE paio-
HBI TOJIOBHOT'O MO3T'a), MOTYT Ha paHHUX JTamax pas3-
BUTHS, MO-BUANMOMY, pacCMaTpPUBAThCsl KakK aBTO-
HOMHBIE TEPPUTOPUH B OTHOLIEHUU pecypcoB XC u
MIOCTaBKM €r0 K MECTaM CHHTE€3a TOPMOHOB. Takum
00pa3oM, TKaHe- W craguecnenuduieckas peryis-
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1Sl 3KCOpeccuu reHa apoAl y BBICHIMX >KMBOTHBIX
MOXET B 3HAUYUTEJIBbHOH MEpE ONpEeNeaTh Hadalb-
Hbl€ 3Tanbl 00pa30BaHUsl CTEPOUAHBIX TOPMOHOB B
Pa3NIUYHBIX OTAENIaX OpraHu3Ma (IIOJIOBbIE XKeJe3bl,
HaINOYE€YHUKHU 1 MO3T).

Tpancnopm cmepoaose y b6ecnozsonounbix. Kak
y>Ke OTMeJanoch, MHOTue 06eCO3BOHOUHBIE HE CIIO-
COOHBI K CHUHTE€3Y CTEPOJIOB U NOTPEOIIAIOT ¢ NUILEei
¢yHrO- K PUTOCTEPOIIbI, SBISIOIUECS CyOCcTpaTa-
MU 151 CHHTe3a COOCTBEHHBIX CTEPOJIOB.

Y 6ecno3BOHOYHBIX 00JI€€ BCETO U3YUYEHBI JUIO-
MIPOTENHBI HaCEKOMBIX — unogopunsl (Babin et al.,
1999; Canovoso et al., 2001; Van der Horst et al.,
2002). B oTnuyne OT TUNONPOTENHOB MO3BOHOYHBIX
UX JIMNUHAS COCTABIISIIOLIAs IIpEefiCTAaBIEHa IJaB-
HBIM 00pa30oM [UALNWITINIEPOIIOM, KUPHBIMHI KHC-
notamu, (ocONHOZUTHAAMH, KapaTHHOUJAMH U
creposiamMu. JIMmoOpuHBI NEPEHOCAT CTEPOIBbI U3
KHIIIEYHUKA B JKUPOBOE TEJIO (MECTO XpAaHEHUsI JIUITH-
[IOB) W jajee Mo BceMy opranusmy. Kpome toro, B
nuno¢oprHaX TPAHCIOPTUPYETCS U 3KAU30H (a Tak-

*
Ke ero npou3BofHoe — 20-TUIPOKCUIKAN30H) .

CymecTByoT IUNOGOPUHBI BBICOKON M HU3KOH
minoTHocTu (coorBeTcTBeHHO JI®BIT m JIOHII).
I'maBabiMu 6enkoBbIMEU cocTapistomumu JIGBIT u
ABYMs U3 TpexX 0eaKoBbIX cocrapisommx JI®HIT sB-
nsroTes anonunogopunsl [ u Il. Y B3pocibix Haceko-
MbIx anonunodgopuss! I u Il mpogynupyroTcs B Ku-
POBOM Telle B BUJiE OOIIETO MpeAIeCTBEHHNKA, POJI-
CTBEHHOI'0 OOJIBIIOMY alOJIMIONPOTENHY — anoB
MJIEKOMUTAIOLUX ¥ OONBIION CYOBEAUHULIE MUKPO-
COMHOTO TPHIJIUIECPUIEPEHOCIIIErO OeIKa 4Yeso-
Beka (Babin et al., 1999). ¥ HacekOMBbIX Tak:Ke Mpo-
AYLUPYETCS ele OAUH arnoJuno(opuH ¢ HeOOIBIION
MOJIEKYJSIpHOI Maccoil — anonunodopul I, kopu-
PYEMBbIii COOCTBEHHBIM T'€HOM, HE TOMOJIOTMYHBIM I'e-
Hy mpepuiecTBeHHuKa anojunogopunoB I-II u nHe
AMEIOIUM TaKKe TOMOJIOTHU HHU C OJHUM M3 T€HOB
MaJlbIX anoJUIPOTENHOB MO3BOHOYHBIX (OJHAKO TO-
MOJIOTHYHBIN T€HY NEYEHOYHON JIMIONPOTENHIINAIIA-
3b1) (Van Antwerpen et al., 1998; Halwani et al., 2001).
ITocne mpoTeoauTHYECKOro pacllenyeHusi oOLero
npepmecTBeHHnKa anonunodopuns! 1 u Il popmu-
PYIOT C JIMOUAAMH JIUIOMOPUHBI BbICOKOH INIOTHO-
cti — JI®BII, kxoTopble cnocoOHBI B3aUMOJIECTBO-
BaTh C KJI€TKaMH (JKHPOBOTO TeJja) Yepe3 peuenTo-
pbl, poncTBeHHbIE ceMelicTBy peuentopos JITTHIT
no3BoHOYHBIX — pJITTHII (Van der Horst et al., 2002 ).
Bmecre ¢ TeM aumonpoTewHbl HaCEKOMOI'O MOTYT
MOCTABIIATH JINMU/BI (B YaCTHOCTH JUALUJITIIALEPOI
KaKk 3HEepreTHYecKkmil cyOcTpaT) B JIETaTEIbHYIO
MBIIIIy HAacCeKOMOro 0e3 ydacTHusl penenTopooIo-
CpPEeIOBAaHHOI'O 3HJIOLUTO3a TaK, YTO JHUNO(OPUHBI
BBICOKOH IIJIOTHOCTH, COEQUHSSICH C JIMIUAAAPOBAH-
HbIM anosunodgopunoM III, o6pa3yroT nunogopuHb!

*
Wmerorcs ceegenns, uro JITIBIT MiiekonuTaromux TaksKe CIo-
COOHBI TPAHCIOPTUPOBATH CTEPOUHbIE TOPMOHBI.

HU3KO# miotHoctu — JI®HII, KoHTakTUpyromme ¢
IJIa3MaTHIECKOM MEMOPaHOH JI€TaTEIbHON MBIIIIBI.
IIpm atom camu anonunogoOpuHbl Yepes3 niaa3ma-
THYECKYIO MeMOpaHy He NPOHUKAIOT. Juanumirim-
epoJ, MEPEHOCUMBI MO reMonuMde B cOCTaBe
JITTHII, BOn#37 MOBEPXHOCTH JIETATEIBHON MBIIIIIBI
TUAPONM3YETCSI C MOMOINBIO MBIIIEYHON IHUIOGO-
PUHIINIA3bI, TIOCTE YEro OCBOOOAMBIINECS KUPHBIE
KHUCIIOTBI ¥ JIMNAABI IPOHUKAIOT Yepes Ma3MaThde-
CKyI0 MeMOpaHy B IUTOIUIa3My, anonunogopud 11
JIHUCCOLMAPYET C OCBOOOAUBIIENCS JUMONPOTENHO-
BO#1 yactuuein (koropast pereHepupyet B JI®BII) u
00€ COCTaBIISIIOIINE BO3BPAIAIOTCS K JKUPOBOMY Te-
Jy HaCEKOMOTO, KOTOPOE CIYKUT JUIUIHBIM JEIO
(BISAICH OMHOBPEMEHHBIM aHAJIOTOM IIEYEHN U KH-
pOBOM TKaHM NO3BOHOYHBIX) (Van Antwerpen et al.,
1998; Canovoso et al., 2001).

Taxkum oOpa3oM, anoIUIO(OPUHEI SIBJISIOTCH, IO
CYyTH, YETHOYHBIMH, OOMEHHBIMH OeJIKaMy JIUIUIHO-
ro TpaHCIOPTa, YEM-TO HAINOMMHAIOUIUMHU OOMEH-
HbI€ ANOJUIONPOTEUHbI MIIEKONUTArommX (amoA-I
MIIeKonuTaroumx Tpaicnoptupyet XC B creponsio-
reHnble KineTku B coctaBe JITIBIT u Takke, mo-Buan-
MOMY, B KJIeTKM He mpoHuKaeT) (Narayanaswami, Ry-
an, 2000; Connelly, Williams, 2003). MaTepecHo, 4TO
HE UMEIOILUE CTPYKTYPHO! T'OMOJIOTHH aroiaunogo-
puH III 1 Manble amoJUIIONPOTENHBI MIIEKOMUTAIO-
mux (anoE, anoA-I, anoClIl), xapakTepusyromuecs
YIIOMSHYTHIMA OOMEHHBIMH CBOWCTBaMH, MOTYT 3a-
MEHSITh APYT ApYra B UCKYCCTBEHHBIX THOPUHBIX JIH-
MOIPOTENHOBBIX YacTUIaX. Y CTAHOBIIEHO, YTO aIo-
munocopuH Il n anoE HecyT kiractepsl CXOTHO Op-
FaHW30BaHHBIX  aM(UIATHBIX AMHHOKHUCIOTHBIX
[OCTIEI0BATENBHOCTEN B MOJHUIENTURHBIX CTPYKTY-
pax, MOATBEp3KAasi MX BO3MOKHOE 001iee (PyHKIUO-
HanpbHOe HasHaueHue (Fisher et al., 1999; Naraya-
naswami, Ryan, 2000; Van der Horst et al., 2002; Chet-
ty et al., 2003).

Anonunodgopun III HacekoMbIX BecbMa MHTEpe-
CEH U TE€M, YTO B MAJOJIUNUJAPOBAHHON (MU B CBO-
OonHOI1) (popMe BBINOJNHSET 3alUTHBLIC JIJISI Opra-
HU3Ma HACEKOMOTO (PYHKIWH (HauyWHASA C TNIYUHOY-
HBIX CTaJiuil), IPeloXpaHsisi ero OoT GaKTepuajIbHON
unu (pyHrajibHOW MH(EKIHH, T.€. UTPAET BaXKHYIO
POJBb BO BPOKACHHOM MMMYHHUTETE (TYMOPAJIbHOM 1
kneTtouHoM) (Niere et al., 1999; Dettlof et al., 2001).
OH cTUMyIUpPYeT BbIPAOOTKY B KJIETKaX XKUPOBOrO
Tejla aHTUMHUKPOOHBIX NENTHAOB U UHAYLHUPYET (a-
TOIMTAPHYIO aKTUBHOCTH U [IPYTHUe MPOSBICHNS KITe-
TOuyHOro MMMyHHTeTa y remouutoB (Dettlof et al.,
2001). B aT0i1 CBSA3U UHTEPECHO, YTO anoA-I mieko-
MUATAIONUX, KaK ObIJI0 HEJaBHO YCTAHOBJIEHO, TAKKe
UTrpaeT BIOJHE OMNPEJEIICHHYIO POJb B PETyJSnun
BpPOKIEHHOTO NMMYHHUTETA, B3aNMOJIECTBYET C 6aK-
TepHATHHBIM 3HAOTOKCHHOM H YYaCTBYET B €ro fe-
tokcudukanuu (Ma et al., 2004).
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HepaBao Oblmo moka3aHo, YTO JIUIONPOTEHHO-
Bbl€ YacTullbl (IUMO(OPHHBI) HACEKOMBIX IIPUHIMA-
IOT y4acThe B peryJsifuu paHHero pa3Butusi D. me-
lanogaster. OnuH U3 rIaBHBIX MOP(OreHOB B pa3Bu-
i gapo3oduinl 6enok Hedgehog, obGmapmaroruit
BBIPA>KEHHBIM IPOKCHMAJIBHBIM U IUCTATBHBIM JeH-
CTBHEM Ha KJIETKHU-MUIICHH, [0 KpaHeil Mepe, OIuH
n3 cBorx 3 (PeKTOB (MUCTANbHBIN) peaanu3yeT uyepe3
muno¢OpHHbI, B3aNMOJIEHCTBYIOIINE C 3TUM MOP(doO-
reHoM 4epe3 XC, KOBAJICHTHO NPUCOEIUHIEMBbI K
C-KoHIly 00pa3yIoIIerocs B Xofie IpOTEONUTUIECKO-
ro Cco3peBaHms OMOJIOTMYECKH aKTWBHOTO N-cppar-
meHnta Hedgehog (Panakova et al., 2005). M3BectHO
takxke, uro Hedgehog (BeposiTHO, TOKe Omaromapst
KOBAJIEHTHO CcBsi3aHHOMY ¢ HUM X C) B3aIMOAENCTBY-
eT ¢ papramMy KIETOYHBIX MeMOpaH APO30(QUIbI,
YTO MOXET COOTBETCTBOBATH €0 H3BECTHOMY
“mpokcuManbHOMY” 3(p(pekTy B KauecTBe Mopdore-
Ha (Rietveld et al., 1999).

HuTepecHo, uto y C. elegans, y KOTOpOW HE Haii-
neHo akTuBHOro asajnora Hedgehog npo3zocunsi,
TeM He MeHee OOHAPY3KEHO JECSITh T€HOB, KOIUPYIO-
mux 6enku, nmeroiue C-KOHIEBbIe paflOHbI, CXOJ-
Hbl€ C TaKOBbIMHU mpoleccupoBaHHoro Hedgehog
(Aspock et al., 1999). HecmoTpst Ha oTCyTCTBUE Ka-
KUX-T100 coob1eHuii o pakre npucoepuHennst XC Kk
TakuM OeJIKaM HEMAaTOfbl, ObLJIO YCTAHOBIIEHO, YTO
OJMH U3 HUX UTPAET BasKHYIO POJIb B PETYIISILIAU -
Hek mmunHKH (Kurzchalia, Ward, 2003).

JIunonpoTenHOBBIE YaCTULbI APO30(UIBI MOTYT
TakXKe crenuuIecku B3anMOJENCTBOBATD U C JIPY-
UM Ba>XKHBIM MOop¢oreHoM (cemericTBa Wnt) — Wing-
less, HO yke Jepe3 OCTaTOK MaJTbMATHHOBOW KUCIIO-
Thl, CHEIUIEHHOH KOBAJIEHTHO ¢ N-KOHIIOM Oelka.
OcTaToK MaJbMUTHHOBOM KUCIIOTHI TaK3Ke COeTUHEH
¢ N-konnom 6enka Hedgehog, uTo obecieunBaet ero
IOTIOTHUTENBHOE B3aNMMOJIENCTBUE C JTUTO(OPUHOM
(Panakova et al., 2005). BHyTpuK/IeTOYHBIN NaabMH-
THIUpPOBaHHBIT Wingless MOKeT BKIFOUATHCA B CO-
craB padToB (y ApOo30(uibl), YTO, IO-BUJUMOMY,
o0ecreuynBaeT BO3MOXKHOCTh €r0 JalbHENIIel cex-
penun U (pyHKIMOHUPOBaHUS Kak MopdoreHa (Znai
et al., 2004).

Tpancnopm cmeponos u cmepouUOHbIX 20PMOHO8
8 ooyumwl U sumennozeHe3. BaskHocTb cTeposnoB (1
CTEpOUJIOB), 3allacaeMbIX B OOIMTE, TPYJHO Mepe-
oneHuTh. be3 coMHeHwms], cTepolibl, TaK Ke Kak U
Apyrue JUNUAbI, HEOOXOANMBI [l IOCTPOSHUS MEM-
OpaH pacryiero 3apojblia. OouuThI BHICIIUX Hace-
KOMBIX cofiepxkaT OoJIbllIie 3amachl JUMNUAOB (10
40% cyxoro Beca), KOTOPbIE MONOJHSIOTCS TTIaBHBIM
o6pa3om ¢ nomoibko munogopuHoB. boiee 90% nu-
MUAIOB JOCTaBISIIOTCS K (posukynaM B Bupe JIPHII,
rae a0 90% puanuiarnuneposa, no-BUIUMOMY, pac-
mermnsteTcs (QOJUTUKYISPHON JINMONPOTEHHITNITA301
U 3aTeM ajcopOupyeTcsl OOIMTOM, a OCTaBIIasiCs
YacTh JIMIUIOB B acCOIUAIN C MPOIECCUPOBAHHBI-
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mu nunasoit JI®OBII (munodopuHaMu 04eHb BbICO-
KOM INIOTHOCTH) MTOTIOIIAETCS OOLUTOM C IIOMOIIIBIO
SHIOLMTO3a U XPAHUTCA B COCTABE YIIOMSAHYTBIX JIH-
NOoOPHHOB B CBSI3AHHOM C XeJTKoM Buje. Kpome
TOTr'0, UIMEIOTCS ONIPENEIICHHbIE NAHHbBIE O 3allaCaHUU
CTEPOUIHBIX TOPMOHOB B XOJl€ OOT€He3a Kak y IIOo-
3BOHOYHBIX, TaK U O€CIIO3BOHOYHBIX.

SIpkuM pUMepoM 3alacaHusl CTepOJIOB (a TakXKe
(pocponunupoB) B oonUTAaX XKUBOTHBIX SIBJISIETCS J1O-
CTaBKa UX B KOMIUIEKce ¢ OeKaMu XeJaTka. Buren-
JIOT€HUH — BBICOKO KOHCEPBATHUBHBIN KPYIHbIN IJIH-
KO3WINPOBAaHHBI U (pOchOpUINPOBAHHBIN OENoK,
00pa3yromuil KOMIUIEKC C IunupamMu (ramkodocgo-
nporeonunun) (Chen et al.,, 1997). Burennorenun
BbIpabaThIBaeTCsl B XKMPOBOM Telle Y HaCEKOMBIX, B
renaTonaHkpeace y pakooOopasHbIX, B (DOIITUKYIISIP-
HBIX KJIETKaX LEJIOro psiia 6€C03BOHOYHbBIX (BKJIIFO-
Yyasi HACEKOMBIX), B TeYeHU (MU B (DOJIIIUKYISIPHBIX
KJIEeTKax) Yy IO3BOHOYHBIX, TPAHCIOPTUPYETCS B
KOMILIEKCE C JIMMUIAMH K OOLMTaM, a 3aTeM IOrJI0-
LJaeTCcsl OOLUTAMU C IOMOIIIbI0 MEMOPAHHBIX peliell-
TOPOB — npefcrasurenei cynepcemericrsa pJIITHIT
(Schonbaum et al., 1995; Sappington et al., 1996). ¥
MHOruX OecO3BOHOYHBIX M MO3BOHOYHBIX (32 HC-
KJIIOYEHUEM BBICIIMX HACEKOMbBIX M MIIEKOIUTAIO-
LIMX) BUTEJJIOTEHUH — OCHOBHOW NPEAIIECTBEHHUK
0eJIKOB KeJITKa, IIPU pacllellJIeHn KOTOporo o6pa-
3YIOTCS IBA Pa3HbIX IO pa3MepaM XKeJITOUYHbIX OelKa
(BUTEJNIMHBI) OOUUTOB. Y 3HAYUTEJBHON YacTu Mpef-
CTaBUTENIEH HACEKOMBIX T€HbI BUTEJNIOTEHIHA 1 TIPef-
mecTBeHHnKa anoiunnogopudos I, II mpossnstor ro-
MOJIOTHIO MEXJY cOOO0I U CXOTHBI C TEHOM apoB 1o3Bo-
HOYHBIX, OHM Tak)Ke TIOMOJIOTUYHbI, IIpaBia B
MEHBIIIEN CTENeHH, HEKOTOPhIM OeJIKaM CHCTEMBI
CBEpPThIBAHUSl KPOBM MJICKONUTAIOLMX — (aKTopy
¢on Bunne6panpa (von Willebrand factor) (Babin et al.,
1999; Sappington, 2002).

Y KpOBOCOCYHIMX BBICHINX HACEKOMBIX (MOCKH-
ThI) BMECTO BUTEJIJIOTEHUHA MPOUCXOAUT 0Opa3oBa-
HUE 0cOO0ro KEeNTOYHOro OesKa B KMPOBOM TeJe,
YTO LEIUKOM OIPEAEeIIsIeTCs] MOCTYIUNIEHUEM B Opra-
HU3M OeJKOB KpoBu xo3simHa (Attardo et al., 2005).
Amnanornysas cuTyauysi HaOJIIOHaeTCs U y KIIele.

Y ppyrux Beicmmx HaceKoMbIx (Diptera) BuTemio-
TeHNH TakXKe He Npoayuupyercs (reH BUTEIIIOTeHH-
Ha B TEHOME OTCYTCTBYET), a €ro 3aMEHSIOT TaK Ha-
3pIBacMble “‘Oenku xkentka” (yolk proteins —Ypl,
Yp2, Yp3), BecbMa CXOfHbIE C IUMONPOTENHINIIA301
MMO3BOHOYHBIX, OJHAKO HE MPOSIBIISIONINE PUCYIIEN
et pepmeHTaTuBHON akTuBHOCTU (White, Bownes,
1997; Sappington, 2002). OTu ke OelKu B Ka4eCTBE
MUHOPHBIX KOMIIOHEHTOB BXOJISIT B COCTaB OEJIKOB
’KEJITKa OOLMTOB TE€X HAaCEKOMBIX, KOTOphIE IIPO-
IyuupyroT BuTesutoreHuH (Sappington, 2002). ITo-
rJIo1ieHne GENIKOB XKeJITKa OONUTAMU HAaCeKOMbBIX
OCYUIECTBJISIETCS. C HOMOIIbI0 MEMOPAaHHBIX PeLETI-
TOPOB, TOMOJIOTUYHBIX PELUENTOPY BUTEIIIOTCHUHA
U COOTBETCTBEHHO peUEeNnTopaM cynepceMercTBa
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pJIITHIT no3BonouHsbIX (Schonbaum et al., 1995). Pe-
TYJISIIMSI BUTEIUIOT€HEe3a Y HACeKOMBIX (110 Bcell Be-
POSITHOCTH, U Y APYTUX YIEHUCTOHOTUX) OCYIIECTB-
JISIETCA MO KOHTPOJIEM CTEPOUAHBIX TOPMOHOB — 9K-
MU30UAO0B, NOCTABISEMBbIX K MeCTaM MpPORYKINN
BUTEJUIOT€HNHA WJIM €0 aHaJIOTOB (KHUPOBOE TEJIO,
(ponmuKyISIpHBIE KIETKN) TAaKKe B COCTaBe JIMIO(O-
puHOB. Kpome TOro, 3KAM30mbI MOTYT, TIO-BHANMO-
MY, 3a1acaThCs M OOILUTOM B IIPOIECCe BUTEIIOTeHE-
3a BBICIIMX HACEKOMBIX.

B xopie ooreHesa no3BOHOYHBIX B OOLUTHI HAPSIY
C BUTEJIJIOTEHHWHOM B KA4YE€CTBE TPAHCHOPTEPOB JIU-
MUIOB MOCTYNAKOT U JUIONPOTEHHOBBIE YaCTHIIbI
(JITIOHII), npuyeM 751 3HAOLUTO3a UCHONIB3YIOTCS
OJJHM U Te XXe penenTtopsl (cynepcemerictsa pJITTHIT)
(Schneider, 1992 ; Jacobsen et al., 1995). ¥ mraneH-
TapHbIX MiekonuTaronux (Eutheria), He mpopyuupy-
FOILIUX BUTEJJIOTE€HUH, OCHOBHBIM MOCTaBIIUKOM JIN-
nupoB (Bkirouast XC) U3 MaTEpUHCKOTO OpraHu3Ma B
paHHUE 3apOJIbIIIN, HO-BUANMOMY, SIBISIFOTCS JIUTIO-
nporenHoBble yactunpl — JITIBIT mmaneHTsr (co-
mepsKamue anoA-I), morjomaeMble KJIeTKaMH 3a-
POABIIIA C TOMOIIBIO 3HAOIUTO3a TaK¥kKe Oiaroja-
ps peuentopy cynepcemeiictsa pJIITHIT kyoununy
(Kozyraki, 2001; Rothchild, 2003).

B nocnegHee BpeMs OSBIIINCH JaHHBIE O Ba>KHOI
POJH KEJITOUYHBIX CTEPOUIHBIX TOPMOHOB B PEryJs-
WU T0JIa Y MO3BOHOYHBIX. Y MPECMBIKAIOIINXCI U
IITAL C XEJITKOM U1 Hapsay ¢ XC accoumpoBaHbl
TaKKe ¥ HEKOTOpPBIE MONOBbIE CTEPOUAHBIE TOPMO-
Hbl. [TOCKOJIBKY OHM OOHApy>KMBAIOTCS €II€ B HE-
OIJIOIOTBOPEHHbIX SIAIAX HA 3aKIIOUYUTEIBHOM 3Ta-
1e BHUTEIIOTeHe3a, €CTb OCHOBAHUS CUMTaTh, YTO
OHU MATEPUHCKOTO MPOUCXOKIACHUS U MOMAaloT B
oouT B xofe ooreHesa (Lipar, Ketterson, 2000; Lo-
vern, Wide, 2003). Pacnipenenenne cTepougHbIX MO-
JIOBBIX TOPMOHOB B Pa3JUYHBLIX OOIMTaX MMEET He-
CIIy4YaHbIA XapakTep U, KaK I0JaratoT HEKOTOpbIE
aBTOPBI, CBSA3aHO ¢ (pOPMUPOBAHUEM T10JIA HE TOJIBKO
y PENTWINY C TEMIIEPATYPHOR peryJIAlyel 1oja, HO
U Y XXUBOTHBIX C TEHETUYECKON AeTEpPMUHALMEN T10-
na. Y smepunsl Anolis carolinensis ¢ TeHeTHIECKON
[AeTEepMUHALIMEN TIONIA Y SUlLl, 13 KOTOPBIX Pa3BUBAIOT-
Csl caMIlbl, TECTOCTEPOH aCCOUMUPOBAH C KEJITKOM B
OOJBbIIEH CTENEHN, YEM Y SIHLl, U3 KOTOPhIX pa3BUBa-
roTcs camku KuBOoTHBIX (Lovern, Wide, 2003).

3akaHuymBast 0630p O POIH CTEPOJIOB U CHCTEM HX
TpPaHCIOpPTa B Pa3BUTHU XXUBOTHBIX MOXKHO OTMe-
TUTH CIIEAyIoIIee.

1. B nesnoM npociiexkuBaeTcs 4eTKast 3BOJIOLMOH-
Hasl TEHAEHIUS: MOCTENEHHO M3 BCEr0 MHOXKECTBA
Pa3HOOOPA3HBIX CTEPOJIOB, BXOASIINX B COCTAaB TKa-
HE MHOTOKJIETOYHBIX >KMBOTHBIX, XC (HaumHast C
XOPIOBBIX GECNO3BOHOYHBIX) CTAHOBUTCS TJIABHBIM,
a 3aTeM W eIWHCTBEHHBIM (Y MO3BOHOYHBIX) CTEPO-
oM. [To3BoHOYHBIE cr1OCOOHBI cuHTE3upoBaTh XC B
HOCTAaTOYHBIX KOJIMYECTBAX, UM HET HEOOXOTUMOCTH
notpe6asaTs ero ¢ numed. XC sBisieTcsl CTPYKTYp-

HBIM MaTe€pPHAJIOM JIJIs1 CHHTE3a KJIE€TOYHbIX MEMOpPaH
u cyOcTpaTOM JijIsl CUHTE3a CTE€POUIHbIX FOPMOHOB,
HEOOXO[UMBIX Il Peryjsiiud PelpORyKTUBHBIX U
NPYTUX XU3HEHHO Ba’KHBIX (DYHKIMI OpraHusma.

2. Y 0ecno3BOHOYHBIX CYIIECTBYET MHOKECTBO
Pa3HOOOPAa3HbIX CTEPOJIOB, HEKOTOPBIE U3 KOTOPBIX
MOTYT CHHTE3MPOBAThCS B OpraHu3Me, HO OOJbIIas
UX YacTb — 9TO MOAN(UKALUS MUIIEBBIX (PUTO- UK
¢pynrocreponos. Y nenoro psja 6ecno3BOHOYHBIX
CHHTE3a CTEPOJIOB de novo BOBCE HE IIPOUCXOAUT (Y
HEMAaToJl, HACEKOMBIX), a UCTOYHMK CTEPOJIOB Opra-
HHU3Ma — IHIIA; NUIIEBbIE CTEPOJIbI 3aTEM MOTYT MO-
AuuIEpOBaThCs 715 Hy>KJ OpraHu3Ma (HalpuMmep, u3
¢puto- Unu PyHrocTEPOIIOB Y HACEKOMBIX B pe3yibTa-
Te neankunupoBannsa oopazyerca XC — cyberpar mmns
CHHTE3a CTEPOUHOIO TOPMOHA 3K[U30HA).

3. BcaencTBrue HEOOMBIIOTO COAEPKAHUS B KJIET-
Kax 6eCIOo3BOHOYHBIX CTEPOJIOB BPSIJI I OHU UTPAIOT
3HAYUTEIBLHYIO CTPYKTYPHYIO POJIb B KJIIETOYHBIX
MeMm6panax. CTepoJibl cayXKaT IIacTUUYECKUM MaTe-
puanoM, CyIIeCTBEHHBIM i1 MeMOpaH JHIIb HEKO-
TOPBIX THIIOB (IIOJIIPU30BaHHBIX) KIIETOK. BMmecTte ¢
TeM INOJIBUKHbIE MUKPOJAOMEHbI MeMOpaH (padThl)
HeJIb3d PacCMAaTPUBATh KaK MCKIIOUUTEIBHO CTPYK-
TypHbIEe OOpa3oBaHusd. Ponb padTOB B CHTHaJIMHTE
9YKapHOT €IIle MPEJACTONUT OIEHUTD, a HAIMINE CTe-
pPOJIOB B cocTaBe papTOB OECIO3BOHOYHBIX KUBOT-
HBIX — (DYHKIMOHAJIBHO OXapaKTepnu30BaTh. B cBs3m
C 3THM TIPEJICTABIISIETCS, YTO B SBOJIOIMOHHOM IIJIa-
HE CUTHAJIbHAS (DYHKIIWS CTePOJIOB IpefIecTBOBaja
CTAHOBJICHUIO CTPYKTypHO#. OfHO W3 BasKHBIX
CBOWCTB CTEPOJIOB 0€CMO3BOHOYHBIX — CIIYKUTH CyO-
CTpaTOM /ISl CHHTE€3a CTEPOMAOB, KaK IPHUCYIIMX
COOCTBEHHO O€CIO3BOHOYHBIM (UJIEHUCTOHOTUM),
TaK M, BO3MOXHO, aHAJIOTUYHBIX CTE€POUIHBIM TOp-
MOHaM MO3BOHOYHBIX.

4. OkucneHHble BapMaHTHI CTEPOJIOB SBISIOTCS
OMOJOrNYECK! AaKTUBHBIMU MOJIEKYJaMu (B M30bIT-
Kax mojjjiesKaiiye HeMeJIEHHOMY BbIBEIEHUIO 13 Op-
raHW3Ma) ¥ MOTYT HCIOJI30BaThCS B TIpolieccax (pu-
3MOJIOTUIECKON JEATETLHOCTH OpraHn3Ma KaK CHr-
HaJIbHbIE MOJIEKYJIbI. SIiepHbIe penenTopbl, aKTUBU-
pyeMble OKUCIEHHBIMU CTEpPOJIaMU KaK JIUTaHIaMU,
UIu/M X (PyHKIUMOHAJIbHbIE aHAJOTH NPUHUMAIOT
aKTHBHOE y4acTHe B PETYISIIN OajaHca CTEPOJIOB B
OpraHM3Me M B PENpOAyKTHBHBIX mporeccax. Camu
ctepossl (XC) NCOAB3YIOTCS KaK CyOCTpaT AJIsl CHH-
Te3a CTEPOMHBIX TOPMOHOB (CrenuUIeCKuX OKCH-
CTEPOJIOB).

5. OBouronys CIEKTpa CTEPOUAHBIX TOPMOHOB Y
NO3BOHOYHBIX, BaXKHBIX [IJIs1 PEIPOJYKTHUBHON aKTUB-
HOCTH U JeTEPMUHAINN [10J1a, OTPA>KEHA B 3BOJIIOLIUI
UX PelenTopoB, (PyHKIUHU '€HOB KOTOPBIX 3BOJIIOLHU-
OHHO 3aKpEeIUISIIOTCA B HallpaBJIeHUU, OOPaTHOM Ha-
IIPABJICHUIO 1IENOYKU OMOXMMHUYECKUX IpeBpalleHuil
3TUX TOPMOHOB (OT 3CTPOreHa K IPErHEHOJIOHY).

6. JlumompoTenHOBbIE dYacTHIbl OECHO3BOHOY-
HBIX, CJIy3Kallli€ OCHOBHBLIM CPEJICTBOM TPaHCIOPTAa
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JUNUAOB (HEe UCKIII0Yasi CTEPOMABI), UTPAIOT TaKXKe
BaXXHYIO pPOJIb B PETYISIMHA Pa3BUTHS, MEPEHOCS
mopdorensl (Hedgehog, Wingless) k Mecram wux
(pyHKIIMOHMPOBAHMSL.

7. Y NO3BOHOYHBIX B CPaBHEHUH C OECHO3BOHOY-
HBIMU CHEKTp JIMIONPOTENHOB, OTBETCTBEHHBIX 3a
BHEKIIETOUHBIN TPAHCIIOPT CTEPOIIOB, PACHINPSIETCS,
a OTJIeNIbHBIE KJIACChI JIUMONPOTENHOB (PYHKIMOHAIb-
HO CIeUAIN3UPYIOTCS, HAIPUMED, TOSIBISIETCS BO3-
MOXKHOCTH PETYIISILIUA CUHTE3a CTEPOUTHBIX TOPMOHOB
Ha YPOBHE aKTHUBHOCTH anojurmonporenHa A-I — rias-
HOTro 0eJiKa TUNONPOTENHOB BbICOKOI NMIIOTHOCTH.

8. CTepoubl 3amacaloTcsl B XOfie BUTEJIOTeHe3a B
OOLIUTAX, MOCTYNAasl B HUX B COCTaBe JIMIIONPOTEUHO-
BBIX YaCTHUI| U B KOMIIJIEKCE C BUTEJUIOTEHUHOM Yepe3
peuentopsl cynepcemeiictea pJIITHII. B cnyuyae
MJIaleHTapHbIX MileKonuTaromux Tpancnopt XC u3
IUTALCHTHI B 3apOJbIII OCYIECTBISIETCSI TAKKE B CO-
CTaBe JMIMONPOTENHOBBIX YacTull. Kak must 6ecrno-
3BOHOYHBIX, TaK M [JIs MIO3BOHOYHBIX IOKa3aHa BO3-
MOKHOCTD 3allacaHus CTE€POUAHBIX TOPMOHOB B Sii-
LEKJIEeTKE.

Asmop 2ayboxo npusnamenen A.Jl. [lenucenko,
A.K. /lonoya, 5.B. Muccioaro u C.B. Opaosy 3a kpu-
muyecKue 3amMedanus U UeHHble NOXNeAaHUs, 6blCKa-
3aHHble NO X00Y NOOOMOBKU PYKONUCU K NeHamu, d
ILI1. Kanatikuny u /I.A. MozuaeHko — 3a nomouwsb 6
H0020MOBKe UNMOCPAMUBHO20 MAMEPUANd.
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Sterols and Their Transport in Animal Development
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Abstract—The cellular content of different sterols in invertebrates and vertebrates as well as their origin (en-
dogenous and food sources) and significance for the life cycle are comparatively reviewed. The initial signaling
role of sterols in the vital activity (in all multicellular animals) and later obligatory incorporation of certain ste-
rols in cell membranes as a plastic components (in vertebrates) are proposed based on the presented data.
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