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OCHOBBI COBPEMEHHOM 3BOTIOIIMOHHOI O1oJioruu pa3sutus (evo-devo) 6butu 3anoxkeHbl K. bapoM, aBTo-
POM 3aKOHa 3apobIlIeBoro cxonctna. [locnenyioiee pasputue evo-devo cBI3aHO C 10Ka3aTeTbCTBOM 9BO-
JIIOIIMOHHOTO POJICTBA 6€CIMO3BOHOYHBIX M MO3BOHOUYHBIX (A.O. KoBasieBckuit). Creaytouii aTamn pa3BuTus
TAaHHOTO HaIIpaBJieHUsI — co3maHue Teopun ¢rmmopuoreHesa (A.H. CeBepioB), a Takke KOHLCIIIINH 1Ie-
JIOCTHOCTHM opraHusMa B oHTo- U ¢unoreHese (M1.U. lImansrayzeH). HoBoe HanpasieHue evo-devo — uaest
HaJITEHOMHOTO (3MUTEHETUYECKOTO) YPOBHS PETYJISILIMM OHTO- U 9BOJTIOLIMOHHBIX TipolieccoB (K. YonauHr-
ToH). Ha coBpeMeHHOM 3Tarie pa3BUTHs KOHILIEIUM evo-devo, cBsizaHHo ¢ umeHamu C. I'yina, I1. Ansbep-
ya, K. MakHamapsi u 1p., O0CHOBHOE BHUMaHUE YAEISETCS aHAIU3Y POJIV TE€TEPOXPOHUI B 9BOTIOLIMOHHBIX

2299

npeo6pa30BaHI/mX, a TaKKE MOJIEKYJIAPHBIM ME€XaHU3MaM 3TUX ITPOLICCCOB! “reHam TCTCPOXPOHUUN ", MUK-

po PHK.
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BBEAEHUE

OmHUM M3 BaxKHEUINNX TOCTVDKEHUIA COBpPEeMEH-
HOM D3BOJIOLIMOHHON OWOJIOTMM CTajlo POXICHUE
9BOJIIOIIMOHHOM OMOJIOTUY pa3BuTus. Mneu BzaumMo-
CBSI3M OHTOTCHETUYECKMX U (PUIOTeHETUUECKUX
MPOLIECCOB BBICKA3BIBAIMCH €I1le Ha 3ape 3BOJIIOLN-
OHHOI1 Omojoruu. B3aMOCBSI3b 3TUX IIPOLIECCOB
yXe B TO BpeMs IJISI MHOTUX MCCIIenoBaTesieil Ka3a-
nachk ectectBeHHOM. K. Bap, D. I'ekkenp, ®. Mro-
nep, A.O. Kosanesckmii, B. I'apcranr, I'. ne bup,
A.H. Ceepuos, U.W. IlIManpray3eH BHECIH pemnia-
IOIIMI BKJIaJd B MOHUMAaHME POJIU MHAUBUIYaJIbHOTO
pa3BUTHS B 3BOJIIOLMOHHBIX ITPEBPAILICHUSIX OPTaHU3-
moB. Ecit ms ['ekkestst aTa B3amMOCBSI3b ObIJIa B 3HA-
YUTEIbHOI Mepe MexaH4eCcKol ((puoreHes — “mexa-
HUYecKas:” MpUYMHA OHTOIeHe3a), TO BIIOCIEACTBUU
9Ta Ipo0bJieMa aHAJIM3UPOBAJIach 00JIee OCHOBATEILHO.
B yactHocTu, A.H. CeBepuoB (1939) nipenioxun KoH-
LIETIIINIO, COIJIACHO KOTOPOil M3MEHEHMsI Ha paHHUX
aTaIax OHTOreHe3a (apXaIaKCUCHI) IPUBOIAT K paIiy-
KaJIbHBIM ITI€peCcTpoiiKaM pa3BUTHUS, TOTAa KaK U3Me-
HEHUSs TIO3MHUX 3TaIloB (aHAOOJMM) HE CBSI3aHBbI C
KOPEHHBIMI M3MEHEHUSIMM IUIaHa cTpoeHus. Bo
BTOPOI MOJIOBUHE MPOIIIOrO CTOJETHS MHTEpecC K
W3YYCHUIO B3aMMOICHCTBUS OHTO- W (pHIOreHe3a
3HAYMUTEJIFHO BO3POC B CBSI3U C IIPUBJICYECHUEM K pe-
IIEHUIO JaHHOW NpoOJaeMbl HOCTMKCHUI MOJIEKY-
JISIPHOM OWOJIOTMM, MOJICKYISIDHOM TEHETHUKH WU
CPaBHUTEILHON TeHOMUKMN.

B aToT nepuon ynanochk yCTaHOBUTH HOBBIE MeXa-
HU3MBI (IIpeXIe BCEro, TeHETUYECKUE) B3aUMOIEii-
CTBUSI MHIMBUIYAJBHOIO Y MCTOPUYECKOIO pa3BHU-
Tusd. OgHAKO yJacThe T€HETMYECKUX MEXaHU3MOB B
PeTyJISILiMM 3BOJIIOLIMOHHBIX YW OHTOT€HETUYECKUX
MPOLECCOB OBUIO IIOCTYJIMPOBAHO 3HAYUTEIIBHO
panbiie. B 1932 r. T. Mopran (Morgan, 1932a, b), aB
1937 1. ero yuenuk @. JloopxkaHckuii (Dobzhansky,
1937) npennoxuian TeHeTUIeCKUI ITOaX0oa K 00bsIC-
HEHMIO DBOJIIOIIMOHHBIX, a TI03IHEE U OHTOTeHEeTHUYE-
ckux TiponieccoB. B vactHoctu, . JloOpKaHCKUIA
onpenen 3BOMIOLMIO KaK M3MEHEHHE 4YacTOT Te-
HoB. Cienyloniuii 1ar B 3ToM HOBOM HampaBJIeHUU
obLI caenaH D. JIstoucom (Levis, 1978, 1985), xkoTo-
PBIM IPEIIOXKIII TUIIOTE3Y O CBSI3U MYyTalluii C 3BO-
JTIIOLIMOHHBIMU TIpolieccaMu. JlaHHas TuroTe3a 6a3m-
poBajach Ha TipeactaBieHusix C. OHo (Ohno, 1970)
00 3BOJIIOLMM ITyTEM OYIUIMKAIIMY T€HOB 1 UX IIOCJIe-
NYIOLIE TUBEPreHLUU 32 CUET MyTaLUi apaJorud-
HBIX TeHOB. I1o 3. JIptoncy, IyIUIMLIMPOBAHHBIE TEHBI
B Pa3HBIX YaCTAX Tella (Ha IpuMepe Apo30dIIbI) B pe-
3yJibTaTe NUBEpPreHIun (OpMUPOBAJIM HOBBIE CTPYK-
TYPBI 32 CUET PA3TUUUI MyTalIMOHHBIX MTPOLIECCOB.

OnHako B 1970-e roabl BO30OHOBUJICS MHTEPEC K
TeTePOXPOHMUSIM KaK BedyllleMy MeXaHU3MY 3BOJIIO-
LIMOHHKIX TpaHC(OpMalMii B OHTO- U (pUIIOTEeHE3e.
Vennuamu C. T'ynma, I1. Andepua, MakHamapser n
JIPYrUX KcclienoBaTesieil Oblla MMOKa3aHa pPOJib T'eTe-
poxpoHuii. Koneuno, evo-devo He CBOIUTCS TOJIBKO
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K aHanu3y rerepoxponuii. B 1977 r. HampaBieHue,
CBSI3aHHO€ C aHAJIM30M B3aMMOJEHCTBUS OHTO- U
dunoreHesa, CTajlo CaMOCTOSTEIbHBIM pa3lieaoM
9BOJIIOLIMOHHON OWOJIOTUM W TIONYYUJTIO Ha3BaHUE
9BOJIIOLIMOHHOI Orojioruu pa3sutus (evo-devo). Ta-
KM 00pa3oM, BBOIOLMOHHASI OUOJIOTUSI Pa3BUTUS
u3yyaeT U3MEHEHUsI OHTOTeHe3a, UMerolIne (usiore-
HeTuuyeckue rnociieactsusi. Peub uaer, mpexie Bcero,
00 3BOJIIOLIMM TTPOTPpaMM Pa3BUTUSI, OCHOBAHHOI Ha
U3MEHEHUU T€HHBIX PETYJISITOPHBIX CeTeil 1 AMUreHe-
TUYECKOM KOHTPOJIE OHTOTEHETUUYECKMX MTPOILIECCOB.

HAYAJIbHBIN ISTAIT CTAHOBJIEHUA
BBOJIOLIMOHHOUN BUOJIOTUN PA3BUTHA

WUcTtopuss 3BOJIOLIMOHHONM OWOJIOTUM Pa3BUTHUS
BeJEeT CBOE Havaio ¢ cepenrHbl XIX cToneTus u cBs-
3aHa ¢ mMeHeM Kapia ¢on bapa, kotoprrii B 1827 T.
BBICKa3aJl Uaeio 00 oIpeie IEeHHOM CXOACTBE OCOOEH -
HOCTEMN pa3BUTUS 3apOABIIEN 1 MOCIEAYIOIIEH crie-
OMaau3aly Ha OoJiee TTO3OHMX dTallax OHTOTeHe3a.
OH chopmMynpoBaJl KOHLETIINIO, HAa3BaHHYIO O3/ -
Hee 3aKOHOM 3apopbliiieBoro cxoactsa. K. bap otme-
qaj, 4To 00Jee o0IIMe IIpU3HaKy, XapakKTepHbIe, Kak
MBI Tenepb TOBOPMM, IJjIsl KPYITHOIO TaKCOoHa (Ha-
IIpUMeEDP, B paHTe KJ1acca), BBISIBIISIIOTCS Y 3apOABILICI
paHblIe, yeM 0oJjiee CIielMaIbHbIe IpU3HaKK (B CO-
BpEMEHHOM IIOHMMAaHWU, MMPU3HAKU, XapaKTepHbIE
st Buaa). I3 cambIx 001X (hopM pa3BUBAIOTCS Me-
Hee o0IIre, ¥ TaK 10 TeX ITop, TOKa HaKOHeIl He BO3-
HUKHET HauOoJiee cIieluaJnu3upoBaHHas ¢opma.
HecmoTtps Ha TO, uTo 06001meHus K. bapa Hocunm B
orpeneJIeHHON Mepe SMITUPUISCKUN XapaKTep, OHA
OKaszaJli 3HAauYUTeJIbHOE BIUSTHUE Ha (POPMUPOBAHUE
MUPOBO33PEHUSI 3BOJIOLMOHUCTOB U 3MOPHOIOrOB
Kak B Poccum, Tak 1 Ha 3amane.

BriocnenctBuu 3BOTIOLMOHUCTHL (IIPEeXIEe BCETO
. I'ekkenab 1 @. Mioiep) OLEHWIN BaXKHOCTb 3TOM
KOHIETIIUY JIJIST aHaJIW3a B3aUMOIECMCTBUS OHTO- U
dumroreHeTIeckmx 1mporeccon. P. Padhd u T. Kod-
MEH B KHUTe “DMOpPHOHEBI, TeHbI 1 3Bomionus” (1986)
OTMEUAIOT, YTO 3TU SMIIMPUYECKHE 3aKOHBI COXpa-
HSIIOT CBO€ 3HaUeHHe 10 CUX mop. D. ['eKKesb B KHUTE
“DBomonus yenoseka” B 1879 romgy mucai, 4To OH-
ToreHe3 (pa3BUTHE 3apojbliia) U pusioreHe3 (pa3BU-
THE JAaHHOM TPUOBI) — CBSI3aHBI CAMBIM TECHBIM 00-
pa3oM, U HA OOUH U3 HUX He MOKET OBITh ITOHST Oe3
npyroro. HecMoTpst Ha To, 4to “buroreHeTUYeCcKUin
3akoH” ['ekkensi—Miroiuiepa moaBepraeTcsd 060CHO-
BaHHOM KPUTUKE, IIPHUBEIeHHAs BbIIIIE OLIEHKA COOT-
HOIIIEHUSI OHTO- U (pUJIoreHe3a MpeICcTaBIsIeTCsT aK-
TyaJIbHOI M B HACTOSIIIEE BpEM:I.

OmHUM 13 OCHOBaTeNIeil SBOIOIIMOHHON OMOI0-
TUU pa3BUTHS 110 TIpaBy cuuTaoT A.O. KoBajeBcKkoro
(Kowalevsky, 1866), KOTOpBIi1, CCICIysT OHTOTCHE-
THYECKUM IIUKJI acIIUINi, OTHOCSIIUXCSI K Gecro-
3BOHOYHBIM (moaTurlt O00JI0YHUKHU), BIIEPBbIE OOHA-
DPYXWII M Jaj AeTajIbHOE ONMCAaHUE CTPOSHUS X JIMUU-
HOK ¥ TTOKa3aJl HaJIm4ue Y HuX Xopael. OOHapy:KeHHUe y
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JIMYMHOK acCHUINI XOpObl OOBSICHSUIO, MO CYIIECTBY,
MPOUCXOXICHNE W D3BOJIOIIMOHHBIE ITpeoOpa3oBa-
HUsI, KOTOpbIE MpUBEIU K (POPMUPOBAHUIO MO3BO-
HOYHBIX XKMBOTHBbIX. JlaHHas1 paboTa nMesa 00JIbIIOMN
pe30HAHC Cpeny M3BECTHBIX 3BOJIIOIIMOHMCTOB, B
yactHocTd, Y. lapBuHa, O. I'ekkkens u ap. JapBuH
(Darwin, 1874) nucai, uyro uccinegoBanue A.O. Ko-
BAJIEBCKOTO — JIy4Illee CBUIETEJILCTBO PEATbHOCTH
sBoMOLIMU. PaboThl BhIaroIIErocsi OTEYECTBEHHOTO
SMOPHOJIOra CTAJIN HE TOIBKO ITIEPBBIM CBUACTEILCTBOM
pEaTbHOCTH 3BOJIIOIIAM, HO U JTOKA3aTeILCTBOM B3al-
MOCBSI3U OHTO- U (PUJIOTEHETUYECKMX TTPOLIECCOB.

WccnenoBaHus B3aMOCBSI31 OHTO- U (PHJIOT€HETH -
YeCKHX MPOLIECCOB pa3BUBAIOCh TapasuleJibHO Ha 3a-
nane 1 B Poccuu. B Haltreit crpaHe n3ydeHue 3THX IIPO-
OeM, moMMMO ocHoBorToJiararomiero Tpyna A.O. Kosa-
JieBcKoro, cBsizaHo ¢ umeHamMu M.M. MeyHuKoBa,
A.H. Cesepuona, U.U. llImanwraysena, JI.I1. ®una-
TtoBa (Levit, 2007; Bopoonena, 2010a, 6). JlaHHBI TTe-
pUOA YacTO Ha3bIBAIOT MOP(MOTEHETUYECKUM WU
srmreHeTndeckuM. OH CBSI3aH, IIPEXIIe BCETO, C TEO-
pueit dunamopuoreHesa A.H. CepepiioBa (1939), a
TakXXe KOHIIETIUel 11eJJOCTHOCTU OpraHu3Ma B OH-
To- 1 punnoreHese M. N. llImanwraysena (1938, 1983).
HoBoii cTynieHbIO B U3yYEHUU 3BOJIOLIMOHHBIX ITPO-
0JieM OHTOIeHe3a cTajia Teopusi puIIMOpUOreHes3a
A.H. Cesepuona (1939), B Kotopoii o60CHOBaHa
MNEePBUYHOCTh OHTOTCHETHMYECKUX H3MEHEHMUU II0
OTHOIIIEHUIO K BBOJIOLIMOHHBIM. Teopust ¢puisM-
OpuoreHe3a 00bsICHSIA TAKXKe TJIaBHBIE MEXaHNU3MBbI
9BOJIOLIMOHHBIX MpeBpallleHui, pa3aeiss UX Ha
apoMop®do3bl — MacllITabOHble U3MEHEHMUSI, TPUBO-
ISIIUe K YCIIOXHEHMIO CTPOSHMS W IIOBBHIIICHUIO
SHEPrUM XUBHENESITEIbHOCTH, W WAMOoamanTaluyd —
YacTHbBIC TPUCTIOCODOJIEHUSI, HE MEHSIIOIIE YPOBEHb
OpraHM3allii KMBOTHOTO WIM TPYIIIbL. BrinereHHBIE
CeBep1IoBbIM MOIYChI (hrI3MOpHoreHe3a (apxauiak-
cuc, aeBualuu, aHaooaun) nocayxxuwii M.A. HImans-
rayseHy (1938, 1968) opmeHTHpamMu B pa3paboTKe
KOHIICITIIMHY, BKJIIOYAIOIIe pa3IMIHbie (DOPMBI agar-
TUBHBIX Mpeobdpa3oBaHUii: atoMopdo3, TeIoMOp-
¢o3, rumepmopdo3 (mepepas3Buthe) Karamopdo3s,
apoMopdo3, sarmmmopdo3. BrocmenctBum ooOcyKie-
HUE pa3TUYHBbIX (OPM 3BOJIOLIMOHHBIX M3MEHEHMIA
OyImeT aKTMBHO aHAIM3UPOBATHCS MPU U3YIECHUU Me-
xaHU3MOB retepoxpoHuii (Gould 1977, 2002; Pacdd,
Kodmen, 1986; McNamara, 1986, 1997; McKinney,
McNamara, 1991; CmupHos, 1991, 2005; MiBaHoBa-
Kazac, 1995; Raff, Raff, 2009; Osepniok, 2010, 2014;
Minelli, 2015a, b; OsepHiok, Mcaena, 2016). OnHako
OCHOBHBIM BKJamom llIMmajbray3eHa B 3BOJIOLIMOH-
HYIO OMOJIOTHIO PA3BUTHSI ObliIa KOHIICITIIMSI 1IEJIOCTHO-
CTU OpraHM3Ma B MHAWBUIYaJTbHOM 1 UCTOPUUYECKOM
pa3BuTun. B 3TOM KOHTEKCTE (prTOreHe3 OIpeaesieT-
Csl KaK MCTOPUYECKMIA PSIT OHTOT€HE30B, MPOIIEIINX
0TOOp, KOTOPBIM MAET MO (PEHOTUIIAM U LIEJIOCTHBIM
oHroreHe3am (I1ImManbsrayseH, 1938, 1968).

ﬂ)’[ﬂ pPasBUTHUA 3BOJIOIIMOHHOTO HAITpaBJICHUA B
3M6pI/IO)IOFI/II/I Ba>XHO€ 3HAYCHUEC MMCEJIN NOCHU U UC-
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cnenoanus JI.I1. ®unarosa (1931, 1943), koTopsblit
MEePBbIM MPUMEHWUJT SKCTIEPUMEHTATBHBIN MOIXO, 151
CPaBHUTEJBHOTO aHajr3a MOP(MOreHeTUYeCKUX Ipo-
neccoB (“dopMooOpa3oBaTeNbHBIX allllapaToB”) Ha
puMepe cKeneTa KoHeuHocTel amduownii. [1pn skc-
MepUMEHTAIbHOM U3MeHEeHUU (YBEJIMUEHUM) pa3Me-
POB 3aKJIaIKi KOHEYHOCTeil MPOUCXOAUT YCKOpPEeHUeE
mddepeHINPOBKI CKeleTa 3TUX opraHoB. [TomydyeH-
Hole JI.I1. ®unaTtoBbIM TaHHBIE B HACTOSIIEE BpeMsl
MOXHO MHTEPIIPETUPOBATh KaK 3KCIEPUMEHTATbHOE
JIOKa3aTeJIbCTBO IreTepoXpoHuid. Pe3ynbTaTbl 3TUX uc-
cllenoBaHUid OBLTM TIOATBEPKIEHbBI BIOCIEACTBUU
(Shubin, Alberch, 1986) npu M3ydeHUN SBOJIOIINOH-
HOTO MPOUCXOXIIEHNSI KOHEUHOCTEN TeTpanoj ¢ y4ya-
CTUEM IreTePOXPOHHBIX MPOLIECCOB.

CoBpeMeHHBIe UCCIIeIOBAHNS MEXaHN3MOB B3an-
MOJEUCTBUSI OHTO- U (DUITOTeHETUYECKUX Ipollec-
COB, aHAJIU3 PETYJISILIMU TEMIIOB POCTa TeX UJIU UHBIX
CTPYKTYP CMECTUJIVICh C TKAHEBOTO YPOBHS Ha MOJIe-
KynsipHo-TeHeTudeckuit. JIx. Xakcau (Huxley, 1932)
B kHUTe “Problems of Relative Growth”, aHanuzupys
MeXaHNU3MBI pOCTa OPTaHU3MOB, TIPEIIOXWII TTOHS-
THE YPOBHSI aKTUBHOCTU T€HOB TSI OOBSICHEHUS PO-
CTOBBIX TIpolieccoB (“rate genes™”). Maesa k. Xakciau
TTOCITY>KIJTa OCHOBOM JUTST pa3BUTHST KOHIIESTIIINH, TTO-
CTYJIUPYIOIIEH CyIIeCTBOBaHWE T€HOB, KOHTPOJIUPY-
IOIIMX CKOPOCTh Pa3BUTHUS U KaK CJIEACTBUE, XapaK-
Tep oHToreHe3a (Goldschmidt, 1938). Briocnencrsuu
OBUTM OOHAPYKEHBI “TeHBI TeTePOXPOHUIL”, TIPU MO~
MOIIIM KOTOPBIX PETYJIUPYeTCsI CKOPOCTb Pa3BUTHUS
TeX WJIM WHBIX CTPYKTYP Ha ONpPEIeIeHHBIX CTaTIusIX
oHToreHe3a (Slack, Ruvkun, 1998; Reinhart et al.,
2000; Kato, Slack, 2008; Hertel, Stadler, 2015).

MACIITABBI DBOJIIOLIMOHHBIX
MMPEOBPA3OBAHUN:
COOTHOIIEHUE MUKPO-

1 MAKPOB®BOJIIOLITMOHHBIX TTPOLIECCOB

Bomnpoc o macmTabax 3BOJIOLIMOHHBIX ITpeodpa-
30BaHUI OBLI M OCTAETCS OOHUM W3 BasKHEHIINX B
9BOJIOLIMOHHON OMOJIOTUM Pa3BUTUS, ITOCKOJIBKY
3TU NpeoOpa30BaHUS IIPOMCXOIST B OHTOreHe3e.
ITpnmepamMu apoMopd030B CITyKaT TaKMe COOBITUS
KaK BO3HUKHOBEHNE MHOTOKJIETOYHOCTH, MOSIBJIEC-
HUE TPEThEero 3apOAbIIIEBOrO JIMCTKA (ME30IEPMBbI),
¢dopMupoBaHUe OMIaTepaIbHON CUMMETPUN, MEeTaMe-
puM, TKaHe BHYTpEeHHEN cpelibl, BHYTPEHHETO CKeJle-
Ta, uedamsanuu (MBanoBa—Kazac, 1995; Holland,
1998; Kirschner, Gerhart, 2005; Jonmya, 2005; I'ui-
oept, 2010; Minelli, 2015a, b; O3zepHiok, Mcaena,
2016). Takue mpeoGpa3oBaHUs TPUBOMSAT K CYIIe-
CTBEHHBIM M3MEHEHUSIM CTPOCHMUS Tejda >KMBOTHEHIX,
CBSI3aHHBIE C TTOSIBJIEHUEM HOBBIX CTPYKTYP M OPraHOB:
KOHEUYHOCTEI TeTpario, KpbUIbeB NTHULI, SSUI1l aMHUOT,
¢opMHpOBaHEM TOMONOTEPMHOCTH Y BBICIIMX ITO-
3BOHOYHBIX U Ip. DTU U3MEHEHUS IPUBOIAT K 3aBOE-
BaHUIO >KMBOTHBIMM HOBOTO KM3HEHHOTIO ITPOCTpPAaH-
CTBa, BKCIUIyaTalli HOBBIX PECYpCOB, HOBBIX THUITOB

O3EPHIOK

MUTaHUS, TTOsSIBIICHNIO HOBBIX (pyHKumit (Kirschner,
Gerhart, 2005; Minelli, 2015a, b). CiiencTBueM uano-
ajanTaluii sBiasieTcs: Mopdooruyeckas aeTaansa-
LV W CIelMraIn3alus OTASIbHBIX TKaHE U opra-
HOB. MI3MeHeHMST JaHHOTO TUTIA IIPUBOIAT K POpMU-
POBaHUIO TAKCOHOB HUBIIErO paHTa: BUIOB U POJIOB.

Bonpoc o MexaHM3Max 3TUX 3BOJIOLIMOHHBIX U3-
MEHEHU MMeeT BaKHOE 3HAUeHUE IJIs1 MOHUMAHUS
B3aMOJAEHCTBUS OHTO- U (PUIOTE€HETUUECKUX TIPO-
1eccoB. 3aKOHOMEPHBIM TPENCTaBIISIETCSI BBIBOI, O
CXOJICTBE MEXaHM3MOB, OMPECSIONNX MUKPO- U
MaKpO3BOJIOLIMOHHbBIE TIpoHecchl. OOHAKO B cepe-
JIMHE MPOIILJIOro BeKa, KOTJa 3TOT BOIIPOC ObLI B LIeH-
Tpe BHUMaHWSI 3BomonuoHucTOB, P. Tompammunr
(Goldschmidt, 1952) mpeanoxui uaeo MaKpoMyTa-
LIV, KOTOpbIe MOTJIM OBl BBI3BIBATb KPYMHBIE (PUITIO-
reHeTUYecKue TpaHchopMauuu. JlanHas upes He
HallJTa TIOATBEPXKACHUS: MaKpOMyTallMd He ObUIU
obHapyxkeHbl. [Tocnenyromne J0CTUKEHUST B 00J1acTH
PETYIISILIM MPOLIECCOB OHTOTEHE3a, SBOIOLIMOHHOMN
OG1OJIOTM Pa3BUTHUSI U CPABHUTEIBHOI T€HOMUKU T10-
KazaJii OOLIHOCTh MEXaHU3MOB MUKPO- U MaKpO3BO-
JIIOLIMOHHBIX ITponeccoB (cMm. ['mnbepT u ap., 1997).

CrenyeT OTMETHUTh, UTO OCOOBIIT B3IJISII HA BOIIPOC
0 TOM, MOXHO JI1 MaKpPO3BOJIIOLIMOHHbIE U3MEHECHMUS
BBIBECTU M3 MUKPO3BOIIOIMOHHBIX, OOCYKIAJICS Ta-
neoHroyioramu. B yactHoctu, H. Onnpumk n C. T'ynn,
aBTOPbI TEOPUHU MPEPHIBUCTOIO PAaBHOBECHUSI, 3asiBU-
JIU O HECOCTOSITSIbHOCTU aJUIeJIbHBIX 3aMelleHUit
Kak cnoco6a spomonuu (Eldredge, Gould, 1972). Ha
ONpeleIeHHOM 3Tafne pa3BUTUSL  DBOJIIOIIMOHHOM
ouonorun ObUIM CcHOPMYIUPOBAHBI U ITPOTUBOIIO-
CTaBJISUIMCH IB€ aJIbTEPHATUBHBIC KOHIEIIIN: UIes
MPEPHIBUCTOTO PAaBHOBECUSI — IMYHKTyaliu3Mma, 00b-
SICHSIONIAsT MaKpO3BOJIOLIMOHHEIC W3MEHEHUS, U
Wesl rpagyanrn3Ma — HaKOIUICHUST HEOOJIBbIINX HACIe-
JIyeMbIX M3MEHEHUI, KaK €IWHOIo MexaHu3Ma IJIst
MUKpPO- U MaKpO3BOJIOLMU. B pesynbTaTe 31O Ouc-
Kyccur ObUIa cOpMynMpoBaHAa KOHLEIIIIMS IBYX
YPOBHEU 3BOJIIOLIMU — MOJEKYJISIPHOIO 1 MOpPQOJIO-
ruyeckoro. PesynbTaToM IJIUTEBHOTO OOCYXKIEHMUS
9TOI MPOOIEMBI MAJICOHTOIOIaMH 1 SBOJIIOLIMOHHBI-
mu Ouonoramu (Stanley, 1979; Gould, 1992) crana
KOMITPOMMCCHAs KOHIEIIIUSI, COIJIACHO KOTOpPOIt
MaKpO3BOJIIOLIMOHHEIE ITPOIIECCHl OCHOBAaHbBI HA MUK-
PO3BOJIIOLIMOHHBIX, OTHAKO MaKPO3BOJIIOLIAIO HEIb3S
OOBSICHUTDH TOJILKO MUWKPO3BOJIIOLIMOHHBIMU M3MeE-
HeHusMu. Jad aHanm3a MeXaHM3MOB MHUKPO- U
MaKpO3BOJIIOLIMOHHBIX IIpeoOpa3oBaHUil HEO0OXO0-
MM KOMIUIEKCHBIM ITOAXOJ, OCHOBAHHLIN Ha IaH-
HBIX 3BOJIIOIIMOHHOI OMOJI0rnu, OMOIOTUN Pa3BU-
THUS, CPABHUTEJIbLHO TeHOMUKH, MAaJIEOHTOJIOTUU.

IMouckn HOBBIX B3aMMOCBSI3€il MEXIy OHTOTeHE-
TUYSCKUMU U 3BOTIOLMOHHBIMHU IIpoLieccaMM, TIpe-
MPUHUMaeMble B TeYEHUE IMTEILHOTO BpeMEHU
I'. ne Bupom, Briociencrsuu pazsusai C. 'y (Gould,
1977), KOTOPEI1 cyMeJ IIPUBJIeYb K aHAJIU3Y JaHHOMI
MPOOJIEMBI U3BECTHBIX OMOJIOTOB-3BOJTIOLIMOHUCTOB.
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B uactHoctu, B 1998 1. KaHagckuii 3>MOpuoOJIOT
b. Xonn (Hall, 1998) B kaure “Evolutionary Develop-
mental Biology” nipeaioXui BeIIEIUTh HallpaBieHUe
evo-devo B caMOCTOSITEIbHYIO 00JIACTh SBOJIIOIIOH -
Hoi1 6ronorun. Oco6eHHOCTD evo-devo 3aKITI09aeTCst
B MHTETPaLlM MOAXOJ0B OMOJIOTUM pa3BUTHSI, Majle-
OHTOJIOTMH, 300JIOTHH, PKOJOIMM Ha ypOBHE Opra-
HU3Ma U TIOIYJISIIMM JIST aHAJIM3a 3BOJIIOIIMOHHBIX
IIPOLIECCOB.

CrenyeT TakKxKe OTMETUTh, YTO MPOAOJIKABIINECS
B T€YECHUE MHOTHX JIET JUCKYCCUU BOKPYI CUHTETU-
YeCKOil TeopuM 3BOJIIONUU (CHMHTE3a TeHETUKU U
SBOJIOLNHN, TTOJYINBIINN B Ha3BaHWE “HOBBIN CHH-
Te3”) CMEHWINCh OOCYKJI€HUEM HOBOM IapagurMbl,
Ha3BaHHOU “HOBBIl CUHTE3 3BOJMIOLIMOHHON OUOJIO-
My 1 omonorun pa3suTthss”’. OCHOBY 3TOTO CHMHTE3a
JIOJDKHBI 00€CIIeUNBATh OTKPBITUSI TEHETUKY Pa3BUTHS,
a TaKKe HOBasl MHTEPIpPETALMS MaJICOHTOIOIMIECKIX
JTAHHBIX, TTO3BOJISTIONIMX JATUPOBATh BaXKHEHIIIME MaK-
PO3BOTIOLOHHBIE COOBITUSI B IAJIEOHTOJIOTUYECKOI
mKaie Bpemenu (I'mtbept u ap., 1997).

3aciay>krBaeT BHUMAaHMUS ellle OJUH acreKT HOBEe-
IIeif ICTOPUM SBOJTIOIIMOHHON OGMOJIOTMN Pa3BUTHSI.
Ha ompenenenHoM 3Tame pa3BUTHS HEOTApBUHU3MA
cTaja BUIHA €ro HeAOCTaTOYHOCTh ISl OOBSICHEHUS
somonnu (peHotuna. OOBICHUTL (OPMUPOBAHUE
heHOTUTTIIEeCKX 0COOEHHOCTE OTIEIBHBIX BUIOB B
XOJI€ 9BOJIIOIIMOHHBIX MPe0Opa30BaHUI HA KOHIIETITY-
aTLHOM YPOBHE CMOTJIA 3aPOsKIAOIIAsCs SBOTIOIIMOH-
Hasl OMOJIOTUST Pa3BUTHSI, MCTIONB3YIOMIAS TSI 3TOTO
KOHIIETIIUIO 3MUTeHEeTUYeCKOro KOoHTpoist (I'undepr
u ap., 1997).

SIMUTEHETUYECKHUE
MEXAHW3MBbI PET'VIALONN

IIpu aHanm3e B3aMMOCBSI3€ OHTOI€HETHMUYECKUX
¥ DBOJIIOIMOHHBIX IIPOIIECCOB Ha 3Talle IIepexona OT
MOJIEKYJSIPHOTO YPOBHSI Ha KJIETOYHbIN U TKAaHEBOM
TPYOAHO WJIM HEBO3MOXHO OOBSICHUTH PETryJISIIINIO
dopmMupoBaHus MOP(POIOTNIECKUX CTPYKTYP OTHU-
MU TeHETUYEeCKMMU MexaHu3MaMu. B nepBylo ouepenb
9TO KacaeTcsl (QOPMUPOBAHUS (PeHOTUIA, B YACTHOCTU
CTAHOBJICHMSI TUIaHA CTPOEHMSI, KOTOPBIA MEHSIETCS B
OHTO- 1 (pmytoreHese. st 00bsICHEHNSI 0COOEHHOCTE
KOHTpoJis1 MopdoreHeTnueckux TmporeccoB K. You-
JIVUHITOHOM ObUla TpemIOXeHa WIes SIUTeHEeTHYe-
cKoit (HagreHoMHoi) perymsaiuu (Waddington, 1942,
1957). YyacTtue anmreHeTU4ECKNX MEXaHU3MOB B PETy-
TS (popMo0Opa30BaTeIbHBIX IIPOIIECCOB ITOCTYIIM-
poBajoch U aHalu3upoBasioch paHee (Waddington,
1942, 1957; IlImansraysen, 1964, 1983; Maiip, 1968;
I'mnGepr u ap., 1997).

HecoMHeHHO, BaXKHEMIITMI BKJIaT B JAHHYIO MIPO-
6siemy BHecau unen K. YoanuHIrToHa, KOTOPBIA BBEI
MOHSATHE “3MUTeHETUKA” 1 TIPUMEHMJI €T0 JJIST OIIHCa-
HUSI OCOOEHHOCTEl HAaAreHOMHOTO YPOBHS PETyiIsi-
uuu dopmupoBanust ¢peHoTtumna (Waddington, 1942,
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1957; YommuarToH, 1964, 1970). M Obl1a chopmy-
JIMpOBaHa KOHILIEMIUS “3MUTeHETUYECKOTO JIaHI-
madrta” — Habopa SMUTeHETUYECKUX TPacKTOpUit
OHTOTeHe3a — KpeoloB, MeTadopuyecku H300pa-
>KEHHBIX aBTOPOM B BUJE Xe1o6a, Mo JHY KOTOPOTo
JIBUKETCSI OpraHU3M, BBIOMPasi ONTUMAJIbHYIO TpaeK-
toputo. CornacHo K. Yomnuurrony (1970), “®DeHo-
TUIT MOXHO TIPEJICTaBUTh B BUIE BETBSIICHCS CUCTeE-
MBI TPaeKTOPUIA, pacpoCcTpaHsIoNIUXcsd B (ha3zoBOM
MPOCTPAHCTBE BIOJIb BpeMeHHOU ocu”. Takum oOpa-
30M, uaes “snureHetTndeckoro ganamagdra” K. Yon-
JVWHITOHA CTaJla KOHLENTYyaJlbHOW OCHOBOM S3IIUIe-
Hetuku. C. ['unGept u ap. (1991) oueHwIn 3Ty KOH-
LIEMIMUI0 KaK OCHOBY JUIi MUHTETpalluu TEeHETUKW,
5MOPUOIOTUN U TEOPUU IBOJIIOLIUH.

JIas1 aHanM3a 3BOJIIOLIMOHHBIX MpeoOpa3oBaHUIA,
B YaCTHOCTU POJU SIUTCHETUYECKON peryisini,
Ba)XHOE 3HAUYCHME HMeEeT HepapXusi MEXaHU3MOB,
obecnieunBalomux 3t u3MeHenus. b. Xomn (Hall,
2003) npennoxui KiiacCurKaIio OCHOBHBIX MeXa-
HM3MOB evo-devo, JexXallux B OCHOBE TaHHBIX IIpe-
oOpazoBaHuii. OCHOBY 3TOIl MEpapXWM COCTABIISICT
TeHOTUII, a MEXaHM3MbI Ha 3TOM YPOBHE IIpeJicTaBIIe-
HEBI PETYJIsILUeil 9KCIIPEeCCUU T€HOB, UX NYTUIKALASI-
MM 1 TTOCJIeYIOLIEeH NTUBEPpTeHIMEN 32 CUET MyTaLIUA.
Crenyiomuii ypoBeHb — Fre HeTUYEeCKUEe MOMYJIU, CO-
CTOSIIIIME U3 TEHHBIX CeTeil M TeHHBIX KacKanoB. [1o-
CJICAYIOIIYIO CTYIIEHb MepapXUU 3aHUMAIOT SIIUTeHE -
TUYECKME IIPOLIECChI, BKIIOYAIOIINE, B YaCTHOCTH,
SMOPHOHANTBHYIO MHAYKIIUIO U IPYTMe BUAbI TKaHEe-
BBIX B3aIMOOTHOIIIEHUI1, a TakKKe (DYHKIIMOHAJIbHAS
MHTErpamnusi, BKJIIOYAMIIas HEWpOo-3HIOKPUHHYIO
peryiasiuuio. HakoHel Ha ypoBHe (peHOTUIIA MeXa-
HU3MaMHu evo-devo BBICTYNAOT BHYTPUBUIOBBIE U
MEXBHUJIOBbIEC B3AUMOJECHCTBUS, a TAKXKE B3AaUMOAECH -
ctBUs co cpenoii (Hall, 2003).

B HacTosi1iee BpeMsI OHTOTeHETUYECKIE TPACKTO-
puM, KOTOpbIE AEMOHCTPUPYIOTCS OOBIYHO TUHAMM-
KOl Habopa MPU3HAKOB, MEHSIIOIIMXCS B XOJIe Pa3BU-
THSI, JAIOT BO3MOXHOCTb aHAIM3UPOBATh OCOOCHHO-
CTU 3TOM CHUCTEMHOM XapaKTEPUCTUKU OHTOTEHE3A.
Takoit moaxon OBLTI IMPUMEHEH, B YaCTHOCTHU, IIPU
M3YyYCHUW TUHAMUKU NPU3HAKOB CTPOCHUS 4depera
KPOKOJMJIOBBIX B IEPUO] pAHHETO OHTOTeHEe3a Ha OC-
HoBe MopdomMmeTpuyeckoro aHanmuza (Bhullar et al.,
2015; Gignac, Erikson, 2016; Morris et al., 2019). I
9TUX IIPU3HAKOB XapaKTepHa CYILICCTBeHHAsI Bapua-
oenbHOCTBL. Hebosplmie reTepoxpoHHBIE U3MEHEHUS
MOCTOSTHHO (DIIYKTYUPYIOT, HE BJIMsISI Ha OOLLIMII Xa-
pakTep pa3BuTus (OpMBI UYepera, OMHAKO €CIU 3TU
M3MEHEHUSI UMEIOT TIPOTUBOTIOJIOXHYIO HaIlpaBJIeH-
HOCTb, OHU IIPUBOIST K Apeiidy TpaeKTopuu pa3BU-
tus (Morris et al., 2019). Kpome Toro, HeGombIIne
Moou(dUKaIU CTPOSCHUSI MOT'YT TeHEpUPOBaTh I10JI-
HBII HAOOp BapMAHTOB €T0 CTPYKTYPHI. DTU OCOOCH-
HOCTHU OMPEACSIIOTCS SKOJIOTUYECKUMU YCIOBUSIMU,
IpexXIe BCero, 0COOEHHOCTSIMU MUTAHMSI.
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IMocnenyromuii 3Tam aHaaM3a MEXaHU3MOB DITH-
TEHETUYECKOM PeTYJISIIINU CBSI3aH C BBISICHEHUEM MO-
JIEKYJISIPHO MPUPOIbI 3TOTO siBJeHUs1. B HacTosI1Iee
BpeMsI YCTAaHOBJICHBI MHOTHE BaXXHBIC MEXaHU3MbI
SIIMTEHETUYECKOT0 KOHTPOJISI OHTOT€HETUUYECKUX
npoueccoB (Monk et al., 1987; Heby, 1995; Banio-
mH, 2006; Ngu et al., 2008; Ikegami et al., 2009; K-
pu, 2012; Monk, 2015). B yactHOCTH, ObLIIa YyCTaHOBJIE-
Ha pojib MeTuupoBaHus JHK, moctcruHTeTMYECKUX
MoIn(pUKaIUii OENKOB, IPEXIe BCEro, TMCTOHOB, a
takcke PHK-maTepdepennimm 1 mukpoPHK. DT me-
XaHU3MbI MOXKHO paccMaTpuBaTh Kak Iepexol Ha HO-
BbI 3MUTE€HETUYECKUIA YPOBEHD, BKIIIOUAIOIIWI B UTO-
re MEXTKAHEBYIO 1 HEMPOSHIOKPUHHYIO PETYIISIIMIO.
DNUreHeTUYeCKrue MeXaHM3Mbl (QYHKIIMOHUPYIOT B
OCHOBHOM KaK CEJIEKTOPHI (IepeKiodaTesin) pyHK-
i onpeneaeHHbBIX TeHOB. Hanmpumep, JTHK-MmeTtn-
JIMpOBaHWE MPUBOIUT K M3MEHEHUSIM €€ CBOMCTB:
metiaupoBanue JHK 3a cuer depmMeHTaTHBHOIO
CBSI3BIBAHMSI C IUTO3MHOM C IIOMOIIBIO METUITPAHC-
depa3 MHTMOUpyeT TPAHCKPUIILINIO, a JEMETUIUPO-
BaHNE — aKTUBUPYET JaHHBII mponecc (cM. BaHio-
muH, 2006; T'mabepr, 2010; Kospu, 2012; Monk,
2015). PerynsitTopHblil addekT MeTuanpoBaHust/ne-
metwirupoBanusgd HIHK c¢BsIzaH ¢ KoMmmakTH3alu-
eii/neKoMIakTu3aleil XxpoMaThuHa.

J1st MOHMMaHUST MEXaHWU3MOB ACHCTBUS METUIN-
poBanusg JJHK Ha oHTO- 1 dpmiaoreHeTUIECKHUE TIPO-
LIeCChl HEOOXOIMM, MPEXIe BCEro, aHaIu3 TUHAMUKU
3TOro BuAa MOAUMUKALINY B XOAE¢ MHANBUILYAJIHBHOTO
pa3BUTHS. YCTAaHOBJIEHO, YTO YPOBEHb METUIMPOBA-
Hus JJHK npeteprieBaeT cyiiecTBeHHbIE UBMEHEHMUS B
Ipollecce OHTOIeHe3a: CIlepMaToreHe3a M OOreHesa
(Monk et al., 1987; Monk, 2015), a Takxke Ha pa3HBIX
CcTagusX WHAVBUAYAJIbLHOIO Pa3BUTHSI MJIEKOMUTAIO-
mux (OIUIOMOTBOPEHUE, CTamusl OJACTOLMCTHI, MM-
MJIaHTalMsl, TKaHe- U cTaguocrnenudmudeckass mud-
depeHLpoBKa B Xoae opraHoreHe3oB) (Monk et al.,
1987; Heby, 1995; Ikegami et al., 2009). I1pouecc me-
tunupoBaHusi/nemetmnpoBanus IHK perymupyer,
B YaCTHOCTM, DKCIIpecculo psiaa reHoB (Sox-2, Cdx-2,
FEomes, Elf-5), KoTopble KOTUPYIOT TPAHCKPUITIIMOH -
HbIe (baKTOPhI, PYHKIIMOHUPYIOIINE B XOI€ PAaHHETO
oHToreHe3a miekonutaromux (Ngu et al., 2008; Ike-
gami et al., 2009). DTo o3HayaeT, YTO AEMETUIIMPOBA-
Hue JHK Ha Tex mim MHBIX cTagusax OHTOreHes3a oOT-
KPBIBa€T BO3MOXHOCTb 3KCIIPECCUU Te€HOB, 3aUHTH-
oupoBaHHBIX MeTIMpoBaHueMm JIHK.

Ipu aHanu3e MexaHU3MOB MoauduKauu Oeli-
KOB 0c000€ MECTO 3aHMMAIOT TMCTOHBI — SIAEepHBIE
Oenku, popMHUPYIOIINE TUCTOHOBBIE KOPHI, Ha KOTO-
poie HamatbeiBaetrcs JIHK, oOpasys HyKjieocOMBI.
Monupukanuy TUCTOHOB — BaXKHEUIITNN MEXaHU3M
SIIUMTEHETUYECKOr0 KOHTPOJSI MHOI'MX OMOJOrrhye-
CKUX IIPOLIECCOB, PETY/ISILIMSI KOTOPBIX COIIPOBOXKIA-
eTCsI U3MEHEHMEM YPOBHS 1 XapaKTepa dKCIPEeCCUU
reHoB (Kouzarides, 2007; Ikegami et al., 2009). Mo-
IuUKALUY TUCTOHOB NPUHUMAIOT y4acTHe B PEry-
JISILIUM MHOTUX TIPOLIECCOB: OT PETYJISILIMU Pa3BUTUS,

O3EPHIOK

B YACTHOCTH, KJICTOUHOM T GepeHITNPOBKHU I0 Me-
XaHU3MOB 0OyJeHUS U (POPMUPOBAHUS TTAMSITH, CTa-
peHMsI, KaHLIepoTreHe3a U IPYTruX MaToOTHiA.

Monudukanyy riCTOHOB (alleTUJIMPOBAHUE, Me-
TUJIMpoBaHue, (GochopuIMpoBaHUe, YOUKBUTUHU-
poBanne, ATP-pubosunupoBanue, ne3aMUHUPOBA-
HUE, WU30Mepu3allvs MPOJIUHOB), OCYILIECTBIISIOTCS
Pa3IMYHBIMU CITOCOOAMM, IIPEKIE BCETO C MOMOIIBLIO
cootBeTcTBYIOMMX hepMeHTOB (Ikegami et al., 2009).
Monudukanyy riCTOHOB MPUBOAST OOBIYHO K pa3-
PBHIXJICHUIO/ YIIJIOTHEHUIO HYKJIEOCOM, YTO YBEIIMYM-
BaeT/yMmeHbIaeT goctyrmHocts K JIHK PHK-nmoau-
Mepa3 U TPAaHCKPUIIIMOHHBIX (haKTOPOB B 30HE KOH-
takta JIHK ¥ ricTOHOB B HYKJIEOCOME U BIMSIET Ha
aKcnpeccuio reHOB. OCHOBHBIM 3B€HOM 3MUTE€HETH -
YEeCKOro KOHTPOJSI C ydacTheM MOoIucUuKallUU TH-
CTOHOB SIB/SETCSI y3HaBaHUE MOIM(PUIMPOBAHHBIX
aMMHOKHUCJIOTHBIX OCTaTKOB OeJIKaMU, COJIe pKalll-
MU crneunpuruieckKre TOMEHbl — PeryasTOpbl TpaH-
ckpunuuu. Peus nmer o 6poMomoMeHax, paciio3Ha-
IOIIUX alleTUINPOBAHHBIE OCTAaTKM JIU3UHA, U XPO-
MOOOMEHAaX, Y3HAIOIUX METUJIMPOBAHHBIE OCTaTKMU.
DT TaHHBIE TTOCTYXWIA OCHOBOI KOHIEIIIINU “TH-
ctoHoBoTO Koma” (Margueron et al., 2005), koropas
BKJII0YAET pa3Hble TUITbI MOAU(UKAIIMU THUCTOHOB,
B3aMMOJEHCTBYIOIINX Ha pPa3HBIX HMepapXUIeCKUX
ypoBHSIX peryisauuu. Ciaemyer TakXKe OTMETUTh, YTO
METUJIMPOBAHUE TMCTOHOB COIPSIKEHO C METWJIM-
poBanueMm JIHK: metnnupoBanHbie ydactku JJHK
CIyXaT METKOM s B3aMMOIEWMCTBUS C O€JIKaMM,
KOTOpPBIE CBSI3bIBAIOTCSI C TUCTOHOBBIMU alleTUa3a-
MU, PETYJIUPYS TAKUM 00pa30M JOKaJIN3alNIO TPaH-
CKPMIILMOHHOM akTMBHOCTU XpoMaTtuHa (Kou-
zarides, 2007; Ikegami et al., 2009).

Monudukauuu JHK 1 rucToHOB BIUSIOT Ha Ta-
KMe MpOoLeCChl KaK TPaHCKPUIILMS, TPpaHCISILUS,
PEKOMOWHALIMS, 3allluTa TeHOMa OT YYXXEePOIHBIX
39JIEMEHTOB (TPaHCIIO30HOB W BHUPYCOB), cOopka
HYKJIEOCOM, JMHaMUKa TeJoMep, MHAKTUBaALUsI X-
XPOMOCOMBI, KJIETOYHBI LIMKJI U IPYTHe COOBITHUS, C
yJacTueM KOTOPBIX PEeryJIMpyloTcsl OHTOTeHeTHYe-
ckue mpoiecchl (cM. O3zepHiok, Mcaesa, 2016). B
YaCTHOCTU, DMUTEHETUYECKUE MEXaHW3Mbl MPUHUMA-
I0T y4acTHM€ B KOHTpPOJIE TaKMX MOPGOreHETUYECKUX
COOBITHIT KaK (DOPMUPOBAHUE OCEll MOJIIPHOCTH, MEX-
KJIETOYHbIE U UHAYKIIMOHHbIE B3aUMOJIEUCTBUS, AU(D-
depeHLIMpoBKa M TpaHcauddEepeHIIMPOBKa, PEIpo-
rpaMMUPOBAHNUE COMATUUECKUX KIIETOK. DIUTeHETU-
YEeCKWM KOHTPOJIb 3TUX IIPOLIECCOB OTpaxkaeTcss Ha
OCOOEHHOCTSIX U3MEHEHMSI OHTOTeHe3a, KOTOphIe MO-
TYT UMETh 3BOJIIOLIMOHHYIO MTePCIeKTUBY.

IT'ETEPOXPOHUMU:
“OBOJIIOLMA ITPEOBPA3YET
YXE CYILHECTBYIOIIMU MATEPUAJIT”

TepMuH “reTepoxpoHnn” OB TIpemIoKeH D. I'ek-
KeJIeM, OJHAKO IUIAHOMEPHOE M3YYCHUE POJIA TeTepO-
XpOHUIA B (PUJIOreHEeTUUECKUX TpaHC(OpMAaIIUSIX CBSI-
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3aHO B IIepByIo odepenb ¢ umeHeM 1. me bupa (de Beer,
1930, 1958), KOTOpPHII1 MOCTAaBUJI 33124y OObEIUHUTD
OUOJIOTUIO PA3BUTHSI, SBOJIOLMOHHYIO OMOJIOTUIO U
reHeTuKy. OCHOBHOE BHUMaHWE OH YOSIWI JIeTajlb-
HOMY aHaJIM3y Pa3jIMIHBIX aCIIEKTOB reTePOXPOHUIA,
MpeXJie BCero ux Kiaaccudukalu U BIUSTHUIO Ha CO-
30aHKUe HOBBIX (hOpM oprann3MoB. Ha MHOrux mpu-
Mmepax I'. me bup nemMoHCcTpupoBaa N3MEeHEHUE TEM-
1MoB (POPMUPOBAHUSI TeX WU UHBIX TIPU3HAKOB B OH-
TOTeHe3e, a TaKXe CKOpPOCTh 3THX M3MEHCHUM,
KOTOpbIE MOTYT B UTOI'€ MPUBOIUTH K IOSIBICHUIO
Pa3IUIMil MEXIy OpraHu3MaMM.

IMocnenyromue vuccnenosanust C. I'ynna u I1. Aib-
oepya (Gould, 1977, 2002; Alberch et al., 1979; Alberch,
1982; Alberch, Blanko, 1996) mpemorpenenuiu Ha-
MpaBJICeHUsT Pa3BUTUSI KOHLIETIIIUM TeTePOXPOHUIT Ha
ommxkaitmue 20 et (Smith, 2003). BaxxHbiM 3Tariom
B Pa3BUTUU MCCIETOBAaHUI B3aMMOCBSI3M SBOJIOIN-
OHHBIX U OHTOT€HETUYECKUX MTPOLIECCOB CTajla KOH-
depenuus B laneme (bepmmn) B 1981 ., mocBsIeH-
Hasl CTaHOBJIEeHUIO KoHuenuu evo-devo (Conceptu-
al Change in Biology, 2015). Beixon B 1977 1. KHUTH
C. I'yvmpa “Ontogeny and Phylogeny” paccMmatpuBa-
eTcs KaK JaTa pPOXIEeHUS KOHIIENIMU evo-devo.
C. I'mnbepT mogyepKUBaEeT, YTO B 3TOM K€ IOy BbI-
mia ctatbsg @. XKakoba (Jacob, 1977). Crenyet oT™Me-
TUTH, 9YTO POKIEHUE 3TOI 00JACTH DBOITIOIMOHHOMN
ouonoruu popMaabHO OTHOCUTCS K 1999 rony, Korna
mpy MeXIyHapomTHOM COBETe MO WHTEeTPaTUBHON U
CpaBHUTEIBbHOI OMOJIOTHH ObLJIa CO3MaHa CEKIINS 10
9BOJIIOIIMOHHON Ouonorun paszsutusa (Goodman,
Coughlin, 2000). B 2000 rogy nossiBUJIMCh ABa HOBBIX
XXypHaJia, B KOTOPBIX CTAJIM ITyOJIMKOBATh pabOTHI TTO
9BOJIIOLIMOHHO OMOJIOTUM Pa3BUTHSL.

Taxkum o6pa3zoM, B 80-e ToabI MPOILIOrO CTOJCTUS
aHAJIN3 PETYISIINU OHTO- U (PUIOTE€HETHIECKUX TIPO-
LIECCOB acCOLUMPYETCS MPEXAE BCEro C MOBBIIICH-
HBIM HHTEPECOM K MCCJIEJOBAaHUSIM TeTePOXPOHUI
(Gould, 1977; Padd, Kodbmen, 1986; CMupHOB,
1991, 2005; MBanoBa—Kaszac, 1995; Alberch, Blanko,
1996; McNamara, 1997, 2002; Bopo6seBa, 2010a, 0;
OsepHiok, Mcaesa, 2016). B satot mepuon ®. 2Kako-
oom (Jacob, 1977) u C. I'vinom (Gould, 1977) 6pu1n
MIPUBEACHBI apIYMEHTBI, COIIACHO KOTOPBIM JIJISI 9BO-
JIIOLIMOHHBIX MIPe00pa30BaHMIl UCITOIL3YETCS YKe CY-
ILIECTBYIOIINE 3aKJAAKW, CTPYKTYPhl M OpraHbl: MpU-
MEPOM TaKOIo THIa TpaHchOpMalMii CIIyXKaT reTepo-
XPOHUM.

PasBuBas nmen B3aMMOCBSI3M 3BOJIOIMOHHBIX 1
OHTOT€HETUYECKUX MPOLIECCOB, B YACTHOCTU, aHAIU-
3Upysl TeTEPOXPOHUU KaK BBOJIOLUMOHHBIN Mexa-
Hu3M, C. I'yin mombITaiacs KOMMIeCTBEHHO ONcaTh
rerepoxpoHuu (Gould, 1977). OH nipey1oXuI “yaco-
Byto monesib” (“clock model”) usMeHeHUsT reTepo-
XPOHHBIX TIPOIIECCOB B 3aBMCHMOCTH OT BO3pacTa,
dopmel 1 pazMepa kuBoTHOTO. CylIIeCTBEHHBIM BKJIa-
JIOM B TIpobJieMy evo-devo cTaia chopmyarpoBaHHas
1. Ars6epueM KOHIIETIIIHS OTpaHNIeHU OHTO- U (U~
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JnoreHeTndeckux npoueccoB (Alberch, 1982; Alberch,
Blanko, 1996), a Tak:ke nuest 0 CO4YeTAaHUU B OHTOTE-
He3e TeHETUYECKOM U SIUTCeHETUYSCKOM IMporpamMmm,
a TaKXe MporpaMMBI TIPUCHOCOOIEHUSI OPTaHU3MOB
K YCJIOBUSIM CpEIbI.

l'eTepoxpoHNM MIMPOKO PacIpOCTpaHEHBI B MPHU-
polie: BBIIEJISIIOT I100ajbHbIe TeTePOXPOHUM, 3aTpa-
TMBalOIlMe BeCh OPTraHU3M, U JIOKAJIbHbIC, BIUSIOIINE
Ha otaeabHbIe ero cTpyKTyphl. C. I'yin (Gould, 1977)
KJ1accuUIMpys TeTEPOXPOHUH, BBIICISII akceiepa-
LIMKU, OOYCJIOBJEHHBIE YCKOPEHHWEM COMAaTUYEeCKOM
g depeHIMPOBKH, ¥ eAoMopd0o3 (IIporeHes3), CBSI-
3aHHBIN C yCKOPEHHBIM pa3BUTUEM PENPOAYKTUBHOMN
CUCTEMBI, a TakKXe TurnepmMopdo3 (3aaepxKa pa3Bu-
THUSI PEIIPONYKTMBHOM CHCTEMbI) M HeoTeHUus (3a-
JIepKKa coMaTudeckoi nuddepeHnnpoBku). B Ha-
cTosiiiiee BpeMsi HanuboJiee aKTUBHO aHAJIM3UPYIOTCS
caMble pacIIpoOCTpaHEeHHBIE BUIbI T€TEPOXPOHMIA, Ta-
Kue kKak HeoteHus1 u mnporeHe3 (McKinney, Mc-
Namara, 1991; McNamara, 2002; CmupHos, 2005;
Raff, Raff, 2009; Minelli, 2015a, b). 9T nBa THIIA e~
TEPOXPOHUIA BBISIBJICHBI Y OOJILIIIOTO KOJIMYECTBA BU-
JIOB XUBOTHBIX B TIepUOA UHIAWUBUAYATIbHOTO U UCTO-
pUYECKOro pa3BUTHS Ha OCHOBE MHOTOYMCJIEHHBIX
JIAaHHBIX.

Ha ocHoBe aHamm3a paHHUX 3TAallOB Pa3BUTHUSI ObI-
JIO MIPEIJIOXKEHO BBIISSITh TETEPOXPOHUN OHTOTCHE-
TUYECKUX M KIJIETOYHBIX mpoueccoB (McNamara,
1986; McKinney, McNamara, 1991). I'erepoxpoHun
KJIETOYHBIX TIPOLIECCOB CBSI3aHBI C MEXKJIETOUHBIMU
B3aUMOJEMCTBUSMU, KOTOPbIE MOTLYT HNPUBOAUTH K
paHHEI TUcToIOTHYeCKOM T depeHIINPOBKEe. DTOT
TUII IIPOLIECCOB, HA3BaHHBII rerepoxpoHueii nudde-
PEeHIIMPOBKHU, OBLIT pa3aesieH Ha TUddepeHIIUPOBKY,
CBSI3aHHYIO ¢ pazMepaMu, U TuddepeHIINPOBKY, KO-
TOpasi TPUBOIUT K MOSIBJIEHUIO 3BOJIIOLIMOHHBIX HOB-
mectB (McKinney, McNamara, 1991). 3Hauntein-
Hasl poJib TeTePOXPOHUI BBISIBJICHA MPU WU3YYECHUU
pPa3BUTHSI CKEJIETHBIX CTPYKTYP, B YACTHOCTU KOHEY-
HocTelt ampubuit (Shubin, Alberch, 1986; Bopo6be-
Ba, 2010a, 0), a Takke ckejera yepera (Smith, 2003;
Abzhanov et al., 2006; Takita et al., 2016; Morris et al.,
2019). I'etepoxpoHuur opMUPYIOTCS HA Pa3HBIX CTa-
IUSX UHAWBUIYATbHOTO Pa3sBUTHS, a TaKKe WILIIO-
CTPUPYIOTCSI MHOTOUMCJICHHBIMU IT1aJICOHTOJIOTHYC-
CKMMHM CBUIETEIbCTBAaMU. [1prMephl TeTepoXpoHMit
B pPaHHEM OHTOTeHe3¢ MHOTOYMCIIEHHBI. B "acTHO-
CTU, 3HAYMUTEIBHBIM CHEKTp MyTeil racTpyisiiuu u
BapuaHTOB MopdoJjioruu y npeacraBureneii Cnidaria
WHTEPIIPETUPYETCST KaK Pe3ylbTaT TeTepOXPOHUIl U
rerepotonuii (Kpayc, Ponumos, 2007). ¥V xopnoBbix
JKMBOTHBIX MOKa3aH Pa3INnIHBI YPOBEHb 9KCITPECCUH
MapKepa BeHTpaJIbHOI Me30IepMbI — T'eHa vent y JaH-
LeTHUKAa Amphioxus 1 y TO3BOHOYHBIX (cM. Smith,
2003). Dkcnpeccust 3TOro Mapkepa, Kak 1 iuddepeH-
LIMPOBKA BEHTPAIbHOMN Me30JePMBI, Y TI03BOHOYHBIX
HaYMHaETCs paHbIIle, YeM Y JJAHLIETHUKA. Y CKOpEeHHasI
nuddepeHINPOBKa BEHTPAIbHON Me301epMBI OTHO-
CUTCI K BaXXHBIM 3BOTIOLMOHHBIM IIPUOOPETEHUSIM
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MMO3BOHOYHBIX, CBHITPABIINM CYIIECTBEHHYIO POJIb B
MIPOrPECCUBHBIX MPEeOOPa30BAHUSIX ITUX KUBOTHBIX.
ITpu cpaBHUTEIbHOM M3YyYeHUM Pa3BUTUS JULIEBOI
YacTH yepena 1 GOpMUPOBAHUS MO3Ta Y CYMYAThIX U
IUTAlleHTAPHBIX MJICKOIIMTAIONINX OBLIU BBISIBJICHBI
pazinuusl TEMIIOB pocTa 3TUX CTPYKTYyp (Smith,
2003). ¥V cyMuYaTBIX BBISIBICHO YCKOPEHUE Pa3BUTUS
KOCTeli M MBILIL POTOBOM M JIMLIEBOM YaCTH 4yepera,
Torma Kak muddepeHLpoBKa LIEHTPaJIbHON HEpB-
HOM CHUCTEMBI, B YACTHOCTU IIEpEIHEro MO3Ta Y HUX
3HAYUTEIIBLHO 3aMemisercsd. [1pn nsydenumn popmm-
pOBaHUS 3TUX pa3IMUMii HA paHHUX CTaAUsIX ObLIO
OTMEUYEHO, UYTO nuddepeHIInPpOBKa HEPBHOTO I'PeOHS
M3 HelpaJIbHOM MJIACTUHKU YCKOPEHA MO CPaBHEHUIO
C IPYTUMHU TIalleHTAapPHBIMU MJIEKOTIUTAIOIIUMMU.

I'erepoxpoHHbBIE TPOLIECCHI UTPAIOT CYILIECTBEHHYIO
pOJIb B pa3BUTUM KOHEeYHOCTel. Ha mpumepe KoHeuHo-
creil am¢pubuii 6bUI0 MOKa3aHO, YTO (hOPMUPOBAHUE
9TUX OPraHOB HAYMHAETCSI ¢ 0Opa30BaHUST ME3EHXUM-
HBIX CTYIIEHUI ¢ WX TIOCEIYIONIMM BETBJICHUEM, 3a
KOTOPBIM CJIEAyeT CerMEHTallus 3TUX 3a4aTKOB
(Shubin, Alberch, 1986; Bopo6besa, 2010a, 6). DTu Ha-
YyaJIbHbIEC 3TaNbl CTAHOBJIEHUS OOIIIETO TJIaHa CTPoe-
HUSI CKeJleTa KOHEYHOCTEM CJIyXXaT OCHOBOM IS
¢opMUpOBaHUs pa3HBbIX BapUAHTOB MX ITOCJIEIYIO-
1ero MopgoreHesa y XBOCTaTbIX U OECXBOCTBIX aM-
¢Gubwmii, a TaKKe APYTUX TETPAIOI. YJacTue reTepo-
XPOHU B 3BOJIIOLIMOHHBIX IPEOOPa30BaAHUSIX IIPOSIB-
JIIeTCsl TakKe Ha OTHOCUTENIbHO TTO3MHUX CTaausIX
VHIVBUAYAJILHOTO Pa3BUTHs XXKUBOTHBIX. Ha mpume-
pe KapmoBBIX PBIO, OTHOCSIIUXCS K pony Labeobar-
bus, 6Gbl1a MOKa3aHa PoJib TETEPOXPOHHBIX MEXaHU3-
MOB B (bOpMHUPOBAHUU OJIU3KOPOIACTBEHHBLIX (POPM
9TuX pbI6 B 03epe Tana B Ddpumonuu (Ilxkunp, Cmup-
HOB, 2014). ABTOpHI, MEHSISI SKCIIEPUMEHTAJIbHO YPO-
BEHb THUPEOUIHBIX TOPMOHOB B TKaHSX, IOKa3aau
yJacTHe TeTepOXpPOHMiII B (DOPMUPOBAHUM 4Yeperia
pBIO U ampUOUIA.

HoBpIM 3TamoM B McCIIeNOBAaHUM TETEPOXPOHUIA
CTaJl aHAJIN3 MOJIEKYJISIPHO-TEHEeTUIECKIX MEeXaHN3-
MoB (Abzhanov et al., 2004a, b; 2006; Bhullar et al.,
2015; Ahi, 2016; Takita et al., 2016; Morris et al.,
2019). OnuH 13 TPpUMEPOB — CPABHUTEIbHBIN aHATU3
MOpPGhOJIOTHH TAJIaITaroCCKMX BEIOPKOB (TapBUHOBBIX
BBIOPKOB) M 3KCIPECCUU HEKOTOPBIX CUTHAJBHBIX
nyteii (Abzhanov et al., 2004a, b, 2006). Bapuatunu
MOpGhOMETPUIECKIX TTapaMeTPOB KITIOBA 3THX ITTHIT
KOPPEJIUpPYIOT ¢ M3MEHEHNEM YPOBHS SKCIIPECCUU
reHoB BMP4 wu KaabMOIyJWHa, y4acCTBYIOIIETO B
CHTHAJIM3allN1, OITOCPEIOBAHHON MOHAMU KaJIbIIHS.
BriocienctBuM 3T TTOOXOABI OBUIM TTPUMEHEHBI TSI
aHaJM3a TeTePOXPOHMII B pa3BUTHUM Yepela MO3BO-
HOYHBIX: PBIO, PENTWINMA, T ¥ MJICKOTTUTAIOIINX
(Bhullar et al., 2015; Ahi, 2016; Takita et al., 2016;
Morris et al., 2019). B yacTHOCTH, IPU U3YYESHUU Pa3-
BUTHS (DOPMBI JIOGHO-HOCOBOM 00JacTH depera y
KPOKONIWJIOB OBIITN BBISIBJICHBI TETEPOXPOHUH, OTpa-
HUYEHUS pa3BUTHS U Apeiid TpaeKTOPUii OHTOTeHe3a
oTux npusHakoB (Morris et al., 2019). B perynsiun

O3EPHIOK

TeTePOXPOHUIT B JIOOHO-HOCOBOII OOJIAaCTH dYepera,
TTOSIBJISTIONIIMXCST Ha TIO3MHUX CTaIMsIX dMOpHOreHesa,
y4acTBYeT, BEPOSITHO, TeH bmp4, KaK 3TO ObUIO TTOKa3a-
HO paHee Ha Ipyrux oobekTax (Abzhanov et al., 2004a, b;
Abzhanov et al., 2006). U3MeHeH1e YPOBHS 3KCIIpec-
CHUU BTOTO 'eHa MOXET ObITh BOBJICUCHO B MAaTTEPHUPO-
BaHWE JJOOHO-HOCOBOIT 00J1aCTH Yepelia y pa3HbIX BH-
TTOB KPOKOMWJIOB. JIOTIOTHUTETEHBIM 2JIEMEHTOM pery-
JISIAM  pa3MeTKX JIOOHO-HOCOBOI o0JjlacTu yepemna
MO3BOHOYHBIX CIYXUT Shh-CUTHAJUIMHT, KOTOPBIIA
onocpenyet aktuBHocTh TGF-3 curnaiabHOro myTu
(Hu, Marcucio, 2009; Morris et al., 2019). B perysi-
[IUU TTATTePHUPOBAHUS STUX CTPYKTYp depena Mpu-
HUMaeT yJacTHe CUTHAIBHBIN MMyTh C y9aCTHEeM Kallb-
MOJyJINHA, KOTOPBII BOBJIEUeH B KOHTPOJb IPOJIH-
depanuu u mud@epeHIUPOBKU XPSILIEBBLIX CTPYKTYP
B paHHeM aMmOpuoreHe3e (Mallarino et al., 2011; Ahi,
2016). ITokazaHo, YTO yBEJIMUEHNE YPOBHS BKCIIPEC-
CHUW TeHa KaJbMOIYJMHA TPUBOIUT K YIJTWHEHUIO
YyemocTeit y capraHoBbix peio (Gunter et al., 2014).
ABTODBHI [A€IaI0T BBIBOJ, O TOM, YTO YPOBEHb 3KCIIpEC-
CHIY 3TOTO TeHa 00yCIaBINBaET TeTePOXPOHHBIN pOCT
1 JIEXKUT B OCHOBE MOP(MOJIOTNIECKIX MHHOBAITHINA.

st aHanmn3a MexaHU3MOB TeTepPOXPOHUIA MTPOBO-
NIWIVCh TaKXKe UCCIeN0BaHUS BO3AEUCTBUS pa3jiny-
HBIX COeAUHEHUI Ha MopdoreHe3 KoHeyHocTeil. B
YaCTHOCTH, MPU BO3IEHUCTBUM MHTUOMTOpA KJIETOYU-
HOTO JIeJIEHUs KOJIXMIIMHA Ha MOp(oreHe3 KOHEYHO-
cteii aMm(puOuil ObUTM MOTYyYEeHBI YeThIpEX- U IBYTIA-
nele KoHeuHocTu (Blanco, Alberch, 1992). ABTOpBI
WHTEPIPETUPYIOT 3TU pe3yJibTaTbl KaK IOCjienoBa-
TeJIbHbIE CTaINU PA3BUTHUS TE€TEPOXPOHHBIX MPOLIEC-
COB B XOJI€ DBOJIIOLIUU.

IManeoHTONOrMYECKE CBUIETEILCTBA 3BOJIIOLIV-
OHHBIX MTPeoOpa30BaHMil MOTYYEHBI HA KUCKOMAeMbIX
opraHusMax, JIJisi KOTOPbIX HalIeHbl XOPOIIIO COXpa-
HUBILLIUECS 00pa31ibl, B TOM YUCJIE, C pa3HBIMU CTaaW-
amu oHToreHe3a (Bengston, Zhao, 1997; Gould,
2002; Vrba, 2003; Love, 2007; Poxnos, 2009, 2014;
HcaeBa u np., 2013). B yactHOCTH, NMpU U3yYEeHUU
JIBYCTBOPYATBIX MOJIIIOCKOB poma Grypheraea wop-
ckoro nepuona I'yinn (Gould, 2002) rmokasai, 4To re-
TEPOXPOHHOE YBEIMUEHUE pPa3MEPOB PAKOBUHBI U
yMeHbIIIeHUE CTEIICHU €€ 3aKpyUYMBaHUsI, a TAKXKe ee
VIUIOLIEHUE B (PUIETUUECKOM TTOCIEeI0BaTeIbHOCTU
ot G. arcuata n G. gigantean cienyeT paccMaTpuBaTh
KaK IPOrPECCUBHYIO FOBEHUIU3AIINIO B3POCIOTrO Op-
ranusma. C.B. PoxkHOB oTMedaeT BaXKHYIO POJIb TeTe-
POXPOHUIA B OHTO- 1 puoreHese Uriokoxux (Pox-
HOB, 2009, 2014). ¥ HEKOTOPBIX UTJIOKOXUX, HATIPU-
Mep, Y MOPCKUX JWIuii, MOop(POoreHeTuIeCKue
MPOLIECCHI (B YaCTHOCTH, DJIEBALINS — MEepeMelleHre
3a4aTKOB PTa U TUAPOLIENSI BMECTE C Pa3BUBAIOIIU-
MUcsl aMOyJlakpaJdbHBIMU KaHaJlaMM C TIepeaHero
KOHILIA Ha 3aJHUI) MPOTEKAET Pa3HBIMU TEMITAMU,
YTO paccMaTpuBaeTCd Kak rerepoxpoHus. IlaaeoH-
TOJIOTUYECKHE HWCCICAOBAHUS KPYIMHOMACIITAOHBIX
COOOIIIECTB OPraHW3MOB, HACESIOIIMX OIpeneIeH-
HBII TUIT TIPUPOTHON Cpeabl, BEISBUIIU MIPOSIBJICHUS
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nexomMopdo3sa (AdanacreBa, HeBecckas, 1994). Ile-
noMopdHBIe TTPU3HAKM OBLIN OOHApYXKEHBI Y MOpP-
CKMX JOHHBIX 6€CIIO3BOHOYHBIX (TYOOK, MOJIITIOCKOB,
CHUITYHKYJTUI, TIPUAITYJIHIT, MOPCKUX TTAyKOB) B IIEPH-
OBl TJIOOATTBHBIX TPUPOIHBIX KAaTAKJIN3MOB HaKaHy-
He BBIMUPAHMS TTyOOKOBOIHBIX (hayH.

KaxkoBbl MexaHU3MbI U3SMEHEHUST TEMITOB PAa3BUTHS
TeX WU WHBIX TPU3HAKOB WIU CTPYKTYp, KOTOpbIC
MPUBOMST K T€TEPOXPOHUSIM, NU3MEHSIOIINM XapaKTep
BOJIIOIIMOHHBIX  TIpeodpa3zoBanmii? ['erepoxpoHum
MOTYT OBbITb CJEACTBUEM TJI00ATbHBIX WM3MEHEHUI
OKpyXarlleil cpenbl. [1peamnonaraercs, 4To KpyImHO-
MacIITaOHbIE KOJIeOaHUS KiImMaTa (HalmpuMep, 3Ha4u-
TeJIbHBIC U JUTUTEJIbHbIE UBMEHEHUSI TeMITepaTypbl 00K~
TaHUsI) MOTYT BJIUSITh Ha YPOBEHb KCIIPECCUU TECHOB,
KOTOpBIE PEryJIMpPYIOT TEMITBI pOCTa ONpPeeTeHHbBIX
TKaHel u opraHoB (AdaHackeBa, HeBecckast, 1994).

POJIb “TEHOB '’ETEPOXPOHUI1”
N muxpoPHK

B HacTos111e€ BpeMsT He BBI3BIBAET COMHEHUS, UYTO
TeTEPOXPOHUMN KaK Ba>KHBIM BBOJIOIIMOHHBIN MeXxa-
HU3M, KOHTPOJIUPYIOTCST TeHOMOM. Mmes cymecTBo-
BaHMS TEHOB, PETYIMPYIOIIUX TEMITbl Pa3BUTHS, OBbI-
Ja npemtoxeHa JIx. Xakenu (Huxley, 1932) u pa3Bu-
ta P. TompmmvuaTom Goldschmidt, 1938, 1952).
OueBUIHO, YTO CMEIEHNE BpeMEHM 3KCIIPECCUM Te-
HOB MOXET BbI3BaTh 3HAUUTEIbHbBIE U3BMEHEHUS MOP-
doreHeTMIECKUX MTPOIIECCOB U, KaK CIEACTBHE, TIPH-
BOJIUTH K U3MEHEHUSIM TeHoTuIra. Ha TeMnbl pa3Bu-
TUS OTHEJbHBIX CTPYKTYp B OHTOTeHe3¢ BIIUSIIOT
pa3TUYIHbBIE PETYISITOPHBIE (haKTOPHI: TOPMOHBI, U3-
MEHEHUSI dKcrpeccun Hox-TeHOB W IPYrux TpaH-
CKPUITIMOHHBIX (haKTOPOB, a TakKXkKe TeHbl KOMIIO-
HEHTOB CUTHAJIbHBIX ITyTeit (cMm. Smith, 2003).

CyliecTBeHHBIM BKJIAIOM B aHAJIM3 PETYJISITOp-
HBIX MEXaHM3MOB Te€TEPOXPOHUII ObLIO OTKPBITHE
“TeHOB TEeTEePOXPOHUI”. DTU TEHBI BIIEPBLIC OBLIU
onucaHbl y Hemaroabl Caenorhabditis elegans (Am-
bros, Horvitz, 1984; Slack, Ruvkun, 1998; Reihart
et al., 2000; Kato, Slack, 2008; Hertel, Stadler, 2015),
a Brnocaenactsuu y aposzoduisl (Caygill, Johnston,
2008). Drto reunl lin-4, lin-7, lin-14, lin-28, lin-29.
Hanpumep, v Hemaronsl lin-14 w lin-28 KogupyioT
TpaHcKpuniuoHHble ¢akTopbl LIN-14 u LIN-28,
KOTOpBEIE HeOOXOOUMBI IJisi (pOPMUPOBAHUST JIMUM-
HOYHBIX OPTaHOB U PETYJISILUM TPOXOXKICHUS TIep-
BOW 1 BTOPOI JUYUHOYHOM CTAAU COOTBETCTBEHHO
(Slack, Ruvkun, 1998; Kato, Slack, 2008; Hertel,
Stadler, 2015).

MuakTuBaus 3Tux 3BOJIIOLIMOHHO KOHCEPBAaTUB-
HBIX TeHOB [in-4 n lin-7 BBI3BIBACT HapylIeHNUE TEM-
OB pa3BUTUS. Y HeMaTonwl /in-4 v lin-7 KoagupyioT
MukpoPHK, KoTopble KOHTPOIUPYIOT JJIUTEIBHOCTD
n yepemoBaHue a3 oHtoreHesa (Slack, Ruvkun,
1998; Kato, Slack, 2008; Sperling, Peterson, 2009).
lin-4 perynupyeT Iiepexon OT IIepBOM JIMYMHOYHOM
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CTaguu KO BTOPOM, a /in- 7 — OT IIOCeIHE 1 YeTBEPTOI
CTaIuM K B3pOCIIOMY OpTaHU3My. Myraunu /in-4 Ha-
pyLIAIOT pacnucaHue MPOJOIKUTEIbHOCTH OIpeae-
JICHHBIX CTaauii pa3BUTUS IMYMHKHU, 4 TAKXKE BJIUSIIOT
Ha MPOJOKUTEIbHOCTD JKU3HU HEMATOMBI.

Crenyer otMeTuTh, YTo MUKpoPHK kak peryisi-
TOp TEMIIOB Pa3BUTHS XXMBOTHBIX OBIT OOHApyKEH
BriepBbie Ha C. elegans, a B HacCTOsIIIee BpeMsl UICH-
tudunupoBaHo 6ojee 2000 pazHOOOpPa3HBIX MUK-
poPHK y pa3nsix npeacraBurencii Metazoa (Slack,
Ruvkun, 1998; Kato, Slack, 2008; Hertel, Stadler,
2015). MukpoPHK, koMmieMeHTapHO CBSI3BIBASICh C
MPHK, 6110KmpyIoT 1iporecc TpaHCISILT: TPU 5TOM
MoxeT mnpoucxoguTh naerpaganuss MPHK. Muk-
poPHK wurpaior BaxHyo poiab B (DyHKIIMOHUPOBA-
HUM TEHHBIX PETYJSTOPHBIX CETEi, MpUHUMas ydya-
CTUE B DBOJIIOLIMOHHON PETYJISILIUUM OHTOTeHETHUYEe-
ckux npoueccos (Kittellmann, McGregor, 2019).

MukpoPHK BxonmsT B cocTaB OOJBIION TPYyIIIbI
Hekonupywux PHK, kotopsie peryanpyroT MHO-
rie BHYTPUKJIETOUHBIE IIPOIIECCH Y 3YKapHUOTUYE-
ckux opranusMoB. Hekomupytomme PHK u Muk-
poPHK, B 4aCTHOCTH, CUMTHIBAIOTCS C MEXTE€HHBIX
MocCJIeI0BaTeIbHOCTE, UHTPOHOB, a Takxke Hox-re-
HoB. Heckonbko coteH atux PHK cumthiBaetcs ¢
MHTPOHHEIX ITOCJIeI0BaTeIbHOCTEN HoX-TeHOB TeHO-
Ma gyenoBeka (Sperling, Peterson, 2009). MukpoPHK
YY4aCTBYIOT B PETYJISILIMU SMOPHUOHATBHOTO PAa3BUTHUS
n guddepeHIMPOBKM, B YaCTHOCTH HelporeHesa u
reMOII033a, a TakkKe TuddepeHIINPOBKN CTBOJIOBBIX
KJIETOK.

Baxwueitmas ocooenHocts MukpoPHK — koppe-
JISIUMS MEXAY YBEJIMYEHUEM Yurcia U pa3HOOOpasus
stux PHK 1 mopdonornueckoii ciioxHoctsio Meta-
zoa (cM. Hertel, Stadler, 2015). Peneptyap perymns-
TopHbIX MUKpOPHK cyliiecTBeHHO pacuimpsieTcs mne-
pen nuBepreHuuei Bilateria, mockoibKy nmociaenoBa-
TeJabHOCTU, Kogupytoiue 31 PHK, He BrIsIBIECHBI B
reHoMmax Placozoa u MajilourcCIeHHBI y TYOOK U KHU-
mapuii (cMm. Hertel, Stadler, 2015). ®dopmMmupoBaHue
HOBBIX ceMericTB MUKpoPHK B mmporniecce sposoninm
B3aMMOCBSI3aHO C YCJTOXKHEHUEM OpraHuU3allui MHO-
TOKJIETOYHbBIX XKUBOTHBIX, B YACTHOCTU C MHHOBAIIM-
OHHBIMU TIPeoOpa3oBaHUSIMU MOPQOTeHE30B, YTO
MOXET CBUIIETEIbCTBOBATh 00 YCUJIEHUM PETYJISITOP-
Hoit ponu 3tix PHK. Ilo-BuauMoMmy, CIIMCOK pery-
NATOpHBIX Bo3MoxxHocTel 3tnx PHK maneko He mc-
yepIiaH.

SAKIIIOYEHHME

Hcropust 5BONIOIIMOHHON OHMOJIOTUM Pa3BUTHS
CBUIETEILCTBYET O (DOPMUPOBAHUH B TIPOIILTIOM CTO-
JIETUM HOBOTO HAy4YHOro HaIlpaBJeHUSI B paMKax
SBOJTIOIIMOHHOM OMOJIOTMH, OIMCHIBAIOIIETO B3aW-
MOJEMCTBUE OHTO- U DUIIOTEHETUYECKUX ITPOIIECCOB
(evo-devo). Bexu moutu 200-71eTHE MCTOPUU €VO-
devo BKITIOUAIOT TaKHMe COOBITHSI, KaK 3aKOH 3apOIbI-
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meBoro cxoncrBa K. bapa, Teopust puismopuroreHe-
3a A.H. CeBeplioBa, 3BOJIOLIMOHHAS KOHIIEIIIIUS
IIEJIOCTHOCTU OpraHu3Ma B OHTO- U (UIIOTEHE3e
N.N. lUImansray3ena. CoBpeMeHHBII 3Tall pa3BU-
TUS evo-devo XapaKTepu3yeTcsl ONMCAaHUEM B3au-
MOJEUCTBUS MEXIY OHTO- U (PUIOreHe30M Ha MO-
JIEKYJISIPHO-TeHEeTUUECKOM YPOBHE, a TaKXKe JoKa3a-
TEJIbCTBOM BakKHellleid poJau TeTepOXpPOHUU B
WHIVBUAYaJTbHOM U UCTOPUYECKOM Pa3BUTUU B pa-
oorax C. I'yina, I1. Ansoepua, K. MakHamaps! u npy-
TMX W3BECTHBIX WuccaenoBareneii. JlelcTBUTEIBHO,
Mpeodpa3oBaHUsI OHTO- U (PMIOT€HETUUYECKUX IIPO-
1IECCOB MOCPENICTBOM T'eTePOXPOHUIT OIpeaesieTcsl B
3HAUUTENbHOU Mepe TeHEeTUYECKUMU MeXaHU3MaMu.
OnHako BaxkHeHIass pojib B PEryJIsIUN OHTO- U (pu-
JIOTEHETUYECKHUX MTPOLIECCOB MTPUHAJICKUT IMUTEeHE -
TUYECKUM MEXaHU3MaM.

HccrenoBaHue BBIMIOJTHEHO TIPU Homamepxke Poc-
cuiickoro HayuHoro ¢oHaa (rmpoekT Ne 19-14-00346).
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Foundations of evolutionary developmental biology (evo-devo) were laid by K. von Baer’s, the author of the
law of embryonic similarity in various animal species. Subsequent exploration of this problem was related to
proof of the relationship of the invertebrate and vertebrate animals (A.O. Kowalevsky). Next phase of evo-
devo progress was the creation of theory of phylembryogenesis (A.N. Severtsov), and the concept of integrity
of the organism in onto- and phylogenesis (I.I. Schmalhausen). In context of evo-devo the idea of epigenetic
regulation in ontogenesis is of great importance (C. Waddington). At the present stage of evo-devo develop-
ment, the importance of heterochrony are explored, in particular, the molecular mechanisms of heterochrony

formation: “geterochronic genes” and microRNAs.

Keywords: evo-devo, biogenetic law, theory of phylembryogenesis, epigenetic regulation, macroevolution,

microevolution, heterochrony, heterochronic genes
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