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JIBe B3auMOCBsI3aHHBIE YacTy KoHIenuu KoHpaga YonnuHTTOHA — KOHIIEIUS KaHAJTU3UPOBaHHOCTH (ca-
nalization) 1 KOHLIETILIMSI TEHETUYECKOMN aCCUMUIISILIMY (aCCUMUWJISIIMY TEHOB, genetic assimilation) — chopmy-
JMpoBaHHBIE B 40-¢ TOMBI MPOIIIJIOTO BeKa, MPOI0JIKAIOT IMPUBJIeKaTh BHUMaHKWe UCCenoBaTeieil. DTo oguH
M3 CaMbIX BIIEUYAT/ISIONIMX MTPUMEPOB TPAHCAUCIUITIIMHAPHOTO Pa3BUTHSI KOHIICTILIWIA.

NHnuBuayaabHOE pa3BUTHE JIOOOTO OpraHM3Ma IMPOUCXOIUT B YCIOBUSIX TTOCTOSIHHBIX M HEYCTPAHUMBIX W3-
MEHEeHU (haKTOPOB BHEIITHEH Cpelbl 1 BHYTPEHHUX BO3MYIICHUI MOJIEKYJISIPHO-(OU3UOJIOTUIECKUX TTPOIIeC-
COB. YUUTHIBasi, YTO OPTaHMU3MbI B MOIYJISILIAM PA3JINYAIOTCS TEHETUYECKU, peaan3alysi reHeTUUeCKOM mpo-
TpaMMBI TOJKHA OBITH ITO3TOMY OTHOCUTEILHO YCTOMYNBA K TEHETUYECKOI M3MEHUMBOCTH.

ITo YoaauHrroHy MHAUBUAYaIbHOE pa3BUTHE KAaHATM3UPOBAHO, T.€. TPOUCXOAUT BHYTPU HEKOTOPOTO KaHasa
YCJIOBUIA, OTPaHUYMBAIOIIETO U3MEHUYMBOCTDb TpaeKTOPUHU pa3BuThsl. OMHAKO CHIIbHBIE U3BMEHEHUS Cpebl 1
3HaYUTEIbHbIE BHYTPEHHNUE BO3MYILEHUS CLIOCOOHBI “BhIOpAChIBATh” TPaeKTOPUU UHAVMBUIYAJTbHOTO pa3BU-
TUST 3a IIpenesTbl KaHaita. [1pr 5ToM MoSIBIISIIOTCS aGeppaHTHBIE (hDeHOTHUITHI, HEKOTOPBIE M3 KOTOPBIX CIIOCOOHBI
y4acTBOBaTh B IocieaytoiieM otoope. [1pu coxpaHeHUU yCIOBUii, CUCTEMATUYECKU TTPUBOISIIIUX K TAKOMY
CMEIIEHUIO WHAWBUAYAIBLHOTO Pa3BUTHSI, OCOOEHHOCTH 3TUX (DEHOTHMITOB Yepe3 psili MOKOJESHUII MOTYT 3a-
(UKCHUPOBATHCSI OTOOPOM U TeHeTUYecKU. MIHaye roBopsi, OTOOp MPUBOIUT K IOSIBJIEHUIO HanboJiee reHeTH -
YeCKH TOIXOMSIINX TPH CIOXUBIINXCS OOCTOSITETLCTBAX BapUAHTOB (DEHOTUIIOB, Y KOTOPBIX TPACKTOPUM
Pa3BUTHSI COOTBETCTBYIOIIMM 00pa3oM U3MeHEHBI. [lonyasiuuu opraHu3MoOB C U3MEHEHHBIMU TPAEKTOPUSIMU
¥ OTJIMYAIOIIUMHUCST TeHOTUTIAaMU MPOIOJIKAIOT CYIIIECTBOBATh U B NaJbHEMIIIeM, KOT/Ia eficTBYEe BO3MYIIIAl0-
11X (haKTOPOB MpeKpallaeTcsi. OTOT MeXaHU3M, IPUBOISIIMI K CUTyalluM “CXOOHbIe (DEHOTUIIBI, HO OTIMYa-
foIecs TeHOTUITBI”, YOIIUHTTOH Ha3bIBaJl aCCUMWISILIMEIT TEHOB.

HenaBHue pe3ynabTaThl M3 00JIACTM CUCTEMHOI 3BOJIIOIIMOHHONW OGMOJIOTUM TIO3BOJIMIIM MOIBECTH KOJHUYE-
CTBEHHYIO 0a3y moj Kjlaccuueckue KoHuerniuu Konpaga YonauHrroHa o6 ycTOYMBOCTY MHAMBUIYATbHOTO
pPa3BUTHUS W TEeHETUYECKON accuMIISILMu. [TossBUIach BO3MOXKHOCTh Pa3BUBATh 3Ty KOHIEMIIUIO MaJibIlle B
CBETE HOBBIX 9KCIIEPUMEHTAIBHBIX U TEOPETUUECKUX Pe3yabTaToB. OCOOEHHBII ITPOrpecc TOCTUTHYT B aHAJIU -
3¢ MOJIEKYJISIPHBIX MEXaHU3MOB KaHAJIM3UpOoBaHHOCTU. OOCYyXIeHre pe3yabTaTOB 3TOM 00JIaCTH CUCTEMHOM
OUOJIOTMM, MOJYYEHHBIX CPEACTBAMU KOMIBIOTEPHOTO MOIEJIMPOBAHUSI B CPABHEHUM C 3aKJIIOUCHUSIMU T10
9KCIIEPUMEHTATbHBIM TaHHBIM, M COCTABIISIET IIPEIMET JaHHOM CTaThU.

Karouegwle croea: KOHLIETIIINN YOLL[[I/IHI‘TOHa, KaHaJIMBUPOBAHHOCTD, q)CHOTI/IHI/I‘lCCKaH IINTaCTUYHOCTb, I'€HE-
THYeCKad aCCUMMWIIALIUA, MOACINPOBAHUEC T'CHHbIX cerent
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1. BBEAEHUE JIUBUPYIOIIEM OTOOPE, N3JI0XKEHHOTO B €r0 MOHOTpadun

Cuictema Bo33penmii Konpana YommnrTona, ussect-  Ha aHIIMIACKOM, BhinylieHHOM B Ounanenshun (IleH-
Hasl [10 CBOVIM KJTIOUEBBIM ITOJIOKEHUSIM O KaHam3upo- ~ CWibBaHust) B 1949 r. [Tocyenyiouine AecsSTUICTHS caM
BaHHOCTH 3MOPHOHAJIBHOIO Pa3BUTHUS W 00 aCCUMMJISI- YOomIvHITOH ¥ JIpyrye aBTOPBI ¢ OIM3KUMU BO33PEHUSI-
LMK TeHOB B MUKPOBOJTIOLINH, GbUTa ChOPMYIMpOBaHA B~ MU Pa3BHUBAJIM 3TO HAIpPaBJIeHNE B IBOTIOLMOHHONM
40—50-x rogax rporrioro Beka. CaMm YOIIMHITOH ncxo-  Ouonoruu [1—3], nepBble Xe MyONIMKaluy Ha 3Ty TeMY
IV, B YacTHOCTU, 13 yaeHus IlImanbray3sera o crabu-  MOXHO HaiiTu eine B KoHIle XIX Beka [4].
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Wneun kaHaJIM3MPOBAaHHOCTU Y aCCUMUJISILIMU ObLIN
chopMyJIMPOBaHbl U3HAYAJIBHO KaK OCTPOYMHBbIE 3a-
KJIIOYEHUsI U3 HEOOJIbIIIOTO YHucia 3KCIIEPUMEHTOB U
HabmoneHuii. Ilocnenyromue necATUIETUS TEOPETU-
YeCKOM M DKCIIEPUMEHTAJbHON pPadOTHl TTO3BOJIHUIN
pa3BUTb UX B OOIIEOMOJOTMYECKIE YUYSHUS] U TIpoe-
MOHCTPUPOBAJIU UX MPUMEHUMOCTh B COBPEMEHHOM
9BOJIIOIIMOHHOI Ouojiornu pa3Butus (T.H. “evo-de-
vo”). PesynbraToM pabOThl HEAABHUX JECATUICTUMN
CTaJIM HE TOJBKO AeTajlbHbIe MOJIEKYJISIPHO-ONOIOTU-
YeCcKHUe HCCIAEAOBaHUS MEXaHU3MOB KaHaJlM3UpOBa-
HUsI, HO TaKKe U TIOJIeBble MCCIIeI0BaHUSI MUKPOIBO-
JIOLMOHHBIX MpoueccoB [5—11]. He Bce aBTOpHI co-
TJIACHBI C KJIIOYEBBIMM BbIBOJAMU YOJIAUHITOHA U €O
rocjeaoBaTtesieil, 1 Mo3ToOMYy 3Ta 00J1acTh TPeOyeT HO-
BbIX uccienoBaHuii. Ho cam macmTad vcciaenoBaHMii
BIIEYATJISIET Y CBUAETEIBbCTBYET O HETIPEXOISIIEM UH-
TEPECEC K UCXOOAHBIM NOCAM O KaHAJIM3NPOBAHHOCTU U
TEHETUUYECKOI aCCUMWISILIUY.

OTU Uaen MOJTYYUJIM CBOU, BO MHOTOM HEOXUIaH-
HBIE, MHTEPIIPETAIIMU B 00JIACTSIX MOJIEKYIISIPHOI OMO-
JIOTUU U CPaBHUTEIBLHON MOJIEKYJISIPHOM TeHETUKU B
paMKax HampaieHusi evo-devo [5—7, 9—11] u B mo-
ClleTHUE MeCITUIETUST ObITM Pa3BUTHI U TIOATBEPIKIEC-
HBbI 9KCIIEPUMEHTAILHO B HOBBIX IMPUHIIUTTAAIBHBIX
acrieKTax.

B Hacros1iee BpeMst uaen YOoqauHITOHA BCe OOJb-
IIIe aHAJIM3UPYIOTCSI METOIaMM COBPEMEHHOI BBIYKIC-
JINTEJILHOM OMOJIOTUH, TIPEMMYIIECTBEHHO CpeacTBa-
MU KOMITBIOTEPHBIX MOJIeJIeit U, B YACTHOCTU, MOJIEJIsI-
MU 3BOJIOLMM TeHHBIX perynsiTopHbIx cereit (I'PC)
[12—16]. B 3TOM HOBOM HaIlpaBJIEHMM HaOJIOgaeTCd
CYIIECTBEHHBIN mporpecc (cM. 0630psl [17, 18]). On-
HAaKO HOBBIE Pe3YyJbTaThl KOMIILIOTEPHBIX 3KCIEpU-
MEHTOB HYXIAIOTCS B 9KCIIEpPUMEHTAJIbHOI Bepuu-
Kauuu. M1 uMeHHO B 3TOii 00JIaCTU Ha CThIKE CUCTEM-
HOW U BBIYMCIUTENBHON Ouosornu! IyGIMKyeTcs
OoJIBIIIE BCETO pabOoT, KOTOPHIM ITOCBSIIIESH 3TOT 0030p.

CTouT OTMETUTh, YTO KOMITBIOTEPHOE MOJIEIMPO-
BaHue aBomonuu 'PC MeTonoiornyecku OTHOCUTCS K
COBPEMEHHOII KNOepHeTuKe (T.H. computer science) u
B 3TOM IUIaHEe MAeHu YOIIMHITOHA BBIXOIST 3a PaMKU
TeOopUr OMOJIOTMYECKOI 3BOJIOLIMMU U paccMaTprBa-
IOTCS TaKXXKe B 00JIaCTU KUOEPHETUKM B MACIITaOHBIX
KOMITBIOTEPHBIX AKcIIepuMenTax [17, 18].

Eire omHO HOBOE IIpMIOKEeHUE UIe YOIIMHITO-
Ha — DJKCHEepUMEHTaJIbHasl 3BOJIIOIMS OMOMOJIEKYII,
M3BECTHAsl KaK HarlpaBJIeHHAasl 3BOJIOLIUS WJIN “3BO-
ol B mpodbupke” [19, 20]. 3nech Toxe HaboAaET-
¢4 IIporpecc B 0000IIeHNH 3TUX Uaeil 1 (hopMHUpOBa-
HUMW HOBBIX HaIlpaBJICHUII Ha CTbIKE CMHTETUYECKOI
OMOJIOTUM Y OMOMHKEHEPUMU.

Haxkonen, cdopMmynupoBaHHas YOIIMHITOHOM

uaest 3MUreHeTHYecKoro JjanmmadTa, sSBasSoIIasICc,
MO-CyTH, BU3yaJiM3alMel KOHLEMIMU KaHaJIu3upo-

! Moxn cucremuoit Gronorueit moHUMaT NUCUUTUIMHY Ha CThIKE
OUOJIOTMU U TEOPUU CIIOKHBIX cucteMm (cM. https://dic.academ-
ic.ru/dic.nsf/ruwiki/1358381).
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BaHHOCTH, OKa3aJjia BIIMSIHUE Ha pa3pabdoOTKy MaTeMa-
TUYECKOM TeOpHHU KaTacTpod, 4TO HEOTHOKPATHO OT-
Meuals ee aBTop, ppaHLy3cKUili MaTeMaTuK PeHe Tom
[21].

Takum o6pa3zom, UCTOpUSI HAYKU JEMOHCTPUPYET,
KakK HaOII0IeHMS 32 BEUTYIUIEHMEM IITEHIIOB cCTpayca 1
SMOpPHOTeHE30M MYIIIEK MpUBEIU K (hOpMYIUPOBKE
TaKMX KOHIIEIIIINIi, 00JIaCTh IIPMIOXEHMS U Pa3BUTHUS
KOTOPBIX Y€ JaBHO BhHIIILJIA 32 TPAHUIIBI COOCTBEHHO
ouonoruu. Ha Hai B3misia, 6610 OBl BaXKHO M MHTE-
PECHO OYEPTUTh 3TU 00JIACTH.

2. UCXOOHbIE MAEWU YOOAUHITOHA

JIBe yacTu yuyeHUs1 YOOOUHITOHA — KOHIEIIIUS Ka-
HaJIM3upoBaHHOCTH (canalization) MHAWBUAYaIbHOTO
pPa3BUTHUS U KOHLICIIIINS TeHETUUECKOM aCCUMIIISILIUU
(genetic assimilation) kak mpoiiecca 3aKpernjJeHUs MO-
IU(UIUPOBAaHHOIO IIpU3HAaKa — M3HAYaJbHO B3au-
MOCBSI3aHBI. YOIJIMHITOH 3aMETHJI, YTO YPOBHU (e-
HOTUIINYECKUX BapHaLlii B IPUPOTHBIX IIOMYJISIIINSIX
OOBIYHO HMKE II0 CPAaBHEHHMIO C OXWMIAEMBIMH IIpH
HaOJI0TaeMBbIX YPOBHSIX T€HETUUYECKUX Bapualluii u
BapbUMpOBaHUS yCJIOBUI cpenbl. MHaUYe roBopsi, XOTs
OOJILIIMHCTBO BUIIOB, €CJIM HE BCE, XapaKTePU3YIOTCS
3HAUUTEJILHON TIeHETUYECKOM BapuadeabHOCTHIO,
HaIpuMep, UMEIOT pa3Hble ajljIeid OJHOTO IreHa, OT-
JIMYAOIIecs M3-3a OOHOHYKJIEOTUIHOTO MOJMMOP-
dusma (single nucleotide polymorphism — SNP), u
IIPU 3TOM IOCTOSTHHO MOIBEPIaroTCs ASUCTBUIO MEHSIIO-
mxcs (PaKTOpOB cpenbl, (PEHOTUITMIECKOE pa3sHOoOOpa-
3Ue B MpejeliaXx BUaa CyIIeCTBEHHO HUXE TOTO, KOTO-
poe MOXHO OBLIIO ObI OXUAATH MO 3TUM IIPUYMHAM.
W3 sToro ciaemyer BBHIBOI, YTO MHAWBUIYAIbHOE pa3-
BUTHUE YCTOMYMBO K BHYTPEHHUM T€HETUUYECKUM BO3-
MYIIEHUSIM U BapbUPOBAHUIO (DAKTOPOB CpPelIbl. DTOT
a3 deKT Takke Ha3bIBaIOT YCTONUMBOCTHIO (“podacT-
HOCTBIO” — robustness) MHANBUAYAIbHOTO Pa3BUTHS
[1, 3, 22]. nesa kaHaATU3UPOBAHHOTO Pa3BUTHUS HO-
MOJIHSIACHh YOAAUHTTOHOM KOHILIEMIIUEN “TeHETUYE-
CKOI aCCUMMJISIIMM”, B COOTBETCTBUU C KOTOPOI Ha
TeHEeTUYECKOM YPOBHE IIPOMCXOIMT CTaOMIM3aIUs
(heHOTUNNYECKNX U3MEHEHM, BRI3BAHHBIX JeHCTBU -
eM cpennl [23].

TaxkuMm o6pa3oM, KOHIIEIINS KaHAJIM3UPOBAaHHOTO
VHOIVBUAYAJILHOI'O Pa3BUTUS UCXOIUT M3 HAOIIONEHUIA
0 HU3KOi1 (DEHOTUITNYECKOIT U3MEHYNBOCTH B IIOITYJIsI-
LUSIX, HECMOTPSI HAa 3aMETHOE TeHETUYECKOe pa3HOO00-
pa3ue u BapbupoBaHUue (hakTopoB cpeinl [2]. B ee oc-
HOBY YOIAWHITOH IIOJIOXMWJI Pe3yJbTaThl 3KCIEPHU-
MEHTAJbHBIX HaOJIONEHUIN 3a WHAMBUIYAJIbHBIM
pa3BUTHEM OPraHU3MOB (B YACTHOCTU, Pa3BUTHUE KPbI-
JIbEB Yy OpO30(UIIbI), CEphe3HBbIC T€HETUYECKUE WA
cpelnoBble (HallpuMep, TEIUIOBOIM IIIOK) BO3MYILEHUS
OoOyCIOBIMBANIM IIOSIBJICHWE 1IEJIOTO CHeKTpa abdep-
paHTHBIX (DEHOTUIIOB, HE HAOIIOOAeMbIX B HOpPME.
Ha ocHoBe Ha0/0neHMI OBLIO CeIaHO HECKOIBKO BbI-
BOJIOB, B YACTHOCTHU, O TOM, YTO MHAWBUIyaIbHOE pa3-
BUTHE OpraHm3Ma oOjamaeT ‘“‘3arracoM IPOYHOCTH”,
Ne 1
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MHaye roBopsl, 3TOT MPOLECC B HOPME YCTOIUUB —
KOT/Ia OPTraHU3M UCTBITHIBAET HE CUJIbHBIE, HO TIOBTO-
psIolIMecs: BO3MyILAIoLIMe Bo3aeiicTeus. B To xe Bpe-
MSI METOIOM MCKYCCTBEHHOTO OTOOpa YOIIUHITOH
Mokasaj, 4yTo (PeHOTUINYEeCcKas MIaCTUYHOCTh, U3HA-
YaJIbHO MPOSIBJISIIONIASICS TOJBKO MPU CHJIBHOM BO3-
NeiCTBUU, UMEET o] cO60il FeHETUUECKYIO OCHOBY U
MOXKET OBITh yCUJIEHA TeHETUUECKU U3MEHEHUEM IeHe-
Th4yecKoro hoHa’.

Ecnu GBI TIpoliecc MHAMBUAYAILHOIO Pa3BUTHS HE
OBLT KaHAJIM3UPOBaH, TO BapruadeIbHOCTh BHYTPEHHUX
(BkiIO4ass TeHEeTMYeCKHWEe) M BHEIIHUX (HaKTopoB
oOyciioBauBalia Obl LieJbiit criekTp peHoTunoB. Takoit
CIIEKTpP XapaKTepHU30BaJICs ObI, BUAUMO, KOJIOKOI000-
pPa3HOM KPpUBOM YaCTOTHOTO pacnpeneaeHus, C peaKu-
MU (peHoTunamu 1o KpasiM. MCKycCTBEHHBIN OTOOD
MO3BOJISUI OB IPY 3TOM OTOMpPATh KeJIaeMbIe PEaKHE
(EHOTHUITLI U TIOJyYyaTh HOBBIE, HEOOBIYHBIC (POPMBI
IyTeM CKpellIMBaHUsI HOCUTeNIeil TaKux (peHOTHUIIOB.
Ecau mpenrionoXuTh, 9YTO aHAJIOTMYHO MOXKET OBITh
OMNMCaH 1 €CTECTBEHHBIN 0TOOpP (HAaINpuMep, MpU pe3-
KOM U JOJITOBPEMEHHOM U3MEHEHUU CPeabl WIW MpU
KOJIOHM3alIMM HOBOI TEPPUTOPUH), TO AOJKHA ObLIa
OBI HAOJTIOMATHCS pa3HUIIA (PEHOTUTIOB B pa3HBIX (ppar-
MeHTax mnonyasinuu. OmHako 3TO He HabJromaeTrcs,
MOCKOJBKY IIPOLIECC MHAWUBUAYAIBHOIO Pa3BUTHUS CY-
IIIECTBEHHO KaHAJW3UPOBAH U IIPU OTCYTCTBUU BKC-
TpeMaJIbHbIX BHEIITHUX BO3MYIIIEHU IIOUYTH BCE 0COOU
B IIOTOMCTBE BBITJISIASIT CXOMHO, HECMOTPSI Ha TeHEeTH-
YeCKYIO BaprnaOeIbHOCTb.

M3 storo cienyer, 4to paKTUUECKU T€HHasl opra-
HU3alMs XEeCTKO He OeTepMUHHUpPYeT (DEHOTHI, a
OIIpeNiesISIeT eT0 XapaKTepUCTUKM B Mpenesiax HOPMBI
peakliuy Ha BapbupoBaHUe (haKTOPOB cpelibl. ITO Ha-
3BIBAIOT (DeHOTUTTMIECKOM TTACTUIHOCTHIO.

[1pu coxpaHeHnM yCIOBUIA, IPUBOISIINX K CMEIIIE-
HUIO TPACKTOPUI WHAWBUIYAJTbHOTO Pa3BUTUSI, OCO-
OEHHOCTU abeppaHTHBIX (DEHOTUIIOB U UX MOTOMCTBA
qepe3 psid MOKOJeHU MOTYT 3a(DMKCHUPOBAThCS 0TOO-
pOM U reHeTu4YecKu. MTHaye roBopsi, oTOOp MpUBEIET K
MOsIBJIEHUIO HanboJiee TeHETUYECKU MOAXOASIINX MTPU
CJIIOXXUBIINXCSI OOCTOSITENBCTBAaX BapMAHTOB (PEHOTH-
OB, Y KOTOPBIX TPAEKTOPUU PAa3BUTHUS COOTBETCTBYIO-
MM obpa3oM u3MeHeHbl. Co BpeMeHeM TeHeTuYe-
cKasi BapuaOeIbHOCTh YMEHBIIUTCS U KaHAIM3UPO-
BaHHOCTb YCTAHOBUTCSI B HOBBIX rpaHMliax. B urore
noaasJisitolee OOJBITMHCTBO TMIOTOMCTBA OylIeT CHOBa
(EHOTUIIMYECKN CXOOHO, XOTSI T€HETUYECKM OyHeT
YK€ OTJIMYAThCS OT UCXOAHOM MOMyJISIIIUU. DTOT MeXa-
HU3M BcJieq 32 YOIIMHITOHOM Ha3bIBalOT aCCUMMUJISI-
nyeit TeHOB MM TeHETUIEeCKOM accuMuasgnneit [8, 22,
24].

Nnes KaHaJIMBUPOBAHHOCT MHAWBUAYAJIBbHOTO
pasBuUTUA HEIMMOCPEACTBECHHO CBsA3aHa C KOHLENIUEH

2 Mon reHeTnaeckuM (POHOM TTOHMMAETCS COBOKYITHOCTD TCHOB,
B3aUMOJEHCTBYIONINX C TAHHBIM T€HOM M OKa3bIBAIOIIIMX BIIMSI-
HUE Ha peajlu3aluio KOHTPOJUPYEMOrOo MM TIpuU3HaKa (CM.
https://dic.academic.ru/dic.nsf/medic2/11625).
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YonauHrToHa o6 snureHeTndeckom nganmmadgdre. C ee
MTOMOIIBIO MOXKHO MPOULTIOCTPUPOBATD UICIO TeHETH -
yeckoil accumumasinuu. HWMaes 3MUreHeTHUYecKoro
JMaHamadTa 3BOMIOLUOHUPOBANa OT HAYaJlbHBIX Je-
kiapanuii B 1940 r. He ToIbKO Oaromapsi Y OIIMHITO-
HY, HO U MHOTUM JIPYTUM aBTopam [2, 25—28].

YOmnuHITOH TIpeMIOXWI IIPEeICTaBUTh pPa3BUTHE
(aMOpHOHA, 3UTOThI, SMOPUOHATBHONM KJIETKM) Kak
IBIDKEHME IIapUKa BHU3 10 SIIUTEHETUISCKOMY JIaH I -
magTy — TeHEeTUYEeCKM 3aJaHHONM MOBEPXHOCTH CO
CJIOXKHBIM pelibeoM, TpUuIeM TaKo, 4YTO BCeraa uMe-
eTCs IIyTh CBEPXY, Ile M3HAYAIbHO HAXOIUTCS IIapuK,
BHU3, K “Ilesn” pa3BUTUs — cM. puc. 1. Takux myreit (u
COOTBETCTBEHHO MOTEHIMATbHBIX TPAEKTOPUIT) MOXET
OBITb HECKOJIBKO, KaK U liejeil pa3BuTHsl. TunmdHas
KapTUHA COOBITUM BBIIJISIAUT TaK: LIApUK HAYMHAET
KaTUThCSl TI0 HAKJIOHHOI “moiuHe”, OKpYyXKeHHOM
“xonMaMu’” — CTeHKaMU JOJUHEL. B 3TOM citydyae pa3s-
BUTHE KaHAJIN3UPOBAHO peabedoM. 3a CTeHKAaMHU-XOJI -
MaMU HaXoAauTcsl coceaHsist noiuHa. lllapuk npu 1Bu-
XXEHUU TTOABEPracTCs BOZMYILIEHUSIM U IT0O3TOMY MO-
XeT WHorna OBITh BBIOPOIIEH 3a TIpeleabl CBoOeit
JIOJIMHBI U Jajiee MPOJOJIKUTh KaTUTHCS TI0 coceaHei
JIOJIMHE C UHBIMUA OCOOEHHOCTSIMU pefibeda.

JlaHHBINM HAISIAHBINA OAXO0M, TTO3BOJISIET MPOMJLITIO-
CTpUPOBaTh OCHOBHEBIE MAEH YOIIMHITOHA OTHOCH-
TEJIbHO HE TOJBbKO KaHAJIM3WMPOBAHHOCTU Pa3BUTUS,
HO M TEHETUYECKOM acCUMMWJISIIMU Ipu3HakoB. Ha
puc. 1 cBepxy n3obpazkeHa nepedpocKa IapruKa CHUIb-
HBIM HaIlpaBJIEHHBIM UMITYJIbCOM CPEIIbl M3 TOJUHEI X,
rae opMupyercsl mpu3Hak X, B IOJUHY Yy C TIpU3Ha-
KoM Y. DTO WLIIOCTPUPYET MEXaHU3M IIPUOOPETCHUS
MpU3HaKa IO 1efiCTBMEeM CIJILHOTO U HAaIlpaBJIEHHOTO
BHelIrHero ¢akrTopa. IIpeanonaraeTcs, 4To reHETUYE-
CcKasl aCCUMIWISILIMS B IIpoliecce 0TOOpa CBsI3aHa C Mo-
cTenmeHHOU nmedopManmeit naHmmadra TakKuM oodpa-
30M, YTO LIIAPUK BCE Yallle MEHSIET TPACKTOPHUIO U OKa-
3BIBACTCS B JOJUHE Y, TI¢ IBUTACTCS IT0 HAaIIpaBJICHUIO
K IIpU3HaKy Y, JaxKe KOoraa AeMCTBHE BO3MYIIAIONIIETO
dakTopa npekpaiiaercs: — puc. 1.

Ha mpoTsskeHuM MoCIenyonIuX IeCATIICTUI aen
YoaauHITOHAa pa3BUBAIMCh MHOTMMU aBTOPaMM I10
IIeJIOMY CITEKTPY HOBBIX HAaIIpaBJIeHUIA.

2.1. Pazeumue udeil KaHaau3upoeaHHocmu
u accumunayuu 8 buonrouu

DKCIIEPUMEHTHI ¢ ICKYCCTBEHHBIMU BO3MYILICHMSI -
MU OCTAIOTCSI IJITaBHBIM MOAXOIOM K BBISIBJICHUIO MeXa-
HU3MOB YCTOMUMBOCTU pa3BUTHS. Y ONIUHITOH U3y4das
MPOCThIC BHEIITHNE BO3eCTBUS, TAKKE KAK TEIIOBOIA
0K, 3(pUp WK pa3Hble KOHLEHTPAIMK TeX I MHBIX
coneit B cpene [23], mo3mHee MccaemoBaTeNIM TIpUMe-
HsII OoJiee CIIOXXHBIE METOABI, IPUBOISIINEC K MHIY-
LUPOBAaHHBIM MYTalIMsIM B KJITIOYEBBIX TeHaX, OTBEYar0-
X 3a npolecc passurug [6]. Hoseilume skcnepu-
MEHTAJIbHBIE  IIOAXOALI  MO3BOJWJIM  PaCIIUPUTH
HWCCIIEAOBAaHUS IO MCIIOJIb30BaHUSI T€HETUYECKU MO-
Ne 1
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Puc. 1. Kananu3aupoBaHHOCTb M TeHETUYECKAsT ACCUMUJIISILINS B KOHLICTIIIMU SITUTeHeTH4YecKoro JaHamadta. (a) O6pdHOE pa3Bu-
THE, KOT/Ia IIapuK CKaThIBaeTCs 1o nomHe X. [lokazaHa yacTh SUTeHeTUIECKOTOo laHaadTa ¢ OCHOBHOM MOJMHOM, BemyIeil K
MpPU3HAKY B3pOCI0ro opranusma X u Apyroii BeTBu (ciaeBa), Beayieil K Y (CTpesiKM); CTPYKTYphbl pa3BUBaIOIIErocsi SMOpUOHa He
rnonanyT Ha MyThb K Y, €CJIM TOJbKO CUJIbHOE BHEIITHEe BO3MYIIeHHE (I10J1ast CTPeJIKa) He BBITOJIKHET Pa3BUBAIOIIYIOCSI CUCTEMY 3a
npenesibl OCHOBHOM NOJMUHBI X. (0—r) Pa3Hble clieHapuu, B KOTOPBIX MpUoOpeTaeTcs Npu3Hak Y, KOTOPbIi 1ajiee MOXET ObITh
BKJIIOYEH B FTeHOTUIT (ACCUMUJIMPOBaH reHeTndecku). (6) McxomHoe BHellIHee Bo3MyllleHUe (KaK Ha (a)) 3aMEeHSIeTCSI MyTaHTHBIM
ajutesieM (TeMHasi CTpeJika), KOTOPbIi MmosiBsieTcs ciydaiiHo. (B) [Topor, 3amuiaroninii Aukuii Tun X, MOHUXKaeTcsl U3-3a U3Me-
HEHUsI TeHeTUYeCcKoro (hoHa, U BEPOSITHOCTD MepeOPOCKY IIapyKa B TOJWHY, Beayllyio K Y, oBbiiiaetcs. (r) [eHoTUn u reHeTH-
yecKuil (GOH U3MEHSIIOTCS TaK, YTO MTOPOT MCUE3aeT, U IIapUK BCEraa MomnaaaeT B IOJIMHY Y.

Fig. 1. Canalization and genetic assimilation in the Waddington’s concept of epigenetic landscape. (a) Normal development, when
the ball rolls down the valley x. The diagram shows a part of the epigenetic landscape with a main valley leading to the adult organ-
ism’s trait X and another branch (left) leading to Y (arrows); structures of the developing embryo will not get on the trajectory to Y
unless a strong external perturbation (hollow arrow) kicks the developing system out of the main valley x. (b—d) Different scenarios,
in which the trait Y is acquired, being able to be then included in the genotype (i.e. genetically assimilated). (b) The initial external
perturbation (as in (a)) is replaced by a mutant allele (dark arrow) which appears by accident. (c) The threshold protecting the wild
type X decreases due to a change in the genetic background, and the probability of the ball being thrown to the valley leading to Y
increases. (d) Genotype and genetic background change in such a way that the threshold disappears, and the ball invariably gets into

the valley y.

IUGUIMPOBAHHBIX MOJEIbHBIX OPTaHU3MOB C MyTaHT-
HBIMU TeHaMW, YTpaTuBIIUMU (yHKIMIO (loss-of-
function) uiM MOJyYMBINMMU HOBBIE (PyHKIIMM (gain-
of-function). PaznuuHbie 1036l MaJablx UHTEPGhEPUPY-
omux PHK (small interfering RNA wunu siRNA)
TaKXKe MCTOJb30BAINUCH I MOAYJISIIMU aKTUBHO-
CTM KOHKPETHBIX Te¢HOB (cM. [32] U cCBUIKM Tam).
Bce 3T0 Mo3BOMIO cO3MaTh CEPUI0 KOHTPOJUpPYeE-
MBIX TI0 CUJI€ BO3MYIIIEHUH U TeM CaMblM yBEJIUYUTH
pa3peliapliilyo crocoOOHOCTh METOOB MOMCKA W3-
MEHEeHUI B peryjaiTOpHBIX reHaxX, 00eceunBaoIInX
MeXaHU3M YCTOWYMBOCTM WHIMBUAYAJbHOTO Pa3BU-
Tus. Bo Bcex 3TUX cayyasix OTHOCUTENbHYIO YCTOMYM -
BOCTb OLICHUBAJIN KOJMYECTBEHHO — KaK CTeTNeHb 13-
MeHeHMs crnenududeckux  (“IMarHOCTUYECKUX)
MNPU3HAKOB TOCJI€ MPOBEAECHUSI SKCIIEPUMEHTa C UC-
KYCCTBEHHBIM BO3MYILICHUEM.

B nocnenHue rogsl HAOMIOAAETCS CYIIECTBEHHBIM
nporpecc Kak B 00JIaCTM CUCTEMHBIX MCCJIeIOBaHMIA
OBOJIIOIIMU T€HHBIX M KIJIETOYHbIX PETYIATOPHbIX CEC-
Teil, TaK ¥ B 00JIACTU CUCTEMHOM GUOJIOTUY PA3BUTHS,
HauynHadg ¢ bannsuna, [lIManpraysena, YommmHITOHA,
a TaKxKe UX COBpEMEHHUKOB U TTocjienoBareeit [1—4].

3. MOJIEKVIIAPHAA BUOJIOTI'A
KAHAJIM3NPOBAHHOCTHA

B coBpeMeHHOIT MOJEKYJISIPHON OMOJIOTUU WHIMN-
BUIYaJIbHOTO Pa3BUTUS IIPEIJIOKEHBI MEXaHU3MBI, KO-
TOpbIE, KAK CUMTAETCsI, 00ECHeUYNBAIOT KAaHAJU3UPO-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3ZUOJIOTUU

BaHHOCTb DPa3BUTUI. DTO MOXHO paccMaTpuBaThb
KakK IaJbHEUIINIA ITporpecc B pa3padoTKe KOHLEMIINMA
YonnuHTrTOHA.

3. 1. Ckpbimas eenemuueckas 6apuadesbHOCHb

CkpniTast reHeTn4Yeckast BapuadenbHocTh — CI'B
(cryptic genetic variation), BMecTe ¢ MOJEKYJISIPHBIMU
MexXaHM3MaMU ee 00ecrneynBarIlIMMI, pacCMaTpuBa-
eTcsl B OMOJIOTUM Pa3BUTHS MPU OOCYXXIEHUU U KOH-
KpeTU3alluM YONJIMHITOHOBCKUX wuaeit (cMm. [29]).
Nmenno YomauurroHn omnucain mnposisieHue CI'B B
CBOMX MMOHEPCKUX paborax [2, 22, 23].

CornachHo omnpeneneHuto Maiizen u Tporrepa [30],
CKPBITOE TEHETUYECKOE Pa3HOOOpa3ne — UMEIOIIecs
B MOMYJISIUMK TeHEeTUYeCKHWe BapHualliM, KOTOpbIe
OOBIYHO He 3aMeTHHI B (peHOTUTIE. [1pM CMITBHBIX BO3-
MYIIIEHUSIX CUCTeMa MOXET MOTEPSATh CBOIO YCTOMUM-
BOCTb, M Torda 3¢ (heKThbl, CBSI3aHHbIE CO CKPBITHIMU
FeHeTUUYEeCKUMU BapualusiIMU, MOTYT TIPOSIBUTHCS B
deHoTturre.

buonornyeckue cucTteMbl OpPraHM3MOB BechbMa
YCTOMYMBEI K MyTallUOHHBIM HApYLIEHUSIM, TEHETHUYE -
CKOI peKOMOMHAIIMM W BO3MYILIEHUSIM CpeObl, TaKas
YCTOMYMBOCTD MO3BOJISIET HAKATUIMBATh TEHETUYECKUE
Bapyalliid B CKPBITOM cCOCTOSTHMM. CunTaercs, 4To
CI'B BHOCUT BKJIaJ B 9BOJIIOLIMOHHEIN OTBET HA U3MeE-
HEHMS YCJIOBMiII Cpedbl U MOCIECAYIOLIUIA AOJTOBpE-
MEHHBII 0TOOp. DTO MPOUCXOIUT, KOTAA MU3MEHECHUS
YCJIOBUI Cpenbl BEOyT K COOSIM B MeXaHU3MaX IIOMEXO0-
No 1
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YCTOMYMBOCTU TeHOMA. DTO BeIeT K TOMY, YTO CKPHI-
TBIE IO TOTO MYTallMU IIPOSIBIISTIIOTCS Ha YpOBHE (heHO-
TUIA, CJeI0BaTeIbHO, CTAHOBSTCS NOCTYITHBIMU JIJIsI
neiictBus oroopa [14, 31].

B psine paGoT 3TOT apryMeHT HaXOAUT TOIIECPXKKY.
Oco0bu TabauHoro 6paxxuuka Manduca sexta ¢ MyTaHT-
HBIM (DEHOTUIIOM YEPHOTO 1IBeTa (HOpMaJIbLHBIE 0COOU
3eJiIeHble) TeMOHCTPUPYIOT pa3Hbie YPOBHU TeMIlepa-
TYPHOI YyBCTBUTEIILHOCTH: HEKOTOPBIE OCOOU IIOCTIE
BO3ACMCTBUS TEIIJIOBOTIO II0KA CTAHOBSTCS 3€JIEHBIMU
[5]. ABTOpBI HCCIeOOBaHUSI ITIPOU3BEIU CEJCKILIUIO
3TUX TUIIOB 1 YCIIEIIIHO OCHOBAJIM IBE JIMHUU — OTHY C
BBIPAXXEHHOM TeMIepaTypHOl YyBCTBUTEIBHOCTHIO,
JIpyryo 6e3 Hee.

Hpyroit mpuMep — 3BOJIIOLIUS IJIa3 TEeIIEPHBIX PhI-
OOK MEKCUKAHCKUX TeTp Astyanax mexicanus [9]. dns
HUX TPUITEPOM U3MEHEHUIA B Pa3BUTUU MOXKET OBITh
TepeHoC pBIO B cpeny neliepbl. B 3THX ycI0BUSIX pHIOBI
UCHBITHIBAIOT (PM3NOJOTUUYECKUIT CTpecC, BeAyIIuii K
HapymeHuio ¢pyHkumu manepona Hsp90. Kak cuen-
cTBUeE, TIposBisgeTcs HakoruieHHass CI'B: mosBasioTcs
0cobHM KaK C MaJIECHbKMMU, TaK U ¢ OOJIbIIMMU IJIa3a-
M. OUeBUIHO, B YCIIOBUSIX TeIIephl IIPEUMYILIECTBO
MOJIYYaloT MeJIKoTJIa3ble Wi He3psune ¢opMel. [lo-
CTEIIEHHO B X0Jie OTOOpa B HOBOI1 cpelie TEHETUYECKOE
pa3HOOOpasye CHIKAETCSI, OCTAIOTCSI TOJBLKO MEIKO-
raa3sie GOPMBIL.

CrnenoBarenpHo, CI'B, crmoco6cTByromme HaKOIM-
JIEHUIO UBMEHEHMIT TeHOMa B Mpoliecce CTaOMIN3upy-
IOLIETo OTOOpa, IPU PE3KOM M3MEHEHUM CPEAbl MOTYT
obecrieunBaTh U3MeHEHUsI (DEHOTUTIA.

3.2. I'envt — “chenomunuueckue kondencamopot”

B HepaBHee BpeMsi ObLIIM BBISIBIEHBI OMOMOJIEKY-
JISIpHBIE MEXaHU3MBbI, OTBETCTBEHHbLIC 3a yAepKaHue
TeHEeTUYECKOM BapnadeTbHOCTM MMEHHO B CKPBITOM
¢dopMe, HapyIlIeHUEe TAKMX MEXaHU3MOB MOXKET 3Ty Ba-
pradeIbHOCTh BRICBOOOXKIATH [32]. YooauHITOHY yaa-
JIOCh OMTHOMY M3 TIepBEIX “BricBOOOIUTE” CI'B B 3KC-
nepuMeHTax. PaboThl B TOM HanpaBJI€HUU MPUBEIN K
(GOPMUPOBAHUIO TOHATUS “(DEHOTUIIMYECKOTO KOH-
neHcaropa” [6].

DdeHOTUITMYECKU KOHIEHCATOP — 3TO OMOJIOTIYe-
CKMI TPUTTEPHBINA MEeXaHNU3M, CITOCOOHBIN TIPU OTIpe-
JeJeHHBIX yeaoBusx aktuBupoBath CI'B [6]. [TonsTue
MOSIBUJIOCH 10 aHAJIOTUU C 3JIEKTPUIYECKUM KOHIeHCa -
TOPOM, KOTODPBI/A HaKaIUIMBAET, XPAaHUT WU OTIAET 3a-
psan. Hekotopble Takre KOHAEHCATOPBI — 3TO TIPOTEU -
Hbel 1 PHK, KonupyeMble COOTBETCTBYIOIIIMMU TeHa-
Myu. B HopMe OHM TMOBBIIAIOT YCTOMYMBOCTh
pa3BuUTUS, OJTOKUPYST padOTy HEKOTOPHIX T€HOB, U TI0-
3TOMY HUX JUCHYHKIMS TPUBOIUT K TMPOSBICHUIO
CI'B.

Kak ormeuator Mboitzen u Curan [32], CyliecTBYeT,
Mo KpaiiHell Mepe, TP OCHOBAHHbBIX HA aHAJIU3€ MY-
Talluii TTOAX0/la K U3YYEeHUIO YCTOMYMBOCTU U KaHa-
JIM3UPOBAHHOCTH Pa3BUTHSA, C UCITOJIb30BaHUEM (he-

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

HOTUIHNYECKUX KOHAEeHCATOPOB. [1epBHIil moaxom —
CKPMHUHT BCEro TeéHOMa Ha HaJIM4YKMe TeHEeTUYECKUX
HapylIeHUI, BIUSIONIMX HA pa3dpoc XapaKTepUCTUK
paccMaTpUBaeMOro Impu3Haka. Takue paGoTHI IIpoBe-
JIIeHBl Ha ApoXKax Saccharomyces cerevisiae N Ha apa-
ounorncuce Arabidopsis thaliana [10] (cMm. Takke [32] n
CCBUIKM TaM).

Bropoit nmoaxon cocpenoTauMBaeT BHUMaHME Ha
KOHKPETHOM MOJIEJIBHOM CUCTEME B IPOLIECCE €€ IM-
OpPUOHAILHOTO Pa3BUTHUS TPU BO3AEHCTBUU Pa3HOO0-
pPa3HbIX BO3MYIIIEHUI. XOPOILIUM MOMEJbHBIM OObEK-
TOM 0Ka3aJloch 3MOPUOHAJIILHOE Pa3BUTHUE BYJIbBBI Y
Hemaron pona Caenorhabditis. DMOpuUoOTreHe3 3TOTo op-
raHa y HemaToJ B HOpPME€ KECTKO JNeTepMUHUPOBaH
KOHKPETHBIM TOPSIIKOM KJIETOUHBIX AejeHuit. Hapy-
lIeHue pa3BuTusl ByJIbBbI Y C. elegans n3-3a mytauuii
WIN PEe3KOTO M3MEHEHMs YCJIOBUI Cpelibl BbISIBJISIET
BapuabeIbHOCTh B MOJIEKYJIIPHBIX MEXaHU3MaX Kie-
TOUHBIX CUTHAJIBHBIX IyTeii® [33]. KoMmeHcaTopHble
B3aMMOJIECTBUS MEXY STUMU CUTHAJIbHBIMU MyTSIMU
obecrieynBaloT cTabuJibHOE pa3BuThe eHotuma [33].

[1Ipu TpeTbeM IOIXOAe pacCMaTPUBAIOTCS OIIpE.Ie-
JIEHHBIN BUJ BO3MYIIIEHUI C XOPOIIIO U3YyYeHHBIM 3(-
(deKTOM U pa3HOOOpa3Hble OMOJIOTUYECKUE CUCTEMBI,
KoTophle eMy mnoasepratorcs. IIIMpoko M3BeCTHHIN
npuMep — OeJIOK TEeIUIOBOro Imoka, iarepoH Hsp90,
BJIMSIONUIT HAa MHOTHE TIpoliecchl pa3Butus [6]. Hau-
OoJjiee XOpoIIO OH U3y4eH y apo3oduisl (Drosophila
melanogaster). ducdyukius Hsp90 BeneT K mposiBie-
HUIO CKPBITOTO Te€HETUYECKOro pa3HOoOOpasust s
Pa3IUYHBIX TPYNIl 3BOJIOLUOHHO MaJAeKUX OpPraHU3-
MOB: IPOXCKEeH, MyX, IIO3BOHOYHBIX I HEKOTOPHIX pac-
TeHuit [9].

TakuM o6pa3oM, COBpeMEeHHBIE MOJIEKYJISIPHO-Te-
HETUYECKNE MCCIEAOBAHUS TEeMOHCTPHUPYIOT, UYTO Ka-
HaJIM3UPOBAHHOCTD peain3yeTcsl QyHKLIMOHUPOBAHUEM
deHOTUIMYECKNX KOHAeHCaTopoB. OHU AeMI(pUpYyIOT
TeHOTUITMYECKIe BOMYIIICHUS TIPY HOPMATBHBIX YCIIO-
BUSIX, T€M caMbIM crocoOcTBys1 HakoruieHuio CI'B.
B caygasix, xorma HopMallbHOe (DYHKIIMOHUPOBaHME
TaKoTro KOHAEHCcAaTOpa HapyIIaeTcsI, HabItomaeTcs yBe-
JudyeHue (heHOTUITMYECKOTO pa3HOO0pasusl.

4. DEHOTUIINYECKAA TTNIACTUYHOCTDb
U TEHETUYECKAA ACCUMMIIALINA
B IMTPUPOJE

YOomauHTTOH TToKa3ajl, YTO MCKYCCTBEHHBIM OTGOP
dbeHoTHITa, KOTOPBII MPOSIBIISIETCS JIUIITDb ¥ HECKOJb-
KMX 0co0eii TTocJie HereHeTUYeCKUX BO3MYILEHU I, MO-
JKeT IPUBOIUTH K TeHETUIECKOMY 3aKPETUICHHIO TIPU-
3Haka [22]. [To3xke gpyrue ncciaenoBaTeIn HaOI0IaIn
cxonHbIe 3 MEKTHI IJ1s pa3IUYHbIX MPU3HAKOB, TIPU-
yeM y pa3HbIX BUmoB [5, 34, 35]. Takum obpa3zoMm, nc-

3 CurHaIbHBIN IIYTh B CJIy4a€ KJIC€TOK pacCMaTpHMBACTCA KaK ITO-
CJICAOBATCJIbHOCTD B3aPIMO£[eI>iCTBy}OH.IHX MOJICKYJI, IIOCpEa-
CTBOM KOTOPBIX I/IH(bOpMaL[I/Iﬂ OT KJICTOYHOTI'O pe€uerrTopa 1rnepe-
JacTCs BHYTPU KIICTKH.
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KYCCTBEHHBIII OTOOp MOXET IpeBpallaTh MCXOIHBII
(EeHOTHUIT Yepe3 ero aJbTepHaTUBHBIE HECTAOMJIbHBIE
BapuaHThl B HOBBIM cTabunbHbIN (eHoTun. Ilo pe-
3yJIbTaTaM HaOJIIOACHUIA IIPUPOAHBIX ITOITYJISILIMIA
MOXHO 3aKJIIOYUTh, UTO BO MHOTHUX CJIydasiX IOSIBJIE-
HUe peHOoTUIa, OTJINYAIOIIETOCs OT MPEeIKOBOTO, MO-
XKET CIIOCOOCTBOBATh IOSIBIACHUIO HOBBIX, TeHETHUYE-
CKM 3a(pUKCUPOBAHHBIX aJalITUBHBIX ITPU3HAKOB [34].
Taxk, cypoBble cpeabl OOMTAHUS YCUINBAIOT (PEHOTU-
NUYECKUE Pa3Iudrsl MEXIY pPa3IndHbIMU JIMHUSIMU
IUIOAOBBIX MYyX, a YBEJIMUEHUE TeMIIepaTypbl IPpU OT-
CYTCTBUHU 3aT€HEHUS IPUBOIUT K YBEJINUYEHUIO YaCTO-
Tbl OTKJIOHEHMI OT HOPMBI IO MOPQOJIOTHYECKUM
npusHakaMm [34].

CBsI3b MEXIY YCTOWUYMBOCTBHIO M MJIACTUYHOCTHIO
MOXKeT OBITh OCOOEHHO BaxkHa ISt 3Bojonun [7, 35].
Bonpiroe pazHooOpa3ne ¢peHOTUIIOB, 0Opa3zyeMoe 3a
CUET MJIACTUYHOCTU, MOXET YBEJIWYUBATh BbIKMBae-
MOCTb MTOMYJISILIMU B HOBBIX, BpaXKIeOHBIX IS HEee cpe-
Jlax, 4TO TMO3BOJSIET BBIUTPHIBATH BpeMsl U HaKarlu-
BaTh ajanTuBHbIE MyTauuu [4]. KpaTKkoBpeMeHHbIE
BO3MYIIIEHNS, CHUKAIOIIUE YCTONYUBOCTD, TAKXKE MO-
TYT AejaTh B HOpMe CTaObuIbHbIe (DEHOTUITBI TIJIaCTHY -
HBbIMU, YTO CO3[aeT MaTepuaya ISl NEUWCTBUSI ecTe-
CTBEHHOTO 0TOOpa. DTO MOXKET MPUBOAUTH K TIPEUMY-
1IECTBY HOBOTO eHOoTuNa, WJIM CIIOCOOCTBOBATH
pPa3BUTUIO MEXaHU3Ma ITOCTEIIEHHOTO OTBEeTa — TaK Ha-
3bIBAEMOTO “IeHEeTUYECKOTO MPUCTIOCODIeHUSI”, B TOM
YKCIIe ¥ B OTCYTCTBHE MCXOOHBIX BO3MYIIIEHUH [5].

4. 1. Denomunuueckas NAACMUYHOCIb 8 NONYAAUUSX!
HabaOeHUs U SIKCnepuUMeHmMbl

B nocnenHue necstuiaeTus BREIMOJIHEHO HEMAJIO pa-
OOT 10 ITOJIEBBIM MCCJIEAOBAHUSIM U SKCIIEPUMEHTAM C
HOMYJISIIUASIMU Pa3HBIX OPTAaHMU3MOB C 1IEJIbI0 OXapaK-
Tepru30BaTh (PEHOTUIINYIECKYIO IUIACTUIHOCTh 1 KaHa-
JIM3UPOBAaHHOCTD [36]. I11acTUYHOCTh MOXKET CITOCO0-
CTBOBATb aallTalliM Ha IIPUMeEPE Pa3IMYHBIX (PeHOTH-
noB (cM. [13] u cchuiku Tam). B KauecTBe HEKOTOPBIX
MPUMEPOB MOXKHO IPUBECTU BapralliU MOBEPXHOCT-
HOTO CJIOS KJIETOK Ka0p puib cemeiicTBa uyximn Cich-
lidae [11], xapakTepa okpacku pauykoB Daphnia melan-
ica, pa3mepa TolnoBbI 3Mmeit Nofechis scutatus [37]. He-
CMOTpPSI Ha MHOXECTBO HOHOOHBIX IIPUMEPOB, POJIb
(eHoMeHa IJIACTUIHOCTY B MEXaHM3MaX agalTUBHONI
DBOJIOLIMN He SIBJISIETCS oOIIenpu3HaHHOMi. 1o cux
HOp HE M3BECTHO, MPEACTABIISIIOT JIM COOOM TaHHBIC
HaOJIOAEHUI NPUPOIHBIX MOMYJISLWNA UIN pe3ysibTa-
TOB UCKYCCTBEHHOI'0 OTOOpa IMPOCTO HETUIIMYHBIE OT-
KJIOHEHUSI, WIN XK€ OHM YKa3bIBAalOT Ha OOIIME MeXa-
HUW3MBI afalTUBHOM 3Bomonu [35].

CriocoOHOCTh K YCKOPEHHON (PEeHOTUITMUECKOMN
amanTanuyuy IMyTeM M3MEHEHUS IJIACTUYHOCTH MOXKET
UTPaTh BaXKHYIO POJIb B TOJTOBPEMEHHOM YCTOMYUBO-
ctu BuAa. BHe3amHble U3MEeHEHUSI cpelibl YacTO MPO-
UCXOMST IIPU MHBA3USIX YY:KEPOMTHBIX BUIOB, a TAKXKe
MIPY KOJJIOHU3AIUSIX HOBBIX MECTOOOUTAHWIA.

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U OUIUOJIOTUU

Ycnex KoaoHU3auil, a UMEHHO MPUPOTHBIX MHBA-
3Uil UJIM UCKYCCTBEHHBIX MHTPOLYKIUIA MOXET 3aBH-
CETh OT YPOBHS IUIACTUYHOCTHU, peanu3yeMoil B Ipo-
Lecce afganTallMd K HOBBIM OMOTOITAM 3a MpeaeiaMu
cJIOXUBILIErocd apeayia Buaa [36]. BapuabebHOCTD re-
HETUYECKOM MJIACTUYHOCTU OOBIYHO HaOJIIOJacTcs B
npeaenax MOMYJISUUUA WIN CPeIu HECKOJIbKUX TMOITy-
nsauit Buaa. [Ipy 5ToM TonyJsiuy, 3acessiionue Ho-
BbI€ NJIN OKCTPEMAJIbHBIC 6I/IOTOHbI, qacTo (HO HE BCE-
rma) JEMOHCTPUPYIOT IIOBBILIEHHYIO IIIACTUYHOCTH
[11].

4.2. Accumunsayus eeHo8 8 NONYAAUUSIX:
HabAOeHUs U IKCnepuUMeHmbl

Bce Oonbiie ¢akToB CBUAETEILCTBYET O TOM, UTO
MpU3HAKM, TPOSBISIOIINECS IIPpU ASUCTBUU HETEHE-
TUYECKUX (CPEIOBBIX MM SKCIIEPUMEHTAJIbHBIX) (paK-
TOPOB, BaxKHBI JJISI SBOJIIOLIMOHHBIX MHHOBauii. Bo-
MEPBLIX, TEOPETUYECKHE UCCIIETOBAHUS ITOKA3BIBAIOT,
YTO aCCUMUJISILIAS MOXET IMIPOUCXOAUTh B Pa3IMYHbBIX
ycioBusx [13, 15, 38, 39]. Bo-BTOpbIX, 3KCIIEpPUMEHTHI
B 1a00OPaTOPHBIX YCIOBUSIX TAKKe MOKA3BIBAIOT €€ BO3-
MOXKHOCTb [5, 6, 23]. B-TpeTbux, McCaeIOBaHUS IIPU-
POIHBIX ITOITYJISILIMI CBUAETEIBCTBYIOT, YTO TEeHETUYE-
cKasl aCCUMWJISILIUSI TTPU3HAKOB, BBI3BAaHHASI HEreHe-
TUIECKNMU (paKTOpaMM, He SIBIISIETCS penKkocThio [31,
40].

DKCOepuMEHTHl ¢ HeIaBHO BO3HUKIIEH, Majoi
MOIYJSLMEN IMOKa3bIBAlOT, YTO CWJIBHBIA HCKYC-
CTBEHHBII OTOOP MOXET CIOCOOCTBOBATh OBLICTPBHIM
n3MeHeHusIM peHotuna ([ 15] u ccenku Tam). Yacto
TaKyde M3MEHEHUsS MOCTUTalT 3HAYEeHUIA HECKOJb-
KMX CTaHIApPTHBIX OTKJIOHEHUM OT, YCJIOBHO TOBOPS,
“cpemHero” ¢peHOTHUIIa B TeUeHNE HECKOJIBKUX IECIT-
KOB TIokoJieHUi [41]. s OOoNbIIUX MOy, 1C-
MOBITBIBAIOIINX CTPEMUTEIIbHBICE U3MEHEHUSI YCJIOBUIA
cpedbl B MECTE CBOErO OOMTAaHMsI, IIOCTOSTHHBIN CHJIb-
HBII HaIIpaBJIECHHBIN OTOOP MOXKET MPUBECTH K amar-
TallMM 3a CUeT peakoit ayurenn. OgQHAKO eClIM COOTBET-
CTBYIOIINI TeH B TOMO3UTOTHOM COCTOSTHUY IIPUBOIUT
K CWJIBHOMY CHIDKEHUIO IIPUCIIOCOOJEHHOCTH, 3TO
MOXKET ITOMeIIaTh (PUKCAlLIMK aJUIe I B HOBBIX YCJIOBU -
sIX, 1 oHa OymeTr snmuMuHHpoBaHa ([15] m cchuIKM
TaM). CTOUT TaK:Ke OTMETUTh, UYTO OOJIBIINE TTOITYJIS -
LUU IIPU PE3KOM M3MEHECHMHU YCIOBHI Cpedbl MOTYT
pacragaTtbCsl Ha HECKOJIBKO, C Pa3IMIHbIMU (heHOTH-
naMu ¥ TeHOTUIaMu [42], TipudeM sl KaXXaoi 13 Ho-
BBIX ITONYJISIIWI BEpHBI YKa3aHHBIE 3aKOHOMEPHOCTH.
Hampumep, rpynmnbsl opraHu3MoB C TeHETUYECKU KOH-
TPOJUPYEMOI TIPaBO- U JIEBOCTOPOHHEN CUMMETpPUE
Tejia, YaCTO Pa3BUBAIOTCS OT IMPEAKOBEIX IPYIIL, Y KO-
TOPBIX HAIlpaBJIEHME CUMMETPUM IUIAaCTUYHO, T.€. Te-
HeTUYeCcKM He 3akperieHo [40]. DTo B psiae ciydyaeB
BhIpaxkaeTcsl IJIsi MHOXECTBa IIPU3HAKOB, HAIIpUMED,
CTOPOHEI, HA KOTOPOM pa3BUBAIOTCS IJ1a3a Y IIJIOCKUX
pui6 (Pleuronectiformes), uau cTopoHsI ¢ OoJiee pas-
BUTOUN TIEepelHEN KIICIIHEN y HNECATUHOTUX PaKkoB
(Thalassinidea) ([40] 1 cchuiku Tam). DTO CBUACTEIb-
No 1
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CTBYET, UYTO TEHETWYECKas aCCUMWJISIWSI BapyUaHTa
ACUMMETPUM TIPU3HAKA U3HAYATBHO 3aBUCUT OT HEHA-
CJIEICTBEHHBIX (haKTOPOB, TTOCKOJILKY HE T€TEPMUHU -
pyeTcs reHeTudecku. HabmoaeHusT 3aBUCUMOCTU (e~
HOTUMAYECKUX U TECHOTUTTMYECKUX Bapualiii OT yCII0-
BUI cpenbl (COBMECTHO C aHAJIM30M T€HOTUITMYECKUX
Bapualuii B mpeaeax HOPMBI PEaKIINU) TTO3BOJISIIOT
uccienoBaTbh (heHOMEH KaHaJIM3MPOBAHHOCTU U TeHe-
TUYECKOI aCCUMMWJISILIUY B YCJIOBUSIX HETUITAYHBIX U3-
MEHEHUM CPEMbI.

JleTabHBIN aHaAIU3 UIEU TeHETUYECKOM acCUMMU-
JISIIMK TI0KA3bIBAeT, YTO IJIs TAKOBOI TpebyeTcs de-
HOTUIIWYECKAs TNIACTUYHOCTb — CIIOCOOHOCTH OJTHOTO
reHOTHUIIa JaBaTh pa3inyHble (DEHOTUIIHI MO BO3ACH -
cTBUeM akTopoB cpennl [31, 43]. PasHooOpa3ue oTBe-
TOB Ha BHEIIHWE BO3MYILIEHMSI MOXET TAKXKe paccMmar-
puBatbcs ¢ no3ulimit CI'B, KoTopasi cmocobHa ImposiB-
JSITBCSI B OTBET Ha CTPECCUPYIOIINE BO3MYILCHUS
cpennl. Ilpenmonaraercs, yro CI'B nrakarummBaeTcs 3a
cUeT HelTpaibHOTrO Apeiida u ocTaeTcsi B CKPBITOM CO-
CTOSTHUM 10 BO3MYIIIAIOLIETO Bo3aeiicTBus [ 14].

Korma CI'B HakaninBaroTCsl, 3TO BBI3bIBACT YBEJIU -
YyeHHUe BapUaHTOB TeHeTUYecKoro poHa, B paMKax KO-
TOPOTO MOTYT TIPOSIBJISITBCS HOBBbIE MyTallMu. Takum
o0Opa3oM, MOSIBJIEHUE HOBOUM MyTalluu OyAeT 3aBUCETh
OT TeHEeTUYECKOTO (DOHA: MOTYT OBITh BApUaHThI (hOHa,
rae oHa OydoeT MMETh YaCTUYHBIN 3¢ ¢eKT, OyaeT moJ-
HOCTBIO TIPOSIBIISITHCS, JIY TJI€ OHA BOBCE HE OYIIET BhI-
3bIBaTh Kakoro-ano6o addekra. PazHoobpasue Bapu-
aHTOB FreHETUYeCKOro (hoHa JaeT MOMyJsalMu Kak 1e-
JIOMY JOCTYH K HOBBIM (peHOTUIIaM [24]. DTOT ob1IMid
aprymMeHT B MoJib3y BoBjieueHHOCcTU CI'B B 3BOJIOLIM-
OHHbIE MpPOLIECChl ObUT OTPaXeH B MaTeMaTUUYeCKUX
MOJIEJISIX TaK Ha3bIBAEMbIX HEUTpabHBIX T€HHBIX CE-
Teii B TeHOTUIUYECKOM MPOCTpaHCTBe (MO3aHee Ha-
3BaHbIX TEHOTUTTMYECKUMMU CETSIMU), U HAXOAUT HEKO-
TOPYIO TMOMAEPXKKY B SKCIEPUMEHTATbHBIX TaHHBIX
([20], cm. 0630p [7]).

OMIMpUYecKre HCCJIeNOBaHUS IT0Ka3bIBAlOT, YTO
JIJIST BOTIOLIMOHHON UCTOPUM MHBA3UBHBLIX BUIOB Xa-
pakTepHBI HapyllIeHHUs Cpeabl oouTaHuUsT (CM. 0030p
[8]). Takum HapylIeHUSIM COOTBETCTBYIOT IT€peMEHbBI
HarmpaBJieHUsI 0oTOopa. B pamMKax 3BOJIOLIMOHHON Tre-
HETHUKMU IIpeAIioaaraeTcs, 4To npoduin QGIyKTynpyro-
IIIET0 BO BpEMEHU 0TOOpa MOTYT IPUBOIUTH K BOZHUK-
HOBEHMIO T€HeTUYECKUX apXUTEKTYp Tpex TUIIOB. Ec-
JI1 W3MEHEHMUs Cpeabl OOMTaHWS CTPEMUTEIbHBI,
MPEeUMYIIECTBO MMEIOT T€HETUYECKUE apXUTEKTYpHhl,
COOTBETCTBYIONIME HECIIEUATN3UPOBAHHOMY (PeHO-
TUNY, T.. “reHepaaucThl”’. Korma n3mMeHeHusT BHEIII-
HUX YCJIOBUM MPOUCXOAST YacCTO, MPEUMYIIeCTBa UMe-
IOT OBICTPO 3BOJIIOLMOHUpPYIONINe monysinuu. Hako-
Hell, €CJIM TaKue M3MEHEHMs pelKd — ONTHUMU3alIus
MPUCHOCOOJIEHHOCTU TOITYJISILIMU ITPOUCXOIUT B CTO-
pOHY “cHenuaJncTOB” 3a CUeT eQMHCTBEHHOTO “Ha-
nexHoro” deHorumna. bannyun [4], CumiicoH [44], a
Takke YOOOMHITOH [22] mpenronaraiu, 94To (peHOTH-
nuyeckasl MIaCTUYHOCTh MOXET OBITh BBITOAHA IIpU
MOSIBJICHUM HOBBIX YCJIOBUIA.

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U ®U3UOJIOTUN

HaGmoneHus1 YooauHITOHA, YTO MCKYCCTBEHHBIN
0TOOpP CITOCOOEH MMPUBOANTH K TEHETUUECKOM aCCUMMU -
JSUUKA  peaKux (EeHOTUIIOB, II03BOJISIIOT OXUIATh
cxogHoro 3¢ @deKTa OT AeiiCTBUS €CTECTBEHHOIO OTOO-
pa. HaGaromeHust B mpupoae M 3KCIIEpUMEHTHI, KOTIa
CTpecCUpYIOLIe BO3IeHCTBUS Ha MOMYJISIIIUN IIPUBO-
IWJIA K TEHETUYECKOM aCCUMIIISIIUU, OATBEPKIAIOT
Takue oxuganus. OIHaKO OLIEHKA 3HAYMMOCTHU TaKUX
MEXaHM3MOB B 3BOJIOLIMM TpeOyeT NajbHEHIINX UC-
cJIeJOBaHUWM.

5. KAHAJIMBUPOBAHHOCTDb
B NCKYCCTBEHHOM OTBOPE
MAKPOMOJIEKVYIJI

CooTHOUIEHUST MEXIY T€HOTUITOM U (heHOTHUIIOM,
KOTOpBbI€ JIeXKaT B OCHOBE MHOT'MX pa30upaeMbIX B 9TOM
CTaThe aCMeKTOB Pa3BUTUS KOHLIENIIUIA YOIIUHITOHA,
MOTYT OBITh OTCJIEXXEHBI Y IJISI COOTHOIIEHUM CTPYKTY-
pol 1 pyakuuniit PHK 1 nonumnenTumos.

5.1. “@enomunuueckan” naacmuyHocmo
u ycmouuusocmo Kk mymavusam gopmoi monexys PHK

IlepBBIM, KTO 0OpaTMi BHMUMaHHWE Ha NPUMEHU-
MOCTb KOHLIEITINY KaHATU3UPOBAHHOCTH K 3BOIOLNU
PHK, 6511 Yontep @onTeiiH [19]. U3BecTHO, 9TO TIEep-
BUYHasI CTpyKTypa MoJiekyasl PHK (mmociemoBartennb-
HOCTb OCHOBaHMI) ompeneasieT B KOHEUHOM UTOTe
BapUaHTEI €€ reoMeTpuu (KOH(pOpMEpHI), T.€. BTOpUY-
HYI0O U TPETUYHYIO CTPYKTYyphl. MIMEeHHO mpocTpaH-
CTBEHHAasI CTPYKTypa MOJIEKYJIbI (€€ (hopMa U pacIioio-
XKeHNE aKTUBHBIX IIECHTPOB) OTBETCTBEHHA 3a ¢¢ (PyHK-
mun (cM., Hamp., [45]). CoOTBETCTBEHHO, KaK yKazaj
DoHTEiTH, C BOTIOLIMOHHBIX MTO3ULIUI MOXKXHO UHTEP-
MIpPEeTUPOBATh ITOCIEAOBATEILHOCTh OCHOBAaHMIA Kak
“TeHOTUTT”, KOTOPBI ITOIBEpPraeTcs MyTalllsIM, a
dopmy MoJieKyIbl (OCHOBA ee PYHKIIMI) KaK ee (peHOo-
THUII, TIOABEPXEHHBII BO3MYIIEHUIM cpenbl. Kiroue-
BBIM JIs1 paccyxkaeHuii @oHTeiiHa ObLUIO TO HabJIIOAE -
HUE, YTO OTHIOAb He Bcskasg myTtanusa gaHnHoil PHK
MPUBOIUT K U3MEHEHUIO €€ KOH(POopMallu — BapuaH-
TOB KOH(POPMEPOB MOXKET OBITh MEHBIIIE, YEM BO3MOX-
HBIX TTOCJIEI0OBaTEIbHOCTEM JaHHOM MIMHBI. OH TToKa-
3aJI YUCIASHHBIMU 9KCIIEPUMEHTaMM, YTO TaK TOHUMa-
eMoe cooTHoluneHne “reHotmn—denorurr” misg PHK
MO3BOJISIET UCCAEA0BATh MOJIEKYJISIPHYIO 3BOJIIOLMIO B
MOHATUSAX (PEeHOTUITMYECKOM TUIAaCTUYHOCTHU, SIIMCTa-
3a* M KAaHAJIM3UPOBAHHOCTHU.

M3BecTHBIC B 3BOJIOLMOHHOI OMOJIOTUY TTIOHSITUS
KaHaJIU3MPOBAHHOCTU K BO3MYIIEHUSIM (aKTOpPOB
cpelbl U K TeHETUYECKUM BO3MYILEHUSM Ha YpOBHE
PHK moHumaloTcst Tak: cpenoBas KaHaIN3WpPOBaH-
HOCTb — 3TO YCTOMYUBOCTH (POPMbI MOJICKYJIBI K IIIYMY
¢dakTOpOB Ccpenbl, a reHeTHYecKass KaHaJIM3UpPOBaH-

4 ONUCT43 — TUN B3aMMOACHCTBUS T€HOB, IIPU KOTOPOM aJUICTINU
OJIHOI'O IeHa MONABIIIOT POSBICHUE aJlJIeJIeil IPYTUX TEHOB.
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HOCTb — 3TO YCTONIMBOCTD (hOPMBI MOJIEKYJTBI K MyTa-
UM TeHOTHTIA.

KiioueBoe 0000I1IeHME CBOMX MCCICIOBAHUIA
DoHT3ITH chopMyTUPOBAJI KaK TpeIcTaBIeHHUE O TLIa-
CTOT€HHOII KOHTpY3HTHOCTH (plastogenetic congru-
ence) [19]. DTo moHSITHME OTpaXaeT KOppeJIrpOBaH-
HOCTb, COIIPSDKEHHOCTh HU3KOW (heHOTUITMYECKOM
TUTACTUYHOCTY M HU3KOM reHeTu4YeCcKOolt BapruabeIbHO-
¢ty (HEeYyBCTBUTEIBLHOCTHU K MyTallsIM). JIJ1s1 MOJIeKy-
el PHK kaHanmu3upoBaHHOCTH K (haKTopaM Cpeabl —
9TO PeAyKIIUs TJIACTUYHOCTU MOCPEACTBOM ITpUOOpeE-
TeHUsI OOJIbIIIEH YCTOMUYMBOCTH, IIPUBOISINAS K €IUH-
CTBEHHOCTH (DOPMBI MOJEKYJIbl (UYTO COOTBETCTBYET
NIyOOKOMY MUHUMYMY CBOOOIHOI 3Heprum). Cpeno-
Basl KaHAJIM3MPOBAHHOCTH BJIEYET 3a COOOM reHeTnde-
CKYI0O KaHAJIM3UPOBAHHOCTh B BUJIE COKpaIllleHUs (de-
HOTUITMYECKON HOBU3HBI, BO3MOXHOI MOCPEACTBOM
MyTalLUi.

Ilpn mmacToreHHOM KOHTPYSHTHOCTU TeHETHYE-
CcKasl KaHAJIM3MPOBAHHOCTh 00ecIIieunBaeT OTOOp B Ha-
MpaBJIeHUU OOJIbIIeN KaHATU3UPOBAHHOCTHU K (DaKTO-
paM cpenbl Kak ITI0009YHEBIN TpoayKT. CXomHast TUIIOTe-
3a Obula BeIIBUHYTaA [toHTepoM BarHepoMm m coasT.
[38] Ha ocHOBaHUM aHaJM3a MoJEJeil TTOMyJSIIIMOH-
HOM TeHEeTUKU. A UMEHHO: JaBJeHHe 0TOOopa, IIPUBO-
Jsiiee K peayKiuu TUIAaCTUYHOCTH, MOXET OBITh 00Y-
CJIOBJIEHO CHMI:KeHMeM BbDKuBaeMocTH (fitness cost)
OpraHu3MoOB C OoJbliIell (DEHOTUITMYECKON ILIACTUY-
HOCTBIO.

5.2. IInacmuunocms u pobacmuocms 045 pubo3UMO8

B mocirennue romer mabopatopust AHnpea Baraepa
[20, 46] BoITOTHMIIA CEpUI0 pabOT MO BKCIIEPUMEH-
TaJbHOMY aHAJIU3Y S5BOJIOLAM PUO03UMOB°. OOIas
METOAOJIOTHUSI 3TUX IKCIIEPUMEHTOB TaKOBa: ITOMYJIsI-
LIMM MOJIEKYJI pUOO3UMOB IIOIBEPTalOTCs HaIlpaBJIeH-
HOM 3BOIOLUU (MYTHUPOBAHUIO C TTOCIEAYIOIIUM KC-
KYCCTBEHHBIM OTOOpPOM), IPU 3TOM OTCIIEKUBAIOTCS
pa3HooOpa3re KOHKPETHBIX IOc/ieoBaTe/IbHOCTE B
MHOITYJISIHUM, YPOBEHb, a TaKkKe crheluduka ux dep-
MEHTAaTUBHOIM aKTUBHOCTHU.

JJ151 CBOMX 3KCITIEPUMEHTOB aBTOPHI BEIOpAIN XOPO-
10 U3YYEHHBIN pruO03MM 13 OaKTepHUaJIbHOM MOJIEKY-
JIBI-TIpeAlecTBeHHUKa TpaHcropTHoii PHK mist nzo-
JIeMIIMHA. DTOT PpUOO3UM KaTaau3upyeT CIUIaCHHT
WHTPOHOB Ipynmnbl 1. OH oueHb yCTOWYMB U COXpaHsIeT
aKTUBHOCTH B IIIMPOKOM AMAaIla30HE IapaMeTpOB Cpe-
IbI. ABTOPBI paCCYMUTHIBAIN, YTO TAKOM PUOO3UM CITO-
COOEH HaKaIlJIMBaTh MyTalluK 0e3 ITOTepHr KaTaJIuTHuJe-
CKOM aKTMBHOCTH (T.e. B paMKax HpeACTaBJICHUIA O
CI'B — cM. BhIIIE).

Hmss nakoruienusi CI'B momynsaiuss puOo3uMoOB
rnoaBeprajgach MyTareHesy, Mmocjie KoToporo nmpou3Bo-
JUJICS OTOOP MOJIEKYJI, COXPAHUBILIUX UCXOAHYIO aK-
TUBHOCTb. XOTSI HaKOIUIEHHbIe MyTalluu AEeWCTBU-

5 Pu6o3umM — 310 mozekyna PHK, o6mamatomnast KaTaIuTUYECKAM
JNIEUCTBUEM.

KYPHAJI DBOJIOLIMOHHON BUOXUMUU U OUIUOJIOTUU

TeJIbHO OCTAJIMCh CKPBITHIMU U HE CKa3bIBAJIMCh HA Ka-
TAIUTUYECKOU aKTUBHOCTHU, aBTOPbI MPEATIONOXWUIN,
yto CI'B B 3TOM citydae MOTJIU ObI BIUSTh Ha CKOPOCTHU
HMCKYCCTBEHHOro oToopa. /lanee oT60op IMpoOU3BOINICS
Ha KaTaIUTUYECKYI0 aKTUBHOCTh C XUMUYECKU MO -
buMpoBaHHBIM CyOCTpaToM 3Toro pudosuma [20].

DBOJIIOIIMOHHBIE B3KCIIEPUMEHTHI “B  TIPOOMpKe”
MOKa3aju, YTO Y MOyl puOO3UMOB C IIpeaBapU-
TenbHO HakomieHHbIMU CI'B Momudukanmm Katamm-
TUYECKOM aKTUBHOCTH OBLIN OoJiee BEPOSITHBI, HEXKE -
1 y nonynasiuuu 6e3 CI'B, T.e., yCIOBHO TOBOpPSI, OHU
MOIJIY OBICTpee “HaXOAUTh” pellleHre IBOTIOLIMOHHON
3agauu. bojiee TOro, 3KCrepuMMEHTHI MOKazajiu, 4TO
BapMaHThI IOCJIEIOBATEAbHOCTEM,, IPUTOIHBIX JJIsI U3-
MEHEHMs KaTaJUTUIECKOM aKTMBHOCTH, UMEIUCH B
OosbiMx KoguuecTBax B momyasauusax ¢ CI'B. Takum
obpaszoM, poab CI'B B amanTauuu K HOBBIM YCJIOBUSIM
ObLIa MOKa3aHa Ha YPOBHE MOJIEKYJISIPHOI 3BOIIOLINN
[20, 46].

[Mocnenyionme >KCOepMMEHTHI TakKKe ITOKa3ajid,
YTO C TOMOIIIbIO HanpaBjieHHoro oroopa PHK MoxHO
JIOOUTHCS TOBHIIICHUSI YYBCTBUTEIBHOCTH OTOMpae-
MBIX MOJIEKYJ KaK K MyTallsIM, TaK ¥ K BO3MYIIIEHUSIM
¢dakTOpOB cpeabl (UTO ONPEAEIIIOT KaK COCTOSIHUE Jie-
KaHaJM3upoBaHHOCTH) [20, 46].

6. UJEU YOOAMHITOHA
N MOAEJINPOBAHUWE 5BOJJIOLNA
I'EHHbIX CETEU

B coBpeMeHHOIT CUCTEMHOI OMOJIOTMKY MaTeMaTH-
YeCKMEe MOACIN CO3JaI0TCSI HA OCHOBE SMIUPUISCKUX
IaHHBIX. [lanee pe3yIbTaThl MOACIMPOBAHUS BepudU-
LIPYIOTCSI HOBBIMY HAOIOASHUSIMU U SKCITEpUMEHTA-
MM, JAIOLIMMW HOBBIM 3ade] [IJIsd pa3BUTUS MoOAenei
(cM. 0o630pHI [17, 47, 48]).

MOXXHO cKa3aTbh, YTO CTEPKHEBBIMU IJIsI TaHHOM
006J1aCTU SIBIIIIOTCSI UMEHHO PaGOTHI IO UCCIIETOBAHUIO
sBoOINY SMOproHaNbHBIX ' PC 1 MX MOJIEKYISIpHBIX
KOMITOHEHT. Takue paboThl TOIMOJHSIIOTCS UCCIea0Ba-
HUSIMU U3 CMEXHBIX objacreil (Hampumep, UCCaeao-
BaHUS MeTabOJIUYECKUX CeTeil U UX KOMITOHeHT). He-
JIaBHUE pe3yJIbTaThbl B JAHHOK 00JIAaCTU ITO3BOJIVIN
MOABECTU KOJIMYECTBEHHYIO 0a3y Mopd KJIacCUYeCKUe
koHuenunu Konpama YogagnHTrTOHA 00 YCTOMYMBOCTH
WHIVBUIYAJTbHOTO Pa3BUTUS U AaCCUMIISILIMU HEKOTO-
pBIX MYTallMOHHBIX U3MeHeHUIi. boyee Toro, mosiBu-
JIaCh BO3MOXXHOCTh pa3BUBATh 3Ty KOHLEIIUIO AAlb-
1lIe B CBETE HOBBIX pe3yJIbTaTOB [18].

6.1. KaHaﬂLl&’LlpO@aHHOC‘mb 8 Modensx 3604H0UUU

[MoHumanue (¢eHoMeHa KaHaJIUM3UPOBAHHOCTHU
pa3BUTHUS 3HAYMTEJILHO TMPOJBUHYJIOCH BIEpel B MO-
clieHUe Tolibl Oyaroaapsi pa3BUTHIO BOJIFOIIMOHHOTO
MopaeanpoBaHus (063o0p [17, 18]). Psin pa3samIHbIX BBI-
YUCIUTENbHBIX TTOIXOJ0B MOABOAUI K UJEe O KaHa-
JIM3UPOBAHHOCTU, BBISBISISI Pa3IUYHbIE AaCIEKThI
MOJEJIMPYEMbIX 3BOJIOLIMOHHBIX MEXaHU3MOB. Mo-
Ne 1
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JIeTUPOBaHUE MPOLIECCOB, MPUBOASIINX K (PeHOMEHY
KaHaJIM3UPOBAHHOCTU U YCTOMYMBOCTH, — OJTHA U3 H0-
MUHUPYIOIINX TeEM B 00J1aCTH CUCTEMHO OMOJIOTUM.

WccnenoBaHusaM KOHLEIIUI YOIIMHITOHA B paM-
Kax 3TOr0 HarpaBJIEHUs OBLJIO MOCBSIIIIEHO HEMAJIO pa-
601. CoBpeMeHHbIE TEOpPETUYECKME UCCIAEIOBAHUS B
3TOI 00JIACTH pe30HHO HayaTh pacCMaTpUBaTh ¢ paboT
AHnpapea Barnepa, HaunMHas ¢ €ero MepBbIX MyOIMKAIWA
[49]. B mampHeieM moaxonm ObLT pa3BUT Barnepom
U COABT., a TAKXKE IPYTMMU MCCJIeA0BaTENsIMU (B YacT-
HoctH [12, 13, 20, 24, 29]).

Konkpetusupys naen YoaauHITOHA U OJIM3KUX K
HeMy aBTOpPOB, BarHep McIoJib3yeT TEepMUH “3MMUTEHE-
Tuyeckoit crabuiabHocTH” [49]. OH TpakTyeT ee Kak
BaXKHYIO COCTaBJISIIONILYIO YOIIUHITOHOBCKOI KaHaM -
3UPOBAHHOCTU Pa3BUTHS Ha MeTa(pOpPUUECKOM ITUTE-
HeTtndyeckoM JlaHgmadTe. Iloa Hellt oH MOHUMAET Ta-
KyI0 OpraHM3alyio 3MUT€HETUYECKUX B3aUMOOTHO-
IIEHU B MHAWBUIAYaJbHOM Pa3BUTUM (4 UMEHHO,
ocobenHocteit opranuszanuu ['PC), xoTtopas cro-
coOHa criaxuBaThb WJIU KOMIIEHCUPOBAaTb T€HHbIE
myTtaiuu. OOHaKoO, MMOCKOJbKY 3MUTeHeTuYecKas
CTaOMIBHOCTbD, 3aBUcsIIIast oT ocooeHHocTel 'PC, ca-
Ma TIpeoTIpeiesIeTCs] TEHETUYECKU, TO €CTECTBEHHO
OXMIaTh, YTO M OHA MOABEpKeHa AelicTBUIO oTOOpa. B
KOMITLIOTEPHBIX 3KcrnepuMeHTax BarHep [49] moka-
3aJ1, YTO JUTUTEJIbHBIN CTAOMIN3UPYIOIIUI OTOOD TIPU-
BOJIUT K CHUKEHMIO IOJIU MyTalluii, BbI3bIBAIOIINX CE-
pBbE3HBIE HApYIIEHUS TTAaTTEPHOB TEHHOM 3KCITPECCUM.
XOTsl TIpU MOJETUPOBAHUN MPUXOAUTCS abCTparupo-
BaTbCS OT psifia ieTajeid, BIBOI O TOM, YTO CTAOUIU3U -
pYyIOLIMI OTOOP TPUBOIMUT K SMUTCHETUUYECKON cTa-
OWJIbHOCTH, BBIVISIAUT BEChbMa MPaBaONOA00HbIM.

MHorme aBTOpPHI B 3TOM 00JaCTH paccMaTpUBAIOT
CTAOMJIM3UPYIOLUIUI OTOOP KaK OJHY U3 CAMbBIX 3HAYU-
MBIX 3BOJIIOLIMOHHBIX cua (Harmpumep, [24, 38, 50]).
Ero Bkiam B mpoliecc KaHaJIU3UPOBaHUS (MTPUBOMISI-
muiit K PEHOTUITNYECKOI YCTOMUYMBOCTI) OBLI ITOKa-
3aH MPpU MOJETUPOBAHUM Ha Pa3HBIX YPOBHSX (0cOo0OU,
nonyasiun). Tak, I'aBpunen n Xactuure [50] mone-
JIMPOBAJI CUTYallMIO, KOTJIAa TeHOTUITbI MPOU3BOMSIT
(eHOTUTIBI C pa3IUYaIoNIeiCs YYBCTBUTEIbHOCTBIO K
BHYTPEHHUM BO3MYILIEHUSIM TIPOLIECCOB UHAWBUILY-
aJbHOTO pa3BUTHUA (TaK Ha3bIBaeMbIil “IIIyM pa3BHU-
TUSA”), M IOKa3aju, YTO IO AeHACTBUEM CTaOMIN3U-
pyloliero oTéopa KaHaJlW3MPOBAHHOCTb Pa3BUTUS
ycunuBaeTcsi. MonenupoBaHue Ha TMOMYJISIIIUOHHO-
BUJIOBOM YpPOBHe B paboTe Barnepa u coaBr. [38] rmoka-
3aJ10, YTO KaHAJIM3MPOBAHHOCTb, paccMaTprBaemas B
3TOM cJlydyae KakK HeUyBCTBUTEIbHOCTD IO OTHOIIEHUIO
K BapbUpOBaHMIO (haKTOPOB CPE/bl, YBEIMUMBAETCS C
POCTOM CHWJIBI CTaOUIU3MpYyrolero oroopa. OgHako
HEYYBCTBUTEJIbHOCTb MO OTHOIICHMUIO K (haKTopaMm
“myma” M3-3a MyTallMOHHOTO IIpoliecca YBEIUYMBa-
eTcsl JIUITb OTPaHUYEHHO.
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6.2. Kanaauzuposannocmo u eenemuveckas
aAcCUMUNAUUS 8 MOOeNSX

B xone kinaccuueckoro aKCIepuMeHTa Y OqIUHTTO-
Ha 1953 r. IMYMHKYU MyXU-IPO30(UIbI TTOABEPTAINCH
TETJIOBOMY IIIOKY, B TOM YMCJIe 0COOU, MPEICTaBIISIIO-
mue (PeHOKOIMUU MYTALlMM, IIPU KOTOPOI HET MoIle-
PEUYHBIX XUJIOK Ha KpbUIbsaX. [lociie orbopa maHHOTO
¢deHOTUIIA B YCIOBUSIX 1IIOKA Jajiee OH BOCIPOU3BO-
JIUJICS U B OTCYTCTBHE Bo3MyleHUs. [Ipeamonaranocs,
YTO TIOSIBJICHUME HAHHBIX (DEHOTUIIOB OIpPEAesIeTCs
BKJIaJIOM MHOXecTBa reHoB. OKa3aJioCch, YTO OTOOD B
YCIIOBUAX TEMJIOBOrO IIOKAa YBEJIWYMBAET YaCTOTY
ajIeneit, onmpenesaolInX OTCYyTCTBUE XUI0K, Mpe-
oJioJieBast bapbep M 00yCJIOBIMBasI PEHOTUI O€3 XK1 -
JIOK TaKXe U B OTCYTCTBUE IIOKA. B mombITKe aib-
TepHATUBHOro o0ObsicHeHUs1 PenkoHep m MakKeii
MPEINOI0XKUIIN, UTO TETJIOBOI IIIOK MOHMXAET TTOPOT
9KCIIPECCUN 3TUX TeHOB (MoporoBasi Moenb [41]), Ko-
TOpast TIPeanojaraeT, YTo eCIm OTOOP aCCUMUINPYIO-
1mero peHoTUIa 6€3 KUJIOK OyIeT ocjiabjieH, TeHeTH -
YeCKOIM aCCUMIISIIUM He TPOU30MIET.

HxoaHnHa Meiizen B 2004 1. [39] onybaukoBaa pe-
3yJIbTaThl KOMITBIOTEPHBIX SKCIIEPUMEHTOB C MOAUGU-
LIMPOBaHHOI MoJieJiblo BarHepa, BBITIOJTHEHHBIE C 1Ie-
JIbIO UCCJIEIOBAaTh BO3MOXHbBIE MEXaHU3MbI, [TOBJIUSIB-
muye Ha pe3ydabTraThl YonguHrToHa. Ee pabota
MPOJAEMOHCTPUpPOBaJIa, YTO 3(h(HEKT FTeHETUYECKOM ac-
CUMWISILMK (B TaHHOM cJlydae, Korga mpuobOperae-
MbIii TIPU3HAK TepsieT 3aBUCUMOCTh OT “BKJIIOYAlOIIIe-
ro” NeMCTBUS CPelibl U CTAHOBUTCS HACIEIYEMbIM) MO-
KET TMposIBIATbCS W 0e3 neiicTBUSI OoTOOpa 1o
paccMmaTpuBaeMoMy TIpu3HaKy. Takoit pe3yabTar co-
OTBETCTBYET KOHUEMNIUKU YOMNIUHITOHA, HO HE COOT-
BETCTBYET 00bsicHeHUsIM PayikoHepa u MakKes [41].

BDcnmHo3a-CoTo U coanT. [13], UCITOAB3Ys Ki1acCU-
YecKylo Moneab BarHepa, mokazaiau, 4To (DEHOTHUITM-
yeckasl IUIAaCTMYHOCTh Ha YPOBHE 3MOpPHMOHAJIbHBIX
I'PC cnocobHa 0O0yC/IOBIMBAThH ITOSIBJICHUE HOBBIX
MaTTePHOB I'€HHOW AKTUBHOCTHU, MAIOIIMX CEJIECKTUB-
HbIe TpeuMyllecTBa. ' €eHOTUNBI B JAHHOU BEpPCUU MO-
JIeI pacCMaTpUBAIOTCS KaK IMOPOKIAIONINUE TIPOCTHIE
sMmoproHanbHble ' PC. OCHOBHOI BBIBOA aBTOPOB —
T€HOTMIIbI, CIIOCOOHBIE C HEKOTOPOIi BEPOSITHOCTHIO
oOycioBIuBaTh OoJjiee OJaroNMpUsiITHBIE B TaHHBIX
yCIIOBUSIX (DEHOTHUITBI, ITPY HAKOIUIEHUM MyTalliii OKa-
3BIBAIOTCSI CITOCOOHBIMU OBICTpEES TMOPOKIATh HOBEIE
TeHOTUIIbI, OJISI KOTOPBIX Oojiee OJIaroNpUSITHBINA de-
HOTHUII CTAaHOBUTCS TEHETUYECKUA OOYCIOBICHHBIM
[13].

Hanee OcrmmHo3a-CoTo U coaBT. U3ydyaau B3aUMO-
OTHOIIIEHUS MEXAY YCTOMYMBOCTHIO (DEHOTHIIA IO OT-
HOIIICHUIO K MyTallsIM U ITOTEHIIMAIbHOM CIIOCOOHO-
CTBIO TTOMYJISIUMU MPOU3BOAUTH HOBBIH (heHOTUNUYEe-
ckuii BapmaHT [13]. OHM moka3anu, 4YTO MHIVBUIBI,
XapaKTepU3yIOIIUeCs YCTOMUNBOCTHIO (DeHOTUIIA B OT-
BET HAa HETeHETHUUYECKHEe BO3MYIICHUS, 3P PeKTUBHEE
obecrieynBalOT (HEHOTUIIMYECKYID BapuabeIbHOCTh
MOTOMKOB, TOTIa KaK MyTalluM TaKoro 3¢ ¢eKra He aa-
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IOT. ABTODHI IeJIalOT BLIBO, YTO HET€HETUYECKHE BO3-
MYILIEHUSI CIIOCOOHBI 4Yallle MHUILIMMPOBATh MHHOBA-
UM B cjIydyae MYTallMOHHOM YCTOMYMBOCTU dMOpPHO-
HaiapHBIX [PC.

6.3. Ckpvimas eeHemuueckas 8apuadesbHOCHb
8 Modensix

MNBacaku u coaBT. [14] MeTOIOM YMCIIEHHBIX 3BO-
JIIOLIMOHHBIX 3KCIIEPUMEHTOB Ha MOMYJISIIUSIX MOJE-
neii 'PC ananusupoBaimm, Kak MyTauuu U (haKTOpbI
cpennl BausioT Ha ypoBeHb CI'B. Pasnbeie 'PC B moge-
JIM pacCMaTPUBAJIMCh KaK OTIEJIbHEIE 0COOU, TIpUIeM
nonyasinuu 'PC sBomonmoHMpOBaIN IIPU pas3ivd-
HBIX YCIOBUSIX CTaOMIM3MpYyIoiero oroopa. B nanHoM
cllyyae NpUCHOCOOJIEHHOCTh OCOOM KOJIMYECTBEHHO
olleHUBajach 1mo om3octi nmoBeneHus I'PC k sTamoH-
HOMY, TIPY HU3KOM TIPUCIIOCOOJICHHOCTHU IIaHCHI BJIU -
MMHALUU O0cOOU ObLIU BhIlIe. 1o OKOHYAHUM TecTa
OLIEHMBAJaCh MX TIeHeTHW4YecKasd U (hpeHOTUnmIecKas
BapuadeIbHOCTb.

Astopnl nokazanu, uyto CI'B cnocobHa Hakarim-
BaThCsI M IPUBOJIUTH K PEHOTUTTMYECKOMY pa3HOOOpa-
3110 B TTOMYJISILIASIX, BHOCSI CBOM BKJIAJl B X 3BOJIIOLIMIO
[14]. DTOT pe3yabTaT COOTBETCTBYET LIMPOKO OOCYK-
IaeMbIM TUTIoTe3aM o poiu CI'B B mosiBIeHUM HOBBIX
npus3HakoB [29—32].

6.4. Ilhacmuunocmo u accumunsiyus 8 MoOeasix

OueBUIHO, YTO MACIITAOHBIE UHTPOIYKIINY, PEUH-
TPOAYKIMU YW MACIITaOHBIE TIOJIEBBIE MCCICAOBAHUS
O4YeHb pecypcoeMKu. IToaToMy MCMoOIb30BaHUE KOM-
MOBIOTEPHBIX MOAEIE U3MEHUYNBOCTH TTOMYJISLINIA MO-
MOTAET BHISIBIISITH KII0OUeBBIe MOMEHTEHI ITPOLIECCOB 13-
MEHYMBOCTH, YTOOBI 3aTeM IPUILEIHLHO UX MCCIENO-
BaTh B MOJIEBBIX YCIOBUSIX.

YucaeHHbIE DSBOJIOLMOHHBIE 3KCIIEPUMEHTBI
Jlenne [15, 43] uMenu Leabl0 OLIEHUTh CBSI3b MEXIY
INMHAMUKON (EeHOTUNIMIECKON IUIACTUYHOCTH WU
reHeTu4Yeckoil accumuasgnueit. PaccmarpuBaiachk
BO3pacTamiias IUIACTUYHOCTh, KOIAa BO3MOXKHEI
3BOJIIOLIMOHHEIE TIPe00Pa30BaHUsI B YCIIOBUSIX BO3MY-
LIEHUI TTapaMeTpoB cpeabl. Jlanee IiiacTUYHOCTb CHU-
Kajack s pUKcaluy U NoaaepKaHUsI HOBOTO OITH-
myMma. B akcriepuMeHTe y IIe pBOro IIOKOJISHMS B HOBOIA
cpede MpUCHOCOOJIEHHOCTh Pe3KO majajia, a TUIIWY-
HBII1 (peHOTUT UMEJI TCHACHIINIO OBICTPO U3MEHSITHCS,
YTOOBI JIy4Iille COOTBETCTBOBAaTh HOBOMY ONTHMYMY.
ITocnenytomast aganTauus MOMYJISIIMKA POMCXOAMIIA
B aBe (pa3pl. Paza OBICTPOI SBOJIIOLUU ITOCPEACTBOM
BEIpOCIIeil (heHOTUIMMISCKON IIIACTUIHOCTH II03BO-
Js11a (peHOTUIY OBICTPO TTPUOIN3UTHCSI K HOBOMY OII-
TUMyMY. Bo BTOpoii ha3e HOBBIN (DEHOTHUII ITIOIBEPTaI-
cs1 0osee MeIJIEHHOMY IIpPOliecCy TeHeTUUEeCKOiT accu-
MWWISILIUMM, C YMEHBIIIEHUEM TUIacTUYHOCTU. ITpu aToM
IPOUCXOAWJI OTOOP MHOAXOOSINUX TeHHBIX MYyTallWid,
(GOopMUPYIOIINX TPAaHUIILI HOBOTO “KaHana”.
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JIsHme maeT cBoe oInpenesieHre TeHETUUECKOM ac-
CUMMJISILIMA — 3TO yMeHbIIeHUe (QEeHOTUITUYECKOM
TUTACTUYHOCTHU U 3aMellleHUEe 3TOU MIACTUYHOCTU OT-
GOpPOM TeHETUUECKUX MYTaL[Uil B UBMEHSIONIENcs cpe-
ne. I1pu aToM mogxonstimit peHOTHTII, IIepBOHAYAIEHO
MPEeIOCTABJICHHBIM TUIACTUYHOCTBIO, 3aKperuisieTcs
OTGOPOM TSI CYIECTBOBAHUS B YCIOBUSIX M3MEHUB-
mreiicst cpenbl. DTO MTepBOHAYAIbHOE PEe3K0e yBeJINYe-
HUE TNIaCTUYHOCTU B MOJICJIN U €€ CHUKEHHUE BO BTO-
poit (aze 3BOIOLIMOHHBIX U3MEHEHU BeCchbMa MPUH-
HunuanbHbl. [103TOMY BO3HUKAET BOIIPOC O TIPOBEPKE
TaKHNX BBIBOAOB B p€aJIbHBIX 3KCIIEPMMEHTAX C pc€aJlb-
HBIMU DOMYJISIIUSIMU. VIMeroImecs: 3KCrepuMeHTaTb-
HbIe JaHHBIE (KaK 3TO Mo3aHee oTMevaa u cam JIaHe)
JEMOHCTPUPYIOT 00Jiee CIOKHYIO KapTUHY (CM. 0030p
[43 u cchuikm TaM]).

B kakoii cTenneHu 3BOTIOLMOHHAS UCTOPUS (heHO-
TUIMWYECKON TIACTUYHOCTU MOXET BJIMSTH Ha CKO-
POCTB afarnTaly K HOBbIM YCJIOBUSIM cpelibl? SABisier-
csl U Takasl MJIaCTUYHOCTb YCJIOBUEM LIS TeHEeTUYe-
CKOIl acCUMWJISILIMU, WIU K€ W3MEHEHUs YCJIOBUI
cpelbl BBI3BIBAIOT €€, YBEIMYMUBAsI BEPOSITHOCTh T'eHe-
Tnyeckux nusmeHenmnii? 2Koanna Meépcr [16], nucnomnsb-
3ysi MoJiesib Barnepa, nmormnsiTajsiach OTBETUThH Ha 3TH BO-
npockl. OHa, TTIOCTOSIHHO BapbUpysl HapaMeTpbl CPEb,
CpaBHHUBaJIa TTOMYJISILIUIO, TPOXOASIILYI0 OTOOp Ha de-
HOTHUIMUYECKYIO MJIACTUYHOCTD, C TTOMYJIslIuel B KOH-
CTaHTHBIX YCJIOBUX. bblJIO MOKa3aHO, YTO 3BOJIIOLM -
OHHasl TpeablcTopust (PEHOTUMUYECKOU TIJIACTUYHO-
CTU MOXKET CoKpalllaThb BpeMsl TPOSIBIIEHUS TeX WU
WHBIX (DEHOTUTIOB B pe3yJIbTaTe HOBBIX MyTallUii U pe-
KOoMOMHanuii. MTHaye roBops, NOMyJISLMs, OTOUpaB-
mrasicsi Ha (GeHOTUTIMYECKYIO TUIAaCTUYHOCTD, ObICTpEe
alanTUpyeTCs B HOBOI cpenie, U yeM 0oJjiee XKECTKUM
ObLT Takoil OTOOp, TeM ObICTpee WAET aaarTaliuvs.
BeposTHo, deHOTMNMYECKAs] TJIACTUYHOCTh UTpaeT
POJIb KPaTKOCPOYHOI aJIbTepHATUBBI U MOXKET 00JIeT-
YyaTh afanTaluio U 3BOJIIOIUIO TEHOTUIIA B JaIbHEM -
meM. Kak otmeuaetr @€pct [16], mpoliecc aganTanuu
TOMYJISIIUM K HOBOI cpene MpearoaraeT B KOHeY-
HOM HTOTe IMPOLIECChl TEeHETUYECKON acCUMUISIIIUU
1o YOOouHTTOHY.

Takum o6pa3oM, COTJTAaCHO COBPEMEHHBIM CUCTEM-
HBIM MCCJIEIOBAaHUSIM, KOTIA Pe3yJIbTaThl KOMITbIOTEP-
HOTO MOAEINPOBaHUSI BEPUPUILIMPYIOTCS MOCIEAYIO-
IIUMU SKCHEePUMEHTAMU, TeHETUUECKAsT aCCUMMUIISI-
LU JOJIKHA CYLIECTBEHHO 3aBHCETh OT TaKMX
dakTOopoB, Kak (EHOTUIIMYECKAsI IUIaCTUYHOCTD,
CI'B, a Takske KaHaJIM3UPOBAHHOCTH IT0 Y OJITMHTTOHY.

7. PACIHMPUTEJIbHBIE TOJIKOBAHHWA
NIEN YOLAWUHITOHA

Bospacraroiiuii mHTepec K KOHIETIUSAM YOI IMHT -
TOHA B IMOCJICAHYE NECITUICTUS HaIIlEJI CBOE BhIpaXKe-
HUE W B IIOIBITKAX PAaCIIMPUTEIILHBIX TOJIKOBAHUN U
00O0OIeHNI WAel KaHaIW3allMu M aCCUMWISIIUU.
31ech YMECTHO YIMOMSIHYTh paboThl EBbI S1616HKM (B
coaBTOpCTBe ¢ MapuoH JIaMm0), rme KOHLEIIINS acCu-
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KOHUEMUMUH KAHAJTMU3UPOBAHHOCTHU U TEHETUYECKOW ACCUMWJIALIUU 13

MIWISIIVH PACIIPOCTPAHSIETCS HA MEXaHU3MbI SIIMTECHEe -
TUUYECKOTO HACJIEIOBAHMUS B DBOJIIOIIUY, B YaCTHOCTH,
Ha Tepedauyy “HereHeTUYeCKOil HacJieACTBEHHOCTU
Ha YpOBHE IOBEACHUSI B 3BOJIOLMM KMBOTHBIX (13-
BecTHast MoHorpadus [51]). Tpyner A6moHKM TIpH-
BJIEKJIM BHUMaHMUE 3BOJIIOLIMOHUCTOB, XOTS U OLIEHU-
BaroTCcsI HeomHo3HauHo [52]. Cama fl6noHKa Bcerda
yaessia BHUMaHME KOHIICIIIMIM YOIIUHITOHA (CM.,
HamnpuMmep, HeJaBHIOK cTaThio [53]).

B 3Toii CBSI3M MHTEPECHO OTMETUTh, YTO MMEHHO
YonauHITOH peaIoXui B 1942 r. TepMUHBI SIIMTEHO-
TUII U SIUTEHETUKA, KOTOPHbIE OH UCTIOIb30BaJl B Kade-
CTBE KOHILENTyaJbHOII MOIEIN B3aMMOICIHCTBUS Ie-
HOB CO CBOMM OKpYXeHUeM IpHu (GOpMUPOBAHUU (e-
Hoturia [54]. B HacTosmee BpeMs 3SIHUIreHEeTHKA
MpUBJIEKAET BCce OOJIbllIee BHUMAaHUE, YUCJIO ITyOInKa-
L1 IO 3TO TeMaTUKe pacTeT CTPEMUTEIBHO (CM., Ha-
npuMep, HegaBHHUE 0030pHI [55, 56]). OTMeTUM 31eCh
Ke, YTO ues SIMUTeHETUKHU B IOCJIeTHEE BpeMsI aKTUB-
HO pa3BUBAaeTCsI B 00JACTH MEIWIIMHCKON OMOJIOTUU
(HampumMmep, [57] u ccbuIKU TaM).

Euie onHyMM 13 HamnpablieHU, TIe UCIOJIb3YIOTCS
unev YOIAUHTTOHA, SIBISIETCS HCCIeI0BaHUE TOMEO-
pe3a’ u ycTOMYMBOCTA TOMEOCTa3a B ITPOLIECCE OHTOTE-
He3a (cM., HanpuMep, [58]). JleTanbHOe pacCMOTpeHUE
3TOU OOIIMPHOU 007aCTU OMOJIOTUN PA3BUTUS BBIXO-
IIAT 3a paMKU HaIllero 0630pa.

8. UIEN YOOOAMHITOHA
3A ITPEJEJIAMUA BMUOJIOT N

Kaxk yxxe roBopmiioch BhIllIe, YOOOIWHITOH, Pa3BH-
Basl UACI0 KaHAIM3UPOBAHHOCTH, BBEJI TTIOHSITHE ITU-
reHeThYeckoro JaHamadTa, Mmetadhhopuyecku oToopa-
JKaIoIIEro KaHAIU3UPOBaHHOE pa3BUTHE OpraHu3Ma U
BJIMSIHYE HAa pa3BUTUE BHYTPEHHUX U BHEIITHUX BO3MY-
1ieHuit — cM. puc. 1 [2, 2528, 59]. 'unbpbepT olleHU
€€ KakK OJIHO M3 CPEICTB MHTErpaliui reHeTUKu, dM-
OPUOJIOTUHN U TEOPUM 3BOTIONNM [26]. Busyanmmsanust
SIMUTeHETUYECKOTo JaHamadTa, Kak Crnocod WLIIo-
CTpallMid HE TOJbKO KaYeCTBEHHBIX, HO W KOJIMYe-
CTBEHHBIX JaHHBIX, UCTOJb3YETCSI U B COBPEMEHHBIX
pabotax (HanpumMmep, [28]).

Ha cosganue u pasBuTHe YOAIWUHITOHOM WU
BIUTEHETUYECKOTO JIaHAIIadTa KaK MOAECI UHIUBU-
JIyaJIbHOTO pPa3BUTHSI TIOBIMsSIIA TEOpUsl AUHAMMUYE-
CKMX CHUCTEM, MCTOKHM KOTOPOil CBSI3aHBI ¢ MMEHEM
A. Ilyankape. [ToaToMy MOXXHO cKa3aTh, UTO SIUTEHE-
TUYECKU TaHAmadT — MeTadopa TMHAMUYECKOI CU-
cteMHbl (cM. [27]). DTo BIMsiHHE OCOOEHHO 3aMETHO B
MO3IHUX ITyOJIMKanugx YooauHrToHa. Tak, K Hagay
70-X romoB MPOIIJIOr0 CTOJAETUSI YOMIUHITOH MUcal,
4TO (DEHOTUI MOXKHO IIPEICTAaBUThH B BUIE BETBSIIEHCS

6 T'oMmeopes — cylecTBOBaHME OMPENEICHHBIX OHTOTEHETHUYECKIX
MyTeil, TPUBOISIINX K BOSHUKHOBEHHUIO CTAaHAAPTHBIX (heHOTH-
OB HE3aBUCHMO OT BHEIIHEH Cpelbl M T€HETUYECKUX BO3MIEi-
crBuii (cMm. https://dic.academic.ru/dic.nsf/genetics/1768/).
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CUCTEMBI TPAEKTOPHUIA, paCIIPOCTPAHSIOIINXCS B (pa3o-
BOM IIPOCTPAHCTBE BIOJbL BpeMeHHOM ocH [25].

Barsaael YomauHITOHa OJU3KM COBPEMEHHBIM
MpEeICTaBICHUSIM O Pa3BUTUM HEIWMHEWHBIX TUHAMM-
yeckux cucreM [59]. [lpumeHeHre KOHUETILNI HEIU -
HEMHOM TWHAMWKMU IJISI TIOHMMAaHUs (PYHKIIMOHUPO-
BaHMSI T€HHBIX CeTeil JaeT BO3MOXKHOCTb YCTAHOBUTD
cootBeTcTBUE Mexkny I'PC 1 snmureHeTHYECKUM JIaHI -
madToM YommuHrroHa. IlociegHuii MOXHO TIpen-
CTaBUTHh KaK TpocTpaHcTBO mjsl peanmsannu ['PC,
YTO OOBSICHSAET MHOXECTBEHHOCTh U F€T€POreHHOCTh
KJIETOUHBIX (PEHOTUIIOB, OIpEIeIIeMbIX OTHUM Te-
HOTHUIIOM.

KoHuenuums snureHeTMYeCKOro JaHamadra cro-
cobcTBOBasa pa3padboTKe PpaHIy3CKIM MaTeMaTUKOM
Pene Tomom teopuu katactpod [21, 60]. Kak ormeuyan
cam Towm [60], pa3paboTKe ero TEOpUM COCOOCTBOBA-
JIO YTEHHE PYKOBOACTB I10 SMOPUOJIOTHH, B YACTHOCTH,
KHUT YOIOOWHITOHA, IIPEACTaBICHMUsS KOTOPOro O TakK
Ha3bIBAEMBIX “Kpeonax’” U “3MUTreHeTUYECKOM JIAaHI-
madTe” XOPOIIO YKJIAObIBAIOTCS B aOCTPAaKTHYIO KOH-
CTPYKIINIO €0 TEOPHUU. DTO, 0€3yCIOBHO, BITEYATIISTIO-
LU cTydail BAUSIHUSI OMOJIOTUUECKUX UIei Ha pa3pa-
OOTKY Takoii oOIleil MareMaTH4YeCKOM TeOopHMHU, Kak
Teopus KatacTpod.

OTMETUM TaKKe, YTO pa3BUTHE KOMIIBIOTEPHOIO
MOJIEIMPOBAHUS B CBSI3U C pa3paboTKaMU KOHILECITIIMIA
YomauHIrToOHa IPUBOIUT K pe3yabTaTaM, MHTEPECHBIM
He TOJILKO OMojioraM, HO 1 IIePCIEeKTUBHBIM B 00JIaCTU
3BOJIIOLIMOHHOM po6oTOTEXHUKU [61].

Takum obpa3oM, 3a TIpoIEaIIE TOYTH BOCEMb Je-
catuneTuit Konuenuuu KoHpama YommmHTrTOHA pas-
BUBAJINCH KaK BIIyOb, TaK W BIIUPb, OKa3bIBas BIUSI-
HUE HE TOJIbKO Ha pa3BUTHE SBOJIOLMOHHON OMOI0-
T, HO W Ha KHMOEpHETHUKY, HEKOTOpBIE pa3IelTbl
KOMITBIOTEPHBIX HAYK M MAaTEMaTUKU.

BJIIATOOJAPHOCTHU

Pabora mo monpasgenam 4 u 5 mpoBoAMUIACh B paMKax
rocymapctBeHHoro 3agaHusi ®AHO Poccuum (mpoekTt
Ne 01201351572). MccnenoBaHue 1O OCTaJIbHBIM pasaesiaMm
BBITIOJIHEHO 3a cueT rpaHTa Poccuiickoro HayuyHoro doHaa
(ripoekT Ne 17-18-01536).
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CONCEPTS OF CANALIZATION AND GENETIC ASSIMILATION
IN DEVELOPMENTAL BIOLOGY:
CURRENT APPROACHES AND STUDIES
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The two related parts of the Conrad Waddington’s proposal, the concepts of canalization and genetic assimila-
tion, formalized yet in the 1940s continue to arouse great interest among professionals, representing one of the
most impressive examples of the transdisciplinary development of ideas.

Individual development of any organism proceeds in the context of permanent and unavoidable changes in the
factors of the external environment and internal perturbations of molecular and physiological processes. Consid-
ering that in any population organisms differ genetically, the implementation of the genetic program must there-
fore be relatively resistant to genetic variability.

According to Waddington, individual development is canalized, i.e. occurs within a certain canal of environmen-
tal conditions that limits the variability in the developmental trajectory. However, strong environmental changes
and considerable internal perturbations are able to “throw” some trajectories outside the walls of this canal. As a
result, aberrant phenotypes may emerge, with some of them being able to get involved in subsequent selection. If
the conditions that systematically lead to such an aberrant development persist, the features of these phenotypes
can be fixed genetically by selection after a few generations. In other words, selection leads to the emergence of
phenotype variants, most genetically suitable to the current circumstances, in which developmental trajectories
are altered appropriately. Populations of organisms with altered trajectories and different genotypes continue to
exist even when the impact of perturbing factors ceases. Waddington called the mechanism underlying the “same
phenotype but different genotypes” evolutionary scenario genetic assimilation.

Recent outcomes of evolutionary systems biology have provided a quantitative basis for Waddington’s classical
concepts on the robustness of individual development and genetic assimilation. It has become possible to further
develop these concepts in the light of new experimental results and theoretical ideas. Particular progress has been
achieved in analyzing the molecular machinery of canalization. This paper aims to discuss the results obtained
in this area of systems biology by computer modeling in comparison with experimental data.

Keywords: Waddington’s concepts, canalization, genetic assimilation, phenotypic plasticity, modeling of gene
networks
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