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PaccmaTpuBaeTcs mpeficTaBiIeHEe O TapareHoMe Kak O TPaH3UTOPHOM Habope KopoTkux mosiekyn JHK,
MOSIBJISIFOIIMXCST HA IOBEPXHOCTU XPOMOCOM B XOJI€ NHAMBHAYAJIBHOTO Pa3BUTHS JIJIs1 YIPABIICHUSI TEHOMOM.
B cocraB napareHoMa BXOJSIT IPUHTOMEDBI, XPOHOMEpHI U (pusoMepbl. XpOHOMEpPBI U IPUHTOMEPBI 00-
JUTATHBI JIJIS1 KIETOK ONpefeeHHbIX u((epeHInPOBOK, HO pa3Hble MO AN (EpeHINPOBKE KIETKH OT-
JIM4aroTCcs HabopaMu 3TUX opranesul. ®PunoMeps! (pakyIbTaTUBHBI, IIOCKOJIBKY BO3HUKAIOT TOJBKO IIPU
¢opmupoBanun mMopaucpukanuii pa3sutus. IlapareHoM — 9TO cucrema, yHpasisolias KoH(pUrypanuen
XpOMaTHHA U YPOBHEM IKCIPECCUU CTPYKTYPHBIX T€HOB, 00eCcIeunBalolas HHTePIPeTalluio KIeTKaMy UX
MO3UIMOHHON MH(pOopManuu u 1 HEepeHIIPOBKY B PETYISITOPHOM MOp(Orenese, a Takske KOHTPOIHPY-
Ioljas pa3BUTHE OpraHu3Ma Bo BpeMeHU. PaciudpoBka napareHoMa NO3BOJIUT B OyAYyILEM OCYLLECTBISTh
MIPsIMOE PENPOTrPaMMHUPOBAHNE COMATHIECKUX KIIETOUYHBIX siiep 0€3 NMPHUBIICUEHNS CTBOJIOBBIX KIETOK U

6€3 UCIOJIb30BaHuUS SIALEKIIETOK.

Karouesble caoasa: MOp(l)OFeH€3, naparcHoM, IpuHTOMEPLI, XPOHOMEPLI, 3BOJIOLMSL.

MopdoreHeTndyeckoe noiie — OffHa U3 Haumbolee
¢yHIaMEeHTaTbHBIX KOHIENur amopuonorun (Jae-
ger, Reinitz, 2006), HO AMHAMIYECKHN MPOTEKAIOIINE B
TaKUX MOJISX PEryIATOPHBIC COOBITHUS — c€Ba JIN HE
caMasi OoJiblllasi HEpacKpbITas TaiiHa OMOJIOrUU pas-
putHsd. B 1891 r. [Ipumn OTKpBIT SBJIEHUE 3MOPHO-
HAJBHBIX PETYISIINN, MOl KOTOPBIM, KaK M3BECTHO,
NOHMMAIOT BOCCTAHOBJICHHE IOJHOUEHHOW, HOP-
MaJIbHO OPTraHW30BAaHHOW CTPYKTYpbl OpraHm3Ma,
HECMOTpS Ha yajeHue, fo0aBleHNe Ui NepeMenIn-
BaHME HEKOTOPBIX KJIETOK 3apOfbIIa; MO3HEE OKa-
3aJ10Ch, YTO PETYJISLNU APUIIEBCKOIO THIIA OyKBalb-
HO IIPOHMU3bIBAIOT BECb OHTOT'€HE3 U OHM BO3MOKHBI
JUIIb IPY HATTMYAU MYJIBTH(TOTH)IOTEHTHOCTH KJle-
TOK, BOBJEYEHHBIX B mpornecc (bemoycos, 2005).
Jlpuil nepBbIM NOHS TO, YTO Bonbnept nos:xe Tou-
HO 00O03HauWJI TEPMUHOM ‘‘NO3UIMOHHAsl HH(OpMa-
nus” (Wolpert, 1996). CornacHo 3TOl KOHIEMIIUH,
KJIETKH, KOMIETEHTHbIE K BOCIIPUSITHIO HHULIUAPYIO-
mero curaana (MHIYKTop AudpepeHInpOBKH, MOP-
(poren), cenuanu3upyoTCa, OPUEHTHPYSCH (C IOMO-
LIBI0 HEM3BECTHOIO MEXaHM3Ma): a) Ha KOHIEHTpa-
U0 MOP(OTeHEeTUYEeCKH aKTUBHOTO (akTopa
(MopdoreHna) B JaHHON TOYKE 3apofbliia, 6) Ha CO-
OTHOIIIEHNE KOHIEHTpalUil HECKOJIbKUX Mopdore-
HOB WJIH, HAKOHEL, B) Ha MPONOJIKUTEIBHOCTD AC-
cTBus MopgoreHna Ha kietky (Wolpert, 2002). Ogun
U TOT K€ MOP(OreH MOXKET UI'PaTh HEOUHAKOBYIO
POJIb Y Pa3HBIX BUJOB, B PA3JINYHBIX MECTAX U HA pa3-

I PaGora nopepxkana PoccuitckuM hoHIOM (pyHIaMEHTATBHBIX
uccnepgoBanuil (mpoext Ne 04-04-49600).

HBIX cTagusx pa3putusi oguoro Bumna (Tsikolia, 2006).
CornacHo “KOHIEHTPaUOHHON Mofesin”’, OIU3KO K
KOHIIENINY NMO3NIMOHHON MH(OpMAallK, HE TOJIBKO
caMO BO3HMKHOBEHNE 3a4aTKOB, HO M MX B3aUMHOE
pacnosiokeHne B MPOCTPaHCTBE HAXOAUTCS OJ] KOH-
TPOJIEM I'paJUE€HTOB KOHUCHTPpAU UHAYKIONOHHBIX
(pakTOpOB, OCU pacpocTpaHeHUsI KOTOPBIX CO3AAI0T
cucreMy KooppuHaT. B ee pamkax HeciyyaliHbIM 00-
pa3oM pacloyiararoTcsi OCEeBbIE 3aYaTKU OPTaHOB.
Knerouynsie Murpanuy cnoco0CTBYIOT IepeMelLEHH-
sIM MHIIEHEH W MCTOYHUKOB MOP(OI€HOB OTHOCHU-
TEJIBHO JIPYT Apyra, npudeM popMa B3auMOAEICTBY-
IOIIMX KJIETOYHBIX TPYII MEHSETCs, Co3fiaBasi JIo-
KaJbHble U [AJbHEAWCTAHTHBIC HATSDKCHHS W
penakcanuu. Kak B 3Tux ycnoBusx BO3EHCTBUS UH-
AYKTOPOB Ha KIIETKHU-MHUILIEHU MOTYT ObITh UMH MO-
HSITBI M YCTOMUYMBO 3anioMHeHbl? Ha sToT Bonpoc 06-
LWENMPUHATOrO OTBETa HET Jlo cux nop. Kak knerkn
UHTEPIPETUPYIOT CBOIO MO3UIHUIO Ha OCH KOHIEH-
TPallMOHHOTO I'PajlueHTa NHAYKTOPA U Kak ‘‘3allOMH-
HaloT’ IpUOOpEeTEeHHOE B TO WM NHOM MO3UIIUU HO-
BO€ COCTOSIHME — Ha 3TOT BOIPOC $ MBITAIOCh J1aTh
CBOI1 OTBET B IIpefiaraemMoii pabore. Ho aTiuM oHa He
OrpaHMYMBaeTCs. 37IeCh pPa3BUBAETCS TaKxKe Mpef-
CTaBJIEHNE O NapareHoMe KaK HeKOell CyIIHOCTH, He
MEHEee BaXKHOH ISl 9YKapHOT, YeM UX reHoM. Ilapa-
F€HOM UIPaeT PoJib KaK B UHAMBUAYAJIbLHOM pa3BU-
THU, TaK U B COOBITUSIX, UMEIOIIUX OTHOLICHHE K
ajlanTanusM 1 (pUIOreHesy.

Hecmotpsa Ha pacmmdppoBKy reHoma, rjge B Ju-
HENHOI (popMe 3aKOANPOBAHO Pa3BUTHE OPraHU3Ma,
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7 HECMOTPS Ha YCIEXW B M3yYCHUH MEXaHUYECKOTO
KOHTPOJIS TKAHEBOTO MOP(OreHe3a, Mbl BCe elle He
nonnmaeM (Ingber, 2006), 3a cuet yero sMOpUOHAIb-
HbIe TKaHU U OpPraHbl (QOPMUPYIOTCS KaK ONTUMAJb-
HO CIUTAHUPOBAHHbIE TPEXMEPHbBIE (DOPMBI.

He pemiena u pgpyrast 3agaya OMOJIOTAN Pa3BUTHS —
[0 KOHIIA He IOHAT MEXaHU3M KJIETOYHOM NaMATH O
JNOCTUTHYTOM COCTOSIHUU KJIETOYHO! AucpdepeHnn-
POBKH (OOBIYHASI CChIJIKA HA METHJIMPOBAHKE U APY-
rue snureHeTndeckrne 3(QPeKThl MPeACcTaBIIETCS
HeflocTaTO4YHOM). Penienne aToit 3aga4yn ynupaercs B
npoOaeMy “perymisiiuu peryiasiTopoB”: ecnu gudde-
PEHIMPOBKY INOAAEP>XKUBAET HEKMUH PEryasiTop, TO
HY>KEH BTOPOW PEryJsiTop, CAEASAINI 3a NePBbIM, —
TPeTHH, CIefsLMi 3a BTOPbIM, U T.JI. HeT o0menpu-
HSITOTO OTBETa M Ha BOIIPOC, KaK OCYILIECTBIsETCS
CTPOTUl KOHTPOJIb 32 CBOEBPEMEHHOCTHIO Pa3BUTHS
U IPeOTBpAallleHuEM, HAIPUMED, CITUILIKOM PAHHETO
IIOJIOBOT'O CO3PEBaHUs U cTapeHus (mpodjema TeM-
MOPaJIbHOI0 KOHTPOJS B OMOJIOTHH pa3BuTus). Tpyn-
HOCTH, CBA3aHHbIE C HESICHOCTSIMH B IIOHMMAHUU CO-
ObITUIl MHAMBUAYAILHOTO PA3BUTHUS, HAKIAJbIBAIOT
CBOE BJIUSIHUE U HAa 00JIaCTh, MOTPAHUYHYIO C OUOJIO-
rueil pa3BUTHS U B 3HAYUTEIBHON MEPE OT Hee 3aBU-
CSIIYIO, — peUb, KOHEUHO, 00 3BOIIONNOHHOM OGMOIIO-
run. [Ipepmaraemple 3aMeTKH 1O 3THM BOIpOCaM
00 beguHsIeT 001as uaesi, KOTOPYIO MOXKHO chopMy-
JUPOBaTh TaK: TEKyLIME IPEJCTaBICHUS O I'e€HOME
KaK €IMHCTBEHHO! MH(pOPMOTEKE U €IMHCTBEHHON
ONnepamueéHoli aMsITU OpPraHu3Ma NPUHIHUIUATILHO
HEIOJIHbl — HE XBaTaeT OJHOIO BaKHEHIero ae-
MEHTa, KOTOpbIil MOXKET ObITh 0003HAaUYEH KakK napa-
TEHOM.

YTO TAKOE ITAPATEHOM, KAK OH
CO3OAETCA U ITOYEMY BAXKEH [1JI5
MOP®OI'EHE3A

ITapareHoM — 3TO COBOKYIHOCTB COfie p>KalluX re-
HBI SJIEPHBIX OPTaHell, KOTOPBIE B XO[Ie¢ HOPMAJIBHO-
r0 WHAWBUAYAIBHOTO Ppa3BUTUS OOpa3yloTCs IpHU
nudpepeHIupPOBKaxX B BUe KONMUI, BHIHECEHHBIX 3a
MpefieNbl HyKIEOTUIHON MOCIEA0BAaTENBHOCTH XPO-
MocoMHo# [THK, HO ocTaBnsieMbIX MPUKPEIIEHHbI-
MH K XpOMOCOMeE (B 3TOM HX OTJIIMYKE OT 3KCTPaxpo-
MocomHoi [THK). Otn amnimndukaTs! — matepanb-
Hble, T.€. OHH PaCHOJOXEHbl OOK O OOK ¢
xpomocomHonl [THK, uyem oTnuyaroTcs OT TaHAEM-
HBIX TOBTOPOB B caMoil xpomocomHoil [THK. T'nmo-
TETUYECKHE KOMIIOHEHTBI ITApareHoMa IpefcTaBie-
HBbI OCOOBIMH SIIEPHBIMHU OpraHejjgaMu. B ux ymcio
BXOJSIT IPUHTOMEPHI U XpOHOMepbI. PogoBoe Ha3Ba-
HUE Il HUX — PeAYMEPbI, OHO ITPOCTO OTPaXkKaeT CIO-
COOHOCTb NPHUHTOMEP M XPOHOMEP YMEHBIIATHCS B
JUIMHY B pe3ylbTaTe KOHIEBOTO HEJOKOMMUPOBAHUS,
YTO TOApPOOHO paccMoTpeHo paHee (OIOBHHKOB,
1999, 2003, 2005; Olovnikov, 2004-2006).

ITomMuMO Ha3BaHHBIX OpraHell, OOJUTaTHBIX [
MHOTHMX COOBITHII MOp(OreHes3a, B COCTaB IMapareHo-

OHTOI'EHE3 Ttom 38 Ne2 2007

137

Ma BXOJIUT, HO ye Kak (pakyJIbTaTUBHBLIN 3JIEMEHT,
elle OffMH BapHaHT IOCTYIMPYEMBbIX SIePHBIX Opra-
HeJ — puIoMephbl Wid, MHaYe, ajlanTeHbl. Pumome-
Pbl — 3TO OpraHellibl, KOTOpbI€ B OTIMYME OT MPUH-
TOMEP U XPOHOMEP CO3/IaIOTCS B TOJIOBBIX KIIETKAaX B
9KCTPEeMAaNTbHBIX ISl Pa3BUTHUSI OPraHN3Ma YCIOBHSIX
U UTPAIOT POJIb TPAH3UTOPHBIX OPraHellI, TOMOTaro-
KX B aJjanTaliu.

ITaparenom — aTo Bca nmepuxpomocomuas [THK,
oTamyaromascsa ot xpomocomuoit IHK, T.e. oT sigep-
HOT'O T€HOMa, ABYMSI OCHOBHBIMHU CBOVICTBaMHM — TPaH-
3UTOPHOCTBIO W CHOCOOHOCTBIO OCYIIECTBIIATH KOH-
TPOJb HaJl XpPOMOCOMHBIMY F'€HAMH, YYaCTBYIOIIMH B
nugdepennupoBkax. Xors nepuxpomocomuas JHK
MpeficTaBleHa KONUSIMU ONPEJEIeHHbIX CETMEHTOB
F€HOMA, TEM HE MEHEe MMEHHO Ha HEE BO3JIOXKEHBI
MHOTU€E KJII0UEBBIE PeryIsiTOpHble (PyHKIUK B pabo-
T€ KJIETKU U B (PYHKIIMOHUPOBAHUU CAMOTO SIIEPHOTO
reHoma. B Kakoi-To Mepe, eciii HCHONb30BaTh M3-
BECTHBI apOPU3M, XBOCT [ACHICTBUTENIBHO BUTISIET CO-
0akoil, 100 MIMEHHO NTapareHOM B 3HAYUTEIBHON Me-
pe ynpasisieT paboTOi FreHoMa.

Becr mapareHoMm cospaeTcs uepe3 OOpaTHYIO
TPAaHCKPUIILNIO XPOMOCOMHBIX OPUTUHAJIOB (B COBO-
KYIIHOCTH 3TH OpUTHMHANBI TNPEACTaBISIOT CcOOOM
XpPOMOCOMHBIH “mpoTonapareHoM”). IToaTomy mapa-
reHOM IIPOXOAIUT Yepe3 CTajulo, TaK cKa3aThb, KBa3u-
skcrpaxpomocomHoil [IHK. Ognako Bo3HuKaromme
npoaykThl, a uMeHHo kKommuiekcbl PHK-JTHK, a 3a-
teM U aByxcnupanbHas [THK, He mokuparoT MecTo
CBOET'0 BO3HMKHOBEHMS U 3asIKOPUBAIOTCS HETIOCPEI-
CTBEHHO Hajl CBOMM XPOMOCOMHBIM OpHTHMHAIOM. B
MPOTUBHOM Cly4yae KaxKoMy IPOAYKTY OOpaTHOMI
TPaHCKPUIIMHK NPUIIIOCH ObI NCKATh CBOI OpUTUHAT
IO BCEMY SIAPY, UYTO PE3KO CHU3MIO ObI pe3yabTaTHB-
HOCTB IIPOIiecca CO3JjaHusl IapareHOMHBIX CTPYKTYP.
IInst Toro 4ToObI N306€KaTh TAKOTO OCIOKHEHHS, CO-
[JIACHO U3JIaraeMoyl TUNOTe3e, KJIETKAMHU UCIOIb3Y-
eTcs CIeAyIOIUi MPOCTOi MpreM, paGoTaroUuil Tpu
CO3[jJaHMU BCceX Monekyn nepuxpomocomuoin JHK.
Mousekyabl 00paTHO TPaHCKPUIITAa3bl (BEPOSITHO, B
KOMIIIEKCE CO BCIIOMOTaTEIbHBIMI OENKAMU) Iepex
CO3/IaHMEM OYEepEeTHON MOJEKYJbl HNEPUXPOMOCOM-
Hoit [JTHK uMMOOMNIN3YyIOTCS HAa MOBEPXHOCTH XPO-
MOCOMBI HaJl COOTBETCTBYIOLIUM XPOMOCOMHbBIM
OPHUTMHAJIOM — 3TO oOecrne4ynBaeTcs OenKaMu reTe-
POXpOMAaTHHA B KJIETKE, KOMIETEHTHON K COOTBET-
CTByIOLIEeN AN pepeHInpoBKe WK AeTePMHUHALINN.
IToaToMy Ha Monekyje OOpaTHOW TPaHCKPHUITAa3bI
JOJKEH ObITh HalfIEeH JOMEH, YYAaCTBYIOIIMII B MPO-
1ecce BpEMEHHOT'O NMPUBA3bIBAaHMUS CaMOro (pepMeH-
Ta (MK ero KOMIIeKca ¢ ApyruM pakTOpOM) K TeTe-
poxpoMaTuHy. BbIOOp KOHKpETHOrO CcerMeHra B
XpOMOCOME TIPH 3TOM OIpefesaeTcsl, KOHeUHO, He
o0OpaTHOl TpaHCKpUINTa30l, a TeMmMu QakTopamMu
KJIETKH, KOTOpbIe OTBEYAIOT 32 COCTOSIHHE €€ KOM-
METEeHTHOCTH (T.€. 3a €€ TOTOBHOCTb TNPOU3BECTHU
CTPOTO oNpefelIeHHyI0 A PEPEHIUPOBKY B cllydae
IPUXOfia COOTBETCTBYIOLIEro nHAYKTOpa). [Tocneno-
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BaTeJILHOE TPAH3UTOPHOE (Mpexopsiee, BpPEeMEH-
HOE) CBS3bIBaHNE MOJIEKYJ YKa3aHHOTO (hepMeHTa C
pa3HbIMU CErMEHTaMH XPOMOCOM HECONOCTaBUMO
MPOIIE OCYIIECTBUTH MO CPABHEHUIO C MOUCKAMU MO-
aexyiaamu [JHK uX XpoMOCOMHBIX THE3[, COOTBET-
CTBYIOIIUX PACHOJIOKEHUIO XPOMOCOMHBIX OPUTAHA-
JIOB, C KOTOPBIX OBLIU CHITHI KOTHH.

ITaparenoMm — ato obobmaroniee MNOHSATHE IS
BCEX BapHaHTOB IIPENINOJIAraeMoOi INEPUXPOMOCOM-
Hou iByxcrimpansHoi [JTHK, x koTopoii runoretTuye-
CKM OTHOCSITCSI PAcCIOJIOKEHHbIE B COOCTBEHHBIX
XPOMOCOMHBIX FHE3/1aX (Ha IOBEPXHOCTU XPOMOCOM)
OTHOCHUTEJIBLHO HEOOJbIINE (MPEATNOIOKUATENBHO OT
1 mo 10-15 T. n. H.) nuHeitHbIe MoneKkyabl JHK, T.e.
YIIOMSIHYTbl€ IPUHTOMEPBI, XPOHOMEPDI, (PUIOMeE-
pbl, a Takke HekoTopsble apyrue [JTHK-copepxkaiue
3IJIEMEHTHI sifipa, YAepKABaIOIKecs Ha XpOMOCOMaX.

IIo HaGopy cBOMX I€HOB IapareHOMbI KIJIETOK
OfIMHAKOBOH A(ppepeHInpOBKY UAEHTUYHBI, TOTA
KaK KIJIETKH pa3HbIX AU pepeHIIPOBOK OTINYAIOT-
csl mapareHoMamu. [IpyruMu cioBaMu, KJI€TKH Of{HO-
ro OpraHm3Ma, UMes OfINHAKOBBII T€HOM, MOTYT
UMETh HEOMHAKOBbIE TapareHoMbl. 3ajjada napare-
HOMOB — UCIIOJIHSTh HEUTO BPOJ€ TOH pONH, KOTO-
PYIO BBINOJHSAET ONepaTUBHAS NaMSTh B KOMIIBIOTE-
pax, HO He TOJbKO; []a U 3Ta aHAJIOTHs, KaK BCE aHa-
Joruy, BecbMa NnpuOnu3uTenvHa. bosiee nogpoOHO
poOJb MapareHoMa MOKHO OOBSICHUTH, Pacckas3aB O
(pyHKUMSAX ero pasHbIX 371€MEeHTOB. [IpuHTOMEpPHI 1
XpPOHOMEPHI — HauboJsiee OObIYHbIE KOMIIOHEHTHI Na-
pareHoma, o6s13aTeNIbHbIE AJIsl ONPEieIEHHBIX TUIIOB
ki1eToK. [IpuHTOMEPBI UrpaloT KIIOYEBYIO POJb B
MopdoreHese, KOHKpETHEE, B YTEHUH KJIeTKaMy I0-
3UIMOHHON MH(OPMallNU, a XPOHOMEPHI HY>KHBI 1JIsI
KOHTPOJISI 32 CBOEBPEMEHHBIM Pa3BePThIBAHUEM Psi-
fa cOObITHI MHAMBUYAIbHOIO Pa3BUTHS BO Bpeme-
Hu (OnoBHUKOB, 1999, 2003). KpaTtkoe paccmoTpe-
HHE NIePEUNCIICHHBIX 3JIEMEHTOB LIeJIecO00pa3HO Ha-
YaTh C LEHTPAJbHOW HEPEUICHHOW MNpOO0JIeMbl
COBPEMEHHON OMOJIOTUU Pa3BUTHUS — C MeXaHU3Ma
PeryisiTopHoro MmopdgoreHesa.

B MOPO®OI'EHETMYECKOM IIOJIE
BO3HUKAIOT TOJIbBKO JIBE I'PYTIIIIbI
KJIETOK. BUHAPHOCTb BbIBOPA
KIIETOYHOHM CYJbBbI

B ornuune ot npepcrasiennii Bonasnepra MOKHO
MPEANOIIOKATh, YTO KIETKN HE CIIOCOOHBI Ompefe-
JATh MHOXKECTBO 3HAYEHUI CBOUX IO3WUUI Ha OCH
rpajueHTa U 4YTO OHM CIIOCOOHBI Ha CaMOM Jejle
TOJIBKO ONIPEAETNTh, JAlIEKO WM OJIU3KO OHU Haxo-
JATCSL OT MCTOYHMKA WHAyKTOpa. KoHKpeTHee, s
yTBEPXKJ a0, 4YTO KJIETKU B MOP(OreHETUYECKOM I10-
Jie cnOCOOHBI JeNIaTh BHIOOP TOJBKO MO OUHAPHOMY
MPUHLHUIY — IPUHUMATh COCTOSIHUA A uinu B (moutun
Kak B KomnbioTepe ¢ ero 1 unu 0) 1 HUKakue 60b-
me. Kak aro peanusyercs?

OJIOBHUMKOB

Y4acTtue NpUHTOMEP B MHTEPHpPETALUU MO3UIHN-
OHHOWl MH(OpPMAIMM OCYILECTBISIETCI Ha OCHOBE
pacnakoBKU CTPOTO OMNPEfEesIEHHBIX XPOMOCOMHBIX
CErMEHTOB (IPOTONPUHTOMEDP), MPOTEKAIOIIEN MOf
BIINSTHUEM MOpCpOFeHeTI/I‘IeCKOFO WHAYKTOpPA, KOH-
LOEHTpanust KOTOPpOro BbICOKa BOJIN3M €ro UCTOYHU-
Ka U HU3Ka Ha NPOTUBOIOJIOXHOM KOHIlE Mopdore-
HeTuyeckoro nonsd. Bee kneTku MopdgoreHeTuye-
CKOTI'O MJIU, MHAa4e, SMOPHOHAILHOTO MOJISI HAXOASTCS
B COCTOSIHUM KOMIIETEHTHOCTH, T.€. CHOCOOHBI OTBe-
TATH HA MTHALUHUPYIOUIMI CUTHAJ PACHaKOBKOH U IO-
ClleAyIolell KpaTKOBPEMEHHON TpaHCKpUIuei (mo-
clle 4Yero MpoTONPUHTOMEPHI BHOBb 3al1aKOBBIBAIOT-
Csl M B 3aBUCMOCTH OT CIIEIMATU3ANNN KIETOYHOTO
KJIOHa HafoNro Jubo HaBCerha TPaHCKPUIIMOHHO
3amonkaroT). K mpuxopy KJIeTKM B COCTOSTHME KOM-
METEHTHOCTU COOTBETCTBYIOIIMI CETMEHT IreTEPOXPO-
MaTHHA MEHSIET CBOIO KOH(PUTYpaLIUIO, MTOAIrOTABINBA-
sICh K BO3MOKHOMY aKTy pacnakoBku. COrjacHO Tumo-
TE€3€, OJHOBPEMEHHO B KIJIETKE KOMIETCHTHDbI
TOJIBKO J1Ba TUIIA IPOTOIIPUHTOMEP, T.€. XPOMOCOM-
HBIX IIPEAIIECTBEHHUKOB NpuHTOMep. O003HAYNM
9TH NPOTONPUHTOMEPHI COOTBETCTBEHHO KaK pe3u-
CTeHTHYIO (R) 1 HEpE3UCTEHTHYO, CCHCUTUBHYIO (S).
[Ins pacnakoBKHM INpOTONpHHTOMEPBI R Tpebyetcs
BBICOKHH, a 7151 S fa’Ke HU3KUI YPOBEHb UHAYKTOP-
HOTO curtana. PacnakoBka mt0001 IpOTONPUHTOME-
PBI IeNIaeT ee JOCTYIHOM AJIsl TPAHCKPHIILUH, a TPaH-
ckpunT (6naropaps aKTUBHOCTH JIOKAJILHO PACIIOIIO-
>KEHHOH Ha XpOMOCOMe OOpaTHOTPaHCKPHUITA3HOMN
aKTUBHOCTH) 3IECh XK€ MPEBpaIaeTcsl B IPUHTOMEPY —
B nepuxpoMocoMHyro Mojiekyiny HHK. Hanee ona
HauyunHaeT paboTaTh, YAEP>KNBasCh B CBOEM XPOMO-
COMHOM T'He3Jle, 00pa30BaHHOM C Y4acCTHEM COOTBET-
CTBYIOILLIEl NPOTONPHUHTOMEPHI, KOTOpas Tocie
CO31aHus MNPUHTOMEPLI BHOBb KOMIIAKTHU3YETCA,
TPaHCKPUIIMOHHO 3amounkas. KieTku, gameko ot-
CTOsIILIAE APYT OT ApYyra Ha ocu MOp(hOreHeTHIECKO-
ro rpajgueHra, OyiyT NpUHUMATb OJHO U3 [IByX BO3-
MOKHBIX cocTosHmin auddepennnpoBku. bomee
KOHKPETHO, B KJIETKaX MOP(Or€HETHIECKOrO MO,
OKa3aBIIUXCsl BOJM3U MCTOYHHMKA CUTHaNa (T.e. Ha
(poHe ero BBICOKOrO YpOBHS), paclakKOBAaHHBIMH U
AKTUBUPOBAHHBIMU OKaXKyTCsl 00a THIA KOMIIETEHT-
HBIX poTonpuHTOMEp — R 1 S. Ha nmpoTuBononox-
HOM IOJTI0CE IMOPHOHAIBHOTO KIIETOYHOIO OIS Oy-
[eT aKTHBMpPOBaHA TOJBKO INPOTONpPHUHTOMEpa S.
DTO NPUBOAWUT K BO3HMKHOBEHHMIO I'€T€POT€HHOCTH
UCXOJTHO WAEHTUYHBIX KIJIETOK, IPUYEM BO3HUKIIIEE
UX pa3In4re MOXET KacaTbCsd OCOOEHHOCTEN MeTa-
6onmn3Ma, 3KCIPEecCuu pa3HbIX HAOOpPOB OENKOB M
Apyrux (pakTOpoB, B TOM 4HCje U OEJIKOB KJIETOUHOM
ajire3uy Ha NoBepxHOCTH KieTok. [Tocnennee odcTo-
ATEILCTBO OOECIEYUBAET MoOcaeayrliee 00ocodne-
HHE [IByX BO3HUKIINX KJIETOUYHBIX HOMYJISLUN, B TOM
YHCIIe U B cepefiuHe MOP(OTreHeTUYECKOro MOJIs, I7ie
nepeMelianbl KJIEeTKU, MPUHSBIINE TPOTHBOIOIOX-
HbIE PEIICHUs], HO pacXOfsIecs 3aTeM Ha JIBa jare-
pst Giaropapsi KIIETOYHON COPTUPOBKE, KOTOPask MO-
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KEeT U [OJIXKHA OCYIIECTBISITLCS B XOJ€ MOCIENyIO-
IUX TaK HAa3bIBAEMbIX IIOWCKOBBIX MUTPAIHI,
XapaKTepHBIX BOOOIIE M CaMbIX Pa3HOOOPa3HBIX
TunoB kieTok (Bacunwes, ['enbdann, 2006). Takum
MyTeM KIIETKH MOP(OTreHeTHIECKOTO TOJIS MoyJa-
FOT BO3MOXHOCTb HHTEPIPETUPOBATE CBOIO MO3UIIN-
OHHYIO MH(OPMAIMIO U B COOTBETCTBUHU C HEW Me-
HATH CBOIO Crienn(puIHOCTh. VIMEHHO WCIoab30Ba-
HUE IPUHTOMED, KaK ObI 3anevaTieBaromux (OTCroaa
¥ caM T€PMUH — IPUHTOMEPA) JJIs1 KIETKU JOCTUTHY-
TOE €0 COCTOSTHUE, MO3BOJISIET €fl WHTEPIPETHPO-
BaTh NO3UIMOHHYIO nH(popManuto. brarogapst yme-
HUIO YUTATh NO3UIMOHHYIO MH(POPMAIMIO KJIETKU B
XOJIe CaMOTO PaHHETO Pa3BUTHUS MOTYT Pa3HBIMU ITy-
TSIMHU TPUITH K OJHOMY U TOMY Ke pe3yJIbTaTy: Ha-
puMep, AaxKe IepeMeliaB UICKYCCTBEHHO OjlacTome-
pbl WIH YMEHBIIUB WX YWCIO, HEJIb3sl MOMeEINIaTh
KJIETKaM, 3aHOBO CO3[IafOIUM CBOHM MPUHTOMEPHI,
CHELUANN3UPOBATECS B CTPOTOM COOTBETCTBHUM C
TaBHUM TIPABUJIIOM MEXaHWKHU PA3BUTHS, TIACSIIAM
cnoBamiu [Ipuiiia, 4yTo “cyap0a 4acTu ecTh (PYHKIIHS
ee MmoJoxKeHusl B ueysom”’. IMeHHo aTa, MpuHTOMEpP-
Hasl, aKTUBHOCTB JIESKUT B OCHOBE CIOCOOHOCTH Opra-
HU3MOB K 3KBH(UHAIBHOMY Pa3BUTHIO, MAIOIIEMY
ONIMHAKOBBI KOHEYHBIH pe3ynbTaT, HECMOTPS Ha
MPUHYIUTENHHOE TIepeMeleHne KIETOK.

[TaM4Th KNETKX O NOTYyYEHHON NO3UUOHHON WH-
(¢popmanum coxpansieTcst 6marogaps mpuHTOMepam R
u S u fanee coMmaTnuecku Hacaenyerca. CyTh ienia He
MeHsIETCS, HaXOIITCs T 3TH R 1 S Ha OJHON nian Ha
Pa3HBIX XpOMOCOMax KJIETKH. B uTore Bce KIIETKH,
KakK BOJU3M UCTOYHMKA MOP(OTreHeTHIECKOro KOH-
LEHTPALIMOHHOI'0 TPaJUeHTa, TaK U Ha MPOTUBOIO-
JIO2KHOM Kparo MOP(pOreHeTHYECKOro MOJIsl, HCXOJHO
COCTOSIIIIEM 13 OTMHAKOBBIX KIETOK, OOPETYT COBEp-
IIEHHO pa3iuyHble TUTO(EHOTUIbI, cQOPMUPOBAB
Onaropapsi 9TOMY OfIHY CTPYKTYpPY BOJIU3U UCTOYHU-
Ka MOp(OTreHeTHIECKOr0 NHAYKTOpa 1 BTOPYIO, OT-
JIUYaromytocd 1no ¢gopme u/unm no OMOXUMHUH, BAAIN
OT HETO.

Ouepennas napa nporonpuaTomMep R2 u S2 npn-
00peTaeT KOMIIETEHTHOCTb, T.€. CHOCOOHOCTBb OTBE-
4yaTh Ha OINPEJIENIEHHbIN MOp(QOreH (Ha TOT XK€ WU
HOBBIIT), TOJIBKO MOCJIE TOTO KaK y>Ke CO3[]aHbl IPUH-
toMmepbl R1 u S1; nmenHo npuatomepsl R1 u S1 ye-
pe3 KacKaJ] BHyTPHUKIIETOYHBIX COOBITHI MTOMOTalOT
3aTeM ImpoTonpuHToMepaM R2 m S2 nmpuoGpectn ux
COOCTBEHHYIO KOMIIETeHTHOCTh. Crefyromas napa
nporonpuaToMep R3 u S3 nosyuyaeT cBoro Komile-
TEHTHOCTb TOJIBKO TIOCIIE€ CO3[IaHMs B KJIETKE NTPUHTO-
Mep R2 u S2 u 1.1. [TonyyeHre KOMIOETEHTHOCTH ITPO-
TONPUHTOMEPAMH O3HAYaeT NMPUOOPETEHNE COOTBET-
CTBYIOLIUMU CErMEHTaMHU reTepoxpoMaTnHa
MEHBIIIENl KOMIIaKTU3allid U CBSI3bIBAHME 3THUX CET-
MEHTOB C COOTBETCTBYIOIIMMHU BCIOMOTATEIbHBIMU
Oesikamu sfipa (B TOM YHUCIEe ¢ OOpaTHON TPaHCKPHUII-
Ta3oi). Takoe momaroBoe n3MEHEHHE CBOICTB KJle-
TOK HUKaK He MPEemsTCTBYET WHTepIpeTaliil UHAN-
BHIyaJbHBIMH KJIETKAMH UX KOHKPETHOH MO3UINOH-
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HOH nH(OPMAIUH U UX CITIOCOOHOCTHU MOCIIEIOBATEILHO
cnienuanu3upoBaThes. [lomarosas mHTEpHpeTanun
U 3allOMHUHAaHUE (IIOCPENCTBOM IPUHTOMEP) TOCTHI-
HYTOT'O COCTOSIHUSI TIO3BOJISIET CO3[laBaTh HOpPMaib-
HblE 3aKJIaKH CJIOXHBIX OPraHOB (HampuMep, KO-
HEYHOCTEN) lake U3 OecnopsAOYHO NEPEMEIIAHHBIX
KJIETOK.

PHK, xopupyemble mapareHoMOM, MOTJIH OBl Ha-
OpaBisiTh MOpGOreHe3, KOHTPONHMPYS KadeCTBEH-
HBII ¥ KOJIMYECTBEHHBIN COCTAaB MOJIEKYJN KJIETOY-
HOW aJire31H, BN HA CBOMCTBA IUTOCKENETOB, 9KC-
TPaKJIIETOYHOrO MaTpukca W T.j. OauH u3 nyTten
Bo3peicTeus perynstopHbix PHK Ha xpoMocoMHbIe
TEHBI JIEXKUT Yepe3 paHee NOCTYIMPOBaHHYIO HOHHO-
(poHTaHHYIO CHCTEMY PETYISLUN 3YKAPUOTUIECKOTO
reHoma (OnoBHukoB, 2001). PaccMaTpuBaemMbliit Me-
XaHW3M peryisnuu MopdoreHesa u co3faBacMbIX B
HEM IHUTOAN(P(EPEHINPOBOK JIOIKEH NPUCYTCTBO-
BaThb B pa3lU4HbIX MOP(OreHeTHYECKUX MOJISX U IO-
CIIeJOBATEJIbHO OCYLIECTBIATHCS MOJ BO3[IeiCTBHEM
pa3sHOOOpa3HbIX MOP(OTE€HOB 1 NPH Pa3HbIX OPUEH-
Tanusix ocefl MopgoreHeTHYeCcKux rpagueHTos. [1o-
BTOpSIIOIIKECS IUKJIbI CO3MaHMUs M 3KCIPECCHH OYe-
PEAHBIX HAOOPOB NPUHTOMEP SBISIFOTCSI OCHOBOW
TOOBIX PETYISTOPHBIX MOP(OTeHe30B, CIIOCOOHBIX
co3flaBaTh caMble NPHUYYAJIUBbIE (POPMBI >KHUBOTO.
IIpenmokeHHbII MEXaHWU3M SIBISETCS KIIOYEBBIM
[t 00pa30BaHMs MYJIbTHIEIUTIOISPHBIX OPraHOB U
(pakTHYECKHU CIYKHUT CIOCOOOM NEepeBoja JIMHEHHO
3aKOMPOBAaHHOI B TeHOME HH(POPMALIMU B TPEXMEP-

HyIO0 popMmy.

BBIBOP KJIETOUHOW CYObBEI:
[TPUHTOMEPLI 1 TPAIVEHTDI

Knerounast cynp6a B MopdoreHese 3aBUCUT OT
Habopa IPUHTOMED, KOTOPBIE KJIETKA MOJTyJaeT, Ha-
XOJISICh B KOHI[EHTPAIMOHHOM T'palueHTe MHAYKTOPA,
Ha OCH KOTOPOTO PacHoIOKEeHO Mop(oreHeTuye-
ckoe mose. CHavaia mo3ToMy — HEMHOTO O TpajiieH-
Tax.

Hpero KOHIEHTPalluOHHBIX T'PaIMeHTOB BELIECTB,
[NEeTEPMUHUPYIOIIMX CyALOBI KJIIETOK B MHANBHUAYaJb-
HOM pa3BUTHH, Ipemnoxun bosepu (Boveri, 1901).
Xépcrapuyc nokasajl pa3jndusl B IOTEHIMAX K pas-
BHUTHIO BIOJIb AHUMAJILHO-BET€TaTUBHOM OCH 3MOpH-
OHa MOPCKOTO €Xa U OO'BSICHUI UX B TEPMUHAX I'pa-
IUEHTOB coOoTBeTcTBYIOUX (pakTopoB (HOrstadius,
1939). Yaiing pmeTanbHO pa3BU IPECTaBIEHUE O
rpagueHTax ¢aktopoB B amOpuoreneze (Child,
1941). Bonbnept cpopMyaupoBai, YTo MOpgoreHbl
U WHAYKTOPHBI AudepeHInpoBKY, CIOCOOHbBIE K
mucpdy3un Mo TKaHU, €CTh OCHOBA MPUOOPETECHUS
KaXKJ0H KIIETKOH MOP(OTreHEeTHIECKOT0 OIS OIpe-
lieJIeHHOro 3HaueHus (value) mo3unuoHHONW MH(OP-
Maluy, a IMEHHO HEeKOell HH(OpManuu O KOHKPET-
HOIl MO3UIUM KJIETKU Ha OCU I'pajeHTa KOHIeHTpa-
Ui, T.e. Ha OCH MEXJy HCTOYHMKOM H CTOKOM
Mopgorena (Wolpert, 1996). [leficTBUTENBHO, BBICO-
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KM€ ¥ HU3K1e KOHUEHTPALWN TO-Pa3HOMY BIIHSIIOT Ha
KJIETKH 3MOpPHOHAIBHOTO MNOJS (4acTO OYeHb He-
GOJIBIIOr0, MPUMEPHO B COTHIO KIIETOK). Tak, Halige-
HO, YTO BBICOKHE KOHIIEHTpalUK aKTHBHHA ((paKkTOp
n3 cemerictBa TGF[3), (pMKCMPOBAHHOTO HA HOCUTEIIE,
BBI3BIBAIOT 3IKCIpeccruio Genka goosecoid, a HU3KWE
KOHIIEHTpaluu — 3Kcnpeccuio Mmapkepa Xbrachyury,
YTO THIUYHO IJII HOPMAJBHOTO pa3BUTHUS Xenopus
(Gurdon, Bourillot, 2001). BiepBbie peanbHOe cyliie-
CTBOBaHME KOHIEHTPAMOHHOTO IrpajjueHTa Mopgdo-
reHa B Pa3BUTHU APO30(Uibl (Ha NpUMEpe TpaH-
CKpHUIIIMOHHOTO (pakTopa bicoid) mpogeMoOHCTpHpO-
BaHo B KoHie 1980-x rr. (Driever, Nusslein-Volhard,
1988). I'paguenT pakTOpoOB, 3a/1at0IIUX MOP(OIOTH-
YeCKMH aTTePH, MOXKET CO3[aBaThCsl HA OCHOBE pa3-
HBIX MIPOIIECCOB, CPEAN KOTOPBIX, HAIPUMED, HAKOI-
nenue u pacnag Toin MPHK, kotopast kogupyeTt Mop-
¢doren (Dubrulle, Pourqui€, 2004), a Takke CpOK
aKkcno3unun Kietok-muiieHein (Harfe et al., 2004).

BBuply HECOMHEHHOT'O 3HAaY€HMSI MEXaHMYeCKUX
(pakTOPOB B pa3BUTHM MX POJIbL WHOTNIA TPOTHUBOIIO-
CTaBJISIIOT PONIM XMMHYECKHMX TPafiMeHTOB. B aroit
CBSI3U MOAYEPKUBAIOT MONyTBeppoe (semi-solid) co-
CTOSIHUE KJIETOK, KOTOPOE 3aTPYAHSET CBOOOJHYIO
macdppysuro curaana (Hunter, 2000). Ha ato MoxxHO
BO3pa3uTh, OHAKO, YTO JIII TaKUX CUTHAJIOB, Kak,
Hanpumep, NO-paaukan, ciocOOHBIX ONMOCPE0BATh
BIIUSIHIE HEKOTOPBIX MHAYKTOPOB, HM LMTOIIIA3Ma,
HU MeMOpaHbI KJIETOK CYIIeCTBEHHBIM NPENsTCTBU-
eM He sBIstoTca. KpoMe Toro, aToT curHaj OTHOCH-
TEJILHO CTAOWJICH (BPEMs KU3HH COCTABIISIET HECKOIIb-
KO CEKYyH[]). Y4acTHe OKCHja a30Ta B MopgoreHese u
nudpepeHIupoBKax, oT (HopMOoOpa3oBaHus MIIO-
MOBOM MYLIKH A0 (PYHKIUOHHPOBAHHUS KOCTHOI'O
Mo3ra, mmpoko uccienyercs (Enikolopov et al., 1999;
Regulski et al., 2004). Oxkcupj a3oTa U HEKOTOpbIE
ApyTHe JIeTKO paclpOCTPAHSIOIINECS B TKAHA MOJIe-
KYJIbl CTONb BaXXKHBI [IJII UHTEPIPETAUN KIeTKaMu
WX NO3MLIMOHHON NH(popManyn B MOpgoreHese, Bo3-
MOXHO, KaK pa3 B CBSI3M C YKa3aHHBIM CBOHCTBOM
BHYTPEHHEN KIIETOYHOH CPENBI.

JIst paclakOBKH IOMEHOB IeTEPOXpPOMATHHA, CO-
fep>Kalyx MPOTONPUHTOMEPHI, T.€. XPOMOCOMHbIE
OpHUTMHAIBI OYYIIMX IPUHTOMED, MOTJIa ObI, B 4acT-
HOCTH, UCIIOJIb30BaThCs aKTUBALWs F'YaHUIATIHAKIIA-
3bI OKUCELIO a30Ta. M3BectHO, yTO KOHTAKT NO C re-
MOBBIM 3KeJe30M (pepMEeHTa OTKPBIBAET JOCTYI CyO-
crpata (GTP) K KaTaauTHYECKOMY ILEHTPY
ryaHmnariukiasel, rie u3 GTP cunresupyercs cGMP.
B cBoro ouepenb cGMP kak BTOpUYHBIA MECCEHKEDP
3aMyCcKaeT KacKaJ COOBITUI, MPUBOJSIINAX K NEKOM-
MaKTHU3alUU OIpEfIeIEeHHbIX CETMEHTOB I'e€TepOXpo-
MaTtnHa. Bnugaue cGMP Ha mopdorenes n audpde-
PEHIUPOBKY KJIETOK y TPBI3YHOB OCYILIECTBISETCS C
yuactueM cGMP-3aBucumoit npoTenHKuHa3bl THna Il
(Pfeifer et al., 1996; Chikuda et al., 2004). ITockonabky
OKHCh a30Ta MOXKET HMCIOJIb30BaTh Pa3JIMYHbIE CHUT-
HaJlbHblE TYTU IS MHAYKIUM SKCIPECCHM T'€HOB
(Hemish et al., 2003), pa3Hble BapuaHThI TPOTONPUH-

OJIOBHUMKOB

TOMEpP MOTJIH Obl aKTUBUPOBATHLCS MOJ] BO3[ICHCTBU-
eM HeugeHTHYHbIX NO-3aBHCUMBIX BCIIOMOTaTeNlb-
HbIX (pakTOpoB. Hekoroprie mHAYKTOpHI Aundde-
PEHIMPOBKYN (HAMpUMEp PpETHHOEBas KUCIOTa W
1,25-dihydroxyvitamin D3) B psige ciaydyaeB TakxKe
pefictByrOT yepe3 NO, HO nHa4e — Yepe3 MOAYJINPO-
BaHMe ypoBHI okcupaa asora (Datta, Lianos, 1999;
James et al., 1999). IIpocrarnanguHbl — elle OguH
KJIacC MHAYKTOPOB, TakKe CBOOONHO mudppyHANpy-
IOIIMXCSl B TKAHSX, B TOM YUCIIe Yepe3 MeMOpaHHbIe
Oapbepsl (Zhang, Rivest, 1999). Cnenyet 3aMeTHTs,
YTO OTPOMHOTO pa3zHOOOpa3us HHAYKTOPOB Andde-
PEHLUPOBKH Ji71s1 MOpdoreHe3a BoooO11ie, TO-BUAUMO-
My, He TpeOyeTtcs. Ix nu3zobunue, BEposiTHO, 3aMEHSI-
eTcsi OOBIIUM HAOOPOM IIPOTOIMPUHTOMEP, BCIIOMO-
raTeilbHble OENKM KOTOPBIX OTBETCTBEHHBI 3a
PELEeNIHI0 OTHOCUTEIBHO HEOOJBIIOro YUCiaa WHU-
UUHUPYIOUIMX CUTHAJIOB.

MopdoreneTnueckoe noiie — eHTpatbHas urpo-
Basl IUIOLIA/IKa MHAMBUAYAIBHOTO pa3BUTHSA. Mop-
(porenernueckoe moje Kak 4acThb LIEJIOrO €CTh Ta
KJIETOYHAasl TEPPUTOPHS, COCTAB, MECTO U BpEMSI CyIIe-
CTBOBaHUS KOTOPOI, HAXOASIIMECS IOJl KOHTPOJIEM XU-
MUYECKHX 1 (PM3UIECKUX BO3JEICTBHUI CO CTOPOHBI Tie-
JIOTO, OPMEHTUPOBAHBI Ha CO3[jaHKe NMMPUHTOMEP U 4e-
pe3 HUX — Ha CO3MAaHle MHOTOKJIETOUYHBIX CTPYKTYP.
ITocne coeil cnenyanu3anuu MOA KOHTPOJIEM “HO-
BOPOX/CHHBIX ’ NIPUHTOMEP NNOTOMKH KJIETOK, TOObI-
BaBIIKX B OAHOM 3MOPHOHAIILHOM HOJIE, MOTYT CTaTh
y4acTHUKAaMH HOBOI'O MOP(OIreHEeTHYECKOro IOJIS.
Ocb rpajiieHTa HOBOro MHAYKTOPA MOKET OBITh MO-
HOBOMY OpmeHTHpoBaHa. OpueHTauusi Oceil — 3TO
HeIIpeMeHHasl IpeporaTusa LeJIoro, 10 OTHOLLEHUIO
K KOTOpOMY MOP(OTeHETHYEeCKOe IOJIE€ SIBISIETCS
yacTelo. B HOBOM moJie co3paroTcsi HOBbIE PUHTO-
Mepbl. LIUKIbI co3MaHus HOBBIX IPUHTOMED U 3aBU-
CSIINX OT HUX AU PEepeHInpPOBOK CIEAYIOT B XOHe
aMOpHoreHesa OiMH 3a ApyruM. B nienom Gmaropaps
IPUHTOMEpPaM KaK 4acTH IapareHoma JMHEHWHO 3a-
nucanHast B xpomocomHoii [IHK, T.e. B reHOMe, UH-
¢opmanus nepesonutcsa B 3D-popMy pa3BuBarole-
rocs MHOTIOKJIETOYHOro cyujectBa. HopmanbHOe
pa3BUTHE IONMYCTUMO, HECMOTPSI Ha BapuabeTbHOCTh
(KOHEYHO, B OIpeflefIeHHBbIX Mpefenax) Kak 4vucia
yuacTByronux kinetok (Day, Lawrence, 2000), Tak u
pasmepa am6puona (Rands,1986; Kirschner et al.,
2000). Oasg Toro 4toObl gaxke MPU OUYEHb BHICOKOU
KOHLIEHTpaLun MOp(goresa pa3Butue Ob1I7I0 BO3MOX-
HBIM (T.€. YTOOBI BOJIU3M CTOKAa HE aKTUBUPOBAIIUCH
00e npoTtonpuHTOMEphI R 1 S), fonycTuMo, 94ToOBI B
OTHOILICHUY KJIETOK, YCIEBIIMX MPUOOPECTH 00€ MPUH-
ToMmepbl R 1 S, fieficTBoBas, Tak cka3aTh, KBOPyM-a-
(bekT: OHM BBIAEISAIOT (PAKTOP, HEUTPATUIYIOIIWI
U30BITOYHBIN 3(pperT MOpOoreHa n pa3penratomui
KJIETKaM IPOTHUBOIOJIOKHOIO KOHI]a MOP(OreHEeTH-
YEeCKOro TMOJII OTBeYaTh TONBKO OOpa3oBaHHEM
MPUHTOMEPHI S, HO He R 1 S. AnbTepHaTHBa 3TOMY —
UCKaXKEeHME pa3BUTHUs B U30bITKE MOp(oreHa B BUJe
(popMupoOBaHUS TONBKO OHOI U3 IBYX BO3MOXKHBIX B
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HOpME clielfann3anuil B JaHHOM MopdoreHeTnye-
ckoM noJe. Takoii, HanpuMmep, MOp(OTeH Kak peTH-
HOeBasl KUCIIOTa CIIOCOOEH He TOJBKO BbI3bIBAThH AY-
mmkanuo KoHeuynoctu (Niederreither et al., 1996),
HO eule U yTpatry 3agHed yactu amoOpuoHa (Kessel,
1992). B cnemmanm3anuy KIJIETOK, KaK H3BECTHO,
ONpENIENICHHYI0 pOJib urpaeT 3PeKT KIECTOUHOHN
KooIllepauuy, onucaHublii ['épaoHoM Kak “communi-
ty effect” (Gurdon et al., 1993a), cyTb KOoTOpOro B
TOM, 4TO KJIeTOYHas AU PepeHMPOBKA OKa3bIBAETCA
HEYCTOMYMBOM, €CIM YUCIO IUPPepeHINPYIOLIXCS
KJIETOK Majio, a IPU YBEJIMYECHUM YHCIA KIIETOK OHU
B3aNIMHO CTaOWJIM3UPYIOT APYr Apyra, U COCTOSTHUE
nuppepeHIUPOBKH CTAaHOBUTCS ycTonuuBbIM. Ko-
rjga AcalmMa ¢ COaBT. UHKyOUpoBau Heanddepen-
UUpOBaHHbIE KJIETKH, B34ThIe U3 animal cap aMOpuo-
HOB Xenopus B BbICOKHX, HE(PU3NOIOTNIECKIX KOH-
LEHTpalyusaX aKTHBHHA, TO BO3HHUKAJIU pa3jIMYHbIE
TKaHH, XOTS U HE B TOM NOPSIfIKE, KaK B HOPMAJIbHOM
pa3sBUTHN. 3[1eCh BHOBb NPOSIBAI ce0s apdexT I'ép-
[OHa: ecnu pu (POPMUPOBAHNU MTPOHEPPOca KIETOK
6b110 Menbiie 100, onn nmoruGany, a eciau uxX ObLIO
6ompmie 500, TO (hOPMHUPOBANNCHL TEeTEPOTEHHBIE
tkauu (Uochi et al., 1996; Ariizumi, Asashima, 2001).
ITomumo ponu “community effect” B geMapkauuu
MEXJy Pa3HbIMU 3MOPHOHANBbHLIMU TKaHAMH (Gur-
don et al., 1993b), sToT 3¢ppekT MOT ObI UCHONHSTS,
BO3MOXHO, U IpyTyI0 poib. Peub npeT o 3amure ot
CIly4aiiHbIX M HEHYKHBIX B JaHHOM MecTe audde-
peHIMPOBOK. Eciy KIeTOK CIUIIKOM MaJlo 1 OHH He
MOJIYYarOT CUTHAJbI YT OT ApPYyra, 3HAa4WT, KIETKU
Hayajy OMMOOYHO CHEUANN3UPOBATHCS, U IIO9TOMY
UX JIydlle YHUYTOXUTh. (BO3MOKHO U anbTepHATHB-
HOE OO'BbSICHEHHE: KOrfla KIIETOK CIUIIKOM Mallo, BCe
KJIETKH MOP(OTreHEeTUYECKOTO OIS OKa3bIBAIOTCS B
n30bITKE MHAYKTOPA U CO3[AI0T TOJIBKO OfUH Bapu-
aHT npuHTOMep (Tuna RS), u Torga orcyrcTBue Kie-
TOK THUNA S BOCHPUHUMAETCS Kak yrpo3a.) Ecnu ke
KJIETKH IIOCJe CO3[laHusl CBOEro IapareHoma Ipose-
JIU OTIpEJIEJIEHHBIN CPOK B KOHTAKTE C MEHTUYHBIMU
UM KJIETKaMH, 3TO CIY>KIJIO CHTHAJIOM O TOM, 4TO BCe
HOPMAJIBHO U TeIepb OHU MOTYT Aaxke JUKBUAUPO-
BaTh NpeXXHHE KOHTAKTBI, COXpaHss JOCTUTHYTYIO
cnenuuIHOCTh. UTO KacaeTcs YHNOMSHYTBIX AUQ-
(pepeHIMPOBOK B HE(PUIMOIOTMIECKUX YCIOBUSIX U B
orcyTcTBue rpaguenta uHgykTopa (Uochi et al.,
1996; Ariizumi, Asashima, 2001), ToO OHEH SIBIISIFOTCS
IIPOCTO CIIEACTBUEM NPUHYAUTEIBHON NEKOMIAKTH-
3al[il HEKOTOPBIX MPOTONPUHTOMEP M3 OOINBIIOrO
YyHcia XKAYIIUX CBOEH ouepefin K pacnakoBke. VIx re-
TEpPOXPOMaTUH PaCIaKOBbIBAETCSl B UCKYCCTBEHHBIX
YCIOBUSIX C HapyILIEHHEM HOPMaJbHON MOCIeaoBa-
TEJNBHOCTH TaKHUX COOBITHI.

ITAPATEHOM, MOP®OI'EHETUYECKHUE
[10JI 1 AJNIOMETPUYECKHWUN POCT

KieTkn MopgoreneTn4eckoro mods, npeTepren
muppepeHIUPOBKY WK AECTEPMHUHALUIO (B OOIIeH
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¢opMe — Ty Uu MHYIO cHeluaIu3aluio), He Bcerga
0060cO0IAIOTCS B BUJIE ABYX IPYIII, COBEPILIEHHO PaB-
HBIX 10 YHCAy KieToK. Ilpu cnenmanusanuu no Ou-
HapHOMY IPUHIUIY B Iosie (popMupyroTcs (Mof fei-
CTBHEM rpajueHTa MoporeHa 1 Npu y4acTHu IPUH-
TOMEp) [BE€ IPYINbl KJIETOK, KOTOpblEe IO THILY
MPUHTOMEP MOTYT ObITH 0003HAYEHBI COOTBETCTBEH-
HO Kak rpynna RS u rpynna S. KonkpeTHbIi pe3ynb-
TaT, T.€. YUCIEHHOCTh, KaK U (PEHOTHUII KJIETOK Kax-
[O¥1 M3 3TUX IPYII 3aBUCUT OT cIEeUU(PUYHOCTH COOT-
BETCTBYIOLUX NMPUHTOMEP, KOTOPBIE OTINYAIOTCS B
pa3HbIX AuddepeHIpoBKax APyT OT Apyra mo cBo-
UM PETyISITOPHBIM Ir'eHaM, KOHTPOJIMPYIOIUM TIOMHU-
MO MOJIEKYJl KIJIETOYHOH afre3uu NnpoiudepaThs-
HYIO aKTHBHOCTb KJIETOK, UX CIIOCOOHOCTH MUTPUPO-
BaTh B OTBET HA TOT UJIM MHOW CTHMYJ CO CTOPOHBI
yeaoro u T.J. [Ipym mpounx paBHBIX YCIOBHSIX YeM
OoJblllee YHUCIO KJIETOK COCTaBISIeT, HalpUMep,
rpynny RS, TeM MeHbllle KJIETOK OcTaeTcsl Ha HOJI0
rpynns! S. Ha cooTHOLIEeHNHE KIIETOK B 00EUX TpyI-
[ax MOTYT BJIUSITh KaK YIOMSIHYTbIE BBIIIE CABUIU B
KOHIIEHTpaluu MopgoreHa, BpeMsl 3KCIO3ULUH KJle-
TOK ¥ T.II., TaK ¥ OCOOEHHOCTU NpuHTOMED. MIMeHHO
IPUHTOMEPBl €CThb B HOPME Ta OCHOBa, KOTopas
MpEeioNpefiesIsieT HEe TOJIBKO OCOOEHHOCTH KJETOK
MaHHOH TPYHIIbI, HO TAaKXe ee pa3Mep U MopgoJo-
ruto. CrnegyeT oco60 MOTYEPKHYTh, YTO MPUHTOME-
PBI Uepe3 MPOAYKTHI CBOUX PETYISITOPHBIX FTEHOB MO-
TYT YIPaBIATH HE TOJIBKO Kaue€CTBEHHBIM COCTAaBOM
XPOMOCOMHBIX T'€HOB, KOTOPbIM I1I03BOJIEHO 9KCIIpec-
CHpOBaThcs NPU ONpefieNieHHo auddepeHIupoBKe,
HO ¥ KOJIMYECTBEHHON CTOPOHOM X 3KCIPECCHH, O-
BbIllIasl WM IOHMKAsl ee MHTeHCUBHOCTb. Ilocnen-
Hee, B YaCTHOCTH, NMPUHUUINAIBHO JIOCTUXKUMO 3a
CUYEeT WCIONb30BaHUs MpefcKa3blBaeMOil HOHHO-
(poHTaHHON cucTeMbl 3YKapHOTUYECKOIO sfpa
(OnoBuukoB, 2001). M3 sTOro cienyroT BBLIBOMHI,
BeCbMa CYIECTBEHHBIE IS NOHUMAaHHS TeX YAUBU-
TEeJNBHBIX HaOmIofeHuil, Kotopwle caenan [I’Apcu
Tommncon (Thompson, 1917) u KoTOpble KacaroTcCs
npoOIeMbl AJUIOMETPUYECKOTO POCTA.

W3MeHneHue B 9BOMIOLMY FEHHOrO Habopa mpoTo-
IPUHTOMED (1, 3HAUUT, IPUHTOMEP) MOXKET OBITh OC-
HOBOM SIPKUX OTIMYMA aJIIOMETPUUYECKOr0 POCTa y
SBOJIFOIIMOHHO OJIM3KMX OpPraHu3MoB. KonnmdyecTBeH-
Hble MOpP(OJIOruYecKre MPU3HAKK, ONMUCHIBAIOIINE
¢popmy 1 (PyHKIMOHUPOBAHME CYIIECTB, CBS3aHbI, IO
ToMIICOHY, a/UIOMETPUYECKUMHU 3aBUCUMOCTIMH U
MOT'YT OBITh Ipaduyeckdl pa3MeIleHbl BAOIb JTUHUM,
KOTOpbIE COOTBETCTBYIOT TPaeKTOPHSMH TpaHCcdOp-
Malyii KOJIMYECTBEHHBIX MPU3HAKOB. TOMIICOHOB Me-
Toy, TpaHcopmanu KoopauHaT (Thompson, 1917)
COCTOHT B PACTSIKEHUH, CKATHU WIH CKOCE MPSIMO-
YyrOJNIBHON CETKU KOOPAMHAT, HA KOTOPYIO HaHECEH
KOHTYp IIeJIOr0 KMBOTHOTO WJIM OopraHa. MeToy ui-
JIOCTPUPYET JIOKAJIbHbIE YCHICHHS W OCIa0IeHUS
MHTEHCUBHOCTH POCTa Pa3HbIX CETMEHTOB TeJja, KO-
TOpble MOCTUTAIOTCS 32 CYET MX HEPaBHOMEPHOTO
pocta. Tak co3maroTcst XapaKTepHbIE s KasKHgoro
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opraHu3Ma Bujocnenuduaeckiue GopMbl U MPOIOP-
UK. Y CUIIMBasi pOCT, HAIPUMEP, OfHUX YYACTKOB Ye-
pena u 3aMe[Jisisi ero B APYIHMX MecTaX, MOXHO B
MPUHLUIIE HA OCHOBE KOHCTPYKIIMA Yeperna IMMIaH-
3€ MOJIYYUTh YePen COBPEMEHHOTO YesioBeka. TouHo
TaK e MOXKHO TPaHC()OPMHUPOBATH OUEPTAHUS U CO-
OTHOILIEHUS] OPTraHOB OIHMX PAaKOOOPa3HBIX B APY-
I'MX, KaK 1 pa3inuyHbIX pbI0 Apyr B ipyra. U To xe ca-
Moe ¢ OJU3KOpPOACTBEHHBIMHU pacteHusMu. Cam
¢pakT ToMIICOHOBBIX TpaHchOpMaLii MHOTOKPATHO
MOATBEPXKAEH Ha pa3HbIx cepusix BuaoB (Richards,
Kavanagh, 1943, 1945; Jacobson, Gordon, 1976; Gor-
don, Jacobson, 1978; Bookstein, 1978; Bookstein et al.,
1985). SABneHrE 3TO OTHECEHO K CaMbIM KPacHBBIM B
6uonorun (benoycos, 2005). MexaHu3mMbl, KOHTPO-
JTUPYIOLIUE aNIOMETPUIECKYIO AUBEPCUPUKALNIO 1
CIOCOOHBIE YIIPABIATH U3MEHEHUEM IPONIOPLMI Op-
raHU3MOB B 3BOJIIOLUY, JAOJIKHBI OBITh, BEPOSITHO,
NPUHLIUNHAAIBHO €AUHBIMA U JJISI TeJla SKUBOTHOTO, 1
[ nBeTKa pacreHus. Ho MexaHu3Mbl Takoi AuBep-
cupuKaIyy 10 CUX MOp He BbIABIEHBI (Smith et al.,
1996; Sausedo et al., 1997; Hay et al., 2000; Weiss et al.,
2005; Gordon, 2006). CymiecTBEHHO OTMETUTb, YTO
JIMHEHHOCTD aJIJIOMETPUUYECKUAX COOTHOLICHUI (OHU
KacaloTcsl pa3IMYHbIX Pa3MEPHBIX MOKa3aTese, Ta-
KHUX KaK Macca TeJa, IPUHA U JJIMHA PACTYIIETO JIH-
CTa pacTeHus, COOTHOLIEHNE pa3MepoB KOCTeH B KO-
HEYHOCTSX W T.I.) COXpaHSEeTCs B IIMPOKUX Ipefie-
Jax, IprUYeM Kak IpH ONTHMaJIBLHOI CKOPOCTHU POCTa,
Tak U NpU €€ BapHalysixX, BbI3BaHHbIX KOJIEOaHUSIMU
BHelTHuX ycinoBuii (Muna, Knesesann, 1976; Ilety-
x0B, 1981; benoycos, 1987, 2005; Beaunuyes, 1991;
3otud, 3otuHa, 1993). Boblnoe GHONIOrHYECKOE
3HaYCHHE UMEIOT KO3(P(pUIMEHTHl amoMeTpuye-
ckoro pocra. Hanpumep, ¢ pocroM Tena ero macca
BO3pACTaeT B TPEThEH CTENEHN, a CCUEHUE KOCTEN —
BO BTOPOH, U MOTOMY KO3(P(PHUIKEHT amioMeTpuyie-
CKOTO pOCTa KOCTH AOJXKEH OBITh TaKUM, YTOOBI
pOCT ee B TONIIUHY ObL1 BblllIE, YeM B AnuHy. [ToaTo-
My KO3(p(HUIMEHTh aJJIOMETPUYECKOTO pOCTa,
cTporo cobrogaeMble KaK IpH pOCTe IIen XXupadsbl,
TaK U IPU POCTE JIUCTA XJIOMYAaTHUKA, MOT'YT OBITh B
3BOJIIOLUU 00BEKTOM ecTecTBeHHOro oToopa (beno-
ycoB, 2005). Benoycos (2005) cnpaBeiauBo nogyep-
KHUBaeT, YTO HAIPaBJIEHUS MAaKCUMAJIbHOTO U MUHU-
MaJbHOTO aHU30METPUUYECKOTO POCTa 3aKJajibIBa-
FOTCSl, IO BCEl BUAUMOCTH, €ele B 3MOpHOTreHe3e.
BaxHO OTMETUTBH, UYTO HMCKYCCTBEHHOE W3MEHEHUE
aGCONMIOTHBIX Pa3MEpOB 3apOfbIIIel W COOTBET-
CTBEHHO KOJINUECTBA KJIETOK B 3a4aTKaX UX OPTaHOB
He MellIaeT pa3BUBAIOIIMMCSI OPraHU3MaM COXPaHSTh
BHpiocrienuuIecKue MPONOpIUHN 3THX 3a4aTKOB.

YTO UMEHHO CTOUT 3a 3TUM 3(PPEKTOM, KOTOPII
MPOCTO B3bIBAET, IO CJIOBY COBPEMEHHOT'O UCTOPHUKA
HAyKH, K IIOUCKaM BCe €llle He HalIcHHON PUYMHBI, —
9TO B HACTOSIIEe BpeMs CUUTAETCS HEU3BECTHBIM
(Arthur, 2006). ITo muenuto I'mnGepra, Pacdpda u mp.
(Gilbert et al., 1996; I'un6ept u fp., 1997), umeHHo
MopdoreHeTnyeckoe nojie (a BOBCe HE TeHbl U HE

OJIOBHUMKOB

KJIETKH) €CTh OCHOBA OHTOI€He3a, a W3MEHEHHs B
3TOM TIOJIE — OCHOBA 3BOJIONMOHHBIX cBUTOB. OHHU
paccMaTpuBarOT MOp(OreHeTHYecKue TIoJsd Kak
cBOeOoOpa3Hble MOJAYJIH, KOTOpble MNOCPEeTHUYAIOT
MexXay reHoTunoMm u perorunom. Cornaiascs ¢ ak-
LEHTOM, KOTOPBIH IeJIalOT 3TH aBTOPbI Ha POJIA MOP-
(poreneruyeckoro noss, cnegyer, OgHaKoO, MOAYEPK-
HYTb, YTO II0JI€ €CTh IPOCTO MECTO BCTPEYN MHIYK-
TOpa C NpPOTONpUHTOMEepaMu. B pesynbraTe 3TOI
BCTPEYM Ha CBET POXKJAIOTCS MPUHTOMEPHI — AUPH-
>KEPBI OYEPEHOro Iara, KOTOpbI KIIETKaM Ipef-
cTOUT cpenatb B MopdoreHese. Ha aToit yno6HOI
IJIOIMIAIKE HMEHHO MNPUHTOMEPHI MOCPETHUYAIOT
MEXJy TE€HOMOM M (PEHOTHIIOM. DBOJIONUOHHbIE
CAIBUTH, Kacaroluecs IpOTONPUHTOMED (U, ClIejoBa-
TEJIBHO, NX IEPUXPOMOCOMHBIX KONIUN — IPUHTOMEP)
JexXaT B OCHOBE HanboJee pafuKalbHbIX 9BOIONHN-
OHHBIX IpeoOpa30BaHMil, B TOM YHUCIIE T€X, KOTOPbIE
KacaroTcs ajJjoMeTpUYecKUX TpaHcopMalii BUO-
cnenucuyeckux nponopuuil. biarogapss akTUBHO-
CTH KONUI peryasaTOpHbIX '€HOB, OPUTHHAIBI KOTO-
pPbIX MONYaT B T€HOME, MapareHoM CIOCOOeH He
TOJIBKO MOJYJIHPOBAaTh YPOBHH 3KCIPECCHH CTPYK-
TYPHBIX T€HOB, HO U HAOMPATh HOBBIE KOMaH/bI UI-
POKOB, T.€. 00eCIIeYnBaTh OTHOBPEMEHHYIO 9KCIIpEC-
CHIO CTPOTO OIpPENENIEHHOr0 Habopa XPOMOCOMHBIX
T'€HOB, 4YTO, COOCTBEHHO, JIEKUT B OCHOBE JIIOOON
mudHePEHIMPOBKH. DBOMIOINOHHOE H3MEHEHNE Ha-
0opa reHOB B MOJTYallleM T'eTepOXpOMAaTHHE (B MPO-
TONIPUHTOMEPAX) C HEM30EKHOCTHIO JOJKHO OTpa-
>KaTbcsd Ha cHCKe AU(PEPEPEHIUPOBOK, K KOTOPBIM
crnocoOeH JaHHbI Oumojorumyeckuil Buja. Brmpouew,
HEKOTOpbI€ BaxKHbIe TpeoOpa3oBaHusl B pUIOreHe3e
MPUHIMNNAIBHO HEJOCTUKUMBI Ha ypOBHE Napare-
HoMma. Hanmpumep, ecnu 15t KaAKOT0-TO MaKpO3BOJIIO-
LUOHHOTO Npeo0pa3oBaHusi HEOOXOAUM HOBBII (hep-
MEHT, TO JOJIXKHA MPOU30NTH MyTalus B CTPYKTYp-
HOM TeHe, U HUKaKNMH KOMOWHAIUSIMUA MPUHTOMED
€e He 3aMEHUTh. TeM He MeHee MHOTHE MaKpO3BO-
JIFOLVOHHBIE NOCTHXXEHUS (KPBIIO NITHIIBI, J1ana Kpo-
Ta, rJIa3 opjia 1 T.JI.) B XOfie CBOETO BO3ZHUKHOBEHUS,
KOHEYHO, COIIPOBOX/ABIINECS METKAUMHA MyTalUsIMA
CTPYKTYPHBIX F'€HOB, TPEOOBAJIN B IEPBYIO OYEPEND
AMEHHO TOTO, Ha YTO CIIOCOOEH MapareHoM, — 00b-
E[MHEHNs] CTPYKTYPHBIX F€HOB B HOBbIE KOMaHfBI,
npeo0pa3oBaHusl  MPEXHUX  MOP(QOIOrHIeCcKUX
CTPYKTYp, HajleJIEHUSI HOBBIX BUJIOB COOTBETCTBYIO-
el MPONOIKUTENBHOCTBIO XU3HU 1 T.J. Bece ato —
IpeporaTuBa Ipexye Bcero naparesoma. 4ro kaca-
eTcs, HapuMep, MPOAOIKUTEIBHOCTH XKU3HH, 6oliee
UIN MeHee afieKBAaTHOM TOHU 3KOJOTUYECKON HUIIE,
KOTOPYIO 3aHUMAET JIaHHbII GMOJIOTUYECKUIl BUJI, TO
aTa TeMnopaibHas (PyHKIUS BO3JIOKEHA HA Ty 4acTh
rapareHoMa, KOTopasi OTHOCUTCA K XpOHOMEpaM.
OBOJIIOLIMOHHbIE U3MEHEHUS B IIPUHTOMEpPaX U Xpo-
HOMEpax SBISAIOTCA TJIaBHOW MPUYMHON MOfuUKa-
U aJJIOMETPUYECKOTO POCTAa U OCHOBHBIMU y4acT-
HUKaMI MaKpO3BOJIONNH, & MyTallill CTPYKTYPHBIX
TFEHOB BIMAIOT B OCHOBHOM Ha MHKPO3BOJIOLMIO.
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POJIb ITAPATEHOMA B PA3BBUTHNN OPTAHNU3MOB

DTO 0COOEHHO MPABAOMOAOOHO, €CIHU y4ecTh, YTO
GOJIBLIIIMHCTBO MPUMEPOB MaKPOIBOIFOIUN — 3TO Ya-
e BCero mnpeoOpa3oBaHMd BHAOCIEIU(PUIECKUX
MPOTOPIINA, 32 KOTOPBIE B IEPBYIO OUEPENlh OTBEYA-
FOT puHTOMephl. Korfga mpuaTOMEpHI OYIyT Hafijge-
HbI, MOXXHO OyJeT, MEHssI COCTaB MX I'eHOB, MEHATH
MPOTNOPIINY 3aYaTKOB ¥ BO3HUKAIOIINX Ha UX OCHOBE
OPTaHW3MOB, T.€. 9KCIEPUMEHTAILHO TOIyYaTh Te
KapTHHBI, KOTOPbIEe CUJION JIOTUKH co3fan [’ Apcu
Tomrcon.

OBOJIIOLIMOHHbIE U3MEHEHMS B OpraHax 4acro 6a-
3UPYIOTCsI Ha MOAU(UKALH Pa3BUTHS CTPYKTYP, pa-
Hee yXe CyIeCTBOBABIIMX B IAHHOM ydacTKe opra-
HU3Ma y nipeakoB. Tak, 4enrocTi BO3HUKAIOT U3 IJ10-
TOYHBIX ayr OeCUENIOCTHRIX 2KUBOTHBIX, a
HAaKOBAJIBHS U CTPEMEYKO CpeHEro yxa (hopMupy-
FOTCSI HA OCHOBE KOCTEH, epBOHAYAJIBHO HAXOJMB-
IIUXCS B CYyCTaBaX MEXJY BEPXHEN U HUKHEW Yelro-
cramu. Kaxk cnpaBefnuBO 3aMeTHNI B 3TOH CBSI3U
BonabnepT, B HOQOOHBIX ClIy4asx Ta K€, YTO U MPexkK-
fie, IO3ULMOHHAasl UH(OpMalys UHTEPIPETUPYETCS B
NaHHOM YyyacTKe 3MOpuoHa mno-uHoMy (Wolpert,
2000). Ho kakoit pakTOp 3acTaBisieT KIETKN NHAYe
MHTEPIPETAPOBATE Ty XK€ CaMyIO MO3UI[MOHHYIO MH-
¢popmanmio — HemsBecTHO. [lpemmaraeMblil OTBET:
9TUM (PaKTOPOM SIBISIETCS TapareHoM, KOHKpPETHeeE,
€ro Hosble npuHTOMEphl. Ecnu, gonycrum, redH B
XpPOMOCOMHOIl NPOTONPUHTOMEPE YABAUBAETCS, TO
KofupyeMasi €10 IapareHoMHas IpuHTOMepa OyfeT
IIPOU3BOANUTH BJIBOE OOJIbIIE POAYKTA, aKTUBUPYIO-
LIEro CTPYKTYpPHbIE TeHbI B KJIETKaxX cBoel audde-
peHuupoBKy. [TogoOHBIMU U3MEHEHUSIMI HA YPOBHE
IapareHoMa MO>KHO MOJYyJIUPpOBAaTbh MHTECHCUBHOCTb
pOCTa COOTBETCTBYIOLINX TKAHEH U B JINCTE XJIOMYAT-
HUKa, 1 B 11ee xkupadsnl. [[puobpereHne mpoTonpuH-
TOMEpaMu CHOCOOHOCTH pacro3HaBaThCsl Mopdore-
HOM Ha HEOOBIYHOM, 110 CPABHEHHIO C IPEAKAMHU, 3TaIe
Pa3BUTHS BEIET K T€TEPOXPOHUSIM U IeTePOTOIHSIM.
Jnst aTOro He 006s13aTENbHO flaske (PU3NUECKH Nepe-
MelaTh MPOTONPUHTOMEPY B Xpomocome. [ocra-
TOYHO IPUOOPETEHUSI MPOTONPUHTOMEPOI COOTBET-
CTBYIOIIEH CUTHAJILHON MOCIEA0BATEILHOCTH, C KO-
TOPOIi CIIOCOGHBI CBSI3BIBATHCS T€ BCIOMOTATEIbHbIE
0esKH, KOTOPBIM IIPECTOUT B MOP(OreHe3€e pacio-
3HATh CUTHAJI HHAYKTOpA.

MEXAHUKA PA3ZBUTUA 1N ITPUHTOMEPHI

B opranorenesax u gpyrux coObITUSAX PETYISATOP-
HOTO MOp(oreHe3a, MPOUCXOMSIINX C yIaCTHEM TIe-
peMealomuxcs KIeTOK W MX TPYII, KOTOPBIE CO-
3aI0T MEXaHMYeCKUe HaNpsKeHHs, IIMPOKO MC-
MOJIB3YIOTCSL pa3Hble (pU3WUECKHe, MpPeXJe BCETO
MexaHmJeckne, a Takxke apyrue ¢akropsl (Harris,
1987, 1994; Beloussov, 1998; Wood, Jacinto, 2005;
Beloussov, Grabovsky, 2006). UTo kacaeTcst BaxXHOI
PO MEXAHNYECKUX CUJI, ICHICTBYIOIIMX B 9MOpuUOre-
He3e, TO MOAU(UKAIUKN HATSIKEHW!, CHAaBJIMBAHUN
1 T.I. BBINOJIHSIOT TPU OCHOBHBIX poiu. [lepBas —
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3TO MepeMellleHNe KIIETOK pay JOCTUKEHNS B3aNM-
HOH ONTUMATBHON OPUEHTAIMU KJIETOUYHON IPYIIIbI,
CHHTE3UPYIOlIell HeOOXOANMBIN MHAYKTOP OTHOCH-
TEJBHO TOW TPYIIbI KIETOK, KOTOpas AOJKHA €ro
peLenTUPOBATh U MPEACTaBISIET cOO0M, COOCTBEHHO,
camo MopgoreHeTnyeckoe nosie. Bropas pyHkims
COCTOUT B MOAN(HMKAIMN MEXaHWUYECKUX HampsoKe-
HUI UTOCKENETa U SIIEPHOrO MaTpuKca BHYTPH ca-
MUX KIJIETOK MOP(OreHEeTUYEeCKOro Moy U depes
3TO, 1O KpaiiHe#l Mepe B HEKOTOPBIX cIydasX, B MO-
auduKanuyu NaTTepHa 3KCIPECCHH SIAEPHBIX T'€HOB
9THUX KJIETOK (B Mpefienax JaHHo# auddepeHnnpoB-
KH), a TaKKe elle ¥ B MOAYJISIIN YPOBHS MPOAYKTHB-
HOCTH y>X€ aKTHBHBIX '€HOB (3a CUeT YACTHYHOTO M3-
MEHEHMs KOMIIaKTHU3aluu XpomaTuHa). B kadecTse
HeOOJBIION WITIOCTPAX 3TON BTOPON pPOJIU MOK-
HO YIOMSIHYTh, B YaCTHOCTH, ciepytouiee. [TokasaHo,
yTO (pubGPOOIACTHI PACIO3HAIOT MEXAHUUECKYIO fle-
¢opManuio CBOEro 3KCTPaKIETOYHOIrO MaTpHUKca ¢
y4acTUEM MHTETPUHOB, KOTOPbIE Uepe3 KIECTOYHYIO
[IOBEPXHOCTb B OTBET HA MEXaHUYECKUN CTPECC aKTH-
BupytoT MAPK- u NFKB-curnanbHble nyTH. DHXaH-
CepHbIE NOCJE[OBATEILHOCTH B OTBET HA CTaTHYe-
CKoe pacTtskeHne (puOpo6IacTOB MEHSIOT aKTUB-
HocTh TeHoB TeHacuuHa C u komarena XII (Chiquet
et al., 2003). TpeTbst pyHKIHSI MEXaHUUECKUX CUI —
9TO UX y4yacTue B 00ecleyeHN BO3MOXKHOCTHU CO3/1a-
HUSI IPUHTOMED (CM. 00 3TOM HUXKE).

CnocoOHOCTE XpOMOCOM OTBE€YaTh B ONPEAETIECH-
HBIX IIpefielax Ha MEXaHMYECKHE BO3JCHCTBUS Ha
KJIETKY, MOXHO ObLIO ObI, BEPOSATHO, pacnpocTpa-
HUTH U Ha IPOTONPHUHTOMEPSHI, HO B CIEAYIOIIEM, HE
COBCEM TPUBHAIIBHOM acleKTe. Bpsp mu pacTsokeHne
KJIETKHY TOBIHSET Ha aKTUBHOCTD YK€ IEKOMIAKTH-
30BaHHOI1 3peIoi NPUHTOMEPHI, paboTarolleil B CBO-
€M THe3[le Ha NTIOBEPXHOCTH XPOMOCOMHOI'O TETEpPO-
XpoMaTHuHa. Bpsa nu TakKe NpuHYAUTEIbHOE MeXa-
HUYECKOE PACTSDKEHHE MOXET pa3opBaTh (He
MOBPENHUB LIeNOCTHOCTh XpoMocoMHoit [THK) Te “ne-
yaTu”’, KOTOPbIMU ‘‘3anieyaTaHbl” B Siip€ MHOI'OYHUC-
JIEHHbIE IPOTONPHUHTOMEPHI, HE UMEIOIUE OTHOLIE-
HUS K JaHHOH KomneTeHuu kiaeTku. CoBceM nHaue
MO3KET OOCTOSITh JIEJI0, OFHAKO, C “KOMIETEHTHBIMU
MPOTONPUHTOMEPAMHU’, T.€. C TEMHU, KOTOPBIE yXKe
“XOyT” MPUXOfa HHAYKTOPHOrO CUTHANa, YTOObI IO-
MOYb KJIETKE MHTEpPIpPETUpPOBATh (Y3HATH U 3alOM-
HUTbH) €€ NMO3UIHUI0 OTHOCUTENIBHO MCTOYHHUKA MOp-
(poreneruueckoro cursana. Bnomnse gonycrumo, 4to
MPUHYIUTENHHOE U3MEHEHNE MEXaHUYECKOT O PacTs-
SKEHUS] KOMIIETEHTHBIX KJIETOK 9MOPHOHATIBHOTO TO-
7 IPY NIPOYUX PaBHBIX YCIOBUAX MOXKET [EUCTBO-
BaTb Kak (pakTop, OOJervyarmlliuil HecaydyaiHylo
NEKOMIAKTH3alMIO (T.e. MPEUMYIIECTBEHHOE ‘‘pac-
rnevaThiBaHue’’) IMEHHO KOMIIETEHTHBIX, IIOATOTOB-
JIEHHBIX K PacKpbITHIO IMpoTonpuHTOoMep. Bo3Moxk-
HO, YTO B HEKOTOPBIX CIy4asix MEXaHWYECKHUH CIIO-
co0 pacKpbITHUS MOATOTOBIEHHBIX IPOTONPUHTOMED
UHOINIa MCIOJIb3YeTCs B HOPME KaK ajJbTepHATUBA
XMMHWYECKON MHAYKIMHU. [|eKOMIaKTU3NpPOBaBIINCS,
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MPOTONPUHTOMEPA MO3BOJISIET CO37]aTh IPUHTOMEPY,
3aKPEIUISIONIYI0 WHAYIIMPOBAHHOE COCTOsTHUE ud-
(epernnpoBku. CrnocoOHOCTh MEXaHUYECKHX BO3-
IeliCTBUI BJIUSATH Ha aKTUBHOCTH XPOMAaTHHA KOCBEH-
HO CJIe[IyeT U3 pPa3HbIX HAOIFOIeHNIT 32 aKTUBHOCTHIO
CTPYKTYPHBIX F'€HOB. B Xoie HaOmtoeHui in vivo 3a
necdopmanuent TKaneil B Xofie racTpyisinun y Droso-
phila BpISIBIEHa MEXaHOUYBCTBUTEIBHOCTH 9KCIIPEC-
CHHM TeHa, Kofiupyroliero 6emok Twist B croMofieanb-
HBIX KJeTKax opranu3ma (Supatto et al., 2005). Nme-
FOTCS COOOIIEHWST O TOM, YTO CYIIECTBYET
MeXaHUJecKasi CBA3b MEXAYy XpOMOCOMaMH 4Yepes
SIIEPHYI0 MEMOpaHy C KJIeTOYHOI obosoukoit (Mani-
otis et al., 1997a, b). BersiB1eHO MEeXaHNUECKOE BIIHS-
Hue cyOcTpaTa flaske Ha XOJf caMOil KJIETOUYHON iudp-
¢epenuupoBku (Opas, 1994), kak 1 U3MEHEHNUE T'eH-
HOU KCIIPECCHM B OTBET HAa CHIIbI, TeHEpUPYEMbIe
MMOTOKOM HUJIKOCTH, YTO IMOKAa3aHO I KapANOMHO-
[UTOB W KJIETOK COCYIMCTOro 3HgoTenus. Hapyie-
HHUE MOTOKA XKUIKOCTH CIOCOOHO PACCTPOWTH Jlaske
¢opmoobpazoBanme Bcero ceppua (Garcia-Cardena
et al., 2001; Hove, 2003). bonee Toro, KjeTKu CIIO-
COOHBI Jlaske pa3iIndaTh MEXaHWIECKHe CTUMYJIbI,
ACUCTBYIOLME HA HAX BOJIb OJHOM WX pa3HbIX OCEN
(Hornberger et al., 2005).

Jlerko BHWAETH, UTO MpemiiaraeMas KOHIEIUS
MIPUHTOMEPO3aBUCUMOTO PETYISTOPHOrO Mopdore-
He3a OTHIO[b HE MPOTHBOIOCTABJICHA ONMCAHHBIM B
IuTepaType uAesM O MO3UINOHHON NH(POPMATINH 1 O
Mopdoreneruyeckom mnoine (Mcaesa, IlpecHos,
1990; Wolpert, 1996; Gilbert et al., 1996; KopoukuH,
2002), koTopsble, KCTaTH, HHOTIA MPOTUBONOCTABIISI-
10T Apyr apyry (benoycos, 2005), a abcopbupyeT 3Tu
MOHATHS KaK 00s13aTeJIbHbIE COCTABIISIIOLINE.

IMPUHTOMEPOMEXAHMWYECKUWE LUKIJIbI

Hampasnss kieTo4nble cnenuanu3aniy, IPUHTO-
MepBI CPENX MPOYETO BIUSIOT Ha COCTAB U KOJIMYE-
CTBO OEJIKOB KJIETOYHOH ajre3uu, Ha O0COOEHHOCTH
OUTOCKEJIETOB U TEM CaMbIM Ha CHJIbI COKpAILCHUS U
pacTsoKeHUs B TKAHIX, HA OCMOTHYECKOE HaOyxXaHUe
u 1.1. KoHTponupys nudggepeHnupoBKy, HEKOTO-
pble IPUHTOMEPHI MOTYT y4acTBOBATh JJa’ke B KOH-
TpoOJie 3a IPOU3BOACTBOM MOP(OreHOB, KOTOpbIE
no3xe OyAyT UHUIMHUPOBAThH CO3[JaHUE HOBBIX IPHUH-
TOMEP B KJIETKAaX OYEPENHBIX MOP(OreHEeTHIECKIX
nosei. [TpuHTOMEPBI Yepe3 pasHOOOpasHble pery-
JATOPHbIE MYTH MOTJU Obl MOOYXAAaTh CBOU KJIETKHU
MPOU3BOANTDb, HAIpUMeEp, Oonee kecTKuil puodpui-
JISIPHBIA 9KCTPAKIIETOYHBIA MaTPUKC, JTOKAIBHO pa3-
pyuiats ero, popmupoBaTh 6a3ajabHyl0 MeMOpaHy,
YCUJIMBATh WJIH, HAIPOTUB, TOPMO3UTH Nposudepa-
LU0 — B OOIIEM, Y4acTBOBATh B ICHCTBUAX MO 00b-
€MHEHUIO U cerperayuu TKaHeu. Takue pneicTBus
THNWYHBI, HAIPAMEDP, AJIs1 BETBsLErocs MopcgoreHe-
3a, XapaKTEPHOTO IS JIETKUX, MOJIOYHBIX XKEJe3 U
anruorenesa (Ausprunk, Folkman, 1977; David, Bern-
field, 1979; Simian et al., 2001; Ingber, 2006). ITpun-
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TOMEPbI HANPABISIOT U APYTUe BapuaHThbl Mopgore-
HE30B, U BO BcexX JIMOO B TMOAABISIONIEM OOJBIINH-
CTBE ClIy4aeB pe3yJbTaT JOCTUrAeTCsl, I0-BUJUMOMY,
KOJUIEKTUBHBIM y4yacTueM (pu3n4ecKux M XUMHye-
CKHX MPOLECCOB, HAXOMSIIUXCS TOJ COBMECTHBIM
KOHTPOJIEM T€HOMa U [TapareHoMa.

ITpuaTOMEpHI, KaK OTMEUYEHO, BHIOUPAIOT U MOJ-
[EP>KUBAIOT aKTUBHBIM B TEHOME OIpeeIeHHbIH Ha-
060p XpPOMOCOMHBIX CTPYKTYPHBIX I'€HOB, KOTOPBIM
MO3BOJIEHO paboTaTh NpH OlpefieneHHol andde-
peHnpoBKe. [IpuHTOMEPBI IPH 3TOM MOTJH Obl, B
YaCTHOCTH, NPEROIPENEIsATh KOHKPETHYIO IIPUPONRY
SKCTPAKIETOYHOIO MaTpPHUKCa, a OH, KaK y»Ke MOoKa-
3aHO 9KCIEPUMEHTAIBHO, CIOCOOEH OPUEHTUPOBATH
ABMKEHUE KJIETOK M BIMATH Ha ux ¢opmy (Ingber,
2006). ITokazaHo TakxKe, YTO ME3EHXUMHBIE CTBOJIO-
BbI€ KJIETKHU B 3aBUCMOCTH OT (DOPMBI CHOCOOHBI fie-
JaTh BBIOOP MEX/Y Pa3IUYHbIMU JIMHUSIMHI Pa3BUTHS
(manpumep, KocThb 1n60 xkup) (Mcbeath et al., 2004).
Kakum obOpazom ¢opma CTBOJIOBOI KIAETKH MOKET
BIMSTH Ha BbIOOD HaNpaBlIEHUs clienuaiu3anuu’?
ITockonbKy, cOTyIacHO THIOTE3€, OH CBA3aH C Xapak-
TepoM NpUOOpeTaeMbIX NMPUHTOMEP, TO Hamboiee
OYEBHUJHBI OTBET COCTOMUT B ciefytoumeM. Popma
KJIETKHA OTpakaeT OajaHC MEXaHWYECKHX CUJ B ee
OKPY>KEHMHU W B UUTOCKeJeTe (¥, 3HAUUT, B HYKJIEO-
MaTpUKce, ¢ KOTOPbIM (PM3UYEeCKU B3aUMOJEICTBY-
10T XpoMocoMbl). [TonsgpusoBaHHOCTE (hOPMBI CTBO-
JIOBOM KJIETKH YePe3 COOTBETCTBYIOIINE HATSKEHUS
U B CBS3M C HECIYYallHbIM PACIOI0XEHUEM U OPUEH-
Talyeil XpoMOCOM B sifipe MorJjia Obl IPeoNpeaeaTh
pasnuuue B FOTOBHOCTU U CIOCOOHOCTH NOTEHLH-
aJbHO KOMIIETEHTHBIX NPOTONPUHTOMEDP Y4YacTBO-
BaTh B aJIbTE€PHATUBHBIX AU depeHnupoBKax. Bepo-
SITHO, IO3TOMY NOTEHIUATLHO UICHTHYHbIE CTBOJIO-
Bble KieTku (Mcbeath et al., 2004), nony4asi B pa3HOM
MEXaHNYECKOM MUKPOOKPYKEHUHU OTINYUS B CBOEH
(popme, OKa3bIBAIOTCA BBIHYKACHHBIMHA BbIOMpPATh
pasHble IyTH crneuuanu3auud. IIpuHTOMEpHI OT
npeabIayLe nuTonug epeHIMPOBKI MOTYyT
OCTaThCs B KIIETKE TMOO0 YCTPAHSIIOTCS — 3TO ONpejie-
JsieTcsl, B YaCTHOCTH, KOMaH/IJaMU OT HOBBIX IIPUHTO-
Mep. Ilpuobperenue KieTkaMu o4epegHOro Habopa
IPUHTOMEP BAUSIET HE TOJIBKO HAa OMOXUMUIO, HO U HA
0anmaHc MexaHWYecKux cun B TKaHax. Ilocimepgosa-
TeJbHOE U3MEHEeHNEe OallaHca MEXaHUYECKUX CUJT IIH-
TOCKEJIETOB, BbI3BIBAIOIIEE PACTSKEHUE, TOJIKAHKE,
u3rubaHue Uiu CKpyduBaHUE 3JIEMEHTOB pa3BUBAIO-
LIErocsl OpraHn3Ma, HalpasiiseT KJIEeTOUYHbIe MUTpa-
UM ¥ SIBISIETCd HEOThEMIIEMBbIM aTpHUOYyTOM 3M-
6puorene3a (Ingber, 2006; Beloussov, Grabovsky,
2006). Takue coObITHS MOCIEAOBATEIbHO BBLI3bIBa-
FOTCSl KaK pa3 TEMHU CBOMCTBAMHM KJIETOK, KOTOpbIE
OHU IpUOOpeTaroT OJIarofaps NOSIBIICHUIO B HUX BCE
HOBBIX KOMOMHaIU NpuHTOMEP. B TO Ke Bpems ca-
MU HaOOPbI IPUHTOMED, OJIyYaeMble KJIETKaMU, 3a-
BHCAT OT MEXAHWYECKUX COOBITHI B Pa3BUTHH, IIO-
CKOJIBKY KJIETOUYHbIE MUTPAIH MOJCTABISIOT KJIET-
K MOp(QOTreHeTHUECKNX TIOJell MOJ OuYepefHble

OHTOT'EHE3 Ne 2
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POJIb ITAPATEHOMA B PA3BBUTHNN OPTAHNU3MOB

UHJIYKTOPBI X TEM CaMbIM CO3/IalOT MPEANOCHIIKY K
CHHTE3y OuepefHbIX npuHTOoMep. Tak popMupyror-
csl, TaK CKa3aTh, ‘TIPUHTOMEPOMEXaHUUYECKHe  IHUK-
abl (IIM-nukibl), KOTOpble, HOBTOPSASCH NPHU pas-
HBIX KOMOMHAIUSIX IPUHTOMED U TATTEPHOB MEXaHU-
YECKHX CTPEeCCOB, IIOCTENIEHHO CO3[al0T HOBbIH
OpTaHM3M M3 UCXOHOW TOMOT'€HHOH MacChl KJIETOK.
Ot [IM-IuKIBI AEACTBYIOT KaK NPH YCTAaHOBJICHUT
00l1ero mIaHa CTpOCHUsI IMOPHUOHA, TaK U IO3XKe —
MIpU PEMOJETUPOBAHNY U YCIOXKHEHUN paHee 3allo-
>KEHHBIX CTPYKTYP U fia’ke BO B3POCIOM OpraHm3Me,
HallpUMep B XOfi¢ pereHepalud U IpU HEKOTOPBIX
nuddepeHIupOBKaX.

TIM-1uKab1 UCOONB3YIOTCS [JISl TOTO, YTOOBI YIO-
PANOYEHHO W3BJIEKATh W3 TJIABHON WH(POPMOTEKH
KJIETKH — €€ AAePHOro reHoMa — KBaHThl T€HOMHOM
“H(pOPMAILUU, COOTBETCTBYIOIIME JAHHOMY IIIary
pa3BuTus. Kaxkaplil Takoil KBAaHT COOTBETCTBYET Ha-
60py M YpPOBHIO 3KCIIPECCHH XPOMOCOMHBIX T'€HOB,
KOHTpOJIMpyeMbIX paboratonumu B [IM-nukne
MPUHTOMEPAMH.

Cpeny KIIFOYEBBIX YYACTHHUKOB MEXaHUYECKOM
CTOPOHBI IIMKJIa — KaJXepUHbI, 00eceYnBaroIe Me-
penady MeXaHN4EeCKUX CUTHAJIOB MEXNTY KJIIETKaMH, U
UHTETPUHBI, (PU3UUYECKU CONPSTaIoLe KIETKU C
3KCTPaKJIETOYHbIM MATPUKCOM. MexaHNYEeCKUi CUr-
HaJl IepefaeTcs 3aTeM 4epe3 KIETOYHYIO MOBEpX-
HOCTb Ha IIUTOCKEJET U OOpaTHO, a 4epe3 IUTOCKE-
net — aapy (Potard et al., 1997; Geiger et al., 2001; In-
gber, 2006). B curHanmszanuu MOTYT y4acTBOBAThb
MeMOpaHHbIE PELENTOPBI, MEXMOJIEKYJIIPHOE B3aH-
MOJfiefiCTBIE KOTOPBIX HHUIMUPOBAHO MEXaHHUYe-
CKHMM BO3JI€/ICTBHEM Ha MEMOpaHBI, U ipyrue paxkTo-
pbl. KneTka, naxe sHyKJIEHpOBaHHAs, KaK H3BECTHO,
croco6Ha K HEKOTOPOI OMOXMMHYECKON M MeXaHH-
YeCKOIl aKTUBHOCTH, HO 3TO HE O3HAYAET, YTO FTEHOM
7 MapareHOM He HYXHBI: IPOCTO Ha IpERbIgYIIEn
cTagun A epeHInpOBKI OHU yKe HafleiIna [H-
TOIJIa3My M €€ MeMOpaHbl ONpPEfEIEHHbIMA CBOW-
CTBaMH M CIIOCOOHOCTSIMH, HO CJIEAYIOLIETO IIara B
pa3BUTHM 63 HUX KJIeTKa yXKe CfleJIaTh HEe MOXKET.

ITpuaumas yuacrue B IIM-nukiax, NpuHTOMEpPSHI
3aHSTHI, TaK CKa3aTh, MOCTPOSHWEM OpraHU3Ma B
MIPOCTPAHCTBE, HO OHU HE MOTYT CIIEUTD 32 CBOEBpe-
MEHHOCTBIO OCYILIECTBJIEHHSI OCHOBHBIX COOBITHHI
pa3BuTHs. JTa 3a7avya BO3JIOKEHA Ha APYroil KOMIIO-
HEHT IapareHoMa, a ”IMEHHO Ha XpOHOMepbl. XpOHO-
Mepbl — 3TO CBOeOoOpa3Hble “JUHENKH BpPEMEHH ,
YKOpPOUEHNEe KOTOPBIX HCHONB3YyeTCs B paboTe Tak
Ha3bIBaeMbIX MOXKW3HEHHBIX yacoB Mo3ra (lifelong
clock), KOHTpONIUPYIOIUX U3MEHEHUE TE€X CBOWCTB
OpraHm3Ma, KOTOpPbIe ONMMCHIBAIOTCS MOHSATAEM OHMO-
nmormueckoro Bozpacra (OnoBHuKOB, 2003). iMmeHHO
YKOpOYEHHE XPOHOMEP B HOPME OTBEYAET 3a cTape-
HUE OpraHn3Ma. XpOHOMEpPHI paGOTarOT B THIIOTaNa-
Myce, ¥ TaM, B €T0 HefIeJSIIINXCS KIETKaxX, OHU He MO-
TYT YKOPAauuBaThCS MyTEM KOHIIEBOI HEOpEeIInKa-
nuu. PaccMoTpenme TOro, Kak MMEHHO paboTaroT
5 OHTOTEHE3 N2

ToM 38 2007

145

XPOHOMEPBI, BBIXOJIUT, OTHAKO, 32 PAMKU HACTOSIIIE-
IO COOOIIEHMS].

YEM I'EHEPUPYIOTCA PA3JIMYNA KIIETOK
B CAMOM PAHHEM PA3BUTUU, NIIN
CYIECTBYET JIN ITPEITATTEPHUHI

Y BBICHINX XKMBOTHBIX?

BecbMa BaskHBIM SIBISIETCSI BOTIPOC O TOM, KaK CO-
37a€TCs B paHHEM Pa3BUTHH NEPBUYHAS FE€TEPOTeH-
HOCTh KJIETOK, KOTOpas MOTOM OyAeT NOfiepKu-
BaTbCS W YCUIIMBATHLCS 3CTA(ETON MEXKKIIETOUHBIX
B3aumopeiicteuil. Hepenko oHa 3ajaeTcsd MaTepuH-
CKHMM OPTaHU3MOM U TpeJleTe PMUHUPOBAHA y3Ke B He-
OIUTOOTBOPEHHOM SAIEKIeTKe (HapuMep, Hauallb-
HBbII TpagneHT (PaKTOPOB, Kak B ciydae ¢ bicoid y
Drosophila) (Driever, Nusselein-Volhard, 1988). ¥
MJICKOMUTAIONINX KJIETKU BBITJSISIT TOMOTEHHBIMHA
BIUIOTh 10 YE€TBEPTHIX MUTOTUYECKUX JeneHuil (Fu-
rusawa, Kaneko, 2006). UeTBepTbIil KJIETOYHBIN
UK (8 KIETOK) B paHHEM Pa3BUTUHU MBIIIN Xapak-
TepHU3yeTcs y3Ke OecCOpHO BhIPAsKEHHON reTepore-
Huzanued (Smith, Johnson, 1986). [1epBbie nonspu-
30BaHHBIE (AHM3OTPONHbBIE) CTPYKTYPhI BUIHBI B 8-
kj1eTo4yHoi Mopyne Mbliin (Riethmacher et al., 1995).
dopmanbHO ciocob reHepanyy reTeporeHHOCTH MO-
KeT OCHOBBIBAThCS HA CIIYYallHOCTH, CBSI3aHHOW C
pacmpefieieHneM IHUTOINIa3MaTHYECKnX (PaKTOPOB
U T.IL

OpHako BO3MOXEH e€Ille OfUH MOTEHIUAILHO
Ba>KHBIII MEXaHW3M I'eHepanuu reteporenHoctu. OH
CBsI3aH C NPEANOJaraéMbIM CyIL[ECTBOBAHUEM CIIELH-
aJbHOH “reTepOreHU3MpYIOlleldl MPUHTOMEPHI”, CO-
31aBaeMoM ele B 3urore. B mocinegoBaTenbHbIX -
nenusix ata npuHtoMmepHas [IHK (ecnu ee KOHIBI HE
UIEHTUYHbI TETOMEPHBIM NTOBTOPAM M HE paclo3Ha-
FOTCSI TEJIOMEepas3oil) JOKHA YKOpPAaYMBaThCsl M3-32
KOHIIEBOW HEOpeIuInKannu, T.e. m3-3a 3ddexrTa
MapruHOTOMUM, TpefcKa3aHHOro panee (OIOBHH-
KoB, 1971, 1972; Olovnikov, 1973) u MHOTOKpaTHO ¢
TeX IOp MOATBEPXAEHHOro. B axkTax pennukanuu
KJIETOK C y49acTHeM TreTeporeHU3upyrouieil IpuHTO-
MEPBI TSXKW WCXOJHOW ABOVWHON CIMpaJii NPUHTO-
MepHoil [IHK, T.e. 00e ee opurnHaabHble MaTPUIIbI
(omHA U3 HUX COOTBETCTBYET 3HAYAIIEH LIeTH), BOOO-
e HUKaK He IOJKHbI YKOPaunuBaThCs, €CIU MpeHe-
Opedb BO3MOXKHOCTBIO HYKJIEA3HOI'O IIOBPEXKACHHUS.
BBuny nonykoHcepBaTUBHOI'O XapakTepa perinKa-
uuu JHK u BBUy 3¢hdpekTa KOHIEBOH HEJOPEIIIU-
KalyK IOCIEefoBaTeIbHO YKOPAauuBaThCcsd B [OYEp-
HUX OJlacTOMepax CMOTYT TOJbKO PEIUIUKH, T.€. KO-
OUM  JBYX  MaTPUYHBIX  IIeNed  HMCXOJHOM
npuHToMepHoi MoJiekyabl THK. B caegyromux kie-
TOYHBIX TOKOJIEHUSIX OYAyT YKOpayMBaThCs KOMHU
PEeIUIMK, KOTOphIE CIAY3KaT TEelepb MaTpulaMi IS
KON, | T.JI.

OcobGeHHO CHIBHO 3TOT 3(PPeKT MOXKET OBbITh

BBIPAXKEH B CBSI3U CO CIIEAyIOLIed 0COOEHHOCTBIO pe-
IUIMKAUAW [JBOMHOW CIIMPAJIA JIMHEWHON MOJIEKYJbI
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JHK (B pannom cniyuyae npuntomepHoit [JHK). ITpu
permukanuu 3'-KOHI]A OTCTAIOMIe IEenu JBOWHON
cnupanu [JHK Bo3HHMKaromas pemnvka [JoJKHA
ObITH OCOOEHHO CHJIBHO YKOPOYEHHOW Ha CBOEM
5'-koHIe (TI0 cpaBHEHWIO C 3'-KOHIEBBIM (DIIAHTOM
PEIUIMKY, U3rOTaBIMBAEMON 1O JAAMPYIOLEH Lenu
nuneinont monekynsl [JHK) (Olovnikov, 2004). 9To
TaK Ha3bIBAEMbIN “pENIMKATHBHAS BUJIKA -3aBUCU-
MBIl (MM KOpode —“BHIIKA3aBUCUMBIN’) 3(peKT.
B ocnoBe “BunkazaBucumoro”’ agekra JeXKuT ae-
MOHTaXX PEIUTCOMBI HaJl 3'-KOHIIOM OTCTArOIIEeN Ie-
1, 9aCTh KOTOPOH, KaK U3BECTHO, CBEPHYTA B ETIFO
pagu OCYIIECTBICHUSI CUHXPOHU3UPOBAHHOTO IMPO-
IBIKEHUST PEIUIMKATUBHON BWJIKA W PEIUIACOMBI
BAOJIb 00euX 1eneil KOmMpyeMol IBOMHON CIMPAaJIH.
ITosToMy, HanpuMep, OKOJIOKOHIEBOH T'€H MPUHTO-
MepBbI, €CIIM OH PACHOJIOKeH y 5'-KOHIIa ee 3Havalen
nenu (CO3gaHHOM MO MATpULE JUAMPYIOLIEH Lenu
IHK), eme He OyaeT pa3pylleH YKOPOUYEHHEM, TO-
I7la KaK ero KOmws BO BTOPOH JOUYepHEll MOIIeKyie
IOHK, co3gaHHOl C HUCIONb30BAaHWEM B KauyeCTBE
MaTpulbl otctaroeit nenu JHK, yxke MoxeT ObITh
MHAKTHBUPOBAaHA 3a CUET KOHI[EBOW HENOpeIuInKa-
uuu. Ecin B mepBoM KIIETOYHOM YIBOSHUU reTepore-
HU3YIOIIAsl TPUHTOMEpA COXPAHSETCS WHTAKTHOU
(KOHTPOJNBHBIA KOHUEBOH I'€H NMPUCYTCTBYET) TOMb-
KO B OJTHOM U3 ABYX KJIETOK, TO 3TOTO BIIOJHE JIOCTa-
TOYHO JIJIsS pa3auyus B cyab0e Jlaxke Ha CTaJIUU ABYX
O61acromepoB. Mcnonb3yroT jin 6;1acTOMEPHI YKa3aH-
HYIO BO3MOXHOCTD WJIM CTApTOBAsl aCHMMETPU3AIUS
9MOPHOHA JOCTUTAETCS Y BBICIIUX KUBOTHBIX MHAYE,
MMOKAKyT 9KCIEPUMEHThI, HO TMPUPOAa OOBITHO WC-
MOJB3yeT BCE MOCTYNMHbIE €il CpeficTBa, U MOTOMY
yKa3aHHbI MEXaHU3M BpsJ U ObLI OcTaBieH 0e3
BHUMAaHWS TPH PEIIeHUH MPOOIEeMbl reTeporeHn3a-
MU B TeX T'HCTOreHe3aX, B KOTOPBIX ellle HeIb3s
npubOerHyTh K aCHMMETPU3YIOIIEH POJU rpajueHTa
MHJYKTOpA # T.II.

Wrak, ykazaHHbId mpouecc MOXeT ObICTPO IpH-
BECTHU K TOMY, UYTO B HEOOJIbIION NOMYIsiuu 0J1acTO-
MEpOB BO3HHKAET reTepOreHHOCTh. sl 3TOro fo-
CTaTOYHO PAaCIIONIOXUTh KOHTPOJIBHBIN PEryssiTop-
HbIl T€H WMMEHHO BOJIM3M KOHIAa KOJAWpYOLIEn
NPUHTOMEPHOI MaTpulbl. Kak MuHuMyM ofud Gna-
CTOMEpP, KOTOPOMY JOCTallach HEYKOPOUEHHasI CTap-
TOBas MaTpHLA (€CIU 3TO 3HaYallas ellb, KOAUPYIO-
11251 KOHTPOJIbHBIN OKOJIOKOHIIEBOI T'€H), OTIMYAET-
csl OT APYIHX T€M, 4TO OyfeT COfep:KaTb MPOAYKT
yKa3aHHOI'O I'eHa, a [pyrue 6;1acToMephl HET. DTO C
HEen30e>KHOCTHIO BefIeT K reTepOreHn3aliy paccMar-
puBaeMoit KJaeTouyHoH nonynsannu. CKOIBKO UMEHHO
B NIONYJIsiMYU (IIpU TaHHOM YPOBHE €€ YMCJIEHHOCTH)
OypeT 6JacTOMEPOB C COXpaHEHHBIM KOHIEBBIM KOH-
TPOJILHBIM F€HOM, 3aBHCUT OT TOrO, Ha KaKOM pac-
CTOSIHAU OT aOCOJIFOTHOIO KOHIIA IEPBUYHOM 3HaYa-
el MaTpuibl ObUI MOCTABIEH KOHTPOJBHBIN T'eH.
Ecnu oH oTnaneH oT KOHLA, TO AONYCTUMO IOSIBIIE-
HHE HECKOJIbKHX 0JIaCTOMEPOB C COXpPAaHEHHbIM KOH-
TPOJNBHBIM T€HOM, IPEX/e YeM B MONYJISIIN APOOsi-

IUXCsa 6H3CTOMCpOB HAaYHYT HaKallJInBaTLCS KJIET-
KU, JIMIICHHbIE YIIOMSHYTOI'O I'€Ha.

KiroueBoe mpenmyiecTBo MexaHU3Ma “TeTepo-
TEHU3UPYIOIEH MPUHTOMEPHI” COCTOUT B TOM, UTO
MEXaHM3M He 3aBUCUT OT KaKUX-TO O0Jiee paHHUX pe-
TYJSITOPOB U 3TO NPHUAAET €My OIpefeJeHHYIO YHU-
BepcalbHOCTh. OH HE KOHKYPHUPYET C FreTEePOreHn3a-
uel, JOCTUraeMoil 3a C4eT HEpaBHOMEPHOI'O pac-
MpefiesieHns] O JOYEepPHUM KJeTKaM (paKTOpOB,
MOJIYYEHHBbIX OT LuTOINIa3Mbl oonuta. [Ipenmnarae-
MBIl BApHAHT T€TE€POTreHN3anUH KIETOYHON OIS
UM POCTO MMEET CBOIO HUIY, ACHCTBYSl TaM, IJe
Apyrue MeXaHU3MbI 10 Pa3HbIM NpUYMHAM paboTaTh
He MOryT. MexaHu3M “reTeporeHu3upyroleil IpuH-
TOMEpHI” B IPUHIIAIIE MOKET JIEHCTBOBATh B Pa3HBIX
KJIETOYHBIX KJIOHAX, B TOM YHCIIE U B 60siee O3AHEM
OHTOTreHe3e (BO3MOKHO, JlaK€ B IPOT€HUTOPHBIX
KJIETKaX KOCTHOT'O MO3ra y B3pOCIbIX, HApUMEpP), a
HE TOJILKO Ha CaMOM paHHEM 3Tare pa3BuTus. B 6uo-
JIOTHM Pa3BUTHUSl NMEPUOANYECKU MOJHUMAETCS CBS-
3aHHBIA C NPOOJEMOI reTepOreHu3aluu BOIPOC O
IpenaTTepHUHTE, T.€. O TOM, UTPAOT JIU JIOKAIH30-
BaHHbIEC B SILEKJIETKE JAETEPMUHAHTHI KIIOUEBYIO
pOJb B AMICCUMMETPU3ALUN OpraHu3Ma B XOfie Ipe-
ABIMIUIAaHTAMOHHOTO Pa3BUTHS MJIIEKONUTAIOMINX.
Ha Bompoc o ToMm, 3a c4eT 4yero ucxXofHo HapyIIaeTcs
CUMMETpPUSI 9MOPUOHA, OTBETOB MOXET ObITh HE-
CKOJIBKO: &) 32 CYET UCXOHOM! MOJSIPHOCTU OOLUTA U
MOCTIEAYIOIEr0 HEPAaBHOMEPHOTO paCHpeiesIeHUS
6enkoB, PHK u T.11. Mexpy TouepHUME KJIeTKaMH, O)
3a CYET MECTa BXOfja ClIepMaTO30U/la B SHIEKIETKY,
B) 34 CUET MO3UIMOHHBLIX OTHOIIIEHNN W B3aNMOJEH-
CTBHI MEXKN1y 3KBUIIOTCHIUAIBHBIME OJ1acCTOMEpaMu
WM K€, HAKOHEI, T) 3a cYeT paboThl HEKOETO aCUM-
METPHU3YIOLIEr0 BHYTPUKIETOYHOrO MexaHu3Ma. [1o
HaOmonenusM uccnegoarenein (Plusa et al., 2005),
faxke ecly IIOCKOCTH IEPBOTO fleJIeHNs IPOOIeHus
MPOUAIET MO KOPOTKOM, a HE IO JJIMHHON KaK B HOp-
Me, OCH yINIMHEHHON 3UTOThI, TO BCE PABHO BO3HUKA-
IOT 61acTOMEPHI (CTaius 2-KJIETOYHOrO 9MOPUOHA) C
MPaBWIbHBIMI Pa3BUTUAHBIMU XapaKTepPHUCTUKAMM.
OTcrofia OHU 3aKJII0YAIOT, YTO pellleHre MPUHUMAEeT-
Csl HE Ha YPOBHE SIMIEKIIETKH, a Ha YPOBHE NIEPBOIO
peneHus apoOneHus. OgHaKo Ha cTafud JByX Ona-
CTOMEPOB MBIIIMHbIC KIETKH ellle He pa3anvaroTcs
(Motosugi et al., 2005). Tak unu nHaue, HO MOCTyNaeT
Bce OoJibllle HaOMIOAEHUN O TOM, YTO MpemnaTTep-
HUHT, B TOM YHCIE MpeAeTepMUHANINS OCH B Siile-
KJIETKE, HE CYLECTBYEeT y BhICIIUX KMBOTHBIX (Hiira-
gi, Solter, 2005; Louvet-Vallee et al., 2005; Takaoka
et al., 2006; Hiiragi et al., 2006). 9To o3Hay4aeT: TO,
YTO OOBIYHO [ MyXU (C €€ KPYNHOH SALEKIEeTKOM,
CTPOro (pUKCUPOBAHHBIM MOCTYIIEHUEM B Hee (pak-
TOPOB U3 NUTAOIIUX KJIETOK U, KaK pe3yJbTarT, IpKo
BBIP2>XKEHHBIM IIPEHNATTEPHUHIOM pacCIpefeieHus
[AETEPMHUHAHTOB), COBCEM HE 00S13aTEJIBLHO AJISI CIIO-
Ha.
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O CAMOOPTAHNU3 AL

MHOroKIeTOYHOCTh MpeAnoaraeT cnenuann3a-
LU0 OTAENbHBIX KJIETOK, KOTOpasi TpeOyeT MaMsITH O
crenuanu3anyum, coxpangeMon B murtosax. Ilocnepn-
Hee BO3MOXKHO TOJIBKO C MEPEXOJIOM K HMCIOJIb30Ba-
HUIO NTapareHoMa KakK ONEepPaTUBHON MH(POPMOTEKH.
OpuH U3 TIIaBHBIX BOIPOCOB 9MOPHOJIOTHH — KaK 3a-
ponbIi cnocodeH audpepeHIupoBaTLCS, UMeS OflU-
HAaKOBbII HA0Op T€HOB B COMATHYECKHMX KJETKaX.
B momnbiTKe OTBETUTH Ha HETO 3MOPHOIIOTH OOpalia-
IOTCSI MHOTAA K CaMOOPTaHU3YIOIIUMCSl CHUCTEeMaM,
CHOCOOHBIM CIIOHTAaHHO (M MACCHBHO) NPHOOpPETATh
HEOTHOPOJIHOCTU. 3/eCh TNpefjaraeTcs NPUHIHIN-
aJIbHO IPYTO#l MOAXO/]: CAaMOOPTraHU3alus Ha OCHOBE
aKTHUBHOI'O NMPUOOPETEHUsI HEOTHOPOAHOCTEH. B ru-
moTe3e yTBEP>KAaeTCs, YTO B JIEWCTBUTEIHLHOCTH B
TeHHOM OTHOIIIEHWU Pa3BUBAIOIIUIICS SMOPUOH crara-
eTCsl M3 KIIETOK, HEWJICHTHYHBIX B MH(POPMAIIOHHOM
OTHOIIIEHNH, HECMOTPS Ha UJIEHTHYHOCTH T€HOMOB BO
Bcex Hux. [Ipepmosiaraetcsi, YTO WMHAMBUAYAJIBbHOE
pa3BUTUE OpraHu3Ma BeJeT JONOJHUTEIbHbIA WH-
(popManmOHHBIN HOCHTEIh — ONEpPATUBHAS MaMSTh.
ITop onepaTuBHON MaMSITBIO 3I€Ch TOHUMAETCSI UH-
(popmanus, 3aMMCTBOBaHHAS! M3 OCHOBHOTO XpaHMW-
umia (SaepHoro reHoma) u (pu3NIecKn NepeHeceH-
Hasi Ha OTHAEJbHBbI MaTE€pPUAIbHBIA HOCHTEINDL (OH
MPEACTaBICH COOTBETCTBYIOIIMM HAOOPOM MOJIEKYJI
nepuxpomocomuoi [JTHK) nist BeInonHeHns onpepe-
JICHHOM onepalyu B pa3Butun. bes onepaTuBHOl Na-
MSTH BO3MOXHa caMoopranusanusi BcenaeHHo#, HO
HEBO3MOXKHO CO3JlaHN€e TaKO# aKTHUBHO CAMOOPTaHU-
3YIOIIENCs CUCTEMBI, KaK MblIb. [IpuHIunnanbHoe
OTJINYKE MbIIIEH OT BCEIEeHHBIX COCTOUT B CIOCOO-
HOCTH MHOTOKPAaTHO, JIOBOJBHO TOYHO W AKTUBHO
BOCTIPOU3BOJUTHL KAaPTUHY MHAMBUAYATLHOTO Pa3BU-
THS, HA YTO HEXUBbIE CUCTEMBbI He CHOCOOHBI. st
WHIMBAYAJIbHOTO PAa3BUTHS HYKHA KaK OCHOBHas
namsiTh (T€HOM), TaK U OllepaTUBHAs (IaparcHOM).

Bbe3 mpuBneueHns mapareHoMa, OCTaBasiCh TONb-
KO C XPOMOCOMHBIMU I'€HaMH U MEXaHUYECKUMHU CH-
JlaMu, UCCIEAoBaTeN0 MOp(oreHe3a ocTaeTcs Tpa-
AUIMOHHO YIOBATh HA “‘CaMOOpraHU3alHUi0’’, 4TO, IO
CyTH, PaBHOCUJIBLHO YTBepKaieHuto: “Bee camo coboit
Kak-HHOyAb 1a oopasyercs’.

ITAPATEHOM U 3BOJIIOLNA

B sBosntonuu, BEposiTHO, MHOTOE CO3/AETCS YePe3
ajlanTHBHbIE MOAU(PUKALNY, XOTSI HE BCE CTPYKTYPhI
OpraHU3MOB aJalTUBHbI U UMEETCS HEMAJIO HHAJAIl-
THBHBIX MPU3HAKOB, IO KOTOPBIM CTPOSIT TaKCOHO-
Muueckue kiaccupukanu. Harenu Ha3Ban B 1884 1.
MopuuKkanusaMu (PeHOTHNNYECKIE HEHACIIECTBEH-
HbI€ pa3/INyusl, BO3HUKAIOIINE O] BIUSHUEM NPE00-
JaIafoIINX YCIOBUH CPefbl Y OAMHAKOBBIX B HACIIEN-
CTBEHHOM OTHoOLIeHUU ocobeit (Kumynés, 2003).
HekoTopble nose3Hble OpraHu3My MoOAU(UKALUH
SIBHO HE HACIIE[ICTBEHHBI; KJIACCHYECKAM IPUMEPOM
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cuuraetcd 3arap. Ho He Mornu 661 HEKOTOPBIE MOJIN-
(pukanmu, okazaBIINCh aJalTUBHBIMU, 3aKPEIUIATh-
csi B reHoMe? I1onoXuTeIbHbI OTBET HAa TaKoll BO-
MPOC MO3BOJMI ObI MHOTO€ NMEPEOCMBICIUTH B 3BO-
JIOUMOHHON OMOJNIOTHUH, HO, Ka3aJ0Ch Obl, OH 3aKPbIT
HaBceria c TeX 1op, Kak ABryct BeficmaHn pyOui XBo-
CThl CBOUM MBIIIaM, 3aKpbIBasi MpobieMy Hacjeno-
BaHMs NpHoOpeTeHHbIX npu3Hakos (bmsxep, 1971;
Kumynés, 2003). Opnako ObuT U onbIT Beficmana
ajlekBaTHBIM 3afjaue? Benb TpaBMa B X0j pa3BUTHUS
He BMellMBajack. beckoHeyHoe MHOroo0Opasmue B
npupope O0oraTo ajanTalysMu, HO O CUX IIOp HET
HUKAaKOW YBEPEHHOCTH, YTO BCE OHU OBLIN CO3/IaHbI
00bEeIMHEHUEM MYyTalWil, COOMPAEMBbIX BOEJUHO
“TBOpYecKUM”’ ecCTeCTBeHHBbIM OTOOpoM (YaiikoB-
ckuii, 2003; ITonos, 2005; Hazapos, 2005). HecmoT-
Psl HA IIUTEJIBbHYIO UCTOPHIO 3BOJIONUOHMU3MA, KaK
IpefcTaBisieTcsl, BO3 U HbIHE TaM: HEOJapBUHU3M
TaK U He N0Ka3aJj, Kak UMEHHO COBEpILIAETCs MaKpo-
9BOJIONHMS. XOPOIIO U3BECTHO, UTO, HAIIPAMED, CYC-
JIMKH, OTHOCSIIMECS. K CEMENCTBY O€JIOK, pOIOT B IO-
JSX HOpBI, OENIKU JIa3aloT MO AEPEBbIM, a JIETATU
elle ¥ NepenapxuBaioT ¢ BETKU Ha BETKY. AHAIN3H-
pys nopo6Hble npuMepsl, llImansraysen (1982) mu-
can: “Pasnmynasi pyHKIMS KOHEYHOCTEN B 3TUX CITY-
YJasgx X SBHO ImpeobOpasyeTr”. B cBoeit kuure “Opra-
HU3M Kak L[eJI0e B UHAUBUYAJIbHOM 1 UICTOPUYECKOM
Ppa3BUTHN’ OH 3aKIIOUUJI, YTO ‘‘HENOCPEACTBEHHOE
MoOAU(UIMpPYIOIIee BIUSHUE M3MEHEHHO! cpefibl, a
Takxe “‘yopaxHeHue’ U “HeynpakHeHHe  OpraHoB
MOXET NPUBECTU U, KOHEYHO, IPUBOJUT B HOBOII 06-
CTaHOBKE K YCTaHOBJICHHIO HOBBIX, HCTOPUYECKH HU-
Korja He cymectBoBaBmux ¢opm” (LImansrayses,
1982). ®opMupoBaHue 1 3aKpervieHue alalTUBHBIX
MoauuKauuii — CIOXHBIA Mpolecc, TPeOYIOIUi,
6e3yCIOBHO, TAKOTO OOBSICHEHUS, B KOTOPOM COOBI-
THS, TIOXOKUE Ha JTaMapKU3M, OJIKHBI OBITH OO'BSIC-
HEHbI 6€3 POKOBOH OIIMOKH HEOJIAMAaPKUCTCKUX BO3-
3peHMii, MpeHeOpeTaromnx aaTMa3Hol TBEPAbIO IeH-
TPanbHON MIOTMBbI MOJEKYJSIPHOM OWOJNOTHH —
HEBO3MOKHOCTBIO NMOTOKa MH(OpMAUK OT OEIKOB
k JHK. B aToM cooO1iieHnn paccMaTpuBaeTcs TOMb-
KO TpefnoiaraeMblii Mpolecc 3aBepuieHns (PopMu-
POBaHUS afaNTHBHON MOAU(UKAINYN, TOCKOIBKY OH
uMeeT NPsIMOe OTHOLLIEHUE K 00CyKAaeMbIM IIpobiie-
MaM napareHoMa u MopdoreHesa, Torja Kak Hayajo
mpolecca co3gaHus aganTUBHBIX MofuduKanui Oy-
[ET IPEAMETOM OTJEJIBHOIO PACCMOTPEHUSI.

IIpepnonaraeTcs, yTo aflanTUBHAsI MOAU(pUKAIUS
(penoTHIA HOMXKHA UMETH MH(POPMALMOHHYIO OCHO-
BY B BHJI€ COOTBETCTBYIOIIUX MOJIEKYJ IEPUXPOMO-
comuoit [IHK, B manHoM ciyyae ¢pusnomep. [Ipenno-
JlaraeTcs Takke, 4TO, MOSIBUBILINCH de novo B TaMeTo-
reHe3e B OTBET Ha JKCTPEMallbHbIE YCIOBUSA
pa3BUTHUs OpraHU3Ma, HEKOTOpble (pUiIOMEPHI B
malbHeeM Morn Obl IepefaBaThCsl TpaHCreHepa-
LMOHHO ¥ BIMATH Ha (PEHOTUII COMBI OJTIKafIIuX Mo-
J0BBIX NOTOMKOB. Kakue ¢akTopsl Moriau Obl mo-
OyXJaTh pa3BUBAIOIIUIICS OPraHU3M K CO3[aHUIO
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¢unomep Kak (pakyJIbTaTUBHBIX 3JIEMEHTOB Nlapare-
HoMma? U uyTo Moriio 6b1 mpoucxofuTs panbiie? CHa-
yana (uiaoMepsl B KJIETKax 3apOfbIILIEBON JMHAU
(germ-line cells) elie He BCTPOEHBI B SIIEPHbIA TEHOM
U pacrojararTcs TOIBKO Ha MOBEPXHOCTU XPOMO-
COM, YTO BOOOIIIE TOJKHO OBITH THINHUYHO JJISI KOM-
[IOHEHTOB IapareHoMa. ®Puiomepbl B IOJIOBBIX
KJIeTKax IOJ{ BO3[IECTBUEM CHHANTOHEMHOIO KOM-
IUIeKCa MOTYT IO YUCTO MEXaHMYECKOH NpUIMHE
yTpauuBaThCs B ME03€ U IO TOI Xe MpUInHe (PUiIo-
Mepa B OTINYHE OT XPOMOCOMHBIX F'€HOB HE MOXKET
Ha PEryJIIpHOI OCHOBE yYaCTBOBAThH B KPOCCHHIOBE-
pe, JIETKO BBITECHSSICH M3 CHAPHUBAIOIIUXCS XPOMO-
coM. [loatomy 3aBucsamme ot dunomep 3pdeKThI
MOTYT Ka3aThCsl HaONIOATENI0 HEeHaCIeoyeMbIMH,
Oyfayud B JEHCTBUTENBHOCTH HAClIEelyeMbIMH He-
ycroitunBo. Y reorpaduueckux pac, Hampumep,
ajlanTUBHbIE NMPU3HAKU OOBIYHO HACIE[CTBEHHO 3a-
KpeIieHsbl. [17151 3Toro Heo6XoAuMO, YTOOkI (huioMe-
Pbl Y UX IPEIKOB BCTPOMIINCH B TOJIOBOH T€HOM, T.€.
yTo0b! (punomepHast JHK unTerpuposanach B Io-
cnepoBaTeabHOCTh XpoMocoMHont THK. ®axkrtuye-
CKH 3TO ObIJIO OBl 3KBUBAJIEHTHO 3aMEIEHUIO afall-
THBHOW MOU(UKALUN XPOMOCOMHON MyTanuen, mo-
CKOJIbKY mpu uHTerpanmu ¢umromepronn J[THK B
SIIEPHOM T'€HOME MEHSETCS AJIMHHASI HYKJICOTHAHAS
MOCJIEOBATENBHOCTh. 3aMelleHIe NPUOOPETEHHBIX
B MH[UBUAYaJbHOM Pa3BUTUU alallTUBHBIX MOfu(pu-
Kalyii HacJaelyeMbIMIA MyTallMsIMU KaK pa3 v €CTh TO,
yto boapynn B 1896 rony Ha3Ban OpraHUYECKUM OT-
6opoM. K ponn ecrecTBeHHOTrO OTOOpa 3TOT 3(pPeKT
Bonpynna uMmeer BecbMa OTJajJ€HHOE OTHOIIEHHE
(Jameson, 1977). CHauaia B mONYJISIIINN, OKa3aBIIIe-
Csl B 9KCTPEMaJIbHBIX YCIOBUSX, HET FT€HOB, KOTOpPbIE
maBanu Obl i1 BO3MOXKHOCTh UMETh afJallTUBHBI (he-
HOTUI. 3aTeM y YacTu 0coOel MOSABISIOTCS aalTUB-
Hble MOfiu(pUKalMU, KOTOpbIE U3-3a CBOE! HEyCTOH-
YUBOCTH BBITIISASAT HEHACIEYeMbIMH, HO JAIOT CBO-
uM oOJajaTensM 3aMeyaTelbHyl0 BO3MOXHOCTb
BBIXXUBATh HEe MeHee 3(P(PEeKTUBHO, YeM eClti Obl OHU
MMENHN HY>KHbIE eHbl. ECTeCTBEHHbIA OTOOp, Aei-
CTBYIOIIUH TO (PeHOTHIAM, HE CHOCOOEH OTIIMYATH
obnagaTteneil “HeHacleqyeMbIX aJallTUBHBIX MOJU-
(pukaumit oT HOCHTENEN HACIEAYEMBIX ajallTUBHBIX
npu3HakoB. [1oaToMy ecTecTBEeHHBII OTOOP HE MO-
>KEeT UMETh HUKAKOT'O BIMSIHAS Ha 3TO Ba3KHOE B 9BO-
JIONMOHHOM OTHOIIEHWH siBlieHHe. [locTeneHHO B
MOMYJISIIAY CTAHOBUTCS Bce OOJIblle HOCUTENEH Mo-
JI€3HOM Il BBIKMBAHUS aJallTUBHON MOAN(UKAIN.
Yepe3 HEKOTOPOE YHUCIO MOKOJEHUN ObIBIIKE ‘‘He-
HacjefyeMble” ajalTUBHble MOAN(UKAIKN OKa3bl-
BaIOTCS 1O HEKOEM, 10 CUX MOop He MAEHTURUIMPO-
BaHHOH, IPUYMHE YCTOWYMBO HaciaeayemMbIMH. B
9TOM, COOCTBEHHO, COCTOUT CYLIHOCTb 3(pcpexra
Bonpyuna, 00 aTOM nucanu u psif Kpyrux 3BONOLY-
OHUCTOB, BKItoyasd llImaneraysena. B cBsisu ¢ npo-
61eMO afaTUBHBIX MOAM(PUKAIINI YMECTHO YIIOMSI-
HYTb OCOOYIO MX Pa3HOBHIAHOCTH, TaK Ha3bIBaeMble
mutensHble Mopudukanuu (dauermodification, per-

OJIOBHUMKOB

manent (persistent) modification). K #HuMm, B yacTHO-
CTH, OTHOCSITCSI BEChMa JIEMOHCTPATHBHBIE W3MEHe-
Husl (popMBI OpIOIIKA payKa COJIOHOBATBHIX BOJ Ar-
temia salina, HacTymaromue TOJ BJIUSIHUEM
onpecHeHus BOIbI. [IJIs1 coXpaHeHHsT ClIOCOOHOCTH K
MapeHNIO B TOJIIE BCe MEHee IITOTHBIX BOJ 3TOT pa-
YOK 32 HECKOJIBKO MOCIEAOBATEIbHBIX MOKOJIEHUN
OTpAaIUBAET IOMOTHUTEIbHbIC WICHUKHU U TMIETUHKA
Ha 3ajlHeM KOHIIe Tejla, CTAHOBACh B 9TOM OTHOIIIEe-
HUY NMOXO0XKHUM Ha Ipyroro 0ecro3BOHOYHOIO — Bran-
chipus stagnalis (I'aeBckas, 1916). OTn 1 mogo6HbIE
UM JITUTENbHbIE MOAU(UKALUU, KaK MOKHO JIOIy-
CTUTh, TaKxke (POPMUPYIOTCS ¢ yyacTuem puiiomep
KaK OJJHOTO W3 3JIEMEHTOB MapareHoma. XOTs B He-
KOTOPBIX CIydasix MOAU(UKAINNA MOTYT OBITH O0Y-
CJIOBJICHBI POJIBIO MEPCUCTUPYIOIINX BUPYCOB U 31U~
TeHEeTHYECKUMHU U3MEHEHUSIMU B BHJIe METHINPOBA-
Hus [JTHK u momudpuxaumit 6enkoB (Xecun, 1984;
T'ony6oBckuit, 2000), TeM He MeHee 3a MOI(PUKALIU-
SIMH, HacJIETyeMbIMH IMyCTh HEYCTONYMBO M BCETO
JIAIIb HECKOJBKO MOKOJICHUH, B OOJIBIIMHCTBE CIY-
YaeB I0JIXKHA CTOSATh HeKasl H(OpMAaIMOHHAsI OCHO-
Ba B BUJI€ HEKMX “TIPOBU30PHBIX~ '€HOB, KOTOPBIX HA
MIepBOM 3Talle UX MOSIBIICHUS ellle HelleJaecooOpa3Ho
monyckaTh B reHoM. [Ipeskie OHU JIOJKHBI MPOUTH
MPOBEPKY HA MOJIE3HOCTh. TOMBKO yCIMENTHO PO
ee, 9TU T'eHbI, IpeJicTaBIeHHbIe (PUIIOMepaMu, MOTJII
ObI MPEeTEHAOBAaTh HA MHTErPALUIO B XPOMOCOMHYIO
JHK.

MuTerpanus ¢pusoMepsl B TEHOM — 3TO CBOE00-
Pa3HbBI aHAJOr Iepexofa OT (PeHO- K T'€HOKOIHUU.
Kak u3zBectHo, peHOKONNSA — 3TO MOAMUKAIINS, Ha-
MMOMUHAIOIIAsl TPOSBIEHUE KaKOro-aubo yxXe u3-
BECTHOTO T€HA; MHA4Ye rOBOPS, (PEHOKONHS — 3TO
MpU3HAK OpraHn3Ma, He NMEIOIIEeTro B FTeHOME OIpe-
[eJIEHHOW MYTAallUH, T.€. TEHOKONNHU, HO UIMUTHPYIO-
ero ceonM (peHoTuroM ee obiaganue. Ecimu peno-
KOIHS HafIeNIsieT OPTaHUu3M TeM WA HHBIM NTOJIE3HBIM
[ BbDKMBAHUS aJalTUBHBIM IPHU3HAKOM, TO 3TY
(penoKOIUIO, O-BUAUMOMY, MOXKHO CUUTATh afal-
TUBHOI Mopudukanuein. PuiroMepsl NpenoNoXKu-
TEJBHO SBISIIOTCS MH(POPMAIIMOHHON OCHOBOM HEKO-
TOPBIX (PEHOKONUH U, COOTBETCTBEHHO, MHTErpalys
(pusomMepbl B FEHOM SBISIETCS aKTOM 3aKPETUICHHS
ajlanTUBHON MofupuKanuy, fanee yxe CTaOUIbHO
HacJIeRyeMOH siIepHbIM FTEHOMOM.

Ponb ¢unomep B MHAMBUYaIbHOM Pa3BUTHH He-
00BbIYHA — OHU HY>KHBI TOJIBKO B HECTAHAAPTHBIX JJIS1
BUJla YCJIOBUAX CYLICCTBOBAHMSI. B sTOM OTHOIIIEHUN
(pmnoMepbl OTYACTM HAIOMHMHAIOT XOPOIIO U3BECT-
Hble B-XpOMOCOMBI, KOTOpbI€ MOTYT IOSBISITECS B
MONYJISIUSIX BHfIa, OCBAMBAIOIUX CPEAy, OTIMYAIO-
LIyIOCS OT NPUBBIYHOM, HampuMmep OO0JOTO BMECTO
crenu. B aTo# CBSI3M YMECTHO yIIOMSIHYTh TUIIMYHbIE
OCOOEHHOCTU B-XpoMOcoM Kak CBEpXUUCIEHHBIX,
(pakynbTaTUBHBIX XPOMOCOM. B-XpoMOCOMEI, IO
KpaiiHEed Mepe YaCTUYHO, COCTOSIT U3 HOBTOPSIFOLIUX-
csl IOCNEeNOBaTENbHOCTE, KOTOPbIE B OOJIBIIIOM YHC-
Jie TpeficTaBleHbl B ayTOCOMax OCHOBHOr'O Habopa
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xpomocoM (Green, 2004). MutoTuyeckasi HeCTaOUIb-
HOCTBb HEKOTOPBIX B-XpoMOCOM, Kak U HeUYeTHOE HX
YUCIO B MeHo3e, CIYXKUT HHOI[A IpensTCTBUEM
ycroitunBoMy (PyHKIMOHHpPOBaHUIO KjeTok (Cama-
cho et al., 2004.). DxcniepuMeHTaNbHBIE W HEAABHO
BO3HUKIIINME TUOPUABI U ITOUIITIOUABI, B KOTOPBIX MO-
KT BO3HMKATh FTeHETUIECKUI KOH(IIMKT MEXKJY CO-
OpaHHBIMU BOEIMHO HOBBIMH KOMIIOHEHTAMH T'€HO-
Ma, MOT'YT IPOSIBIISITh HECTAOMIIBHOCTD, U B-XpoMo-
COMBI B HHX MOTYT OKa3bIBaThCs [aXe BPEJHLIMU B
OTHOLLIEHUM IUIOOBUTOCTH M CaMoil (PU3UOJIOTHA
kJeTok u opranusma (Jones, Pasakinskiene, 2005).

B otnmuue ot B-xpomocom ¢puiiomeps! pasgedsi-
IOT B XOJI€ [ieJIeHUiI KJIETOK CyAb0Y T€X XPOMOCOM OC-
HOBHOT'O Habopa, Ha KOTOPBIX OHH (PMKCHPOBAHBI.
Bo3moxHbIl Bpef OT (puiIoMep, BEpOATHO, CyIle-
CTBEHHO MEHBbIIIE, YeM B ciiyyae B-xpomocom, XoTs u
¢punomepsl, 1 B-xpoMOoCOMbI BO3HHMKAIOT, KaK Ipef-
MOJIaraeTcs, C OGHON LENBIO — B MONBITKE TOMEOCTa-
TUYECKUX CUCTEM a[JallTUPOBATh OPTaHU3M K YCIIOBU-
sIM OOUTaHMs, HETUITNYHBIM JJIs1 €r0 IpefKkoB. B ciy-
yae B-xpomocom KoH(UUMKT nByX Habopo, B-
Habopa u craHgapTHOro A-Habopa, MHOI/a 3aTsIH-
BAETCd HAJOJIro, HO MOXET pa3pellaThcsl BIOJIHE
yenemHo (Rocha-Sanchez, Pompolo, 2004). B cnyyae
’Ke co3faHus (punoMep KOH(IUKTHI, BEPOATHO, MU-
HUMaJbHbI, B YaCTHOCTHU, IOTOMY, YTO (PUIOMEPHI
BOOOIE HE MEMAIOT NMPOLECCY Melo3a W ropasjo
jierde MoryT ObITh yTpaueHbl. PusoMepsl BbIEepKU-
BAIOT, BEPOSITHO, HE 00JIe€ HECKOIBKUX MOJIOBBIX IO-
KOJIEHUI, yTpaunBasChb OpraHU3MaMHU, €CIIA HE ycIle-
IOT BCTpOUThCA B XxpoMocoMHyro [THK nmosnosoro re-
HoMma. IloTepss unomepsl u3-3a yKOpOUEHHSA
BCJIE[ICTBUE KOHIIEBO HEOpEIIINKANU (PUIIOMEPBHI,
He HapaluBaeMoll TeloMepas3oll, Kak u noreps ¢u-
JIOMEPBI B pe3yJbTaTe OTCOEJUHEHHS OT [OKHHT-
cafiTa Ha MOBEPXHOCTH XPOMOCOMBI BEMIET K BOCCTa-
HOBJICHUIO IIPE>KHUX CBOWMCTB OpPraHu3Ma U K 1oTepe
ajlanTalliy, 9YTO HeOJIAroNpUsITHO, €CIIU YCIIOBUS Cpe-
Obl MO-IPEXKHEMY IKCTpeMalbHbl. [Ipoiiasa HeOomb-
LIOM “UCHBITATENIbHBIN CPOK™ B OJJHOM WJIX HECKOIb-
KUX ITOKOJIEHUSIX Ha CBOIO MIOJIE3HOCTD, (PUIOMEPHAs
JHK wmmeeT maHc BCTpOUTHCS B IOCIENOBATEIb-
HOCTb XpOMOCOMbI OCHOBHOI'O HaOopa. MHTerpauus
(punomMepsl B XpOMOCOMY MOKET IPOU30HUTH, KOHEY-
HO, 1 TIpU OECIOJIE3HOCTH WIIH JaXe BPEeqHOCTH (pu-
nomepsl. Ecin HocuTenu onpepeeHHoi punoMepsl
HOJIYYArOT IPEUMYILIECTBO B OTHOLIEHUN CBOETO BbI-
>KVBaHWSI IO CPAaBHEHWIO C WICHAMU IONYJSINH, Y
KOTOpPBbIX (pujoMepa He nosiBuiack (1 eciau puiome-
pa, HaXOJsIChb Ha XpOMOCOME, MOKET OBbITh NIEPElaHa
MIOTOMKY), TO 4acTOTa €€ BCTPEYacMOCTH OBICTPO
BO3pacTeT B OMKaiIuX IOKOJIEHUSIX. DTO B CBOIO
oYepeqb NMOBLICUT IIAHC HA BCTpAaUBaHUE (DUIOMEP-
HBIX T€HOB B ITOJIOBOIl T€HOM.

BosBpamiasice Kk B-xpomocomMaM Kak TPOAYKTY
KJIETOYHOH TOMEOCTATHUECKON CUCTEMBI, MOKHO JIO-
IIyCTUTh, YTO B HEKOTOPBIX CIy4asx caMu B-xpomo-
COMBI MOTJIY ObI BBITIOJTHITH POJIb TOCa[JOYHBIX TLIO-
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0K 1JIs1 prsioMep. DTOMY CIOCOOCTBYIOT HEKOTO-
pble ocoOenHoctn B-xpomocom. Hampumep, B
OOJIBIIMHCTBE CIy4YaeB y TPHI3YHOB B-xpoMocombl
reTepOXpPOMaTUYHbI, HE CIIAPUBAIOTCS C ayTOCOMaMuU
1 TOJIOBBIMU XPOMOCOMaMHU, B Meli03e HeKOTopbIe B-
XPOMOCOMBI BEIyT ceOsl KaK YHUBAJIEHTHI, a pyrue
kak O6uBaneHThl (Silva, Yonenaga-Yassuda, 2004). B-
XPOMOCOMBI HalIeHbI MPUMEPHO Y OTHOTO MPOIIEHTA
BUoB MiekommTarommx (Vujosevic, Blagojevic,
2004). MutepecHo, 4TO GOIBIINHCTBO BUAOB, § KOTO-
PBIX OHU HaWJIeHBI, IIUTPOKO PACHPOCTPAHEHBI U Xa-
PaKTepHU3yIOTCAd IUKIUPOBAHUEM MOMYJISIUOHHON
YUCJICHHOCTH U COLMANILHON opraHm3anuei, 6iaaro-
MPUSITCTBYIONIEH CMENMIMBAHWIO MOMYJISIUN W pac-
pocTpaHeHuro B HUX B-xpomocom. Ilupokas pac-
MPOCTPAHEHHOCTh BUJIA MPEIONIaraeT ero CTOJIKHO-
BeHHE C pa3HbIMU YCIOBUSIMH CYIIIECTBOBAHUS,
ajanTanud K KOTOPBIM B-XxpomMocoMbl MOTiM Obl
CIOCOOGCTBOBAThL HE TOJIBKO COOCTBEHHBIMHU F€HAMH,
HO ¥ TE€M, YTO OPTaHMU3YIOT AOMOJHUTEIBHYIO TLIO-
MAAKY [/ TOCAafKN (PUIoMep, HYXKAAIOIIMXCSI B
MpeIBapUTENbHON NMPOBEPKE Ha aalTHUBHYIO IEH-
HOCTh 10 Toro, kak ux [THK cmoxer mHTErpupo-
BaTbCS B XpPOMOCOMY. MecTOM HMHTerpanuy MOTIu
OBl CTAaHOBHUTLCSI XPOMOCOMBI JTIF0O00r0o Habopa — Kak
A-, Tak 1 B-xpoMocombl. HanpoTus, B IeHTpanbHOI
YacTH BHJOBOTO apealia, TaM IJie BUy YBeINInBaTh
CBOIO IPUCNOCOOJIEHHOCTD HE TpeOyeTcs:, HeoOXoau-
MOCTb B B-XpoMocomax Kak JIOKWHT-canTax jis pu-
JOMep OTIAfaeT, OHU CTAHOBATCI MeHee HY>KHBIMH,
a crabunu3anus uX OoTOOPOM MeHee BakHOH. DTo
MOJKHO BECTH B IIEHTPE apealia K POCTy MOJMMOp-
¢uzma B-xpomocoM, ecian TOIbKO BUMI HE UMEET TH-
TaHTCKOTO PacHpoCTpaHEeHUs, TPEOYIOIIEro MocTo-
SSHHOW ajanTanud K pPa3sHOOOpa3HBIM YCIOBHSM.
JeficTBuTensHO, moaumMopdusM B-xpomocoMm pac-
TeT, HaIpuMep, B IIEHTpPEe apeaja apreHTUHCKOTO
Ky3HEUHnKa, He MMPETeHAYIOIIEero Ha r1odanpHoe pac-
npoctpanenue (Colombo, Confalonieri, 2004).

Cpenu OOBIYHBIX XPOMOCOM B Ka4€CTBE HOCHTE-
neit puomMep 0CO6EHHO MOAXOMAT XPOMOCOMBI C MH-
BepcusiMu. ['eorpacumyeckoe pacnpocTpaHEeHUE Xpo-
MOCOM C Pa3HbIMH MHBEPCHUSIMHU SBHO HOCUT YEPTBI
HECJYy4ailHOTO PacIpOCTPaHEHHs, YTO BEPHO W JJIs
ky3Heunka (Colombo, Confalonieri, 2004), u gns gpo-
3o¢mie! (Anderson et al., 1991; Feder et al., 2005).
ITpuyuH 53TOro MOXKeT ObITh, IO KpailHEl Mepe, ABE.
IlepBasi — ucrnonap30BaHWE MEXaHU3Ma pPETYISALNN
9KCIPECCHN HEKOTOPBIX T€HOB 3a CUET CO3aHus CHH-
Te3a aHTUcMbICIOBBIX PHK B pesynbrate BHYTpH-
XpPOMOCOMHBIX MHBepcHil. BTopas — ncnons3oBaHne
MHBEPCUU KaK CPEJICTBA YXO/ja CETMEHTAa XPOMOCOMBI
OT CHApUBaHUS U KPOCCUHTOBEPA, YTO, B YACTHOCTH,
MOZKET CO37JaBaTh BO3MO>KHBIE TOTIOJIHUTEbHbIE 10-
KHUHT-CaiThI 715 (pruiiomep.

JJ1s1 TOro 4TOOB! yLEJIEeTh IPU TPaHCreHEePAOH-
HOU mepepgade (10 UHTETpaud B COCTaB XPOMOCOM-
Hoit [THK), punomeps! JOIKHBI (DUKCUPOBATHCS HA
XpOMOCOMaX 3a CYET CBOUX (PJIAHTOB HA KOMIIJIEMEH-
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TapHble UM TIOBTOPHI B IOJIOBOM XpOMOCOME, He
y4JacTBYIOIIEH B CHapWBaHMy, TUOO HA KOMIUJIEMEH-
TapHblEe IOBTOpPbl B MHBEPTHUPOBAHHBIX CETMEHTaX
ayTocoM. B o6oux cnyvasix ¢punomepa momyyaer
BO3MOXKHOCTh TPOUTH 4Yepe3 Meio3, He BcTpevas
npenstcTBusl. M3-3a KOHLEBOM HENOpEINIMKaLuu
¢unomepa, nofo6GHO NPUHTOMEPE, TOJIKHA YKOpayH-
BaThCS, HO eciy OHa mMmeeT Oonbinon 3amac JHK Ha
(pnanrax, To €ro MoxeT XBaTUTh HAa HECKOJIBKO I1OJIO-
BBIX ITOKOJIEHUH, KaK 3TO BUHO U3 JAHHBIX IO YKOPO-
YEHUIO TeJoMep y GectenomepasHbix Mblieit (Espejel
et al., 2002). Haxopnsicb Ha XpOMOCOMHO¥ WHBEPCHH
ayTOCOMbI, Ha HEMApHOU B-XxpomMocome uim Ha Hecma-
puBaroLIeiics MOJIOBOH XOpomocome, GuiaoMepa He
TOJIBKO COXPAHSIETCs B IIOJIOBOM I'€HOME, HO U, 4TO ca-
MO€ TJIaBHOE, MOXKET OBbITh NepefilaHa COMaTUYEeCKIM
KJIETKaM ¥ B HUX BBICTYIIUTH B POJIM KOMIIOHEHTA Napa-
IFeHOMa, KOTOPbI IOCTaBIsET CBOU (PUIOMEPHbIE
TPaHCKPUITHI JJISI COMbI, U IO3TOMY BJIMSET Ha (PEHO-
Tui. Vimest ori 1 IpoMOTOpP TpaHCKpHIILKY, (pruioMepa
crnocoOHa 3a OHO — JiBa IIOKOJIEHNS POUTH POBEPKY
Ha aJJalITUBHYIO MOJIE€3HOCTD U MOTYYUTh IIIaHC HAa UHTE-
TPaLIO CBOMX I'€HOB B ITOJIOBOI T€HOM.

B cocraB ¢unomep MOryT BXOAMTH KONUHU Kak
XPOMOCOMHBIX CTPYKTYPHBIX T€HOB, TaK M PEryJs-
TOPHBIX MOCIIefOBaTeNbHOCTEH. VI3BECTHO, UTO pas-
HbI€ XPOMOCOMHBIE T'€HbI (CPEIU HUX T€Hbl, Y4aCTBY-
IOIIe B PETyJSIUN TPAaHCKPUIILINHU, CTAfUuil pa3Bu-
THsA, PYHKIMOHUPOBaHNUS MEMOPAH 1 BHEKJIETOUYHBIX
CTPYKTYp) NMPUOOPETAIOT B 3BOJIONMKA HOBBIE KOM-
OMHALUYU LUC-PETYIASTOPHBIX 3JIEMEHTOB, XOTS MO-
CIIEIOBATEJIbHOCTH CaMHX 3TUX 3JIEMEHTOB JJOBOJIb-
HO KoHcepBaTuBHbl. IlocienHee 00CTOATENBLCTBO
Ype3BbIYAMHO PACIPOCTPAHEHO U 3aTParuBaeT ThICS-
yn reHoB (Sanges et al., 2006). [TuctaHuust MeXAy
cyOTeOMEepHON 00JIaCTBIO XPOMOCOMBI M MECTOM
nocagku (bUIOMepPbI Ha 3Ty XPOMOCOMY (KaK ¥ MECTO
MOCIEAYIOIEeN BCTPOUKM (pUIIoOMephl B T€HOM) MO-
KET OTpaxXaTbCsl Ha KOJMYECTBEHHBLIX ITPpU3HAKaX
opranu3ma. [IpmunHa 3TOro COCTOUT B TOM, UTO KOH-
ueHTpauud perynsitopabsix PHK, mponsBeneHHbIX Ha
opraHesiax oOOJIUraTHOrO IHapareHoMa (OOBIYHO
PaCIONOXEHHBIX B CyOTEIOMEpHOI 06J1acTU U BIIHSI-
FOILIMX IPSIMO UM KOCBEHHO Ha KOH(PUTypaLuto Xpo-
MaTHHa B XpPOMOCOME M Ha YPOBEHb 3KCIIPECCHU €€
CTPYKTYPHBIX T€HOB), TEM BbIILIE, UeM OauKe puio-
MEpHbIE I'eHbl OKaXKyTCsl PACIIONOKEHHBIMH K HCTOY-
nuky atux PHK. (ITogpo6uee o ponu cy6Temomep-
HBIX O0OllacTell Kak MOTEHIUAIbHBIX HOCUTEJEH Tie-
puxpomocomuoit THK cm.: Onosauxos, 2003.)

KOHKATEHAIIMS KOIIMM TEHOB
B ®UIIOMEPE KAK IMTPUUYMHA
KIIACTEPU3ALINN
KO3KCITPECCUPYIOIINXCA
HET'OMOJIOTUYHBIX TEHOB

Konkarenanusi — 370 06'beJUHEHUE KOHEIl B KO-
Hel Konui ¢ HeckoabKux cermeHToB [IHK. ®dunome-

OJIOBHUMKOB

pa MorJa Obl IPeACTaBIATh COO0H KOHKaTeHaT, B KO-
TOPOM OO'BEJUHEHBI B EANHYIO NMOCIEAOBATEILHOCTD
KOIIMY C IIeJIbIX T€HOB MJIU e TOJBKO C UX HHTPOHOB,
TOJIBKO 3K30HOB MO0 ¢ KaKUX-IMOO PeryisITOPHbIX
caiiToB. PunoMepa MOXKET cofiepKaTh KOIMUHI OTHOTO
reHa U peryisTOpHO NOCIef0BaTENbHOCTU APYTroro
reHa, KOMUIO0 HECKOJIbKUX XPOMOCOMHBIX MOBTOPOB
u T.11. [TocnenoBaTebHOE COETUHEHNE MEX/Y COOOM
BOEIMHO HECKOJIbKHUX KOIUIl pa3HbIX I€HOB WM HX
CEerMEHTOB, OMHOBPEMEHHO CKONMMPOBAHHBIX B IIOJIO-
BOH KJIETKE, COOCTBEHHO, U MOPOX/aeT (PUIoMepy.
dopmupoBanue uiioMepsl NO3BONSIET B IPUHLIUIE
00 bEeANHATL B KOHKAaTeHAT (KaK BaroH4YMKH B CO-
CTaB) KOIMH JIOOBIX, B TOM YHCII€ HETOMOJIOTHYHBIX
reHOB, KOTOpbIE OKa3aJIiCh OJHOBPEMEHHO aKTUBU-
POBaHHBIMH B MOJIOBBIX KJIETKaX, IPUIEM B TaMeTO-
LUTAaX CO3[AJINCh IPU 3TOM YCIOBUS M POpPMUPO-
BaHUsl KOHKaTeHaTOB. BrojHe fonycTuMo, 4To coB-
MECTHasl aKTHBAaUMs B OTBET HA OOIWI CUTHAI
HECKOJIbKUX T'€HOB IOJIOBOH KJIETKU MOTJa Obl KOp-
PeNpPOBATH CO CIIOCOOHOCTBIO TE€X YK€ MeHOB KOJKC-
MPECCUPOBATHLCS TaKKe B HEKOTOPBIX COMAaTHUECKHX
TKaHsX. Ecnu 370 BEpHO, TO yKa3aHHBIM IIyTEM MOX-
HO OOBSICHUTh MHTEPECHBIN (PeHOMEH KIIacTepHupo-
BaHMS B XPOMOCOME KO3KCIPECCUPYIOIINXCS TeHOB.
M3BecTHO, YTO HECTY4YallHO KIIACTEPUPOBAHHBIE KO-
9KCIPECCUPYIOIINecs FTeHbl TPAHCKPUILIMOHHO KOpe-
ryaupyroTcs (cM. o63op: Hurst et al., 2004). Y Hus-
LINX 39YKapHOT KO3KCIPECCUPYIOLIUECS TeHbl 4acTo
Haxo[ATcs B Iapax; Y BbICIIMX CUTYalUsl OTINYAETCS.
M3 1661 reHoB, cnenudUUHBIX [JJIs CEMEHHUKOB,
TpeTh F€HOB KJIacTepupoBaHa o TpH U 6oJiee reHOoB,
YTO 3HAYUTEILHO BBIIIE, YEM MOXKHO OBIJIO ObI 00h-
SICHUTB ciiy4yaitHocThIO (Boutanaev et al., 2002). CBbI-
me 20% Bcex reHoB Drosophila (Kak KOHCTHTYTHB-
HBIX, TaK ¥ TKaHecHelnupUuecKux) oObeMHEHbl B
KJIacTepbl B XpOMOCOMax B COOTBETCTBUU C MaTTep-
HaMH 9KCIPECCHM 3TUX I'€HOB B KieTke (Spellman,
Rubin, 2002). IToka3aHo, 4TO KJIacTep MOXKET He
TOJIBKO pacrosaraThcs Ha OfHON XpOMOCOMeE, HO, Ha-
IpUMEpP, B OTHOM T€HOMHOM PETHOHE pa3MepPOM Bee-
ro B 15 1. 1. 0., KaK oka3zanock, y Drosophila pacmno-
JIOXXEHBI MSITh HETOMOJIOTUYHBIX T€HOB, 13 KOTOPBIX
yeTbIpe perynupyrorcs copmectHo (Kalmykova et al.,
2005).

Ilo ompepneneHuto, HErOMOJOTUYHBIE TE€HbI HE
MOTYT BO3HUKATh 3a CUET AYIUIMKALWU APYT ApYyra,
10O TOTia OHU OCTaBAJINCh ObI TOMOJIOTMYHBIMH, I10-
Ka He pasoifyTces cauukoM paaineko. Kakoi xe me-
XaHU3M cOOMpaeT HErOMOJIOTMYHbIE T'eHbl B Kia-
cTep? DTo mOKa HEM3BECTHO. 3/1eCh MPEeIoIaraeTcs,
YTO CIHUSHUE KOHIOB (punoMep MOrio Obl ObITh HC-
KOMBIM MEXaHU3MOM. DTOT CIOCO0 MOXKET MPUHLH-
[HAIbHO AONOIHUTH TOT BAPUAHT, K KOTOPOMY IIpH-
Biek BHuManue Ono (Ohno, 1970), — 3Bomtonus my-
TeM AymmKanun reHoB. [lomrMo Takoro Bapuasra,
KakK 371eChb MIOCTYJIMPYETCs, B KJIETKAX 3apOJbIIICBOM
JUHIM MOXET UATH (PUIOMEpHAasl 3BOJNIOLHUSA, OCY-
LIECTBIIsIEMAasl Yepe3 CAUSHIE KOHIIOB HOBOPOXK/EH-
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HbIX Komuil reHoB. I1oCKONbKY OOJBIIMHCTBO Kja-
CTEPOB  KOIKCIPECCUPYVIOMUXCA TEHOB COCTOWT
MMEHHO 13 HeTOMOJIOTHYHBIX reHOB (Boutanaev et al.,
2002; Spellman, Rubin, 2002; Lercher et al., 2002; Roy
et al., 2002), BmoirtHe BO3MOXKHO, 9YTO IMEHHO KOHKa-
TeHaIus (PIIOMEPHBIX T€HOB ObIJIa MAaTrUCTPATBLHBIM
MyTEeM CO3[IaHUsl KOOPAUHUPOBAHHO PabOTAIOIINX
TeHHBIX KJIACTEePOB.

Yro kacaeTcs MeXaHu3Ma KOHKaTeHaluy, T.e. Co-
cTaBJICHUS (PUIOMEPHOro “moesfa” W3 TeHHBIX KO-
MUAA-BAaTOHYUKOB, TO 3TO MOTJIO Obl OCYLIECTBISITHCH,
B YaCTHOCTH, Ha TOHM CTajinu, Korna (puioMepsl co-
3a0TCs 0OpaTHON TPAHCKPUITA301 M3 TPAHCKPUII-
TOB U mpeacraBieHbl koMmiuiekcamu PHK-JTHK.
IIpu aToM mepBuYHasl Kore3usi ONHOBPEMEHHO BO3-
HUKAIOLIUX B IOJIOBOH KJIETKE KONWIl B €AMHYIO (pu-
JIOMepy Morja Obl OCYILIECTBJISITHCS Yepe3 KOHIbI
TpaHCcKpUNTOB. [IpmHIMNUANbHO AOMycTMMa W He
MEHee BeposiTHA CJefylollasl albTepHATHBA — HC-
[OJIb30BAaHUE MEXaHU3Ma TpPaHCCIUIACHMHIA TpaH-
cKkpunToB. B sTOM ciyyae cHauyanma ujeT TpaHC-
CIJTAMCHHT W TOJBKO IMOTOM BBITIOJIHSECTCS OOpaTHast
TPaHCKPUILKS IOTYyYEHHOr0 KOHKaTeHaTa. B nesom
¢punomepHas KOHKaTeHalusl, T.e. 00 bEAUHEHNE B ITe-
PUXPOMOCOMHOIl opraHesnsne (B ¢uioMepe) KOmun
HECKOJIbKUX F€HOB, MO3BOJIET CO3[aBaTh B 3BOJIIO-
MU accOlMalluy TaKWX TeHOB, KOTOpbIE y TNpeaKa
Pa3o0IIeHb], HO B CMBICTIE afalTally K HOBBIM YCIIO-
BUSIM MOTYT OKa3aThCsl TEMaTUYECKU OJIM3KUMI.

CTPECC U CO3JAHUNE ®NTOMEPLI

st oObegUHEHNST KONMWA HECKOIBKUX T'€HOB B
eIuHYI0 (PUJIOMEPY B raMeTOreHe3€e JOJIKHbI 00s13a-
TEJNBHO OBITH COOIOAEHBI ONpPENIEIEHHBIE YCIOBHUS.
Tpanccmmaiicuar nto0bIX TPAHCKPUIITOB APYL € APY-
roM IpuBesl Obl K Xaocy U rubejd raMeTOLUTOB.
YT06kI 3TOr0 N36€kKaTh, B YCIOBUSIX cTpecca — a pu-
JIOMEPBI CO3MAIOTCA TOJBKO B 9KCTPEMANBHBIX IS
BHJIa YCIIOBHSX CYIIIECTBOBAHUS — B TaMETOLUTAX MO-
mumo PHK-nonnmepa3sel II, koTopasi B HOpMe chHTE-
3UpyeT, Kak cuurtaercs, Bce MPHK, momxHa Hauyu-
HaTh 3KcIpeccuio HeoObryHast popma PHK-nonume-
pasbl. IMEHHO ee IpOAYKTHI MOTIIHA ObI y4aCTBOBATh
B TPAHCCIJIAMCHHT € TPAHCKPUIITOB B CTPECCOBBIX I
raMeToreHe3a ycloBusx. B kauecTBe KaHgujaTa Ha
TaKyl0 pOJib BIOJIHE NpurofeH BapuanT PHK-nmonu-
Mepasbl, KOTOpasi KOQUPYETCA B AAPE, HO UCIOIb3Y-
eTcd AJIs1 TPAaHCKPHUIIMYA MUTOXOHAPUANIBHBIX TEHOB.
B sTOM KOHTEKCTE yMECTHO yKa3aTh Ha HEJaBHO
upeHTHUIMpoBaHHyIo saepHyro PHK-mommmepasy
(spRNAP-1V) (Kravchenko et al., 2005). Ota ¢popma
MOJTMMeEpPa3bl KOUPYETCS TEM XKe SIEPHBIM T€HOM,
yTo n MuToxoHApuansHas PHK-nonmmmepasa, HO 06-
pa3yeTcsl Ha OCHOBE aJIbTEPHATUBHOT'O TPAHCKPHIITA,;
npoMoTopsl g SpPRNAP-IV Takxke cuiibHO OTianya-
rores ot npomoropoB  PHK-nonumepaser 11
(Kravchenko et al., 2005). Bnonne BO3MOXHO, UTO B
SKCTPEMANIbHBIX YCIOBHAX (PU3NOJOTHYECKH HEepe-
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HOCUMOTO CTpecca raMeTOLUThI BPEMEHHO CYIIPECCU-
PYIOT CHHTE3 HEKOTOPBIX OOBIYHBIX TPAHCKPHUIITOB
JUISL TOTO, 4YTOOBI BMECTO HUX HAKONUTH TPAHCKPHII-
ThI, UCIIOJIb3YEMbIE 3aTEM JIJIs1 U3TOTOBJIEHUS (PUIIO-
Mep. BriosiHe BO3MOXKHO TaKXke, 4TO IS 9TOU MOTEH-
[UAJIBHO TIOJIE3HOH ISl CO3[aHus aflaiTaluy U CIa-
CUTEJIbHOM JJIsl BUJla LIENIM UCIOJIB3YIOTCS OCOOBIE,
TaK CKa3aTh, ‘crpeccopHble’” popmbl PHK-mmonmme-
pas, u B yactHocT SpRNAP-IV. 3rotoBieHHbIE Ta-
kumu PHK-nonmuMmepasamu TpaHCKPUNTHI MOTYT 3a-
TEM Y4acTBOBaTh B TPAHCCIIJIACHHTEe, TOBEPTaThCs
00paTHON TPAaHCKPUILMKU ¥ NPUHAMATH y4acTHE B
co3faHuu puIoMep.

[TAPATEHOM, “T'EHOIITO3” 1 CTAPEHUE

YKOpo4YeHHE NPUHTOMEPHI YMEHBIIAET MPOAYK-
THBHOCTH €€ PETYJISITOPHBIX TeHOB. DTO 00yCIOBIe-
HO ciepyromuM. IIpunTOMEpa npefcraBasgeT coboi
METII0, CBOOOAHBIE KOHIBI KOTOPOW 3aKpEIUIEHbI B
IIJIOTHO KOMITAKTU30BAHHOM XPOMOCOMHOM TETEPO-
XpOMaTHHE Ha ABYX HOKMHI-caiiTaX. DTH CalThl OT-
CTOSIT APYT OT ipyra Ha HEKOTOPOM IOCTOSTHHOM pac-
crossHuu. Yem Kopoye (U3-3a KOHUEBOU HEJOPEIIU-
kanuu npunHtomepHoil J[IHK) craHoBuTcs B
JENSIMXC KJIEeTKax Takas NPUHTOMEpHas MeTJs,
TeM 0olee MEXaHNYECKN HAIPSIKEHHON OKa3bIBaeT-
cs1 ABOMHas cnupaib npuHToMepHo# [JTHK, nockomns-
Ky PaccTOSHHE MEXJy XPOMOCOMHBIMHU CaiiTaMu 3a-
SKOpHMBAaHWs KOHIIOB HUKAK HE MeEHsAeTCs. B cBoro
odepedb, yeM OoJjiee HaIpPSKEHHOH OKa3blBaeTcs
npuntomepHas [THK, Tem TpygHee cTaHOBUTCS ee
paciieTanue npu apmxkenun no Hed PHK-nonmme-
pa3bl. [ToaToMy aKTUBHOCTH IPUHTOMEPHBIX T€HOB B
pensimxcs AudgepeHInpoOBaHHbIX KIETKaxX MOCTe-
MIEHHO CHIXaeTcd. PyHKIMOHANIbHAs NTOTEPs IPUH-
TOMEPHBIX I'€HOB (laxke He (pu3udeckas noTepsi, Xo-
TS W Takas BO3MOXKHA, HallpUMeEp NPH BbINaJCHAN
OpraHeibl U3 €€ XPOMOCOMHOTO THE3fla) BCIEN-
CTBUE YKOpOYeHMs neTnu npuaromeproin JHK mo-
>KEeT ObITh 0003HAaYeHa KakK ‘“TeHONTOo3”. DTOT Tep-
MUH 00pa3oBaH OT cJIOB “‘gene” u “ptosis” (majeHue,
onagenne). MITak, reHONTO3 — 3TO IOCIEIOBaTEIb-
HOE 1 0€3 HCKYCCTBEHHOT'O BMEIIATEIbCTBA HEOTBpa-
TAMOE TajieHne B HAessmxcs AaudgepeHnnpoBan-
HBIX KJIETKaX aKTUBHOCTH IPUHTOMEPHBIX TeHOB. ['e-
HOIITO3 BEJIET K YMEHBIIICHHIO B KIIETKE COlep>KaHuUs
npuHTOMEpHBbIX perynsitopabix PHK. Bcaepgcreue
3TOT0 CHIXKAEeTCd aKTUBHOCTH XPOMOCOMHBIX CTPYK-
TYPHBIX I'€HOB, 3aBHUCAIIMX OT ypoBHA 3Tux PHK.
B urore pensmmecs kiaetku, nudepeHmpoBKa Ko-
TOPBIX KOHTPOJIMPYETCS MPUHTOMEPaMH, HAYNHAIOT
ctapeTb. UMEHHO 3TOT MEXaHHU3M — “IPUHTOMEPHBIN
TEHONTO3” — JIEXKUT B OCHOBE JIMMUTA Xen(Iinka, To-
r7la Kak YKOPOU€HNE TeJIOMEDP B ICIISIINXCS KIIeTKaxX
(mpoucxopsilee M3-3a KOHIEBON HENOpENInKaluu
teaoMepHoit [IHK) oka3biBaeTcd Bcero jauib He-
BUHHBIM CBHJETEJIEM IIpoliecca KIETOYHOIO cTape-
Husl. Takum oOpa3oM, IPUHTOMEpPHI KaK 4acTh Napa-



152

r€HOMa CHa4daJjia y4aCTBYIOT B CO3[JaHUM OpraHui3ma,
a 3aTEM OHHU XK€, YKOpauuBasiCb, OKa3bIBAKOTCS BO-
BJICYEHHBIMU B €I'0 CTapE€HUC.

INTEPUXPOMOCOMHAS JHK: ®AKTBI ECTb,
HO X MAIJIO

ITpokodrneBa-benbrosckas (1986) Bricka3zana ru-
MOTE3y O TOM, UTO TeTEPOXPOMATHH B COMATHUECKUX
KJIETKaX CIOCOOEH MO HeYCTAaHOBJICHHBIM MPUYNHAM
TUTEPPEIUTIIMPOBATLCS NyTeM amiumudukanum. He
pa3 Takke B JUTepaType 00CyKAajoch MPEenoio-
KeHne O “MeTabom4ecKon” 3KCTPaXpOMOCOMHON
IHK, xoTtopas BeieT ceOst KaK 3MucoMa, peryaupyeT
KJIETKY ¥, CTOXaCTUIECKN N3HAIINBASICh B XOJIE METa-
6omm3Ma, 00ycinoBIMBaeT ee crapenue (Stroun et al.,
1967; Pelc, 1970-1972; Scheuermann, 1978).

CrnenyeT 3aMETHTB, 4TO 1O CPABHEHMIO C IKCTpa-
XpPOMOCOMHOIl uMeHHO mnepuxpomocomuasi [THK
Morna Obl UIMETh HECPAaBHEHHO OOJBIINE NOTECHIHM-
ajbHble NPEUMYIIECTBA B PETYJISIIUU paboOThI 3yKa-
PUOTHUYECKUX KJIETOK, IIOCKOJBKY TOJBKO Tak,
3aKpeIUIEHHass Ha XpOMOCOME, HEXPOMOCOMHast
JHK MoXeT paBHOMEPHO PaCIpPEfENAThCI MEXIY
JNOYEpHUMH KieTKaMmu. YTo KacaeTcsl peryjisaToOpHO-
ro Mopgoresesa, To ero BOoOIIe HeNlb3s NOBEPUTH
HEPaBHOMEPHO paclpefesIsFoIIeNcsl 9KCTPaxpoMo-
comuoin [IHK, “Gonraromieiicss” B mUTOIIa3Me WA
kapuomiasme. Ho HekoTopble mnpocrefume pAei-
CTBUTENBHO  HUCMOJIB3YIOT  3KCTPAXpPOMOCOMHYIO
JHK, mpuyeM gOBOJIBHO 3KCTpaBaraHTHo. Tak, oH-
TaMme0a B TAKOM BHJIE€ COJEP>XKUT PUOOCOMHBIE T'€HbI,
BMECTO TOTO YTOOBI MOMECTUTH UX B XPOMOCOMBI,
KaK 3TO NPUINYECTBYET 3YKAPHOTHYECKOMY Opra-
HusMmy (Cazares, 1994; Bhattacharya, 1998).

Bo MHOrux pakoBBIX KJIeTKaxX 4YeJoBeKa aMIUIU-
(punmpoBaHHBIE TE€HBI YaCTO MPEICTABICHBI B BUJIEC
9KCTPaxpoOMOCOMHBIX “‘double minutes”, unu gBOM-
HbIX MuHU-XpoMocoM (DM) (Shimizu et al., 2001; Al-
bertson, 2006). IHTepecHO, 4TO HE MMeEIOILUE IIeH-
TpoMepsl DM cerperupyrorcs no gOYEpHUM KIIET-
KaM Ojarofaps HPUKPEIUIEHUI0O K MHUTOTHYECKUM
XpoMocoMaM, a HEeKOTopble (PaKTOpPhI, HalpuMep
TUAPOKCUMOYEBUHA, WHAYLUUPYIOT MX OTKpEIUICHHE
(Tanaka, Shimizu, 2000). B uaTepdaznom sape Tod-
kooOpa3Hble DM nokanusyroTcs Ha nepudepun
XPOMOCOMHBIX TEPPUTOPHUI, YACTO B MUX NHBATMHAL-
sIX, T.€. KaK Obl B THE3/JaX HAa IIOBEPXHOCTU XPOMOCOM
(Solovei et al., 2000). BooO11ie cyiiecTByeT MHUPOKUT
CIIEKTP Pa3HBIX alleHTPUUECKHX, aTEIOMEPHBIX U aB-
TOHOMHO pemnnuupyromuxcs Mmoaekya JHK, reko-
TOpBIE U3 KOTOPBIX TaKXkKe UCIOIb3YIOT MUTOTUYE-
CKHE€ XPOMOCOMBI B Ka4eCTBE TPAHCIOPTHOTO CPef-
CTBa [iJIsi CBOETO pAacCIpefesIeHusl IO JeJIAIIuMCs
knetkaM (Tanaka, Shimizu, 2000). [TanunnomaBupy-
CbI UCTIONB3YIOT Oenok E2 st cBsI3bIBaHms BUPYCHO-
ro FeHOMa C XpOMOCOMAaMH, Pa3HOBUAHOCTH 3THX BU-
PYCOB BbIOpaiu pa3Hble XpPOMOCOMHbBIE MUIIICHH TSI
HAJIe>KHOTO pacIpefielIeHus M0 AOYEePHUM KIIeTKaM

OJIOBHUMKOB

BMECTe C MHUTOTHYecKUMHU XxpomocoMamu (McBride
et al.,, 2006). DM Haxoguiu fasxke B KPOBU HEKOTO-
PBIX HOpMaJTBLHO pa3BuBaromuxcs aeteit (Wang et al.,
1994). Y kykoaku MacHON Myxu Sarcophaga bullata B
KJIeTKaX mofyinedku jJanku (pupal foot pad) nmeror-
Csl IOJIUTEHHbIE XPOMOCOMBI U K UX OIPEIeIEHHbIM
03H1aM MTPUCOENHEHBI TPAHYIbI T€TEPOXpOMaTHYE-
ckoit, 6oratoii moBtopamu [IHK (Samols, Swift,
1979; Bultmann, Mezzanotte, 1987). OTu rpanynsi —
(pakTHYECKU TpUMEpP HOPMaJbHON MEPUXPOMOCOM-
Hoit [IHK y sykapnoTsl. OkcTpaxpomocomHas [JTHK
0oOHapy:KeHa B KJIeTKaX HOPMaJlbHO pa3BUBAOIIUXCS
npo3odumisl (Cohen et al., 2005) 1 MIEKONUTAIOIINX
(Gaubatz, 1990). B aT0il CBSI3M YMECTHO NOAYEPK-
HYTb, YTO (DOPMHUPOBAHUE NTapareHOMa 0JIXKHO OCY-
LIECTBIATHCS C TOMOIIBIO OOPAaTHOM TPaHCKPHUILIAU
yepes craguro akcrpaxpomocomuoil [THK, xota ara
IHK nmomkHa (popMHpPOBATHCS U CBI3BIBATHCS B HE-
MOCPEJCTBEHHON OJM30CTH K CBOUM XPOMOCOMHBIM
OpWTHHAJIaM, T.€. K COOTBETCTBYIOIIUM NPOTONPUH-
TOMEpaM U IIPOTOXPOHOMEPaM.

[TapareHoM cuHTE3UPYETCS € y4aCTUEM OOPATHOM
TpaHCKPHUNTAa3bl, NpPUYEM IeJIeco0Opa3HO WMETh
9TOT (PEPMEHT PSIIOM C MECTOM CO3[IaHUS IEPUXPO-
mocoMHo# [IHK. B 3Toii cBSI31 NPEACTaBISIOT OIpe-
[EJICHHBIN HHTEPEC CIIeAyIoIue Ha0moaeHns. B nomnu-
TEHHBIX XpOMOCOMaxX CIIOHHBIX Xene3 Chironomus c
MOMOIIBIO aHTHUTEN K 0OpaTHO! TPAHCKPHUIITA3€ BbI-
SBJICHO €€ MPUCYTCTBHE (KaK COOTBETCTBYIOIIETO aH-
THT€HAa) OKOJIO HEKOTOPBIX TEJIOMEP, B IEHTPOMEP-
HOM pEruOHE, B HECKOJBKHX HHTEPCTULHMAIBbHBIX
OsHpax u B kKoJablie bannOuanu (Lopez et al., 1999).
OOpaTHOTpPaHCKPUINITa3HBI CUTHAJI B XPOMOCOMax
Rhynchosciara americana COBMECTHO JIOKaJIU3yeTCs
C TEJIOMEPONOAOOHBIMH CATEIUIUTHBIMU MOCIIEOBa-
TEIBHOCTSIMH, 3aMETHO Y[AJIEHHBIMH OT TEJOMEpP
(Madalena, Gorab, 2005). IIpucyTrcTBue 3TOr0O KIfo-
YeBOro sl (popMupoBaHUs NapareHoMa (hepMeHTa
BBISIBJIEHO y Pa3HbIX BUJOB MyX Rhynchosciara, npu-
YeM NIOMHUMO TEJIOMEP CUTHaI 0OpaTHON TPaHCKPUII-
Ta3bl HalfleH B CEpUM MHTEPCTUIHMAIBHBIX JTOKYCOB
U, 4TO 0co00 NMpHMedYaTeIbHO, TaM e OOHapyKeH
MOTEHUUAIBHBIA IPOAYKT 3TOr0 (pepMeHTa — THOpHU-
nel PHK-JTHK (Gorab, 2003).

IluToreneTnyeckuii aHanu3 MeTada3HbIX IJIa-
CTUHOK U3 OBICTPO AENSAIUXCS KIEeTOK, 00paboTaH-
HBIX ropstunM ¢ocgaTtabiM O0ydepoM, BISIBUII MHO-
FOYUCIEHHbIE T€TEPOXPOMATUHOBBIE “TOYKM’, NPHU-
YeM JJIMTENbHAsI MHKYOalysl IUIACTHHOK MPUBO/MIIA
K CIYLIMBAHMIO TOYEK C XPOMOCOM, U 3TOT IMPOLEcC
He ObIn BbI3BaH paspeiBamu xpomocoMm (Edelman,
Lin, 2000a, b). O6Hapy>keHO TakXke, YTO IPU CUHAPO-
Me BepHepa, xapakTepHu3yromeMmcs YCKOPEHHBIM
CTapeHHEM, T€TEPOXPOMATHH JIETKO Tepsuics C Io-
BEPXHOCTH XPOMOCOM M YTO BKIIFOUEHUE OPOMIE30K-
CHypHUJIUHA BEJIO K HECTaOUILHOCTU FeTepOXpOMaTH-
Ha, HaOII0aeMOro B XxpOMOCOMaxX LUTOT€HETHUECKH
(Edelman, Lin, 2001). B cBs13u ¢ yka3aHHbIMHU JJaHHBI-
MU O CIYLIMBAHWU TETEPOXPOMATHHA C XPOMOCOM
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POJIb ITAPATEHOMA B PA3BBUTHNN OPTAHNU3MOB

npu MHKyOamuu B ropsiuem Oydepe ciegyeT obpa-
THTH BHUMaHMWeE, [0 CYyTH, HA aHAJIOTMIHOE HaOIofIe-
HUE PYTrUX aBTOPOB, OTMETHUBIINX KPOIIEYHbIE TO-
JIOCTH WJIU OTBEPCTHUS B TEJle XPOMOCOM, BOCIIPOM3-
BOMMO TIOSIBJISIFOIIMECST B WX CyOTEIOMEpPHBIX
pETHOHAaX Mocie TepMalbHON o0paboTku (T-03H-
nuHr) MeTtadasnbix miactuHok (Drets, Mendizabal,
1998). B pamMkax mpepcTaBiICHUST O IaparcHoMe
MO3KHO MPENANOJIOXUTb, YTO MOKYMEHTUPOBAaHHOE
o0pa3oBaHHE KpOUIEYHBIX CYyOTEJIOMEPHBIX [bIP
€CTh pe3yNIbTaT BBLINAJICHHWs IUIOTHOTO MaTepualia
MPUHTOMEP M3 MX XPOMOCOMHBIX rHe3f. [Ipumeua-
TEJIBHO, YTO HAapYyUIEHHUsS B CyOTEJIOMEPHBIX PEruo-
HaxX XpOMOCOM BOOOIIe, KaK W3BECTHO, aCCONHUUPY-
FOTCS C BPOXKJIEHHBIMH ITOPOKaMU MOP(OIIOTHIECKO-
ro pa3BUTHS U C HeJopa3BUTUEM uHTennekra (Drets,
2004). Y1 To u gpyroe yKiaabIBaeTcs B MpeAcTaBie-
HUE O PETYISTOPHON PO PACIOJIOKEHHOTO TaM Ma-
pareHomMa Kak MOJyJISITOpa aKTUBHOCTU XPOMOCOM-
HbIX 'eHOB. Takum 00pa3oM, OTMeUYEeHHbIe HaOItoe-
Hus (Drets, 1998, 2004; Edelman, Lin, 2000a, b; 2001),
KakK TPeCTaBIlIeTCsl, KacatoTcsd OJHOTO M TOTO Ke
SIBJIEHUS, T.€. B HUX UCCIIENOBATEIIN UMEIHU JIeII0, TO-
BUINMOMY, UIMEHHO C ITapareHOMOM.

3AKIIIOYEHUE

BrickazaHo yTBep:KaeHue, 4TO HU MeXaHNKa, HU
paboTa reHoMa, HM ia’ke UX COBMECTHOE JIEICTBHE HE
CIIOCOOHBI OCYIIECTBUTH TO MOMJINHHOE Yy[l0, KAKIM
SIBJISIETCSl PETYISITOPHBIN MOpP(OTreHe3, CO3AaoIIi
u3 6echopMeHHO Macchl KIIETOK OHOJOTMYECKOe
COBEPILIEHCTBO. 3ajjaya pelaeTcs TOJIbKO TOrja, Ko-
I7la Ha IOMOIIb 3TUM M3BECTHBIM (paKTOpaM MpPUXO-
IAT TapareHoM, MOMOTarolUil Ha KaxXKgoM aTale
pa3BUTHs CcO3[aBaTh HOBble (POPMBI U IepefaBaTh
CIIe[yIOLIUM COMaTHYECKUM KIIETOUYHBIM MOKOJIEHH-
SIM TaMsITh O JOCTUTHYTOM crienupuIHOCTH. TOIBKO
MMapareHOM MOXET 3allOJIHATh IMPONAacTb MEXNY Me-
XaHUKOM pa3BUTUS U MOJIEKYJISIPHOI OMOJIOTHEN pas3-
BHUTHS, MEXNY (PU3UKON 3MOpUOTeHe3a U TEHOMOM.
DTy npomnacTh Bce sSICHEE BUAUT dIMOPUOJIOrus, Leb
KOTOPOIi CErOfHs — CBsI3aTh aHATOMUIO ¢ reHamu (Be-
loussov, Gordon, 2006; Beloussov, 2006; Gordon, Be-
loussov, 2006). [IpnoGpeTeHne onpenereHHoro mna-
pareHoMa 3KBUBAJIECHTHO MaTepUaIbHOMY 3ameyvarT-
JIeBaHMUIO NaJbHEHIIENl KIEeTOYHOH CyabObl, U 3Ta
MPENONPEAETIEHHOCTh COXPAHIETCS IO TOTO MOMEH-
Ta, TOKa Of[UH [TapareHoM He Oy/ieT 3aMeHEeH KJleTKa-
MM Ha ciaepyromuini. HoBbIl mapareHomM MO3BOJISIET
00pecTH KIeTKaM B Pa3BUTHH HOBBI (PEHOTHII C eT0
HOBOII MEXaHUKOM HAaTSKEHUN U pejlakcauui ¥ T.J.
DTOT TpUYyMBHpAT — TEHOM—IIapareHOM—MEXaHnKa —
MIPAaBUT WHAWBUYAIbHBIM Pa3BUTHEM BCEX MHOTIO-
KJIETOYHBIX cyliecTB. Ho feso aTuM He orpaHnymnBa-
eTcs: IpefInosaraeTcs, YTo BO3MOXKHOCTH T€HOMOB
MIPUPACTAIOT B 3BOJIIOLWH YEPE3 CTAUIO ITapareHoma
(KOHKpeTHee, yepe3 punoMepsl). MakpoaBoIrOLus,
[O-BUANMOMY, BOOOIIIEe HEBO3MOXKHA 0e3 mpeoOpa3o-
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BaHMI Ha YpOBHE MapareHoMa, JIeXKallluX B OCHOBE
MOIABIISFOIIET0 OOIBIINHCTBA apOMOP]O30B U ApPY-
rux Mopgodu3NOIOrnYecKux TpaHchopmanuil y
SKMBOTHBIX U PacTEHUII.

ITapareHOM — TpaH3UTOPHBIA HOCUTENbL ONEpa-
THBHOI HMH(MOpMaIUM cOMaTU4YeCKOl KiaeTku. OH
MpeficTaBICH B BUlIe HAOOPOB NPHKPEIUIEHHBIX K
XpoMocoMaM MoJiekyll nepuxpomocomuon THK,
CIOCOOHBIX K CaMOCTOSITEILHOMY CaMOIIOfiiepKa-
HUIO B PAAY COMAaTHYECKHX KJIETOYHBIX MOKOJIECHUMN.
B ornuune ot skcrpaxpomocomuoit [THK nepuxpo-
MOCOMHbBIE OpTraHeJIbl PacHpefesaoTcs MO KIeT-
KaM CTpPOTrO paBHOMEPHO Ojarogaps XpoMocoMaM
KaK TPaHCIIOPTHOMY cpeficTBy. KoHeuHo, mapareHomM
BCETO JIMIIb KOMUSI CBOETO XPOMOCOMHOTO IpefiIe-
CTBEHHHKA — NpoTonapareHoma. [Iporonaparenom —
9TO HNOJJIMHHBIN OpUTUHAJ, IPENICTaBIeHHBI MHOTO-
YUCIEHHBIMI CETMEHTaMHU PETYISITOPHOI XpOMO-
comuoii [IHK, paccesHabiMu 1o reHomy. OHaKO 3TH
MpOTONapareHOMHbIE CErMEHThI-OPUTUHAIBI MTOYTH
MTOCTOSIHHO MOJTYaT W, TJIaBHOE, OHM 3aBUCHMBI B CBO-
el aKTUBHOCTH OT HEHAJONTO JEKOMIAKTU3YIOIINX
ux pakTopoB. bonee Toro, Ays KOHTPOJIS 3a ITUMHU
OpHUTMHAJIaMHM, €CIA ObI OHU OBUIM Jla’Ke MOCTOSIHHO
AKTUBHBI B A (PepeHINPOBAHHBIX KIETKaX, TPeOO-
BaJIoCh Obl IPUCYTCTBUE OOJIEE PAHHET O PETYIATOPA,
MOJIIEP>XKMUBAIOIIET0 MX TeTEepPOXPOMATUH B aKTHUB-
HOM COCTOSIHUH B PSIly IOKOJIEHHIA, a 32 YKa3aHHBIM
PEeTryJIATOPOM BBIHYXJIeH ObLI ObI CIeuTh elle 60-
Jee paHHMIl pakTop, 3a TeM (PAKTOPOM — €Ille OUH
7 Tak 0e3 KOHIAa. DTO — TaK Ha3bIBaeMasl U 10 CUX
[IOp Hepa3pellCHHAs 3ajfiaya “peryysiiuu peryisito-
POB” ¥ conpsizKeHHas ¢ Hell mpobeMa KJIeTOYHOH na-
MSATH O JOCTUTHYTOM COCTOSTHUY KJIETOYHOH CIIeNna-
nuzanuu. Cry4yau NopjepKaHus aKTHBHOCTH TeHa
ero coOCTBEHHBIM MPOAYKTOM — UCKJIFOYEHHS, a He
npaBuwiio. OTCBUIKK K BCECWJIBHOCTH JMUT€HETHYE-
ckux ¢pakropos (Metunuposanue JHK, anetunupo-
BaHME TMCTOHOB U T.II.) SIBIISIOTCS OTTOBOPKOM, MO-
CKOJIBKY NOCTAaTOYHOCTh UMEHHO 3MUTE€HETUKU IS
TOYHOI'O M YCTOMYMBOIO INOAAECP>KAHUSI KIIETOYHON
MaMATH Y 9YKapHuoT B PsIIy COMAaTUYECKHUX TOKOJe-
HUI HUKOTZIa He Oblna foka3aHa. HanpoTus, BbIHECE-
Hue 3a npepensl xpoMocomuon JHK kommit ee cer-
MEHTOB, T.e. (popMHpOBaHHE MapareHoMa, OJHUM
yAapoM paspeliacT Ha3BaHHble TpygHocTH. [1apare-
HOM — BBICIINI PETYISITOP CPEAN BCEX MPOYUX pery-
AATOPOB AU PEepEeHIMPOBKHI U, OyyUH MPEACTABIEH
mosiekyaamu JHK, cmocoOHbIME K caMoTnloffepxKa-
HUIO, HE HY>KAaeTcsd B COXpAaHEHMHU B KJIeTKax Ooiee
paHHUX peryiaaTopoB. OH — KIIIOYEBON PEryisiTop
TFEHOMA, XOTI [0 CBOEMY IIPOUCXOXKAEHUIO SIBIISIETCS
JIALIb KONIAEH YaCTU T€HOMA.

CrnegyeT OTMETUTD, YTO HAPAreHOM HE OTHOCHTCS
K snureHernyeckuM gaxkropam. IlpuumH, no kpai-
Hell Mepe, iBe. IlepBas — snureHeTHyecKast Hacleq-
CTBEHHOCTb €CThb Iepefadya HH(popManuu OT KIETKI
K ee IOTOMKaM 0e3 KOJUpOoBaHusl UH(pOpMallUU B BU-
e HYKJICOTHUJHOU MOCIENOBAaTEIbHOCTU. Bropas —
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SMUTEHETHYECKasl HACIEICTBEHHOCTh HE CBsi3aHa C
U3MEHEHUEM JIF000H HYKIIEOTHAHON MOCIEI0BATENb-
HOCTU. B oTnnume or aToro napareHoMHasi UHOp-
Malusi 3aKOfflupOBaHa UMEHHO B HYKJICOTHIHBIX MO-
CIIeIOBATEJILHOCTAX, COMATHYECKM HaCIeyeMbIX.
Bonee Toro, napareHoMHasi HyKJ1€OTU{Has IIOCIE0-
BaTENbHOCTh TPAH3UTOPHA, T.€. U3MEHSIETCS B KIICT-
Kax C TEUCHHEM BPEMEHHM M3-3a YKOPOUCHHUS JINHEN-
Ho#l nnepuxpomocomuoit [THK. M3yueHrne KOHKpeTHO-
IO cOCTaBa M OCOOEHHOCTE paboThI MapareHomMa — 3T0
NOTEHIMAJIIBHO HOBasl 00/IacTh MCCIEOBaHMI — Ta-
pareHoMuka. [IpegmeTr napareHOMuK# He COBIafaeT
C NUTeHeTHYEeCKUMU 3pexTamu, a ee Ieiab — u3y-
YeHHe CTPYKTYPhl U (PYHKIMOHUPOBAHUS NEPUXPO-
MOCOMHBIX OpraHey (IIpexje BCero NPUHTOMEP U
XpOHOMEpP) U WX PETYISATOPHBIX T'€HOB, KOTOpPHIE B
COOTBETCTBUM C NPUHAJIEKHOCTBIO K MapareHoMy
1esiecoobpa3Ho 0003HAUUTH KakK MapareHbl. XOTs
napareHbl, Kak U BCEe YacCTH MapareHoMa, SIBISIIOTCS
KONHSMHU MOJTYAIX KOMIIOHEHTOB reTepOXpoMaTH-
Ha, OHH, TeM He MeHee, BO3HUKHYB B AuddepeHnn-
POBKe, 1asiee BenyT ceOs1 He3aBIUCUMO U (DaKTHIECKH
YIIPaBISIIOT pabOTOM BCEro TeHOMA B XO/i€ MHAMBUAY-
aJIbHOT'O pa3BUTHSI.

I'enom Kak mr00asi cucTeEMa HE MOXKET PYKOBO-
IUTH caM co0oi. [IJI1s 3TOro Hy>KHa BTOpas CaMOCTO-
ATelbHas cucreMa. IMeHHo aTy posib 1 OepeT Ha ce-
0s1 MapareHoM.
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Role of Paragenome in Development
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Abstract—The concept of paragenome is proposed, which is considered as a transient array of short DNA mol-
ecules appearing on the chromosome surface during development for the control of genome. The paragenome
consists of printomeres, chronomeres, and phylomeres. Chronomeres and printomeres are obligatory for cells
of certain differentiation lineages, but the cells of different lineages differ in the sets of these organelles. Phy-
lomeres are facultative, since they appear only when development is modified. The paragenome is a system
governing the chromatin configuration and level of structural genes expression, ensuring the interpretation of
positional information by the cells and their differentiation in regulatory morphogenesis, and controlling the
development in time. Deciphering of the paragenome will allow realization in future of direct reprogramming

of somatic cell nuclei without using stem cells and eggs.

Key words: morphogenesis, paragenome, printomeres, chronomeres, evolution.
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