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TBOPYECTBO ABYX KPYMHbIX 300510roB-3BOMOUMOHUCTOB — Puxapga lMNonbawmuara (1878-1958) m OxynuaHa Xakcnu (1887-1975) —
06bI4HO CBA3LIBAIOT C ABYMS BHELLHE MOMNSPHbIMW NOAXOAaMU B TeOpuK 3BomoLmm. k. Xakcnu — aBToOp U3BECTHON CBOAKW «OBOMIOLUS.
CoBpeMeHHbIN CUMHTE3», Bbiwedwen B 1942 r. B JIoHOOHe M COCTaBMBLUEW OCHOBY CUHTETMYecKOW Teopuw asonouun. OH cymen
COEeAVHUTL pesynbTaThl UCCNefoBaHWii B 06rnacTyi NonynsiLMOHHON Gronornn, reHeTukun, cuctemaTuku, aMOopronoruM ¢ AapBUHOBCKOW
Teopuen ectecTBeHHOro otbopa 1 KoHuenumel reHeTndeckoro Apeida. KHura Xakcnu siBunacb eCTeCTBEHHbIM NPOAOIHKEHUEM CTaTbM,
BblweaLwer B 1936 r., B KOTOPOW B CxaToM Buae Gblnu M3NoXeHbl MHOrMe dyHAaMeHTarnbHble npobnemsl aBontouun (Huxley, 1936). Ero
BO33peHus 1936 I. No BaxHbIM No3uumsm Gornee Bcero conmxaroT ero ¢ 3BONIOLMOHHBIMKY B3rnsgamn P.lonbawmMuara, HecMoTps Ha To,
YTO MX MOXHO paccMaTpvBaTh M Kak Npentoamio K 9BOMOUMOHHOMY cuHTedy (Mann, 1999). Nonbawmuar seinyctvn B 1940 r. B CLUA kHury
«MaTtepuanbsHble ocHOBbI 3BontoLmumy (Goldschmidt, 1982), rae Hapo4nTo pe3ko NPOTUBOMOCTaBWI CBOW B3rMsiAbl O MyTAX U MexaHu3max
MaKpO3BOMIOLMM HEOAAPBUMHOBCKMM KoHUenTtaM. Kpome TOro, OH OTKasancsi OT COXMBLUEroCs KOPMYCKYNSPHOrO MOPraHOBCKOro
npeAcTaBneHns 0 MyTaumsax Kak M3MEHEHUsX FreHHbIX JIOKYCOB, YTO COCTaBNANO OAHY U3 OCHOB CUHTETMYEeCcKOW Teopun asonouun. Cam
lonbAWMMAT BCMOMUHAET: «5 onpefeneHHo pasBOPOLUMI OCKMHOEe FHe3[o. HeogapBuHMCTBLI pearMpoBanyt SipocTHO. B aTu rogbl s
cYuTancs He TONbKO CyMaclUeALwnM, HO NOYTU KpUMUHanbHbIM» (Goldschmidt, 1960, P. 324).

B npouecce I'IpVIOﬁpeTeHVIFI HOBOIro 3HaHWA YCITOBHO MOXHO Ha3BaTb TPWU KOMMOHEHTa — HOBbI€ HabntogeHus n JKCnepumMmeHTanbHble
[AaHHble, HOBble MeToAunYecKne Nnoaxodbl, KOHUeNnTyalibHble HOBauMn U TeopeTnyeckne 0606LUeHMs. Kpome ToOrO, cnenyetr nobaeuTb U
BeCbMa BaXHbll B OUHAMUKe Hayky 3deKT WHTEeNneKTyanbHOro CTUMynupytowero BnusHus. Ecnu paccmotpeTb B 9TOM CMbICne
obnacTb 3BONOLMOHHOW Gronorum, To y lonbawmmnaTa n Xakenm ectb 4OCTUXKEHUS BO BCEX YKa3aHHbIX obnacTax.

lonbawmMuaT nposen 25-neTHue uccrnegoBaHWs MO reorpadMyeckon, 3KONMOrMYeckorl U reHeTUYECKOW M3MEHYMBOCTM Y HemnapHoro
wenkonpsga poaa Lymantria. OH ewe B 1920-e . nepBbi BbIABVHYN MAEK, YTO FeHbl KOHTPOMMUPYHOT CKOPOCTb, BPEMS U MECTO
pasBWTUSI TOTO UMM WMHOTO Mpu3HaKa WM CUCTEMbl OpraHoB B Xxoae pa3suTus. OH OcHoBam HOByl obracTb WCCrnefoBaHuin —
hr3noNornyeckyto reHeTuky — u3ydeHue nyTein OT reHa K Mpu3Haky B OHTOreHese, copMynupoBas NoHATAE O PEHOKOMMUSIX U U3y4un
3aKOHOMEPHOCTM NOSAIBNEHNA B OHToreHe3de. OH nokasan aewcteue 6anaHca reHoB B OnpeaeneHuy nona u BBeN NOHSTUE UHTEPCEKCOB.
Bcneg 3a HO.A.QununueHko lonbAWMWAT pasrpaHUyuun MOHSATUS MUKPO- M Makpo3BOMOUMS W BblABUHYN TUMNOTE3y O TOM, YTO
MaKpO3BOSOLNA CBsi3aHa C OCOObIM TUMOM HaCNeACTBEHHbIX U3MEHEHWI, pPerynupylowmx paHHue aTanbl ambpuoreHesa. OH pa3sun
KOHLIEMLMI0O O XPOMOCOME KaK O CITOXKHOW LIEeNIOCTHOW MepapXmyeckon reHeTudeckon cucrteme. HakoHel, Monbawmmnar BBen noHaTne o
CUCTEMHBIX MyTaUUsIX U MakpomyTaumsx kak ocoboro poaa HacrnefcTBEHHbIX U3MEHEHUsX, 3aTparvBatoLnx BCIO CUCTEMY reHoTuna
(«reaction system») n HeCBOAUMbIX K U3MEHEHUSIM OTAENbHbIX NOKYCOB. NocneaHee MOXHO CPaBHWUTb C BBEAEHHbIM B (OU3MONOrU0 B
1950-e rr. npeacraBneHvem [.Cenbe 06 o6wem aganTauMOHHOM CUHOPOME, KOTOPbIA 3aTparMBaeT ocCobbI  xapakTep
YHKLUMOHMPOBAHNS BCEW CUCTEMbl OpraHn3mMa B YCINOBMAX CTpecca M He CBOAUTCA K peakuusiM OTAEemNbHbIX OpraHoB. Tenepb
yCTaHOBIEHO, YTO HAcneACTBEHHAs cUCTeMa AeNCTBUTENBHO Okasanach crocobHOM oTBeYaTb Ha CTPecC LeNOoCTHON peakuunein — coaa
oTHocuTcst cuctema SOS-penapauum B otBeT Ha nospexaeHus OHK wnu BBegeHHoe B.Mak-KnuHTok npepactaBrneHve o reHOMHOM
cTpecce, NPMBOASALEM K MAacCOBOWM aKTUBaLMM MOBUIbHBIX 3NeMeHTOB 1 peopraHu3auum reHoma (McClintock, 1984; cm. obcyxaeHwe:
[ony6oBckuia, 2000).

Benuko 6bino ctumynupytolee BnvsiHue MonbAwMMaTa Ha pasBUTHE TeHETUKY U 3BOMNOLIMOHHON Buonoryn. O6 3ToM npekpacHo ckasan
n3BeCTHbIN reHeTuk Kypt LTepH B nogpobHom Buorpadumyeckom ovepke o MNonbawmmarte: «Cyapba paboTt oTaenbHOro nccnegosaTens B
pasBUTUM Hayku CUMbHO BapbUpyeT. ECTb yHUKanbHble MUYHOCTW, YbW OTAENbHbIE AOCTUXKEHWS MOAOGHbLI AONroneTHUM GalHsam B
ncTopuyeckoMm naHawadre Hayku. EcTb NUYHOCTM, YbK paboTbl U B3rMsSAbl OCTATCS HE3AMEYEHHBIMU MPU UX XKU3HU U, KTO 3HaET,
BO3MOXHO, HaBcerga. EcTb Te, KoTopble MAyT BO [MaBe WX COBPEMEHHWKOB, BeAsl MO MyTU HOBbIX OTKPLITWA U LOCTUXEHWA U
npeaynpexaas o 6ecnnofHblX NycTbiHAX. M eCTb yyeHble, KOTopble BO3BOAST CTPOUTENbHbIE feca, NOAMOCTKMU, MO KOTOPbIM BOCXOAST
Opyrue 1 BHOCST CBOW BKNaf B KOHCTPYKUMIO. B oaMH npekpacHbiii AeHb NOAMOCTKMU yGMUpaloT, a KOHCTPYKUMs ocTaeTcs. MonbawmMuar
oKasblBan BfWsIHUE Ha MHOroe: OH Obinm U cTpouTenem, KOTOpbli caM BHEC BeCbMa 3aMETHbI BKNag B HEKOTOpble YCTOWYMBbIE U
NOCTOSIHHbIE 3MEMEHTbI KOHCTPYKLWM, U B TO € BPEMSI HACTABHUKOM W KPUTUKOM, AM3alHEpOM KOHTypoB Oyayuuero» (Stern, 1980, P.
88).

MpuBegem oavH noaTBepxaatoWwmin npumep. FMonbawMmAaT, oTnpasmBLNCh neToM 1914 1. B KPYrocBeTHoe nyTellecTBue, 3acTpsin Ha 4
roga B AmMepuke u3-3a Mopckow 6rokaabl B pa3pasvBLUENCs NepBoi MUPOBON BoWiHe. bnarogapsi cBoeMy aBTOPUTETY OH MOMyYMI MeCTo
B Mlenbckom yHMBEpcUTETE, NPOBOAMI UCCMEAOBaHNSA Takke B [ApBapACcKOM YHUBEPCUTETE U Ha MOPCKOW CTaHunn Byac Xonn B wrate
Maccauycetc (Goldschmidt, 1960). Tam MonbawWMMAT obLiancs ¢ Takumu M3BECTHbIMU reHeTukamu, kak E.Kactnb, Y.Bunep, E.UcT. Ho,
okasblBaeTcs, OH Ben fonrne Gecefpl ¢ acnvpaHtom C.PaiiToM — GyayLiMM KnaccuKOM 3BOMIOLIMOHHOM GUONOrMmM v reHeTuku. ITu
Gecepnpl, kak oTtmedvaeT Y.MpoaiH, 6uorpacd Pavita, okazanu Ha C.Panta ctumynupylowiee OenUCTBAE W MNOBMAUSINKM Ha BbliboOp
AnccepTaumnoHHoOM paboThbl B pycrne dr3vonornyeckon reHeTUkn, agentoM KOTOpon yxke B To BpeMs 6bin Monbawmnar (Provine, 1986, P.
92).

CTonb >xe MHororpaHeH u Bknag [k.Xakcnu B aBomntoLnoHHyto 6uonoruio (Mann, 2001). Ewe B 1926 r. Mx.Xakcnu n Ox.5.C. XonaenH
obcyxaanu ponb CanbTauVoHHbIX W3MEHEHWI B NMPOWUCXOXAEHUN KpynHbiX TakcoHoB (Huxley, Haldane, 1926). B ynomsiHyTON cTaTtbe
1936 . Xakcnu yTBepxaar, YTo NoCTeneHHOCTb (rpagyanvamM) He sIBMSeTCs NOCTOSIHHOW XapakTepUCTUKON 3BOMHOLMOHHOIO npolecca,
TaK KaK pacTeHUs 4acTo 3BOJIOMPYIOT MPEPLIBUCTO M He Bcerga agantuBHo. Kpome Toro, penpoayKTUBHas U30MAUMS U Y XKMBOTHbIX



MOXeT (POPMUPOBATLCS BHE3AMHO UMW PE3KO MyTeM XPOMOCOMHbIX WK reHOMHbIX abeppauuii. KoHuenuus npeaganTuBHbIX MyTauui
Xakcnu oveHb 6rmaka no CMbICy KOHUENUMU CUCTEMHbIX MyTauui P.lonbawmuara.

Xakcnm co cBouM y4veHukom E.Popgom akcnepumeHTanbHO m3yyan Ha poge Gammarus reHeTUYeCKWn KOHTPOSb 3a pasBuUTUEM U
BbIABMHYN KOHLIEMLMIO CKOPOCTeW AeicTBusA reHoB. B MoHorpachum no am6puronorun pesynsratbl CBOMX 9KCNEPUMEHTOB Xakcnu npsimo
conocTaeun ¢ oneiTamu lonbAlWIMUATA, BbINOMHEHHbIMM Ha Lymantria (Fekcnn, ge bup, 1936, C. 395-396). Xakcnu akcnepMMeHTanbHo u
TeopeTuyecku paspaboTan ydyeHve o6 annoMeTpuM — 3aKOHOMEPHOCTAX MopdoreHe3a OTAEeNbHbIX YacTei W ponu reHoB B 3TOM
npouecce. Tem camblM B OAHOM KOHLENTyanbHOM Krtode npefcTtany mopdornorusi, ambpuonorns v reHetnka WHAMBMAYabHOTO
pa3BuTMSA. OTU maen pa3BuTbl Xakcnv B €ro CTaBLUMX Kraccuyeckumu kHurax «lpobnembl oTHocuTenbHoro pocta» (Huxley, 1932) n
«OnemMeHTbl aKkcneprumeHTansHol ambpuronornn» (HanucaHa coBmecTHo ¢ I. ae Bupom) (Fekcnu, ge Bup, 1936). B acnekte annomeTtpum
B paboTax Xakcnv npeactano Takoe siBrieHWe, Kak HEeoTeHWsi, KOTopoe CrnocoBHO MpYBECTU K ObICTPbIM U KpynmHOMAacLUTaGHbIM
MN3MEHEHUSIM Ha OHTOTEHEeTUYECKOM YPOBHE C Janeko uayLWMMmu SBOMIOLMOHHLIMU nocrneacTsusMu. B pesynbrate HeoTeHun
«cbpacblBaloTCA» KpalHe crneuuanvavpoBaHHble KOHeYHble CTaguu OHTOreHesa, TaKCOH MpuobpeTaeT BblCOKME TeMMbl 3BOMOLMU, W
MeXay KpynHbIMU TakCoHaMn MOryT o6pasoBbiBaTbCsl 6oMblUME pa3pbliBbl. XaKkcnn He ToNbko 060CHOBaN porb KOHTPONMMPYEeMbIX reHamu
rOPMOHOB B npouecce HeoTeHun, HO B 1920 I. B 3KCMepUMeHTe nokasan BO3MOXHOCTb CTUMYNSAUMM MeTamopdo3a y MEKCUKaHCKOro
akconotns npu fobaBneHnn B KOPM ropMOHCOAEPXKALLEro 3KCTPaKTa U3 LUTOBUAHO xenesbl Oblka. Xakcnv BBen MOHSATUS O KIMHaxX U
KNUHaNbHOM N3MEHUYMBOCTU, O CETHATOM (PETUKYNATHOM) B1Aoobpa3oBaHun, o MHoroobpasun dopm BraoobpasoBaHusi, NpeacTaBeHne
06 ypoBHAX (rpagax) W BeTBAX (knagax), okasaBlueecsi «BecbMa MPOAYKTMBHBIM NpU 0BCYXXAEHUM MNPUHLUMMNOB 3BOMIOLMOHHON
Knaccudukaummn opraHnyeckoro mvpa» (BopoHuos, 1999, C. 581). bonee Toro, Xakcnu pa3paboran n xopolo 060CcHOBan KoOHLENLmo
cTasureHesa, kotopasi B 1970-1980-e rr. Wwmpoko ctana obcyxaatecsi naneoHTornoraMu, reHetrkamv n ambpuonoramu (Huxley, 1957).

VIHTEpPECHO, YTO B CBOMX Ha3BaHHbIX Bbllle KHWrax MonbALIMMAT U Xakcnv LUMPOKO CcbinatoTes Ha paboTbl Apyr Apyra, COXpaHssi
Hecornacue B TpakToBKe psiia AaHHbIx. Y Monbawmuara 6onee 11 cebinok Ha paboTbl Xakcnu, a B kHure Xakenu FronbawmmaTr — ofauH
M3 cambiX LUTUPYEMbIX aBTopoB: 29 ccbinok. Kpatko npocnegum, YTo 0COBGEHHO LEHUNM OBa 3BOMIOLIMOHUCTA B UCCNEeO0oBaHUSAX ApYyr
apyra, Kakue paboTbl ApyrMx aBTOPOB MPMBREKany Mx BHUMaHWe, U B KakuX acnekTax oHu 6binu He cormacHbl. Knura MonbawmvaTa
(Goldschmidt, 1982) coctouT 13 ABYX MPMMEpPHO paBHbIX 4Yactewn: «Mukpoasonoumnsa» (P. 8-180) n «Makpoasonioumns» (P. 181-391).
KHura Xakcnu Bkntovaet 10 rnae, U3 HUX ABe MOCBSILLEHbl 3BOMIOLMOHHOW reHeTVKe, TpU rmaBbl — npobrnemam Buaoo6pasoBaHus.
Oco60 BaxHbl TPy NocneaHve rmaebl: «Agantauusi u oT6opy, «OBOMIOLMOHHbIE TPEHOBI» U « OBOMOLMOHHbBINA NPOrPeccy.

FoNbAWMUAT yKa3biBaeT Ha BAXKHOCTb MOHSATUA O KIIMHAX W KIMHAMNbHOW W3MEHUYMBOCTU, BBEAEHHOTO XaKCru, U NPUBOAWUT pesynsTaThi
CBOEro aHanusa KiuWH y €BpOMencKMX W SINMOHCKMX pac HernapHoro Lenkonpsiga Lymantria dispar. XoTs Mexay MaTepukoBbIMU
OCTPOBHbIMW pacami MMEeeTCsi peskoe pasnuuve, MoNbAWMWUAT Halen KIUHanbHYK W3MEeHYMBOCTb B HaMpaBlIEHUW CEBEP-IOT Aaxe
BHYTPU SMOHCKUX pac W OBHapyXwsl, YTO HampaBreHWe KIWHbl MOXET ObiTb pasnWuHbIM AMns pasHbiX Npu3HakoB. KnuHambHyo
M3MeHUYMBOCTL y 6aboyek MOMbALMUAT BriepBble BbISBUM HE TOMbKO A MOPOOrMYECKNX, HO 1 9KOSOro-NMOBEAEHYECKIX MPU3HAKOB 1
cBsizan 3T 0COBEHHOCTU C afanTaumei K cpee. Xakcrnv B CBOEM KHWUMe HasbiBaeT aTU UCCrenoBaHus MonbawmmaTa samMedarensHeIMy
(Huxley, 1944, P. 211).

OcTpoBHOe Buaoo6pasoBaHue:
pa3nuuue B oueHkax MonbawmMmAaTa u Xakcnu

O6a ssontoumoHucTa 06cyxaatT (hakTbl B3PbIBHOTO 06pa3oBaHMs Y OCTPOBHbIX M psifa O3epHbIX nonynauuin Adpuku, HO OalT UM
pasHylo TpakToBKy. VHTepecHO npocneauTb pasnuyve 3TMX NoAxodOB Yy ABYX 9SBOMIOLMOHUCTOB U TO, Kakne KOPPEeKTUBbl BHOCAT
COBpEeMeHHbIE UCCIeoBaHNst 3Toi Npobnembl. B ycnoBusx M3onsuMM Ha OCTPOBax W 03epax MOSIBIAETCA MHOXECTBO 3HAEMUYHBIX
BWOB U POAOB, OCOBGEHHO 3TO KacaeTcs ayHbl BYIIKAHUYECKUX OCTPOBOB TUXOro OKeaHa CPaBHUTENbHO HEAABHEro MPOUCXOXOEHUs!
(Fananarocckue, aBanckue ocTpoBa). onMbAWMMAT U XakcrnuM HEe3aBUMCMMO LWTUPYIOT OMUCaHWE MHOXEeCTBA 3HAEMWYHbIX BUOOB
BbIOPKOBbIX NTUL, cemencTBa Drepanidae, nopasutenbHo pa3HoobpasHbix no copme knoBa M cnocobam nuTaHusl. Xakcrnu CKIOHeH
MCTOSKOBBIBaTb 3TU (hakTbl Kak pe3ynbraT oObl4HOW AapBWHOBCKOW AMBEPreHuMn B yCrnoBusix cnabon KoHkypeHuun nutanus (Huxley,
1944, P. 324). MonbAWMUMAT e WCTONKOBbIBAET 3TU (hakThbl Kak CBUAETENbCTBO BUA00OPA3yOLMX CUCTEMHbIX MyTaLWi, KOTopble
MOCTOSIHHO BO3HMKAIOT Y eANHNYHBIX 0cobel 1 B yCroBusix ocnabneHus otbopa UMEIOT LWaHCbl 3aKpenuThbCs.

Oba aBTOpa LMUTUPYIOT OBLUMPHBIE MHOFONETHME UccrenoBaHus driopbl ocTpoBoB LlennoHa, KoxHon Nuammn, Hosoi 3enananm, kotopble
BbIMOMHUN aHrmuickuin 6otanuk xoH Kpuctodep Bunnuc. B uspgatenbctBe KamGpuaKCKOro yHMBEpPCUTETA BLILMW OBE €ro KHUTU
«Bospact n apean» n «Xop asontouuny» (Willis, 1922, 1940). OTmMeTuM ABe opurMHanbHble ocobeHHoCcTM nopxopa Bunnwuca (cwm.
obeyxa.; Mony6osckuid, 2000): 1) KONMMYECTBEHHBIV yYET YMCna BUAOB B PoAe B CBSI3V C XapakTepoM MX BCTPEYaeMOCTU Ha MaTepuke u
OCTpOBax; 2) COMOCTaBMeHWe MOflyYeHHbIX pacnpedeneHnin B pasHbix apeanax. Tak, Bo dnope LlennoHa cpean 2089 Buaos
MOKPbLITOCEMSAHHBIX pacTeHuit 809 6binu aHAemuuHbl. py aTom obnacTe pacnpocTpaHeHus okono 200 BWAOB-3HAEMMKOB Oblna
orpaHvyeHa rpynnov rop unu Aaxe otAenbHbIMM ropamu. bonbLUMHCTBO poAoB 6bINIo MOHOTUNWUYHO, NPEACTaBMNEHO OAHUM BUAoM. Poabl,
Hanbonee 6GoraTble BuAaamu, — 3TO camble CTapble MO BO3pacTy M OObIMHO MaTepuKkoBble. Bunnuc nokasan, 4To CKOpPOCTb
BO3HWKHOBEHVS U PacnpoOCTPaHeHUsi HOBbIX BUAOB HE3aBMCMMa OT UX OpraHn3aLvmn 1 ogMHakoBa Ans BCex

BWOB.

lonbAWMUAT cebinaeTcs Ha yTeepxxaeHne Bunnuca (Willis, 1922) o Tom, 4to Anst BuAoo6pasoBaHUs OfHOM GOMbLUO U KU3HECTIOCOBHOM
MyTaLuW, BCTpeYaloLencs Ha y4acTke 3eMnu B HECKOSbKO KBaApaTHbIX SIPAOB U, BO3MOXHO, OAWH pa3 B NSATbAECAT NeT, No-BUAUMOMY,
6ynet gocraTtoyHo. LlaHcoB 3amMeTUTb Takyt MyTaLuio NpakTUYecky HeT. Bunnmc oTmevan oTcyTCTBUE NEPEXOAO0B MEXAY U3YyYeHHbIMM
B/MAAMM M MHOTOKpaTHOEe NpuobpeTeHne CxodHbIX NPU3HAKoB BMaaMu ogHoro poga. B ero knury (Willis, 1922) BkntoyeHbl cTaTby Apyrnx
aBTOPOB, B TOM YMCIE COYYBCTBEHHAsi CTaTbsi OCHOBOMOJIOXHUKA TEOPUM MyTaLWii U MyTaLMOHHOW KOHLenuun BuaoobpasosaHus I. e
dpusa. HecomMHeHHO, Bce 3T paboThbl 1 UX UCTONKOBAHWE COOTBETCTBYIOT KOHLEMNLMW Makpo3BostoLumy MonbawmmaTa.

BmecTe ¢ Tem, Xakcnu KpuTUKyeT BbiIBOAbl Bunnuvca, cnpaBeanvBo ykasbiBasi, YTO 3akftoyeHne o TOM, AOCTUMMa N Ta unu nHasi opma
ctaTyca Buaa, WM aBTOp UMen [Aefnio C BapuaHTOM BHYTPMBMAOBOrO nonuMopdusma, Hago pAenatb Wb Ha  OCHOBaHWK
LUMTOreHeTUYECKMX Kputepues: «Ecnu Gbl Takoi aHanua Gbin Gbl caenaH, To MHOMMe M3 ero BYAOB-3HAEMUKOB HECOMHEHHO OKasanucChb
Obl He BMOaMK, a NoABMAAMM, BO3HUKLLMMY B pe3ynbTaTe «apenda»» (Huxley, 1944, P. 204).



O1u cnpaBeanueble Ha nepuod koHua 1930-x rr. Bo3paxkeHust Xakcnu Oblnv BO MHOMOM CHSATbI MOCNEAYOLWMMU LUTOrEHETUHECKUMMU
nccnegoBaHnsMY B3pbIBHOMO BUA0O0OPa3oBaHWs y pacTeHun, kotopomy B. FpaHT B 1960-e rT. Aan Ha3BaHve kBaHTOBOe, a XapnaH Jlbtonc
— canbTaunoHHoe BugoobpasosaHue (Lewis, 1966). Tak, Jlblonc oGHapyun peakve nepexoabl Mexay 6rmakiumy BugaMm ofHONEeTHUKOB
popa Clarkia nopoi Ha y4acTke B ofHy Munto. Buabl oTnnyanmce MHOXECTBEHHbIMU CTPYKTYPHBIMU NepecTpoiikamy XpOMOCOM, Tak YTo
X0Ts rMbpuabl obpasoBanuchb Nerko, HO OblnyM cTepunbHbl. [pu yCnoBMM NPOCTPAHCTBEHHOW WU3ONSLUM BUAbI MOIMM BO3HUKATb U3
OTAENbHbIX CanbTauMOHHO U3MEHEHHbIX 0cobel. [paHT oTMevaeT, YTo xOTa B3rnsabl fonbaWMUATa BCTPETUNM CKENTUYECKUA NPUeM y
3BOIMIOLIMOHNCTOB-30010r0B, OHW GbINK NOATBEPXKAEHbI PSAOM UccnedoBaTenewn, 3aHMMaloLWmMXcst BuAoobpasoBaHeM y pacteHni (IpaHrT,
1984, C. 169).

Ho Haubonee ybeauTtenbHbIM foKa3aTenbCTBOM MPaBoThbl 3aknodeHnid Bunnuca cnyxat 3amevatenbHble uccnegoBanns X.KapcoHa u
ero konner no BUAoo6pa3oBaHWio Yy OCTPOBHLIX BUAOB Apo3ocun ocTpoBoB [aBaiickoro apxunenara (Carson, 1970). OcobeHHOCTb
[OaHHbIX paboT COCTOMT B TOM, YTO Ha OCHOBE pa3paboTaHHbix [JobxaHckum n CTepTeBaHTOM Ha Apo30dure LUTOreHETUYECKUX METOLOB
XPOMOCOMHOW (pUNoreHn BUAOB OAHOTO poda Unv NoAceMencTBa (CONOCTaBEHNe pUCYHKa AUCKOB MOMUTEHHbIX XPOMOCOM) yaanocb
OTHOCWTENBHO HEMPOTUBOPEYMBO COMOCTaBUTb CTPYKTYPY KapuUOTMINOB OCTPOBHBIX BUAOB U C apeanamMu, 1 CoO BpeMeHeM BO3HWKHOBEHWS
[aHHOro OCTPOBa (MHBIMM CIIOBaMU, «KTO OT KOFO U KyAa MUrpupoBan»). 34eck TOT pefkuii criyyai, Koraa OTHOCUTENbHO HaAeXHo Obino
yCTaHOBIEHO, B KakoW nocneaoBaTenbHOCTN BO3HUKANM Apyr 3a Apyrom aBaickune octposa. [psaa BynkaHnyeckmx MaBancknx ocTpoBoB
BO3HUKasa NoCTENEHHO 3a CYET NepeMeLLEHNS TUXOOKEAHCKON NUTOCKEPHOW NNUTbLI C CEBEpa Ha HOr CO CKOpOCTbio 9 ¢M B rog. Camblii
apeBHUI octpoB Kayu BO3HMK npuMepHO 5 MnH net Hasag, cneaytowmii — Oaxy (rae HaxoamTces FoHonyny) — okono 3 MNnH neT Ha3ag,
cpedHun octpoB Monokan n gBa HebonbLUMX COCeAHUX BO3HUKNWM okono 1,5 mMnH net Ha3ag. Cambll 60MbLWON Y MOMOAOW OCTPOB
nosisunca Bcero 0,7 MNH neT Hasaa (34ecb elle cunbHa ByNKaHWYeckasi akTMBHOCTb, M C MOCTOSIHHO [eNCTBYIOLWEro ByrikaHa
HenpepbIBHO U3NMBaETCSt B MOPe nasa).

X.KapcoH v ero konneru Ha ocHoBe MOPONOrMYECKMX U LIMTOrEHETUHECKUX Pasnunymnii obHapyxunu Ha MaBansx 6onee 500 aHAEMUYHBIX
BMAoB Apo3odun. OHM CMOMMU NPOCNeauTb NOCNeNoBaTENbHOCTb BO3HUKHOBEHWS U PacnpoOCTPaHEHWUs HOBbIX BUAOB-3HAEMMKOB Ha
6Gonee MonoAbIx OCTPOBax 3a cYeT MUrpaHTOB C Bonee cTapbix OCTPOBOB. B psae crnyvaeB yoanoch Aokas3aTb M 06paTHY0 MUrpauumio.
KapcoH caenan y6eautenbHbI BbIBOA, YTO BMAooOpa3oBaHMe M apanTaums pa3HeceHbl BO BPEMEHW M npeAacTaensioT cobon Asa
acnekta aBonoumn. «®Pasza BugoobpasoBaHWA NpeAllecTByeT apanTuBHoW pase. dnm3on  BuaoobpasoBaHUsi  CBSI3aH C
nocrnefoBaTenbHON KOMOHM3aUmen HE3aHSITON SKOMOrMYECKoW HULLIM OOHOW caMKoW-ocHoBaTenbHULen» (Carson, 1970, P. 1417).

KoMmeHTUpys aTu AaHHble, [JoBXaHCKUiA 3amMmeyaeT, YTo OHU NPEACTaBMsAOT COOoM «paaukanbHOe OTKIOHEHWE OT OPTOAOKCANbHOW TOYKM
3peHua» (Dobzhansky, 1971, P. 688). Nog opTogokcanbHOW noAapa3ymeBaeTcsl TpaauUMOHHAs (4apBUMHOBCKAs M HeodapBUHOBCKAs)
TOYKa 3PEHWs, COrMacHO KOTOPOi BUAoOOpa3oBaHWe ecTb CrieAcTBUe afanTUBHOM AVBEPreHUMmn, NPpoLEece ANNTENbHbIA U NOCTENEHHbIN.
OpTogokeusa BO3HMKNA Kak HeonpaBaaHHoe npeHebpexeHre No OTHOLLEHWIO K BbIABUHYTON B Havane XX B. KOHUENUUM NpepbiBUCTOrO
cnocoba BuaoobpasoBaHusi Mo TuMy AedpU30BCKUX MyTauWi y OTAeNbHbIX ocobelt (XpOMOCOMHbIE MepecTpoikv, MOMUNIONAUS,
mbpugoreHes).

Jio6onbITHO, YTO BbIBOALI KapcoHa nouTu TekcTyanbHO NMOBTOPSIIOT BbIBOAbI, CAENaHHbIe BUnnucom npu na3y4eHnm ocTpoBHON ayHbl, B
OLEHKe KOTOpbIX elle B Hayane 1940-x rr. pasownuck Xakcnu u Fonbawmuar. Tenepb MOXHO ckasaTb, YTo Gornee npaB okasancs
lonbAWMUAT, XOTA M nocTeneHHoe reorpaduyeckoe BUAooOpa3oBaHWe, K KOTOPOMY OH CKENTUYECKU OTHOCUIICS, — Takke XOpOoLlo
[okasaHHbIN (heHoMeH. C Mo3nLmMn UCTOPUU HayKu UHTEPECHO MPUBECTM sipKoe BbickasbiBaHWe KapcoHa o ponu uaen MNonbawmMuara B
OVHaMUKe W Nporpecce dBOMIOLMOHHBIX 3HaHWI: «Ero KHUra — 310 MOASMHHBIV Te3aypyc HEOPTOAOKCAmNbHbIX U GpocatoLLnX BbI3OB UAEN.
OHa MoXeT GblTb peKOMEHAOBaHa Kak XopoLlee NekapcTBO XepTBaM CaMOOOBONLCTBA COBPEMEHHOIMO MbILSIEHNS 06 3BOMOLMOHHOM
npouecce» (Carson, 1980, P. 26).

MonbawmuaT n Xakcnu kak npeareym cuHTesa
reHeTUKu, Guonorun pasBuUTUA 1 Teopun asonroUnn

CoBpeMeHHbI nepuoa, 1ccrnefoBaHWin B obnactu 3BOMHOLMOHHON GMonorMn cesizaH C pacLuBeTOM 3MOPUOreHETUKU B €€ TECHOM
COYeTaHUM C 3BOMIOLMOHHBIMM Moaxodamu. OTOT CO3 Aaxe Monyunn 6naro3syuyHyto abGpeBuaTypHyto HomuHauumo: «Evo-Devor
(Evolution-Development). VccnenoBanusi n koHuenTbl MonbAwMUaTa U Xakcnu 3aHsnu OfHO U3 LieHTpanbHbIX MecT B obnactu «Evo-
Devo».

MepBas cBogka B 3TOW o6rnact «3OMOPWMOHbLI, FeHbl, 3BonoUUA» nosiBunack B Havane 1980-x rr. (Padd, KodmeH, 1986). OHa
nocesileHa Puxapay MonbawmMuary. VicxogHast no3uumsi aBTOpoB COCTOUT B TOM, YTO «CYLLECTBYeT Hekasi reHeTudeckasi nporpaMmma,
ynpaensioLas OHTOreHe30M, 1 YTO B MPOLIeCCe PasBUTUS BaXKHble pelleHust MPUHUMAIOTCS OTHOCUTENbHO HEGOSMbLUMM YMCIIOM FEeHOB-
nepeknoyaTtenei Mexay ansTepHaTUBHLIMU COCTOSIHUAMU UMK NYTSMU... OBOJOLMOHHBIE U3MEHEHMSI B MOPOSIONMN NMPOUCXOANAT Kak
pe3ynbTaT U3MEHEHU B CUCTEMe reHeTuyeckux nepekntovatenen» (Padpd, KodmeH, 1986, C. 11). MNpuHMMaeTCs, YTO YMCNO Takmx
nepeknioyaTtenei HeBEMKO U TeM CaMblM BO3HVKAET BO3MOXHOCTb Anst ObICTPbIX (B reonornyeckoM CMbICHE) U MaKpO3BOMIOLIMOHHbIX
N3MEHEHMWIA.

PPacbd v T.KodbmeH (Tam xe, C. 31) ykasblBaloT, 4TO BMMoTb A0 Havana 1980-x rT. cyliecTBoBan OnpefeneHHbIn paspbiB Mexay
reHeTVKon 1 ambpuronorvei. MeHeTrka He Morna BHATHO (MOAHbBIV HblHE TEPMUWH) yKa3aTb, KakuM 06pa3oM HEM3MEHHbIN KOMMIEKC reHOB
MOXET BbI3BaTb HanpaBneHHbI OHTOreHe3 W AudpdepeHumaumio TkaHen u opraHoB. Ckencuc ambpuonoroB Obin BbI3BaH Tpems
OCHOBHbIMW 06CcTOsITENBCTBaMU. Bo-nepBbix, MeHAeneBckasi reHeTrka HTepecoBanach rmaBHbIM 06pa3oM NpoLEeccoM HacneacTBEeHHO
nepefayn nNpu3HaKkoB W oOpraHu3auveln HacrneACTBEHHOrO MaTtepuana, HeXenu XOAOM OHToreHesa. Bo-BTOpbIX, paHHUE reHeTuku
NPeAcTaBnANM reH Kak HEKYl HEU3MEHHYK uvacTuuy, nepefaBaeMyld 4epe3 rameTbl, U 3TO COCTaBMnsfO NEPEKOC B CTOPOHY
npecdopmMusma, Torga kak aMOGpMonorn MMenu Aeno ¢ anvreHe3om, HoBoobpasoBaHuaMU. B-TpeTbux, kak oTmevaroT Pacdd u KodmaH,
«MeH[eneBckoe HanpaeneHue Monvanveo gonyckano (Bbigen. Hamm — M.IL n A.[), 4To BCe KneTku nonyyarT OAMHaKOBbIE KOMUK
reHOB, M OCTaBanoCb HEMOHSATHO, 3a CYET Yero MPOWCXOAWUT OrpaHuyeHve mopdoreHeTndecknx noteHumin. lMonbiTka Bericmana
paspeLunTb 3Ty TPYAHOCTb NyTEM rMNoTe3bl O HEPaBHOMEPHOM pacrnpeeneHun AeTepMnHaHToB Bbina cnpaBednuBoO OCTaBneHa B Xode
pa3BuTus unToreHeTukm» (Tam xe, C. 32).

OTy rmaBHyl0 MyYuTErbHYIO TPYOAHOCTb MpekpacHo ocosHasan T.MopraH, KOTOpbI 4O CBOWMX 3aHATWI FEeHETUKOM yxe Bbin KpynHbIM
3aMGPKOIIOroM 1 300510roM: «ECru Bce reHbl AENCTBYIOT BCEe BPEMS U €CIU MPU3HAKW 0COGM ONpefensiioTcs reHaMu, To NMoYeMy Xe He Bce



KNeTKn Tena coBepLueHHO oauHakoBbl?» (MopraH, 1936, C. 218). MopraH HameTun cregytolime BO3MOXHbIE CLEHapuu Bbixoda U3
napagokca: a) Ha4anbHble CTaauy pa3BUTUS SBMSIIOTCA CNeACTBMEM OOVMHAKOBOrO AEVCTBUSI BCEX FEHOB B pasfuyHbIX obnacTsx suua; 6)
pasnuyHble rpynnbl reHoB BCTYMaloT B AeCTBME OOHA Nocrne ApYroN, Bbi3blBasi UAMEHEHWS B NpoTonnasme, KoTopble B3auMOLEeNCTBYOT
C HOBbIM KOMMJIEKCOM FEHOB U B) BMECTO MPEAMONOXEHUS, YTO BCE reHbl AEWCTBYIOT OAMHAKOBLIM 06Pa3oM Wi onpefeneHHble reHbl
nocrefoBaTensHO BCTYNatT B AeCTBUE, AOMYCKAETCS, YTO XapaKkTep AeNCTBUS BCEX TeHOB MEHSIETCSA B 3aBMCMMOCTM OT MPOTOMNasmbl.

Mbl He cny4yanHO BbIAENUNW Bbile OOHO BaXKHOE MOMOXEHMEe, KOTOpOoe «MOfYanvBO OOMyCcKanocby» Kak akcuoma B KNacCuyeckomn
reHeTvke. BbluneHeHne Takoro poaa MMNIMUUTHBIX NOCTYNaTtoB €CTb O4Ha M3 HenpeMeHHbIX 3ada4vy UCTOpPpUN HayKu. M60 Heobxoanmo
PEKOHCTpyMnpoBaTb MNpoLusioe 3HaHMe BO BCEX €ero KOHTeKCTax. WHbIMKM cnoBamu, Npo4yBCTBOBATb, BXUTbCA B CUCTEMY MHOXeCTBa
HEeABHbIX, «MON4anunBo A0MYyCKaeMbIX» I'Ipe,ElCTaBﬂeHVIVI B npowegwemM nepuoge Hayku, Aa U B UCTOPpUX B LIENOM. 3pecb BO3HMKaeT
TaKoro pofa ncuxonornyeckas TpyaHOCTb: pelmB 3a4adqy-rofioBOSIOMKY, Kak 6bl CHOBa BCTaTb nepeg Hen B TYnuK.

KoHuenumsa dusmonornyeckon reHetukn lonbawmmuara (Goldshmidt, 1938), kotopasi Bo3HMKNa M3 NpoBeAeHHbIX ewe B 1920-e T
OMbITOB MO aHanuady reHeTukn onpepeneHus nona y 6aboukn wenkonpsga Limantria dispar (Moneawmugr, 1923), Gbina nepsoit
aKcrnepuMeHTanbHo 060CHOBaHHOW MOMbITKOW CBA3ATb MEHETUKY M PM3MONOrMio pasBuTUs B OAHO Lienoe. B aTon «cmenon nonbiTke»
CsetnoB (1978) BblgensieT npeacTaBrneHne o Tpex pasax XMMMYeckon AvddepeHumaumn oonnasmbl B Mepuos BpPEMEHU Mexay
co3peBaHneM ALeKkneTkn n Ha4anom Apobnenus. Mepeas dasa no MonbAWMMATY — HayYano cuHarncmca XpoOMOCoM, Korga YacTb reHoB
BbIXOAST M3 siApa W Npou3BOAAT B UuMTONMasMe epMeHTaTVBHblE peakuuu, MpUBOASLLUME K BO3HUKHOBEHMIO (OpMO- unv
opraHoo6pasytoLLmnx Morekyrn. AT Monekynbl pacnpefenstoTcs no pasHbIM YacTaM oonnasmbl. [uHamyka KOnM4ecTBEeHHOro BbIXOAa M3
anpa (hepMeHTOB M AMHaMuKa NoKanusauuu MOMeKyn-opraHM3aTopoB pasnnyHa Yy pasHblX pac M pasHbix BuaoB. Bropas dasa
xemoauddepeHuaLm HaumHaeTcs nocne onnoAoTBOPEHNS B 3UrOTe U 3aTeM TPeTbsl B MEPUOA, racTpynaLuu.

3TN ucxofHble nonoxeHust MonbAlWMUATa BMOMHE COOTBETCTBYHOT HbIHELIHMM NpeAcTaBneHnsiM. B onnofoTBOpeHHbIX siLekneTkax
BbIAENSIOT TpU MHOPMaunoHHble cuctembl: 1) IHK sgepHoro reHoma; 2) pacnpegeneHHble MO OTAENbHbIM yYacTKam LMTonnasmbl
MHOPMAaLMOHHbIE MaKpOMOMNeKynbl 1 3) LMUTOCKENeT, perynupyowmnin MecTonosioeHne nokanbHbIX MOMEKYMNsipHbIX COoBbITUA B
uutonnasme (Pacpd, KodbmeH, 1986).

M.r.CeetnoB Tawke obpaTun BHUMaHWe Ha runotesy [onbAlMMATA O NMOCTENEHHOM BKIIOYEHWU TeHOB B AeicTBUe. [eHbl CrocobHbI
[onroe Bpemsi HaxoauTbCsl B UHEPTHOM COCTOSIHUM U aKTUBMPYIOTCS! NLLIb B TOT MOMEHT, KOrda BO3HMKAeT cybcTpat, Ha KOTOpbIA OHU
MOryT OKa3aTb XMMMUYecKoe BO3aencTBne. Ho camblil BaxKHbIA NyHKT KOHUenuun MonbawmMmTa coctout, no mHeHuto Ceetnosa (1978, C.
208), B Te3nce: «CKopoCTU peakuunii, NPOUCXOASALLMX BCEACTBME AENCTBUS TEHOB, Pa3NUYHbI M COOTHOLLEHME X 3aKOHOMEPHO; MO3TOMY
pa3BuTME npeacTaBnsieT cobon CUCTEMY KOOPAMHUPOBAHHBLIX CKOPOCTeW peakuui». Kaxabli reH akTMBUpYeT OfHY OMnpeaerneHHyto
peakumio, a akTMBaLMs MOXET NPOUCXOAUTbL B pa3Hble Nepuoabl OHTOreHe3a.

Yto xe noHuman lonbAawMuAT nod reHamu? OH UMAAULMUTHO OTOXAECTBNAN reHbl C pepMeHTamu Unu katanvaatopamu, a pasHble
CKOPOCTM peakuuii U pasHble KOnmMyecTBa OpraHoobpasyloLlimx BeLUecTB CBA3biBan C pasHbIM KOMMYECTBOM reHOB-DEPMEHTOB B
oonnasme ANLEKNETKM M 3aTeM B Pa3HblX TKaHAX W OpraHax-mMulleHsX. VIMEHHO 3TO cMmenoe npeanoniokeHne O BapbUMpPOBaHWK
KOnmnyecTBa reHoB-()EPMEHTOB MPUBENO €ro K KOHMMKTY C XPOMOCOMHOW Teopuel HacneactBeHHoctn. B 1932 r. Nonbawmuar
npouutan nekuuto Ha 3ty Temy B CLUA Ha Mopckoit Guonormyeckoit ctaHumn B Byac-Xonne. Ho ero KOHCTpykuusi Gbina npuHsita
HacTopoxeHHo. Cam Tlonbawmuar nucan: «5  HUKOrda He  MOr  MOHATb, Mo4YeMy 9TOT  BbIBOA, CTPOro 0BOCHOBaHHbIV
3KCNepUMEHTanbHbIMW AaHHBIMW, pacCMaTpUBaeTCs HEKOTOPbIMU, Kak HevTo onacHoe...» (fonbawmuar, 1933. cm.: Cokonosa, 1998).

MopraH HasblBan paccyxaeHuns MonbawmMuara B 3TOM YacTU CKOPEE XMMEPUYECKUMU, Hexenu xumudeckummn (Ceetnos, 1978, C. 210).
Begb BbiBog [onbawMuaTa  OEWCTBUTENbHO MOAPbLIBAN OOHO M3 OCHOBHBIX MOMIOXEHUA XPOMOCOMHOW TEOpUM O paBHOM
NpeacTaBUTENbCTBE BCEX FEHOB B KIETKax, UX XXECTKOW CBA3W C NOKyCaMy XPOMOCOM, CTPOrof KOHBapuaHTHOW pedynnvkauuu u
HEBO3MOXHOCTN UX CBOBOAHOrO KONMMYECTBEHHOTO BapbMpOBaHWs. 3aMeTVM, YTO MO 3TON e NpuunHe 25 neT He NpuHMManacb Bcepbes
rnote3a b.Mak-KnmHTok 0 TOM, 4TO ecTb rpynna HacrneACTBEHHbIX 3NEMEHTOB, KOTOpble MOryT cBo6OAHO nepeaBuUratbCsl OT foKyca K
JIOKyCy ¥ BapbupoBaTb B YWCME Y Pa3HblX WHAMBUAOB U NWHWA, U MpW 3TOM akTuBauus MOBUMBHOCTU 3TUX 3MIEMEHTOB MOXET
NPONCX0AMTb NULLb B OnpeaerneHHble Neproabl OHTOreHe3a Ny NyLlb B ONpeaeneHHbIX TKaHax unm opraHax (cm.: Mony6osckui, 2000).
Takoro poga onnosnLMOHHOCTb NpUTArMBana Apyr k apyry Mak-Knuntok n lNonsawmuara (Keller, 1983, C. 154-157).

AHTMHOMUST MopraH-FonbawmMnT Bbina paspelleHa, kak 3T0 0Obl4HO OblBAeT B UCTOPUM, HA HOBOM BUTKE PasBUTUS reHeTukn B 1940-
1960-e rm. B gaHHOM KOHTeKcTe crniegyeT HasBaTb Takue OTKPbITMSA W KoHuenuun: 1) koHuenuusa buana v Tatyma «oauH reH — oauH
depmMeHT»; 2) oTkpbiTre JHK-BOI Npupoabl reHOB XPOMOCOM M KOAOBOMO MHOPMAaLMOHHOTO NpuHUMNa B AeicTBUM reHa B uenn OHK-
PHK-6enok; oka3anocb, 4TO, KOMMYECTBO TEHOB, Kak NpaBuUIO, OCTaeTcs MOCTOSIHHbIM, HO Ferko BapbUpyeT KOMUYECTBO WX
MHOPMaUnoHHbix PHK-konui, nHTeHcmMBHOCTb TpaHckpunuum PHK ¢ onpeneneHHOro reHa M WMHTEHCUBHOCTb TpaHCNAUUW Unn
MHTEHCUBHOCTb CUHTE3a nonvnenTuaa C onpedeneHHoro TpaHckpunTa; 3) KOHUenuusi reHHon perynsiummn »Kako6a n MoHo, oTKpbITMe
0coBbIX reHOB-PEryNATOPOB, KOTOPblE MOFYT BKIOYATb W BbIKIOYaTb GMOKM reHOB B pa3Hble NEpUOoAbl OHTOreHe3a B 3aBUMCMMOCTU OT
noTpebHOCTEN KMETKM 3a CYET CUHTE3a UMPKYNupyembix yepe3 uutonnasmy [OHK-ceasbiBarowmxcs 6enkos, cnocobHbix Mo mepe
pa3BUTMS NO3UTMBHO UMW HEraTUBHO PEryNMpoBaTb CTENEHb TPAHCKPUMLMKU OJHOTO UMK Cepum reHoB. Jlerko BUAETb, YTO 3TW OTKPbITUS
noaTBepAMNY cMenyto rmnoTtedy lonbAwMUATa O TOM, Kak reHbl PerynmpytoT OHTOreHes.

CxopcTBO B3rnsfos MonbAlWMUATA U XaKeny B 3amMblkaHWy TpUaabl reHeTUKa-pa3BUTe-oHToreHes Gbino NpuMHUUNmanbHbIM. M aTo BaxHO
nopyepkHyTb. Oba uccrefoBaTensl, BO-MEPBbIX, CUMTanM, YTO UMEHHO M3MEHEHUs] XOda OHTOreHe3a B paHHeM 3MOPUOHANbHOM
paseuTUM HavBornee BaXHbl AN MOSBMEHUS HOBLIX )OPM B 3BOJIIOLMM; BO-BTOPLIX, CBA3LIBANM MPOUCXOXKAEHWE ITUX U3MEHEHUN C
0COGbIMM  MyTaUMAMK, BAWSIOWMMKM NGO Ha aBCOMIOTHYIO UM OTHOCWUTENbHYIO CKOPOCTb pocTa, NMBO Ha KOMMYecTBO OCOGbIX
MOpdOreHeTUYECKNX BELLECTB (Mpexae BCero ropMoHOB U MOJeKyrn-MopdoreHoB), NMMbo Ha xapakTep 3aKOHOMEPHOro pacrpefeneHus
3TUX BeLLECTB (Kaxablii reH JOIDKEeH AelicTBoBaTb B A@HHOM MecTe U B AaHHOE Bpemsl); U B-TpeTbux, 0ba uccnefosatens npuaasani
0co60€e 3HaYeHNe LEeNOCTHOCTU OHTOTreHe3a, KOTOPbIN MPOUCXOAMT MO ONPEAEneHHON nporpavMme.

Yxe B 1920 r. lonbawmMmaT, obcyxaas 3akoHOMEpPHOCTH Npeobpa3oBaHns (hOpM B IBOMIOLIMKN, NPOAHaNM3VPOBaHHbIE B U3BECTHOW KHUME
TomncoHa, o6paTun BHUMaHWe Ha TO, YTO MHOXECTBO MOPOSIOTMYECKMX Pasfvuuil MOXKET MyTeM MPOCThIX MaTeMaTU4eckMx 3aKOHOB
GbITb CBS3aHO C M3MEHEHWEM OTHOCUTenbHOro pocta. Co CBoeit CTOpPOHbI, B TOM e 1920 r. lonbAWMMAT AenaeT npopoveckoe
npeanonoxeHue, KOTopoe BoLo B ero kHury 1940 r.: «Jo6aBuM k 3TOMY, YTO BbICOKO CreLmMani3vpoBaHHbIi AnddepeHumanbHbIi pocT



MOXeET GblTb MHULMMPOBAH 0GpasoBaHMeM crneundUYeckux ropMOHOB (4ETEPMUHUPYIOLLMX BELLECTB) B ONpedeneHHoe BPemsi; MOXHO
BOOGPa3nNTb MHOXECTBO 3BOSMIOLMOHHBIX MPOLLECCOB, KOTOpble 00YCnoBneHbl HEBOMbLUMMU KONMUYECTBEHHBIMW U3MEHEHUAMU Ga3nCHbIX
reHOB, NPUBOAALLVMU K CABUraM B YNOPAA0YEHHbBIX BO BpeMeHu koopavHauuii» (Goldschmidt, 1982, P. 311).

Ota ugesa Obina 3KcnepuMeHTanbHO NoATBEpXAeHa 3atem B pabotax u camoro lonbawmuara. W Hegapom Xakcnu HasbiBaeT
«npekpacHbIM 06cyxaeHnemM» To, Kak [onbAWMWAT CBA3bIBaN C 3BOMouUMei reHeTuky passutus (Huxley, 1944, P. 513). Xakcnu
3aMeyvaer, 4TO MpeacTaBuTeny LWKoMbl  MopraHa nMbiTanucb MNPeyMeHbLUUTb  3BOSMIOLMOHHYI0  BaXKHOCTb W3MEHEHWN [eHOB,
KOHTPOMUPYOLLMX POCT U MOPPONOrMYECKOe CTPOEHWE, a Takke BaXXHOCTb KOOPAMHALIMM UX AEViCTBUA B MPOCTPAHCTBE U BPEMEHMW.

Pasgen IV cBoel kHurn MonbawmmaT Hasean «MyTauuu, Bnvsiolme Ha paHHee pa3sutue» (Goldschmidt, 1982, P. 309). OH ykasan, 4to
yXXe B CBOEW kHWre, HanncaHHou B 1920-e rr. MNonbawmMuar (1923) npuen K NOHMMaHUIO, YTO reHbl, KOTOPble KOHTPONMUPYIOT pasBuUTHe,
[eNCTBYIOT NyTeM U3MEHEHWSI OTHOCUTENbHbBIX CKOPOCTE MHTerpupoBaHHOro npouecca AvddepeHuvaumn. ABTop oGHapyXun pasHble
COCTOSIHUSI HEKOTOPbIX FEHOB M CBs3an dTO C KOMUYECTBOM FeHeTUYeckoro marepuarna, U 3To MpYBENO K uaee, YTo onpefeneHHble
eAMHUYHbIE MyTaLUW MOTYT KONUYECTBEHHO BNUATL HA PaHHWUI 3MOPUOHANbHBIV NPOLIECC NyTEM U3MEHEHWSI €r0 CKOPOCTU OTHOCUTESNTBHO
apyrvix atanos anddepeHumnaumn. Ecnv Takasi MyTauusi BbKUMBaET, OHa BrieyeT 3a co6oi 0OfHOCTYNeHYaToe 3HAaYUTENBHOE OTKIIOHEHWE
pasBuUTHS.

Bnnotb go Havyana 1930-x rr. lonbAWMUAT nonaran, YTo 3BOMOLMS MPOUCXOQUT rMaBHbIM 06pa3oM NyTeM HaKONNEHUS MUKPOMYTaLUiA, 1
4YTO KPOME 3TOr0 BO3MOXHbI MyTaLW, KOTOpble BIMSIOT Ha paHee aMGPUOHanNbHOE Pas3BUTHE W BbI3bIBAKOT GonbluMe 3BOMIOLMOHHbIE
nameHeHusi. Kak nuwet lonbAwMuAT: «OTa MOsi Touka 3peHust Gbina mnpuHsTa ApYyruMu uccrefoBaTtensmy U ycuneHa B pabortax
XonpeiiHa (Haldane, 1932), Xakcnu (Haxley, 1932) n B ocobeHHocTn ae Bupa (Beer de, 1930), koTopbiii AeTanbHO paspabotan
npobnemy» (Goldschmidt, 1982, P. 311). Ho yxe B 1932-1933 rr., 06aymbiBas pesynbraTbl CBOMX UCCIeA0BaHWIM Mo reorpadmyeckom
M3MEHUYMBOCTU Wenkonpsga, MonbAWMUAT caenan peskoe pasrpaHuyeHne Mexay MVKPO- U Makpo3dBOMOLMEN, CBS3aB MOCIEAHION C
OeNCTBNEM 0CODbIX «CUCTEMHBIX MyTaLMin», MEHSIIOLLIMX XO4 3MOPUOHATbHOTO PasBUTHS.

lonbAwMuAT ykasan, 4to cama no cebe naes ocobor IBOMOLMOHHON BaXKHOCTU M3MEHEHWI HayYarnbHbIX 3TanoB aMbpuoreHe3a BoBCe He
HOBasi, OHa BbiCKa3blBariacb MHOMMMU 3oororamMu 1 naneoHTonoramu (®.Mionnep, A.Kennukep, 3.Kon, B.lapctaHr) n B HanbonbLuei
cTeneHun 6bina paspaboTtaHa A.H.CeBepuoBbiM B kHure «Mopdonornyeckme 3akoHOMEPHOCTM 3BOSOLMMY, NEPEBEAEHHON HA HEMELKMN
a3blk B 1931 . MonbawmMmAaT dhaktuyecku 6bin eAUHCTBEHHBIM 3apyBeXXHbIM 3BOMIOLMOHUCTOM, KTO MHOFOKPATHO LIUTMPOBAs U XOPOLLO
3Han pabotbl A.H.CeBepuoga.

HoBbiM, no rOJ'IbD,LLIMVI,ClTy n [Ox.Xakcnu, sBNsieTcss TO, 4TO Bnepeblie B UX paGOTax aTa uges 6bina BblpaXeHa Ha A3blke
q)mmonormqecmﬁ FeHeTUKN N CBA3aHa C KOHKPETHbIM U3y4yeHnem OencTens MyTaLlVIVI paHHero 3M6pVIOHaJ'IbHOFO pasBnTUA, B TO BpeMs
kak A.H.CeBep-L0B Nonb3oBasncs s3blkom 3M6pI/IOJ'IOI'I/II/I.

B rnaBe «3Boniouusi M noTeHuManbl pasBuTUs» [ONMbAWMUAT MOYTUM adOpUCTUHECKU OBBLSICHSIET, MoYeMy ANl UCTONKOBaHUs!
MaKpO3BOSOUMM HEOOXOAMMbI NPEeXae BCEro WU3MEHEHUs, 3aTparvMBaloLiMe OHTOreHe3: «... 3BOSIOLMUS O3HAYaeT nepexon U3 ofHOW
CcTabunbHOM cUCTEMbI B APYryld CTabunbHyl0 cUCTEMY pasBUTUS. [eHeTuyeckasi OCHOBa 3TOTO M3MEHEHWsI — NWb Of4Ha CTopoHa
npo6nembl... KakoBa Obl HM GblNla Hawa KOHUENUMs 3apOoAbllLeBOil Nnasmbl, MO3auka FeHOB WKW OpraHusaumus XpOMOCOM,
cneundUYHOCTb 3apOAbILLEBON Mna3Mbl COCTOMT B €e CMOCOBHOCTM MopoxaaTb CUCTEMY peakuuid, OHTOreHe3 WHAMBWMAA, COrMacHo
onpedeneHHOMy MOpsiAKY, KOTOpbI noBTOpsieT cebs nomobHo asTomaty. OBontouusi, Takum o6pa3om, o3HavaeT obpasoBaHue
onpefeneHHoro npotecca pasBUTUSi, KOHTPONMMPYEMOro W3MEHEHWSMW 3apOfbILLeBOW Nnasmbl, ¥ obpa3oBaHWe HOBOW CTPYKTYpbI
3apogabiweBoi nna3mbl» (Goldschmidt, 1982, P. 251).

lonbAWMUAT paccMaTpuBaeT Tpy rpynnbl PakToB 1 HABMIOAEHWI, KOTOPbIe NMOKa3bliBAOT 0COOYI0 BOMIOLIMOHHYIO BaXKHOCTb U3MEHEHUI
OTHOCUTENBHOIO PoCTa U CKOpOCTEN pa3BuUTUs: pakTbl 1 0606LEHUsI, COBpPaHHbIe B M3BECTHOW KHUrE aHrnUACKOro 3oonora TomncoHa
«Poct n dopma» (Thompson, 1917), romenosvcHble MyTauuu, EHOMEH PyAUMEHTaUMW W, HaKOHeL, MakpomyTauuu, KoTopble
lonbAWMWAT HasBan Bbi3blBaloLei ckaHaanbHoi metadgopor «hopeful monsters» — «nepcnekTuBHble MOHCTPbI». CobpaHHble
TomncoHoM MpuMepbl NpeobpasoBaHus POPM XUBbLIX OPraHW3MOB 3a cyeT npeobpa3oBaHWii CKOPOCTENW U MHTEHCUBHOCTU pocTa B
cucTeMe [eKapToBblX KOOpPAMHAT B 3HAYUTENbHOWM CTeneHu MoBAMSNKM Ha B3rMsabl v lonbawmMuaTa, u Xakenu. Mpeu n npumepsl
TomncoHa BOLLNWN COCTaBHOM YacTblo B pa3paboTaHHyto Xakcnv Teoputo annomeTpuyeckoro pocta (cM.: Goldschmidt, 1982, P. 317-323).
Jllo6onbITHO, YTO MOMLAWMMAT B CBOEW KHUre npugaet Gorbluee 3BOMIOLMOHHOE 3HaYeHVe KOHLUEeMnuun anfiomeTpuveckoro pocta u
obcyxxaaer ee Goree feTanbHO, HEXenu aBTop KOHUenuuu [hk.Xakcnu B CBOeli OAHOBPEMEHHO Bbilleflled kHure. Brnpoyem, aTo
HeyaUBUTENbHO, NOCKOMbKY CTAaHOBMEHWE KOHLENLMY anfiomeTpum 3aHano gecatunetus (Gayon, 2000).

B nctopumn Hayku 06bIYHbI cuTyaumn, Korga UCTOSIKOBaTeslb PacLUNpPAET UHTENSIeKTyallbHYo obnactb OTKPbITLIX ApyruMu dakToB nnn
BbICKa3aHHbIX APYrMMU rMnoTes 1 KoHuenuun. Mpouecc CToNKoBaHUS BKMNOYaET ABa acrnekTa: 1) repMeHeBTUKa, Korga nwyT BapuaHTbl
CMbICnia BHYTPU TeKCTa UM CUMBONa; 2) aK3eresa — MbICNK, npueawine nonyTHoO, No Xo4y WUCTONIKOBaHUA TeKCTa. HanomHum, yTo
NpPoOAYKTUBHOE Ha CTblke repmeHeBTMKa/:aKaeresa MCTOMKOBaHWe 1 OCMbICNeHne TekcTa bubnum anutca YyXe MHOrme COTHU neT.

lonbAWMMAT ykasan, 4To Xakcnu nepBblii NPaBUIIbHO UCTOMNKOBaN psa NPUMEPOB reOMETPUYECKOro onucaHuns MopdoreHeTU4ecknx
3BOMIOLIMOHHBIX TpaHCopMaLWii, pa3obpaHHbIX B KHUre TOMMCOHa B paMKax W3MEHEHWI rpaJneHTa Unmn ckopocTy pocTa B NepeaHem
UM 3agHeM rnomntcax 3MGpuoHa. ANMOMETPUYECKUIA POCT, COrmacHo npeanoxeHHoi B 1932 r. dopmyne Xakcnu, onucbiBaeTcs
copmynon: y = bxk, rae x — pasmep XMUBOTHOrO, y — pasmep anddepeHumnanbHO pacTyLero opraHa, k — COOTHOLIEHWe yaenbHbIX
ckopocTew pocta, b — ckansipHbli MHOXWUTENb. BenuumHbl X 1 y 00bIYHO OTKNaapiBaloT B norapudmMuyeckoMm maclitabe. Korga k=1,
COOTHOLLEHNE pasmMepoB CTPYKTYP HE MEHSIETCS, POCT NPOMCXOAUT M3OMETPUYECKU, YTO AOBOMbHO peako. B GonblwmHcTBe cnyyaes k
oTnnyaeTcs ot 1 1 MPONOPLMN MEHSIOTCA C M3MEHEHNEM PasMepoB.

Xakcrim B 1932 1. adhpeKkTHO NMPUMNOXMIT KOHLIENLUIO anfioMeTPMYECcKoro pocTa Kk aHanu3y deHotunuyeckoro nonmmopdusma (Huxley,
1932). Okasanocb, YTO XOTSl MypaBbW-CONAATHl M3-3@ CBOMX OFPOMHbIX TOMOBbI U YEnocTel BbIMSAAT UHave, Yem gpyrue paboune
ocobu, Bce MHoroobpasve ¢opm yknadbiBaeTcs B OHY arnfloOMETPUYECKyld KpUBYKD KacT B CeMbsix MypaBbeB. KoHuenuus
annomMeTpuMYeckoro pocta okasanacb BecbMa NPOAYKTMBHOM W MpW aHanuae nasnieoHTONOorM4yeckoro marepuana U CpaBHUTENbHOMO
Mopdpornornyeckoro aHanmsa 6nuskux BuaoB. [pu 9TOM  BLIBASIOTCA BapuaHTbl HanpaBMEHHOro OPTOreHeTU4eckoro pocta,



onpependemMble NpuHUMNaMn anoMeTpun U Mmano cedasaHHble C afanTUBHOCTLIO. B kauecTtBe npuMmepa lonbawmnaT 1 Xakenm npmneoaAT
FMraHTCKne pora TuTaHoTepueB.

HaknoH KpuBOM annomeTpuyeckoro pocta Kakoro-nubo opraHa NMbo MOXET MEHATbLCS B OHTOreHese, NMBO pasnuuaTtbCsi Y PasHbixX
BUAOB. Perynsauvsi pasvepa 3ayaTka, W3 KOTOPOro pasBMBaeTCsl OpraH, MOXET CYLIECTBEHHO W3MEHWTb XapaKTep anmnomeTpuyeckoro
COOTHOLLEHMSI. B CBOK oyepeab, pasmep 3ayaTka MOXET 3aBWCETb OT CKOPOCTU KMETOMHOrO AeneHWst W OT MyTauwii reHoB,
KOHTPONMUPYIOLLMX 3TY CKOPOCTb. Tak nerko nepebpacbiBaeTCs MOCT Mexay SBOMOLMOHHON BaXKHOCTHIO anioMETPUM U BaXHOCTbIO
M3MEHEHUI TEHOB, PErynnpyioLLMX CKOPOCTU PoCTa 1 pasBuUTus.

Ha wmHoxectBe npumepos [OnbAWMWAT MOKa3bIBAET, YTO MporpaMma pasBUTUA eCTb HeYTO LENOCTHOe, OHa He CBOAuTCA K
B3aVIMOJENCTBUSAM FEeHOB WM reHHomy 6GanaHcy. Cioga OH OTHOCWI, K MpUMepy, SIBfeHue pereHepauun, «BHYTPEHHee CBOWCTBO U
TEHAEHUMIO 3MOPUOHArbHBIX KMETOK akTUBHO nepeasuratbCs U 06beanHATLCA C ApYrMK KnetTkamu Ans obpasoBaHvst HOBOW TKaHU»
(Goldschmidt, 1982, P. 294). To4yHO Tak e Xakcnu nucan, YTo pereHepaums BCEMU MPU3HAETCA 3a BHYTPEHHE Npucyllee CBOWCTBO
XMBOrO, KOTOPOE He CBOAMUTCS K TOMY, 4TOObI CTONKOBATL €€ PacnpoCTPaHEHHOCTb y HU3LWmnX hopm (Huxley, 1944, P. 418).

lonbAWMWAT NoLwen fanee 1 Npeasioxun CBON cLeHapuii CBsA3ei B Tpuage reHeTuka-oHToreHes-asonioums. OH, Kak yxxe ynomuHanoch
BbILLE, MOCTyNMpoBars, 4YTo Ans BUAoobpa3oBaHWs BaxHbl He OTAefbHble MyTauuu, a peopraHusaums LeNOCTHOW CUCTEMbl FEeHOB,
ynpaenswoLwyx passutmem. /1 B aToM cMbICrie U3ydeHne siBfieHnin B 06nacTv reHeTkn nonynsaumnin (MUKpo3BOMOLMA) Mano YTo AaeT Ans
noHMMaHus obpa3oBaHVsA HOBbIX BMAOB W BOonee BbICOKMX CUCTeMaTUyeckux eauHuu. LlemocTHas oHTOreHeTudeckas cuctema, no
FonbAWMUATY, MOXET U3MEHSATbCS 3a CYeT OCOGOro TWmna HacrneACTBEHHbIX WU3MEHEHUI, CUCTEMHbIX MyTauuid UM MakpoMyTauuid,
3aTparnBaloLLMX paHHWe aTanbl Pa3BUTUS U XapakTep SHAOKPUHHO-TOPMOHanbHoro cratyca. OH ONMOHWMpOBan TakXke KnacCuyeckomy
NpeAcTaBneHnto 0 AUCKPETHOCTM XpoMocoM. OH cyMTarn, YTo XpoMOCOMa — 3TO LieNOCTHast yrnopsiAoveHHas cuctema; onpeaeneHHble
HapyLUeHns ee «nonew» crnoCobHbl NPUBOANUTL K PE3KMM M3MEHEHUSIM dMBPMOHanbLHOro pas3BuTusA. MaTepuanbHbIM aHanorom Takoro
poda uameHeHus nocnyxun ans lonbawmuaTta deHomeH addekTa MoMoXeHus B criydae XpPOMOCOMHbIX nepectpoek. W 3geck
lonbAWMUAT BO MHOFOM OKa3asics npae, OAHAKO aHanu3 aToro BOMpoca BbIXOAWT 3a paMku faHHow ctaTtby (cM. Mony6osckuii, 2000).
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