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BBEJAEHUE

Bronorns — ogHa M3 CaMBIX CIOYKHBIX €CTECTBEHHBIX HayK. CJI0KHOCTD JIO-
601t GHOIOIMYECKOM CHCTEMBI, CIIOCOGHOH K CAMOCTOSTEILHOMY CYIEeCTBOBAHKIO,
HaYWHAA ¢ KJIeTOK IIPOKapHoT ¥ KOHYaA sKOoCHcTeMaMu 1 Grocdepoii B eoM, Ha-
MHOTO IIPEBOCXOUT CIOAKHEOCTE 00HEKTOB HEKUBOI IPUPOAEI I TEXHIUIECKIX
yeTpoitcTs. PusnKa MMeeT 4eso ¢ QU3HYeCKIME IPONEeCcCaMI, XM — C XUMAYe-
CKUMU U QU3NIECKUMY, 6H0TI0rHs — ¢ PU3NYeCKUMY, XUMWYECKUMY, HHDOpMa-
OUWOHHEIME ¥ 6HI0JIOTMYECKMME, B COGCTBEHHOM CMBICJIe 3TOTO ClIoBa. CKazaHmoe He
yMassieT HU CIIOMHHOCTY, HY 3HAYEHUS QUaNKN ¥ X¥MUH, a JIUIIL O0bACHAET, I10-
YyeMy BCe TPY YIOMAHYTHIE eCTeCTBeHHbIe HAYKH, BOSHUKINNE B TPYAaX aHTUYHBIX
dumocodos, Kak equHEAR HayKa O IPHUPOJE, PA3BHBAINICH PASHBIMY TEMITAMH.

Bropoit nprunaoi TPYLHOCTY H3YUEHUS KUZHY ABIACTCA ee pasHoobpasue.
Ilepuonuyeckas cucrema J. V. MeuzeneeBa BKIOUAET, KAK U3BECTHO, 92 site-
menTa (6e3 TpancypaHoBEIX). K cepemune 90-x rogos XX B. MuBepasoram 6u110
HMZBECTHO BCET0 OKOJIO 36 ThIC. BUIOB eCcTeCTBEHHEIX MUHepaioB. Buonornueckoe
PasHoo6pasue, COCTABIIAIIIEE COBPEMEHRYI0 6rocdepy, Ha BU0BOM YPOBHE OLle-
HUBaeTCA PasHLIMY aBTOpAME yucioM OoT 1,5 10 3 MJIH BHAOB, UTO COCTABIAET
IpuMepHO 3% OT YuCJIa BUJIOB, CYILECTBOBABIINX Ha NPOTSReHNN 3,5—4 Mapy
Iet uctopuu 6uoceprt 3emnu. K ckasaHHOMY CleAyeT 106aBUTD, YTO KaKIas
0c065 1106010 Brsia yHEKATbHA. OLIEHUTE YPOBEHD GHONIOTHIeCKOT0 pasHoo6pa-
3UIfl B IIPOIILIOM AOCTATOUYHO TPYAHO U3-38 HENOJIHOTE ITaJICOHTONOTHYeCKOI Ie-
Tonucu. IloaTomy, B 4acTHOCTH, BHIIEIIPUBeeHHAN OeHKa B 3 % OCHOBAHA HA
SKCTPAIOJAIUY B IIPOIILIOE JAHHBIX IT0 COBDEMEHHOMY GHOJIOrMYeCKOMY PasHO-
06pazuio, KOPPEeKTUPOBAHHBLIX AaHHBIMY [AJICOHTOIOTHH.

JIxomu BO BCe BpeMeHa CTPeMUINCEH OOBSICHATE Cebe IPONCX 0K, JeHIe OKPYKa-
IOIfero ux Mupa u, B TOM YHCJIe, KU3HU. PesuruosHoe o6bACHEHNE CYIIIeCTBOBA-
HHS EKu3HNA caMmoodyeBHAHO: Bor cozpan :xusHb Ha 3eMie Takoi, KaK MBI ee BH-
AuM, BB HEM3MEHHEI, TAK KAK OH YK€ B HEH3'bACHUMOI MyIPOCTH CBOEli co3aa
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X IIPHECIIOCOOIEHHBIME K T€M VCJIOBHAM, B KOTOPBIX OHH KUBYT. IlaIbHEHITKNX
o0bsicHeHUIT He TpebyeTcs, a 3a/iada HAYKH, B TOM YucJe U GUOJIOTHY, COCTOUT
B [IOCTHYKEHUHY 00KECTBEHHOTO 3aMbIcia. Tak ee hopmynmipoBaiy QpaHITy3CcKIe
npocBetuTenn XVIII B. Tak e ee GopMymHpPyIOT ¥ COBPEMEHHBIE IPOTPECCUB-
HBIE IeUCTHI, IIPU3HAIOIYe 3BOIIOIUIO, KaK OJUH U3 3aKOHOB IIPUPOIHL, CO3IaH-
BeIX Borowm. IIpencraBnenue o 60:XeCTBEHHOM COTBOPEHUY KU3HY HA3LIBACTCS
KpearuoEu3mMoM (0T Jat. creatio — TBop1O).

Vaxe 6oslee cTa JIeT pa3BUBAIOTCA HayYHbBIe OObACHEHNA BOSHUKHOBEHUS XKI3-
HH. BEINOJIHEHO 3HAYNTENBHOE YUCIO HCCIeOBAHMEL, B X0/l KOTOPBIX OLLIU pe-
KOHCTPYHPOBAHDI YCIOBUS BOSHUKHOBEHUS GEJIKOB B APYT'UX CIOMHEBIX OPTauu-
YeCKUX MOJIEKYJI, X 00beJUHEHNA B MEOTOMOJIEKYISIPHLIE KOMILIEKCH — KOa-
IepBaThl, MUKpocephl 1 T. II.

IIyTe oT CI0HOM IT0 XMMHWYECKOMY COCTaBY ¥ AOBOJIBHO YCTOMYMBOI BO Bpe-
MEeHM Kainlli— KoalepBaTa, OTAeJeHHOH 0T OKPYIKaIoIell cpebl MeMOpaHoii,
TO eCTh (Paz0Bo-060cO06IeHHEOI U DOTOMY YaCTO HA3LIBAEMOM IPOOHOHTOM, —
Ji0 KIIeTKH, o0Jafiarinell annapaToM HacleCTBeHHOCTH U CIOMKHON yIIopano-
YeHHO! CTPYKTYPOI, He MpOMfeH HU TeOpeTHYECKHU, HH 3KCIEePUMeHTATLHO.
Cy1iecTBYIOT TONBKO NOAXOALI K 3T0i mpobiieMe, OCHOBAHHLIE HAa TEOPUM HEPaB-
HOBECHOH TePMOAVHAMUKY U Ha HEYUYEHNH aBTOKATAIUTHYESCKIX TUIIePIUKIOB
XUMUYECKUX PeaKIuii.

3T1oT mpoben MOPOSUI IIpEeNCTaBIeHHe O TOM, UTO .I3HL He BOSHUKJIA Ha
Semie, a 3aHeceHa Ha HAINLY IJIAHETY U3 Kocmoca. IIpencTasiielne o0 BEe3eMHEOM
OPOUCXOMKACHUHY KM3HHU ITOJIYYNIIO HazBaHue Teopun nancnepmun. OHO He IIpo-
THBOPEUNT 3BOJIIOIIUY B T€X BPEMEHHBIX PAMKaX, B KOTOPLIX passuTue 6uocdepnl
OPOCJEKUBAETCS MajieoHTONOTHel. [peBHelille M3BeCTHRIE U OKa3aHHEIE
NaTeOHTOJIOTHYECKUEe HAaXoaKu — (occunnu (or sat. fossilis—muckonaemsie)
[aTupyloTca BozpacToM 3,46—3,5Mupn net. 9To, NO-BUANMOMY, IPOKapH-
OTHI — IMaHobaKTepuu. Teopus nancnepMuy ¥MeeT HEMHOTO CTOPOHHHKOB.
Bo-niepBnIx, 3aHOC CIIOD, IUCT WU KJIETOK IIPOKAPHOT U3 KOCMOCa He CHUMAeT
Opo6iieMBl NPOUCKOMAeHNS KUsHY. Fcnu BceneHHas BOZHUKIIA B pe3yibTaTe
6ONBIIOTO B3PBIBa, TO 1 JKU3HD BO BCEJIEHHOI MOIVIa BOSHHUKHYTEL TOIBKO IOCIe
B3pHIBa, TO €CTh JKU3HD He MOIJIa CYIIleCTBOBaTh BCersa. Bo-BTOPHIX, KeCTKHe
KOCMWYeCKYe JIYIH eiBa JIM MOT'YT OCTABUTH B 3KUBBIX JIIOOVIO KJIETKY, JOCTATOY-
HO JOJNTO HaXoAAmyoocsa B Kocmoce. B Conseunoi cucteMe JKU3HDb, HACKOIBKO
3T0 N3BECTHO, CYIECTBYET TOJBLKO Ha 3eMJIe.

Bo3HMKHOBEHME TEOPHY 3BOJIIOIMH
IIpencrasneHue 0 }XKUBOM IPHUPOAE KakK O PABBUBAIOIIEIICS S5BOJIONNOHUPYIO-
el cucTemMe BOSHUKJIIO B AaHTUYHOM PIIOCOPUY 1 BOCXOAUT K PHUIOCO(DCKOH M-

anmeKkTHIecKoil cucteme LepakmuTta Idecckoro (Kou. VI—mau. V B. g0 H. 3.).
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OnHaKo, Hay4HOe 000CHOBaHUE 9TOH HieH pa3pabaTEIBAIOCh OYeHb MEIJIeH-
HO, 3HAUYUTEJBLHO MeJJICHHEee, YeM Pa3BUBAINCEH IMINpHYecKle 3HauuA. JInnin
B XVIII B. Tpancopmusm (yieHnue 06 N3MEHAEMOCTH BHIOB), CTA TeYEHUEM
He TOJIBKO (rocodckoil, Ho 1 6uonornydeckoii muican. 3. JMapeus (1781—1802)
B Aurmu, K. Brogdor (1707—1788) Bo ©pannuu, 1 pan MeHee U3BeCTHBIX
GuOJIOTOB PAa3BUBAJIY NPEACTABIICHNE O TOM, YTO BHbI JKHBOTHBIX U PaCTeHUH
He OGBLIY CO3AaHBI BOrom TaKuMu 1 B TAKOM KONHWYecTBe, KaK 3T0 HabonaeTcs
cedyac, 8 BOSHMKAIU APYT OT Apyra. OG0CHOBaHMeM CIIy»KUJIY, INIaBHBIM 00pa-
3oMm, ABa Qaxra: 1) Hamuyme 06IUX OIPUIHAKOB y GONBIINX I'PYILI KUBOTHBIX
¥ PACTEHUI], IIPUYeM YICJIO TAKHX [IPUSHAKOB YBeINYMBAETCS [IPU [IePEX0/ie OT
TaKCOHOB BRICIIETO PaHTa K TAKCOHAM GoJiee HU3KOro panra (0T KJIacCoB K OTpA-
niaM, OT OTPSAOB K CEMEMCTBAaM ¥ T. JI.); 2) CYIIeCTBOBaHTe NePeXONHbIX PopM
MexAy ONHMEKHMMU BuiaMu. OHAKO, TPAHCPOPMUCTEI He OGCYXAAIH IPUINE
M3MEeHAEeMOCTH BHUIOB.

Jaumbie, KOTOPEIME OIE€PUPOBAIN CTOPOHHHUKU TparchopMU3Ma, He JOKa-
3BIBAJIM BOSHUKHOBEHUSA BHAOB JPYT OT APYTa, TaK K&K MOTIIM OBITEh O0bACHEHE]
¥ C IIO3UII KPeallOHI3Ma, T. €. KOHNEINH HeU3MeHHOCTH BUOB, COTBOPEH-
ubIX Borom. Hanpumep, cooteyecTBennuK 1 coBpemenauk . Hapsuna P. Oysu
(1804—1892) cospan TeopuIo, yaYHO OGBACHSIBIIYIO €AMHCTEO IIAHA CTPOEHUS
(CXOACTBO IPUBHAKOB B IIpejieax GONBINNX TAKCOHOB) KMBOTHBIX C ITOSUIIHIL
KpeanwonusMma. Beinenus Haubosee o6lre OIpUSHAKY CKeJeTa IO3BOHOYHEIX,
OysH nocTporI 0606INeHHbIE CXeMbl, ApXeTHUIbI, CKeIeTa B eJIOM U pAIA eTo Ua-
creil (4Jepena, KOHEUHOCTEEH), YTBEPHKAAA, UTO APXETHUI — ITO U CTh IJIAH TBOpe-
HUs, TeHepalbHaA CXeMa, 10 KOoTopoii Bor cosman :xuBoTHBIX. CymmecTBOBaHYE
nepexonHbIX (POPM MeKAY GIUZKUMY BIJAMYU MOYKHO GBLIIO HETEPIIPETHPOBATD
KaK nepeKpblBaHNe USMEHYUBOCTH, & He OTCYTCTBHE UETKUX IPaEMI] KajKI0T0o
U3 CpaBHUBaeMEIX BUZ0B. OCHOBaTe 0 HayuHOH cucteMaTuky Kapny JIurHeo
(1707—1778) npuna nesKuT OIpeACTABICHHE O TOM, YTO He IPUSHAKY OLpeneIs-
10T cienMUKY BUJa, a BIJI ONIpefielIdeT CBOMCTBEeHHEIe eMy NpusHaku. BmecTte
C TeM, B KOHIIe KU3HY JIMHEeH BRICKA3a IPeAIoIoKeHNe O TOM, UTO HOBbIE BH-
ABI PACTEHUII MOT'YT BOSHUKATE IIyTeM MU0 puAnsaIuy 61usKIX, HO PASHBIX BH-
1ioB. B rop BeIxoza nepBoro usanus kaury Yapiansa Japeuna «IIpoucxomxgenue
BH/IOB TyTeM eCTeCTBEHHOI'0 OTGOpa WM NepekuBaHUe Haubojiee IIPHUCIIOCO-
OreHHEBIX pac B 60pbe 3a CyIIeCTBOBaHUe» (1859) Bo Ppannuu 6nL1a usana
Monorpagus 1. Fogpona (1859), KoTopsiii, cONOCTaBNAS TPU3HAKY BUIOB TH-
KHX }KMBOTHBIX ¥ IOPOJ AOMAINHUX KHBOTHBIX, OKA3LIBAJ HEeM3MEeEHOCTD BH-
RoB. Cornacro I'oxpoHy, BUAOBbIe NIPU3HAKY He MOTYT HI BOZHUKATE, HUI UCUe-
8aTh, TAK KAK B IPOTUBHOM CJIy4ae NEePexOmHBIX (GopM ObII0 GBI Gosbime, yeM
BHJIOB, a Ha caMOM fieie KapTuHa obpatHas. HecMOTps Ha OTCyTCTBHE OKa3a-
TEIbCTB 9BOJIOIUY, TPAHCGHOPMHUEM IOCTEIEHHO PACIIPOCTPAHSAICS CPeay GIo-
JI0rOB, mpedk/ie BCETO IIOTOMY, UTO HaIuUHe IePeXONHbIX JOPM MKy BULAMU
BCe »Xe HaTaIKMBAJIO Ha MBICJIB O POJICTBE MEXKTY HIMU.



B 1809 r. yuenuk K. Broddora K. B. Jlamapk (1744—1829) usnan csow
SHAMEHUTYI0 KEUTY «Punocodusa 3000TuM», B KOTOPOH OH HM3IOMHUI yiKe
He TpaHCGOPMHUCTCKYIO UK H3MeHAEeMOCTH BUOB, & BIOJHE 3aKOHUYEHHYIO
TEOPHUIO SBOJIONMY JKUSHU. DBOIOIMOHHASA TEOPUA OTINYAeTCH OT TpaHcdop-
MUCTCKHMX OpeJCTaBIeHUI TeM, UTO pacCMAaTPHUBAET 3BOJIOIUIO KaK Bceobllee
SBJIEHIE KUBOH IPUPOALI M MCCIefyeT ee ABMKYI{Me CHUJBI. Jlamapk omnm-
pajica Ha JBe rpynnbl HabniofaeMbIX (GaKToOB: Ha HATWYHUE IIePEXOAHBIX (pOpM
MeskAy BUAAMH (KaK ¥ TPaHC(POPMUCTEI) ¥ Ha BOSMOJKHOCTH BBICTDOUTEH BCE
JKUBBIE CyIIeCTBa B HEIIPEPHIBHLIN BOCXOAAIIUH DS 10 MPU3HAKY BO3PaCTaHUA
CII0MKHOCTH UX cTpoeHuA. COBCTBEHHO, TAKOM PSJl, «JIECTHUILA CYINECTB», ObLI
noctpoeH eme B XVIII B. mBeiinmapckum zoonorom III. Bormas (1730 —1793),
a OpefCcTaBAeHNuS 00 YPOBHAX CIIOMHOCTY OPTaHU3MOB, IO CYTH O CTEIIeHH CXOJ-
CTBa C YeJIOBEKOM, BOCXOMAT K aHTUuHOll puirocodpuu. Oprako, po Jlamapka
JlecTHUIA GhlIa HeITOABIKHON: KasK LIl BUJ| CYLI[eCTBOBAJI Ha CBOeH CTymeHH,
oTBeNeHHOH eMmy Borom, a YUTAJICHA DAL CBEPXY BHUS, T. €. OT YeJI0BeKa K ¥KU-
BOTHBIM. JIaMapK IepBEIM BHICKA3AJ MHEHUE, UTO DAL 3TOT He HHMCXOAAIIUMA,
a BOCXOASAINUI, YUTaeMbIil OT HUSNINX (HOPM KU3HM K BBICIINM, U YTO JIECT-
HUIA CYIeCTB OTPAKaeT 3BOJIOIUIO, T. €. IPOIleCC PasBUTHA 110 IYTH YCIIOMK-
HeHUA OpTaHN3anuu.

Iostomy JIaMapk ¥ IpeAmoiI0 KNI CYIIeCTBOBaHHE IBYX HE3aBHCHMBIX Ha-
npasixenuii sposonun: (1) rpajanuwo, T. €. PA3BUTHUE OT NPOCTOTO K CIOMKHO-
My, H (2) usMeHeHHNe IO BO3LeHiCTBUEM YCJIOBHY CDe/lbl, CO3AAI0INEe PAa3HO-
obpasye BHUIOB Ha KayKAO CTYIEHM Ipajalliy. YCJIOKHEHUEe OpraHuzalluu
IPOMCXOJUT, coryacuo JlamapKy, Ioj AeiiCTBueM BHYTPEHHE CBOMCTBEHHOT'O
BCEM JKUBBIM CYIECTBAM CTPEMJICHUSI K COBEPIIEHCTBOBAHMIO, II0 CBOEH CYTH
TeJNeOJIOTHYeCKOT0 IPUHENUNA. OT0 CTPEMIIeHNE 3AJIOKEHO B KHBOM IpUpoAe
IIpu coTBOpeHuH Mupa. CocyIlnecTBOBaHNE M HUSIINX ¥ BBICIINX (OPM KUSHU
JlaMapK OGBSICHAI ee TOCTOSHHBIM CaMO3aPOXKAeHUeM: HU3IIINe CyInecTBa (Ha-
IpuMep, ONHOKJIETOUYHBIE) BOSHUKIIM HEJABHO U ellle He yCIe/lu HPOABUHYThH-
CHl IO IIYTH Ipafaiuu.

VzMmeneHNe OpPraHu3MOB MOZ BO3ZEHCTBHEM cpenbl JlaMapk o6bACHAT IpU
TOMOIIJY ABYX 3aKOHOB.

IepBBIi 3akoH: «BoBCAKOM JKHMBOTHOM, HE JOCTUTTIEM IIPEeJieJIa CBOETO
pasBuTHs, GoJee uacToe U HeoclabeBarolTiee ynorpebierne KaKoro-mu6o oprasa
VKpeILIsieT MaJio-IIOMAY 3TOT OpT'aH, Pa3BUBAeT ero, yBeIMYUBaeT U coobIaeT
eMy CHJIy, COPasMepHYIO C AJIHUTEIbHOCTBIO CAMOTO yInoTpeblleHud, TOT/ia KakK
[OCTOSTHHOE HeyoTpebiieHue ero HeIIPUMETHO ocl1abisaeT ero, IPUBOAKT B yIia-
ZIOK, IIOCJIeN0BaTeILHO COKPAIaeT ero CIIOCOOHOCTH U, HaKOHeI], BBIZBIBAET eI0
HCYe3HOBEHUE» .

Bropoii zakoH: «Bce, 4TO IpUPOAa 3acTaBUia ocobeil mpuobpecTu uiu
yTPaTUTh I10J] BAUSHUEM 0GCTOATENLCTE, B KOTOPBIX € JaBHUX IOp IpebbIBana
UX TOPOJZa, a CIENOBATeILHO, 10 BIUSHIEM IIpeobIafalolnero yuorpebienust
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H3BECTHOTO OpraHa WJIH 10/, BIUAHIEM ITIOCTOSHHOI0 HeyIoTPe6JIeHIst M3BECTHOH
yacTH, — BCe 9TO OHA COXPAHAET IIyTeM Pa3MHOMKEHHS B HOBBIX 0CO0AX, IIPOHC-
XONAITUX OT NPEKHMUX, €CJIH TOTBKO IPHOOpeTeHHbIe H3MEHeHHS 001He 0601M
OJIAM HIIH TeM 0COBSM, OT KOTOPBIX IIPOU3OLIIN HOBBIES .

Teopusa JlamapKa He noJiyunsia OpUSHAHUSA cpeJH ero COBPeMeHHUKOB, UTO
6BLI0 OOYCIIOBIIEHO PANOM IIPHYMH,

1. W3-3a nonutHiecKkoil o6cranoBKY B Esponte Havana XIX B. (Hamosieoxos-
CKUe BOMHBI) 3Ta TEOPHUA OCTAJIACH MATOM3BECTHO U ITOIYYNIa PacIpocTpaHe-
HUe JIUINE ITOCJIe CMepTH JlaMapKa.

2. PaxTUYeCKoe 0OOCHOBaHNE M3MEHEHWH BUAOB IIOJ BO3JeCTBIEM Cpe-
Al OBLIO ABHO HENOCTATOUHBIM. JleficTBMe CBOMX 3aKOHOB JIaMapK IOSCHSI
IMIUb BBIMBIUIEHHBIME IDpuMepamu: «BeperoBas ntuma, niasBapormasi HeO-
XOTHO, HO BBIHYMKACHHAA AEPHATHCSA BOIMU3YM BOALI 13-3a JOOBIUN, IIOCTOSHHO
HaXOAUTCA B ONACHOCTH NOTPY3UTHCS B uil. He Kenas, OAHAKO, IOTPY3UTHCS
TYJIOBUIIEM B JKUJKOCTD, OHA IIPUJIAaraeT BCe YCHJIUS, UTOOLI BHITAHYTDL U VI-
JIMHUTEH CBOM HOTH. B peayibraTe IPOROMKUTEILHAA IPUBLIUKA AAHHON IITH-
IBI ¥ BCeil ee MOPOABI — IPUBHIYKA ITOCTOSHHO BBITATHUBATEL U VIJIMHATH HO-
Y — MaJIO-IIOMAJIY HpuBelia K TOMY, YTO 0COGH NaHHO OpOABI CTOAT KaK GBI
Ha XOAYJAX Ha CBOUX AJIMHHBIX M TOJBIX HOTAX, JUINEHHBIX IepheB 7o Oenpa
M 4acTo BEHIIIE».

ITono6uble paccyxaeHUA He MOIIH yOe[UTh Cephbe3HBIX HCCIefOBaTeNell,
TeM OoJiee, UTO C MOUNUI yIIPAKHEHU U HEYIPAsKHEHHA OPTaHOB HEBOSMOYKHO
00'bACHUTE Pa3BUTHE OYEHB GOIBINOIO KIacca IPU3HAKOB — OPraHOB IACCUBHOMH
samuThl. J[JefcTBUTeNbHO, NAaHIUDPh Yepernaxu UM GPOHEHOCId, PAKOBUHA
MOJLIIIOCKA, MIOKPOBUTEILCTBEHHAA OKPAcKa U T. I1. IPU3HAKY He MOTYT yIIpaxk-
HATHCS, OHU JTH00 3al{HITIA0T, IU60 He 3alfUINAI0T OPraHu3M OT OIIaCHOCTH.

3. Ilpurnun rpajgamuy BLI3Ba e Gojiee OTPUIATENBHYIO PEAKIHIO: B Ca-
MOZapoKieHIe KUSHU, B TO BpeMsA HUKTO M3 CEPhE3HBIX GHOJIOTOB HE BepILI.
Y. lapus B nucsMe K cBoeMy Apyry, 6otanuky J[x. I'ykepy, passacHsas coe
oTHorernue K Teopun . B. Jlamapka, nucan: «VM36aBu mens Bor ot rirymoro
JlamapkoBa cTpeMyIeHIS OPraHU3MOB K COBEPIICHCTBOBAHMIIO .

4. KpeanlMOHNCTCK e IPe/CTABICHNUS, TOAEPKIBaeMbIe PeJIUTHOZHON IOK-
TPUHON XPUCTUAHCTBA, OBIIIN OYEHD CIJILHLI B CPeAU GUOJIOroB, U cpefu Guio-
co(oB, YTO, ECTECTBEHHO, HE CIIOCOGCTBOBAJIO MPUHSATHIO HA BEpPY SBOJIOIUOH-
HBIX Ujeii.

TparchopmucTcKue mpeacTaBICHNA TPOAOIKAIY PASBUBATECS, HO X 000CHO-
BaHUe 0cTaBajIOCh Ha ITpeskHeM YpoBHe. TpauchopMUCTEI He MOTJIM HU OpeficTa-
BUTE ONPSIMBIX NOKA3aTENLCTB HBMEHAEeMOCTY BUJIOB, HU O0bACHNTH MEXAHN3ME]
U IpPUYMHEI 3TOTO fBJeHUs. [103ToMy DO3UNNK KpeallloHI3Ma HeM2MeHHO OKa-
SBIBAJIVICEH ITPOYHEe: KPEAlMOHUCTAM He IPHUXOAMIIOCEH TOKA3hIBaTh HEU3MEHHOCTD
BHZOB, OHA COOTBETCTBOBAJIA HAGIIOaeMbIM (PAKTAM. Hanpumep BecKEM apry-
MEHTOM B II0JIB3Y KpealOHN3Ma OKaza/luch IpuBeseHHbIe Bo DpaHIuI0 Ioce
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erumeTcKoro noxona Hamoreora MyMuy CBAINEHHBIX KUBOTHEIX. KpoKouIsL,
KOIOKY U T. A., mymubunupoarssle 5—6 THIC. JIeT Ha3a[, OPUHAIIEKAIH
K HBbIHe CyIlecTByINUM BHaaM. IToatomy moGena B 1830 r. kpeanuoHucra,
GrecTsero zoosora u nageorTosnora JK. Kiosbe (1769—1832) B myGauysHoM
aucoyre ¢ Tpagcdopmuctom 3. Hoddpya Cerr-Unepom (1772—1844), Tarxe
OYeHb KPYIIHBIM 200JI0T0M, O6bLna Hecayuaitua. CTpeMsCH JOKa3aTh eIUHCTBO
IJIaHa CTPOEHMSA BCEX »KMBOTHBIX, 9. dKoddpya Cent-HUnep, oCHOBHIBaACH Ha
OIMIOOUYHEIX faHHLIX CBOUX YYEHUKOB, NEITAJICH IOKa3aTh, YTO IIJIaH CTPOSHUA
TIO3BOHOUYHDIX MKMBOTHBIX MOKeT OLITh TpaECchHOPMUPOBAH B IINIAH CTPOEHUS IO~
JIOBOHOTHMX MOJLIIOCKOB, B IIpoTUBOBeC Teopuu K. Ki0BLe 0 YeThIpex COBEPINEHHO
He3aBHCUMLIX ILTaHaX CTPOeHUS KUBOTHBIX [[IO3BOHOYHBIE, MOJIIIOCKH, JIYIH-
cTHIE (UTTIOKOKHe U KUINIeYHOIIOJIOCTHLIe) U NaHIUPHEIE (PaKooOpasHble H Ha-
cexoMbie)]. KioBbe BIIOJIHe 00OCHOBAHHO JOKa3aJ HECONOCTaBUMOCTh CTPOCHUSA
MOJIJIIOCKOB M ITO3BOHOYHBIX.

IocKoNIbKY BUABI USMEHSIIOTCS KpaiiHe MeIJIEHHO, 6AMHCTBEHHEIN CII0CO0 /10~
Ka3aTh 3BOJIIOIAI0 — BEISBUTH €€ PEAThHO AelfCTBYIOIME ABUKYINNE CHIIbL. ITY
sagauy u permun 9. Hapsun (1809—1882). Bo BBesierun K «IIpoucxomxaeHuio
BUJIOB...» OH IIHCAJ: «YTO KacaeTcsi BOIPOCa O IIPOUCXOMIEHUY BUJIOB, TO BOOJ-
He MBICIVMO, UYTO HATYPAIUCT, PasMBIIIIAIINHYN 0 B3AMMHOM CPOJICTBE MEXY
OPraHNYeCKUMH CYIecTBaMy, 06 X 3MOPHOJOTUYECKUX OTHOMIEHUAX, X I'e0-
rpaduuecKoM paciopoCTPAHEHUH; Ie0JIOTUYeCKOM 0CIeI0BATENBHOCTH B Ipy-
rUX NOJOGHBIX (PaKTax, MOT GBI OPMITH K 3aKIIOYEHHNIO, YTO BUABI He ObLIH
CO3AHLI HE3aBUCHMO OFHHU OT NPYTHUX, HO IPOMBOIILIN, HON00HO PasHOBULHO-
cTsAM, OT APYrux BuAoB. Tem He MeHee MoZOGHOE 3aKIIOYEHUE, XOTH OBl laKe
XOpOIIO 06OCHOBAHHOE, OCTABAIOCH OBl HeyIOBIeTBOPUTEILHEIM, IOKa He ObI-
10 6BI DOKazaHO, IoUeMy GecumHCleHHbIe BUABI, HACEJNSOIHUe 3TOT MUD, U3-
MeHSINCH UMEHHO TaKuM 06pa3oM, UTO OHM NIpPHOOPeTaau TO COBEPIHNEHCTBO
CTPOEHUA U B3aMMOIIPUCIOCOONEHNS, KOTOPOe CIIpaBe/iJIMBO BHISBIBAET HAalle
usymieHEne». I JlapBuH BBIABUI 3T JBHKYIIUE CUJIBI, TIOKas3aB, YTO Heolpe-
JleJIEHHOH HaC/IeNCTBeHHON M3MEeHUYNBOCTH, GOPLOEI 3a CYIleCTBOBaHUe U IIPO-
HMCXOJSAINEro B ponecce 60pb0BI 3a CYINECTBOBaHNE eCTECTBEHHOTO 0T60pa He-
06X0AUMO U AOCTATOUHO, UTOOBI O0BACHUTL NIOOBIe M3MEHEHUA OPraHu3MOB
B IIPOIleCCe 3BOJIIONUU.

Cnenyer nofguepKHyTh, uTo Y. J[apBUH He GBI IePBOOTKPHIBATENIEM €CTe-
CTBEHHOTO 0T00Opa KaK SBiIeHus Ipupofbl. OH He3aBHCHMO OT IIpeAIIeCTBeHHN-
KOB OTKPBLI 5T0 SBJIeHHe, HO IPEAIIeCTBeHEUKY 6bmn: 9. Brute u I1. MeTn0
no Dapsuna, a A. Yoiaec OJHOBPEMEHHO ¢ HUM IIPUIIJIM K MBICIH O IIePeku-
BaauM GoJlee mpucHocobseHHbix opraEuaMoB. He 6611 Y. JlapBUH U NE€PBBIM
6HOJIOTOM, BBICKAZABIINM IpeACTaBIeHNe O BCEOOIITHOCTH 3BOMIOIMH. ITa YeCTh
npuragiexut ¥. B. Jlamapky. Ho Y. lapsus 6511 nepBeiM 6HOJIOTOM, JOKA-
3aBIIHM 3BOJIIONHIO, T. €. BCKPHIBIIUM ee PEAIbHO CYIeCcTBYOIUe B IPUPOAE
ABIKyIUe cuibl (GaKTOpBI), IPUYeM eJUHCTBEHHO BOSMOMKHBIM B TO BpeMs
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crrocoGoOM: Ha Ip¥Mepe MCKYCCTBEHHOTO O0TGOPa, TMTAHTCKOI'O SKCIepUMEHTa,
[TOCTABJIEHHOrO YeJIOBEYECTBOM B MPOIleCcCe BBENCHUS B KYJLTYPY U JaJbHeli-
mrero Ipeo6pazoBaHUs IIOPOJ, AOMAIIHUX JKHMBOTHBIX U COPTOB BOZ[EJIbIBaE-
MBIX PaCTeHUH.

Bonee uem CcTONETHUY IEPUOJ PASBUTHS TEOPUH BOJIOIMY OATBEPIII He
TOJLKO IIPABUIIBHOCTD OCHOBHBIX ITOJIOMKEHMI JapBUHN3MA, HO ¥ [IOPA3HTENIBHYIO
JIOTMYHOCTh PACCyK/AeHUN U J0KAa3aTelIbCTB, IPUBOAUMEIX €TI0 CO3aTesIeM.

JLlapBuMHM3M

IBOIIOINS, II0 CPABHEHMIO C IPOAOIIKUTEIBbHOCTEIO YeJIOBeUeCKOH KUZHN, —
MeAJIeHHRIH mponecc. 06 aToMm noragbiBaics eme Jlamapk. B skcnepumente, To
€CTh B MKeCTKHX M KOHTPOJHMPYEMEBIX YCIOBUAX, JIETKO NOCTUTAIOTCS HACIEH-
CTBEHHO O0YCJIOBJICHHbIe N3MEHEHUA MPUZHAKOB (DEHOTUINA, aleKBATHLIC Ha-
TIpaBIeHUIO ¥ HHTEHCUBHOCTH 0T60pa. [Ipornece spomwonum B Jukoii npupose He
noAnaeTcs HelroCpeACcTBeHHOMY Habmonernio. O HeM MOMKHO CYAUTE TOIBKO II0
ero pesynbraTtam. [losromy Y. JlapBHE COBEPINEHHO TPaBUILHO CHOPMYIUPO-
BaJI 3a7a4y: eUHCTBEHHELl cI0c06 OKa3aTh CYyIIeCTBOBAHYE SBOJIOIUN COCTO-
UT B TOM, UTOOBI BBISIBUTH €€ ABMKYILI{Me CUJIBL U TOKAa3aTh, YTO UX JeHicTBYe He-
1130 HO IPUBOAUT K aJalITHBHLIM USMEHEHISIM KUBbIX CYIECTB.

Jloruka Y. J[lapBuHa TaxkoBa: CymiecTByeT HabmopaeMblil (aKT — MaMeH-
YUBOCTD KUBBIX OPTaHU3MOB, IPUYEM 3Ta USMEHYHMBOCTEL BKIIOUAET J(BE KOM-
TIOHEHTEI: ONPEeNesIeHHYI0 U HeOIPEeAeeHHYX) H3MEeHUYHMBOCTEL. OnpeneleHHasn
U3MeHUMBOCTh — 3TO pPeaKI[MM OPraHUu3MOB, aJeKBaTHBIE BHEIITHUM BO3JELi-
crBusimM. Hanpumep, oceHHUI IHUCcTONA] ¥ TUCTBEHHBIX IeDEBhEB YMEPEHHOTO
KauMaTa, WIM 3aTap y JIofel, Kak peaKIus Ha yIbTpaQuoIeToBoe 00aydeH1e.
IockonbKy onpesnenerHas U3MEeHINBOCTD 8JalITHBEA — OHA IPe/ICTaBIAeT COBO0M
pesynbrat apoawonuu. Ipu cEaTry GaxrTopa cpeabl, BHIZLIBAIOINETO OIpeeieH-
HYIO HBMEHUMBOCTD, ¥ [IOTOMKOB OHa He NPOABIAeTcs. KaK U3BeCTHO Teneph, IO
HaCJIeZICTBY ITepeAaeTcs He CaMa 3Ta USMEHYNBOCTD, & CIIOCOGHOCTD K TaHHOMY
TUITY 8JaTITUBHBIX U3MEHEH I,

HeonpepnenerHas usMeHUMBOCTL HeonpefielleHHA ITOTOMY, UTO M3MEHEHUS
IpU3HAKOB OPraHM3MOB He NpuCroco6uTenbHBI. Y. [JapBUH MOACHMI Xapak-
TepHbIe YepThI HEOIpeNe/IeHHON U3MeHUYNBOCTH TAKUM ITpuMepoM: « Bee mono6-
Hble U3MEeHeHUS OPraHu3aIuy, KpaliHe He3HaUNTeIbHEbIe NIU 60Jiee Pe3KO BEI-
PakeHHLBIE, IPOABJIAIOIINECS Y MHOTHX 0C006ei, dKUBYIIUX BMeCTe, MOTYT pac-
CMaTpUBaTLCA Kak HeollpeJleJIeHHbIe BOSIEHCTBUS YCJIOBUIA CYIeCTBOBAHUS Ha
KaK el MHAMBUAYAIbHEL OPraHuaM, I0L06GHO TOMY, KaK IPOCTYAA AeliCTBYeT
HeonpesesrleHEEBIM 00pa30M Ha PAsIWYHBIX JHO/ell, COOTBETCTBEHEHO CJIOMKEHUIO
VX Tesia M KOHCTUTYIIMY, BHISBIBA S TO KAILLUTY U HACMOPKHM, TO PEBMATH3M UJIU
BOCHaJleHU ST pa3IMYHEIX OPTaHOB» .



Takum 06pasoM, HeoupelelieHHAsS M3MEHUHBOCTb ITPOSBIAETCA B JIOOBIX
OpH3HAKAaX BCeX oprammuamoB. CaMooueBUAHO, UTO OCOOB, MOJIYYUBINAA TpPU
MepeoXJIasKJeHUuN TOJILKO HACMOPK, Gojlee mpucIocoGieHa, yem 3a6oJeBIIas
BocmaneHmeM Jerkux. ClepoBaTesbHO, HeolpeJeleHHAA USMEHYHWBOCTE CO3-
naeT nuddepeHIUALMIO IO IPHCIOCOBIeHHOCTH 0C00el, «KUBYIIIUX BMECTE»,
TO €CTh, WICHOB OiHOI monynanuu. HeonpegeneHras H3BMEHYUBOCTE, B OTJIMYNE
OT OIpelleJIeHHOI, IepelaeTCs 110 HACIe/ICTBY, U II03TOMY CIYKUT MaTePHAIOM
ssoJrrortuu. IIpu atom Hdapsus, ceninasack Ha A. BelicmaHa, TOAUEPKUBAJ, UYTO
IIpY U3yUeHUU HeOlPeAeeHHOM N3MeHUNBOCTH HeOOXOAMMO Pa3nudaTh «IIpu-
POy OpraHuaMa U IIPUPOAY YCIOBHIT » . B nepBoM MpUGIMKEHIH 9TO pa3ImieHne
COOTBETCTBYeT MeHOTUITUUECKOM U [IapaTUIHYeCKOM H3MeHYUBOCTY IPU3HAKOB.
OnHaKo0, Ha caMOM fielle, B IOHATYE JADBUHOBCKOI HEOIIpeie/IeHHON U3MeHYH-
BOCTH BXOJUT He TOJIBKO reHOTUIIMYecKas (HacneACTBeEHAA) U3BMEeHIUBOCTb, HO
U UacTh HapaTHIINYEeCKOH U3MEeHUYHBOCTH, OOYCIOBIeHHAA BIUAHIEM BCEBO3-
MOIKHBIX CIy4aiiHbIX GaKTOPOB Ha pa3BUTHE KaKA0M NaHHOM 0CO0H.

BropeIM ()aKTOPOM — ABMKYIIeH CHJIOlN 9BOJIOIUH — ABJsAeTcH 60prba 3a
cyliecTBoBaHUue. JlapBUH mojiarai, 4To NPpHYMEON GOphOBI 3a CYyIeCTBOBAHEE
ABNAETCS TeOMeTPHUYECKAd IPOrPeCCUs PasMHOMEeHNUS, TO €CTh TO, YTO IIOTOM-
KOB B KasKJIOM ITOKOJIEHUY POKIaeTCH G0bIIe, UeM poiuTteseil. ITO NPUBOJHT
K HEJOCTATKY PecypcoB [ o0ecrieueHNs dKUSHY U, TEM CAMBIM, K 60phbe 3a 3Tu
orpaHMYEHHEIE pecypchl. B najbHeiieM BEISICHIIOCH, 4TO 60pb0a 3a CyIecTBo-
BaHe Iopasfio CIoMHee, yeM 3T0 npeanonarai Japsua. OfHaKO, SKOJIOTHS —
HAyKa O B3auMOAENCTBUY OPraHN3MOB C OKPYKaloleli cpe/ioii, BOSHUKJA U3
JapBHHOBCKOU KoHIennuu 60ps0kI 3a cymecreopanme (Kamkapos, 1933).

B pesynbTaTte 60pb0bI 3a CYIIeCTBOBaHNE, OPraHU3MEI, HEOIIPE/ieIeHHbIe 13-
MeHeHUS KOTOPBIX CHUIKAIOT UX IPUCIOCOOIeHHOCTD 10 CPABHEHUIO C APYTH-
ME OCOGAMI, «KUBYIMMHU BMeCTe», Yalle 'HOHYT, TOT/a Kak 60ee MpucIoco-
GJIeHHBIe yale BEIKHUBAIOT U OCTABJIAIOT OTOMCTBO. «IlepexuBanue Haubonee
npucrocobIeHHLIX » JlapBUH Ha3BaI eCTeCTBeHHBIM 0T6opoM. [Tockonbky oT60p
IPOMCXOAUT B KaXKA0M [OKOJEHWH KaX /ol MOy ASIME KayKA0r0 BUAA, B Upesie
IOKOJIeHUH OpraHU3MbI MEHAIOTCH, B PE3yJIbTaTe Yero BOSHHKAIOT HOBbIE BUJHI,
YTO B TeyeHue 00JIbIINX, TeOJOTHUECKIX, IIePHOJ0B BpeMeHEH IIPUBOAUT K Qop-
MUPOBAHUIO TAKCOHOB BEICOKOTO paHra.

TaxuM 06paszoM, COTJIACHO AapBUHUSMY, SBOIONUSA NpefcTaBisaeT co6oii mpo-
Ilecc aJauTali OpraHu3MOB K YCIOBUAM OKPYKaloleli cpe/ibl, Ipu4YeM Ipu-
crocobIeHHOCTD ABJISETCS pe3yiabraToM sBosnorunu. Enumureil ke spononuu
fIBJIfeTCS rpylmna ocobeii — nonynsanusa. TonbKo B rpynme ocobeil MOKeT Ipo-
HCXOUTH eCTeCTBeHHEIT 0TO0D.

Hano noguepKHYTh, YTO Bce (AKTOPHI 3BOJIOINU, IIOCTYJIMPOBAHHBIE
JITapBUHOM, ¥ B3aNMOAEHCTBUS 9THUX (PAKTOPOB PeasibHbI ¥ TOAJAIOTCS U3y YeHHUIO.
Brum noaxon JlapeuHa NPpUHENUIINAILHO OTINYaeTCH OT nogxosa Jlamapka.
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Teopuu 3Bomronuu

K cemuaecaTtbIM rogaM XIX B. sBONIONHONHASA KOHIEMIINS PA3BUTHA I3~
gu crasia B EBpore npakTHYecKY 0011enpH3HANHOI, HO JAPBUHOBCKYIO TEOPHIO
5BOJIIOIHY 6€30r0BOPOYHO MPUHUMAIH TOJBKO HEMHOI'HE yueHkle, Jlo BOSHUK-
HOBEHHA FEHETHKH, COMATHUECKAaA HHAYKINA, TO €CTh BO3SHUKHOBEHIE HacJe-
CTBEHHBIX H3MEHEHHI B pe3yJbTaTe U3MeHEeHUA (hH3NOJOTHN POAHUTeNell Iox
melicTBHEM (QAKTOPOB CPEIEl, IPEJCTABIAIACE PealbHO CYIECTBYIOUM MeXa-
HH3MOM HaclieAcTBeHHOoCTH. Cle0BaTeIbHO HNUTO He MeIIaIo IPU3HAHNIO Ha-
ciefoBaHNA «61aronpro6peTEHHBIX CBOMCTE» , YTO BO3POAIIO HHTEPEC K Teo-
pum Jlamapka.

Ha ocHoBe 3aKoHOB JlaMapKa CJIOKUJIOCE HAIpaBiieHHe, OOBEIUHO HA3LIBA-
eMo€e JIAMapPKU3MOM HJIH HEeOJaMapKM3MOM, a 6ojiee TOYHO — SKTOr€HEe30M.
BKTOC — BHEITHUH (rpedy.), SKTOreHes — SBOJIOINA Hok AeiicTBHEM BHEIIHWX
cui. B paMKax 5Toro HanpasJjleHUs 5BOJIOIMS PACCMATPHBACTCS KAK aJalTHB-
HBII IIPOILECC, OCHOBAHHBIN Ha BCEOOIEM CBOMCTBE JKUBEIX CYIMIECTB— «HAa-
clIefOBaHMHU 6JaronpruoOpeTeHHBIX CBOMCTB» (npusHakos). CiemoBaTesnbHO,
MPpHCIOCOBIEHHOCTE PACCMATPUBAETCSA KAK NPHYKMHA, a He pPe3yJIbTaT 5BOJIO-
mun. Equnniteii sxe sBosronum, T. €. HAMMEHBIIIEH BOJIIOUPYIONIeil cucTeMoii,
B PaMKaX SKTOreHe3a fABJAETCA IIOTOMCTBO DOAWTEJNEH, KOTOPEIE Ilepenasin
CBOMM HOTOMKAaM Pe3yJIbTATHI «yIPAKHEHUS WJIH HEYIPaKHEHUS OPraHoB»,
TO €CTh Upe/a IOKOJIEeHUIHA.

IIpm Bceii BHEINTHEN IPOCTOTE U NPUBIECKATEILHOCTH IPHUHIINIIA HACIeLOBa-
HIsA 6J1aroIpPHOOPETEHHBIX NPU3HAKOB, HY OJHA U3 IIONBITOK SKCIePUMEHTATIBHO
JOKa3aTh ero CyIecTBOBaHNE He YBEHUYAJACH yciiexoM. B camoM Hauase XX B.
A. BeiicmaH oTpesaJj XBOCTHI MBIIIAM B TEYEHHE ABAIIATH TOKOJEHHII ToAPALI,
OIHAKO KOPOTKOXBOCTYIO IIOPOAY MEIIIEi TAKHM CIIOCOOOM ITOJIYUYHUTh He yIa-
Jiock. B nepropn rocrozicTBa MuuypurrHckoit 6uosornu (1948—1965 rr.) akageMux
T. II. JIpiceHKO yTBEPK A, YTO OCPEICTBOM APOBU3AIIY — OXJIAKICHU IPO-
POCTKOB CeMAH OIIeHUIThl — yAajIock OpeBpaTuTh Triticum vulgare — Mmarkyzo
nmennny B gpyroit eug— Triticum durum —teepayro mmennny. Kax u B pa-
Je IPYTUX CIIy4uaeB, i He TOJIBKO CBA3aHHBIX C JIBICEHKO, 3TH OITBITHI OKA3aJIiCh
TIOATACOBKOIA.

Ha oceoBe nmpexcrasienus JlaMapka O CTpEMJIEHUM OPraHHM3MOB K CO-
BEPIIEHCTBY (TEOPUA I'PaialliK), KaKk HeoTheMJIEMOM CBOHMCTBE BCETO YXHUBOTO,
chopMupoBaIocs APyroe HanpapieHNe SBOIIONUOHN3MA, HASHIBAEMOE OPTOJIA-
MapKu3MoOM, OPTOreHe30M WMN, Jallle, apToreEe3oM. Oproc (rpev.)— opsmoii,
oproremes — sBosionua 6e3 guBeprennuu. ABTo(Auto)renes — camopassuTHE.
B pamkax sroro mozxoma HaciemoBanue OsaronproOpeTeHHBIX IPHU3HAKOB
3aMeHeHO cIIOCOOHOCTRIO aIEKBATHO PEarupoBaTh Ha JII00kIe 00CTOATEeILCTBA HE
Ion neficTBreM 5THUX 0OCTOSITENILCTB, 4 B OTBET Ha HuX. Exmuniteil sBomonuu
B aBTOreHese TakKe SBIAETCA Ypefa IOKOJICHH.
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B nocnensue gecatTuaeTusi XX B. aBToreHeTHYECKHE NMPEACTABICHNA ObLIN
OUeHb TIOMYJIAPHBI CPEJl OTEUeCTBEHHEIX AHTHAAPBUHUCTOB. ITOMY crocob-
CTBOBAJIO TO, YTO Haubosee paspaboTaHHas aBTOr€HETHIECCKAA TEOPHA - Te0"
pHsa HOMOreHe3a — «PasBUTHA 10 TBePABIM 3aKOHAM», ObLiIa CO3aHa PYCCKUM
saMeuaTeJ bHBIM 6rosorom akagemurxom JI. C. Beprom (1922), u saTeM noaxep-
sxaHA TAJAHTIVBHIMY TOJIE€MUCTAMHE — SHTOMOJIOTOM Ipod. A. A. JlroGuInessM
¥ KPYIHBEIM najeoboraankoM npod. C. B. MefieHoM. Ily6aukamuu o mpobie-
MaM aBToOreHesa Tenephb PeKH, HO CTOPOHHNKH 3THUX B3TJIANOB CYIECTBYIOT.

TpeTbe HAIPABIEHNE SBOTIONOHI3MA BOSHUKJIO B DAHHMI [IEPHOJ PASBUTHA
reHeTHKH ¥ TIOJIyIno HasBaHue MyTanuonusMa. Ero oceosatens I'. fie $Ppus
(1848—1935) IpeATIOI0K LI, YTO SBOJIONIA IPOUCKOAUT IIyTEM BOSHUKHOBEHMA
MyTanuii — PeIKHMX CKAYK000pa3HbIX N3MEeHEHNH HACIEeACTBeHHOCTH, KaX/10€ 13
KOTOPBIX CPady CO3[aeT HOBBIH OM0JIOrNIeCKUil BUA. OBOJIONMA OBLIa IPUPAaB-
HeHa K msMeHuuBocTu. Je ®pus paboTan ¢ ocaiuHHEIKOM JlamMapka (Oenothera
lamarciana), y KOTOPOT'O OH BBIZIEJINI HECKOJBKO (OPM, He PaCIielIABIINXCA
o Memesio B moCJIeAYIONHX MoKoaeHnusx. IToznnee OLIO MOKA3aHO, YTO 9TH
(hOPMBI ABAAIOTCS Pe3yJIBTATOM He MyTanuil, 8 BRIIIENJIeHNs PeIeCCUBHBIX I'0-
MOSHTOT IT0 HECKOJBLKHUM aJLIEIIAM, OIIPEAEIIAIONTAM CI0KHbIE ITOJIUI€HEbIC IIPI-
spaxu. B 1anbHeiillleM HEOJHOKPATHO BHICKA3HIBAJINCE MHEHN, ITO SBOJIIONIA
IIPOUCXOAMT ITyTeM Gosee MK MeHee KPYIIHBIX HAaCJeICTBEHHBIX H3MeHeHUI,
CO3AION{UX JINO0 HOBBIE BUIHL, JHO0 «MHOrooGenalon{ux ypoaos» — POAOHA~
qaIBHUKOB TaKCOHOB BhIcokoro paura (P. Toasmmmunr, 1940). Uuorna u B co-
BpPEMEHHO Te HeTHYeCK O JTUTePaType MOMKHO BCTPETUTE IOX0KHE IIDEACTABIIE"
HHsA, COTJIACHO KOTOPHIM 9BOJIIOIVSA IIPOMCXOANT He Ha OCHOBE, & IT0CPENCTBOM
HACJIeICTBEHHBIX U3MeHeHn. [IJIf MyTalMOHU3Ma XapaKTepHO TaKoe e, KaK
B IPEeIBIAYINUX KOHIENIUAX, Ipe/ICTaBIeHNe 0 Ypese MOKOJIEHN#, KaK e JUHI-
e SBOJTIONIY, & TAKIKe OTCYTCTBHE 006CY K IeHIA Bopoca 00 afalTUBHOCTHA Ha-
cleCTBEHEHIX naMeHeHNl. OGBITHO MOJIYAINBO IPU3HAETCH, YTO MAKPOMYTA~
(MY afanTUBHEL, JU60, YT0 «MHOT000eNaionne ypoas» caydaiizo IonagarT
B IOAXOAIITE YCIOBHUA CPEJBI, K KOTOPHIM OHM IIpeaiallTHPOBAHEI.

MyTannoHHAA TEOPHs SBOIIONKK B IEPBOHAYAIBHOM BHUJ€ YTPATIIIA CBOE
3HAUEeHWe TOINA, KOTZa BBIACHWIOCH, YTO MyTaIlMi BOBHUKAIOT JacTo, & pernec-
CUBHBIE MyTaIUY HAKAILJIKUBAIOTCA B FeHO(OH/e NONYIANNH, ABJIAACH OCHOBOI1
reHeTHUeCK O KoMbuHaTopuKH. ONHAKO, calbTanuoHHBE (saltum — ckavox)
TeOpHH BHU000Da30BaHN BOSHUKAIOT BHOBb ¥ BHOBE (CM. 6.3.5).

OCHOBHEIE Y€PTHL Y€TBEPTOr0 HAIIPABJIEHUA 9BOJIOI[HOHHOM MBICIH, IOy~
YMBIIIETo Ha3BaHUE JapBHHU3MAa, HEOJAPBUHHU3MA WJIM CEJIE€KTOreHes3a, Majio-
sxeHb! BEIIE. TEepMUH «TAPBUHU3M», KaK U aHAJOTHYHBIM TEPMUH <«JIaMap-
KM3M», BOSHUKJIN B Xofe oOCy'XJeHus 3THX Teopwii. B OHOJIOTHIO TEPMUH
«AapBUHE3M» GBLT BBeeH B 1889 r. A. Yoinecom (1823—1913), KOTODKIH OF-
HoBpeMeHHO ¢ Y. JlapBrHOM ITOHAJ 3HAYEHNeE JJIA SBOJIONMY eCTECTBEHHOI0 OT-
6opa. Ilpusuasad To, 9To JlapBUH ropaszio IoJjHee 1 rry6sKe YeM OH paspaboTal
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TEOPHIO SBOJIOLNH, YoJLIeC Ha3BaJ CBOX KHHUTY «JJapBUHN3M, U3JI0KeHNe Te-
OpHH €CTECTBEHHOI'0 0TOOPa ¥ HEKOTOPHIX W3 ee HPILIOKEHMM».

CosnaTesieM TEPMHUHA «CeJIeKToreHes» (0T anrnmiickoro selection —or6op u J1a-
THHCKOT'O genesis — IPONCX0K/IeHHe, pasBuTye) 6511 A. A. JII06HIEB — ouH 13
HauboJjIee IPKHUX aHTHIADBUHICTOB HOBEHIIero BpeMeH!. ABTODY BTHX CTPOK Tep-
MHH «CEeJIEKTOTE€He3» NPeCTABNAETCA 00JIee IPefIOYTUTELHBIM 10 CIeLYIOLIM
IPUYMHAM: BO-TIEPBEIX, OH YeTKO YKA3EIBAET Ha CMBICJIOBOE SIPO 3TOH TEOPHH;
BO-BTOPBIX, CO BDEMEHH ITepBoro usfauua «IIponcxosxaeHus BUAOB... » Iponuio Ges
mazoro 150 jreT. 3a 370 BpeMsA TeOpyA SBOMIONNH CYIIECTBEHHO U3MEHLIACK. Tep-
MUH «AaPBUHU3M» CTaJI JaHbIO TPAAUIIAY 1 IPUBEIUKe. OHAKO, TOCKOIBKY CeJICK-
TOTeHEe3 FABJISIETCA FOCIIOACTBYIOIIEl TEOPHEH, 4 TEDMUH « JaPBUHMU3M» 00IIIeyII0-
TPEeOUTENIEH, IIOJHOCTHIO OTKA3ATHCA OT HETO He IIPeACTABIACTCA BO3MOYKEDIM.

JanbHeiilllee PasBUTHE DBOJIOLVWOHHON TEOPHH ¥ BO MHOTOM pasBuTue
TeHETHKH B IIePBOi onoBuEe XX B. IPHUBEJIO K 060CHOBAHMIO JBYX ITOJIOKEH U
COBpPEMEHHO TEOPUH 9BOJIIOI[MH.

IlepBOonpHYMHOII reHeTHYECKOH NBMEHYNBOCTH CUMTAIOTCS MYTaIHu — CAY-
yailHoe W He aJalTHBHOE H3MeHeHWe I'eHOB. BHOBL BO3SHUKAIONNE MYTAINNA
06BIIHO peneccuBHEL I109T0My OHE He HOZBEPraoTCs €CTECTBEHHOMY oT6opy,
& COXPaHAITCS ¥ HAKAILIMBAIOTCSA B FEHOTHUIIAX 0C006eil, COCTABIAIONTHX IOy~
JIANHI0. ITO HoJ0KeHNe BrepBhie oGocHoBan C. C.UeTBepuKoB (1880—1959),
KOTOPLIH, B CBO€il 3HAMEHNTOM cTaThe « ) HEKOTOPHIX MOMEHTAX B3BOJIIOIUOHHO-
0 IIporecca ¢ TOYKH 3peHNA COBPeMeHHOM reHeTuku» (1926 r.) mokasal, uro
«IOIyJANNSA BIMTEIBAET MyTAIlMH, KaK I'y0Ka BOUTHEIBAET BOAY». ¥ ABYIIOIBIX
OPra’HV3MOB B IIPOIECCE DA3MHOKEHNA IIPONCXOAUT KOMOMHIPOBAHE I'€HOB,
B TOM YHCJI€ ¥ COAEDKAINX BHOBL BOSHMKIIINE MyTAINHA. FIMEHHO KOMGHHEATIB-
HasA NBSMEHYHMBOCTE CO3La€T YHUKAJBLHOCTh T€HOTHIIOB KAaX0H 0co6H U, TeM ca-
MBIM, YHIKAJIBHOCTE FeHO(OH A, T. €. PasH000pa3ia IeHOB CBOMCTBEHEOe KajK-
ot JaHHOH MOy IAINH.

Tonynanun euga 6Gosee win Menee 060c00JIEHHE], PEIPOAYKTUBHO W30~
PoBaHEI ipyT 0T Apyra. CkpemuBaHie 0co6eii BHYTPY O IAIIY IPOUCKOIIT
amie, 1ueM CKperuBaHie MeXAy 0CO0AMY PasHBIX HONYJIAIMIA. DT0 06yciasiy-
BaeT ceoeobpasne reHoGOHEAA Kax/j0i IOMyIAnNuY. Y HUKAILHOCTD renodouga
HO3BOJIAET CYUTATh MOMYIALNIO HaMEHBIIEeH, T. €. 3JIeMEeHTapHOI eqUHENIEH
SBomonnu. EcrecTsennbiii oT6op feficTByeT BEYTPH HOIyJIALMI, a VHUKAaJIb-
HOCTB reHOGOEAa KaXK0M U3 HUX IPUBOLUT K TOMY, YTO B DASHBIX [IOITY LN~
AX oT6mparoTCcsa pasHble KOMOUHAIMY TeHoB. TaKoil HOIX0 TO3BOJIAET CBECTH
PaccMoTpenne spoonuK K aHAIN3Y YaCTOT FeHOB B TeHOQOHAE B 3aBUCHMOCTH
OT MHTEHCUBHOCTH MyTAIFOHHOTO IIPOIECCa, B3AUMOACHCTRHE MeKAY reHaMu,
CTeNIeHN U30JIANMY ¥ BEJINYMHB] MIONYJIANVN, NHTEHCHBHOCTH €CTECTBEHHOIO
oT6opa u T.A.

HNsyuenne reneTnky NOMyauy B IIpHpoAe 1 JabopaTopuy MHOTHMM 38Me-
HaTenbHEIME yueHBIME: XongeitHoM (1892 — 1964), ®unrepom (1890 — 1962),
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Pairrom (1900 —1981), fobxarckum (1900— 1975), Myourunaemm (1907 — 1998),
¥ PYTVMHE, GBLIO IOABITOXEHO B KHure JhxK. Xaxcian «JBOJIOINSA, COBPDEMEH-
mbiii cuaTes» (J. Huxley «Evolution, the modern synthesis, 1942»). Ot 3arua-
RIS 9TOM KEUTH ¥ IPOUB0LLIO HagpaHMe « CHHTeTHIECKAasA TEOPH 9BOJIIOIHMI>
(CT9). MHoOrue mojaoKeHna CHHTETHYeCKO0ll TeopHUH 3BOJIIOLNH, o6bequHNBIIEH
NMAaHHBIE FEHETHKY € KIACCHYECKHM TapBUHU3MOM, He yTpaTHIH cBOEro sHade-
HHUA U B HACTOAIEe BpeMs.

Omnpenenenue 3BOJIOIMHA

Yarie BCero 3BOJIOIUIO OIPEAESIOT KAK «HCTOPUIECKOE pasBUTHE KUBOH
npupoAsl» . OAHAK0, HCTOPUYIECKOoe PasBUTHE CBOTICTBEHHO 1 HEYXIMBOIH IIPUPO-
e, HAIpUMeD, JuTochepe 3eMiw, Conneunoii cucteMme uin l'arakTuKe, a yToa-
HEHNE «KHBOI IPUPOALI» He MO3B0JIsAeT BHABUTE crenupUIHOCTH OMoJIOruYIe-
CKOZ HBOJIIOLIN 10 CPABHEHUIO C SBOJIONUEN mobBIX Apyrux cucreM. B oTtanane
OT HEGHOJIOTIYECKIX CHUCTEM, GHOIOrNYeCKIM CBOMCTBEHHA pUcIoco0IeHHOCTE
K YCJIOBHSIM CYIIECTBOBAHKSA. AZaITHBHOCT — OTIMINTEIBHOE CBOMCTBO UMEH-
HO GHoJiormuecKoi sposonnu. Kax moxkasas eme Y. lapeuH, OPUCIIOCOOIIEH-
HOCTb IIPE/ICTABISET OO0 Pe3yIbTAT SBOJIIOLIII. Bropoe oTam4yne 6uoJorude-
CKOi DBOJIONKY OT SBOJIONUH JI00bIX IPYTHX CHCTEM COCTOUT B TOM, HTO OHA
IPOMCXOLUT IPH CMeHe IokoeHuil. Hcxonsa us CKasanHoro, MOYKHO chopMy-
JIMPOBAT CIEAYIOLee OpeiesieHne: GHONOrmIecKas IBOIOIHT — 3TO IIPOUCXO-
ISIHI B UpPe/ie IOKOoJIeHM A IIpo1ecc npucHocobieHn 6KMOIOTHIECKHX CHCTEM
K YCJIOBMSIM OKPY:Kalonieii cpexbl. OnxHAKO0, HaJO MOAUYEPKHYTh, YTO 3TO OIIpe-
nejieHre HeIPUMEHNMO K MHOIOBHIOBBIM coobIrecTBaM — GHOIEHO3aM (9KOCH-
cTeMaM), He MMeIOIITNM CMEHBL MOKOJIEHH.

MexaHHM3M 3BOJIOLUH

B 1960 r. axagemux H. 1. IIImanerayseH copMyIHpoBas IPeJCTABICHIE 00
SBOJIIONUH, KaK 06 aBTOPETyJIATOPHOM IIPONEcCe, OCHOBAHHOM Ha 0oBpaTHOH CBSA-
3m. DTa MOJeb faeT Hauboiee HarIAHOe IPEACTABIEHHE O MEXAHI3ME SBOJIIO"
1y 1 ee PaKTOpax — ABMIKYINHX CHIaX. TIoaToMy c Hee yIO6HO HaYaTh PACCMO-
TpeHne MEKPO3Bomonyy. MukposBOIIONIA — 3TO YCJIOBHO BBILEISEMBII pas-
el TEOPYH SBOJIIOIMH, paccMaTpHBAIOIIHIA ITPOIiecchl, HPOTEKAIue Ha YPOBHE
Moy AIHil, HaurHaA ¢ MEXaHU3MOB (DOPMUPOBAHNA HBMEHUNBOCTIL, B ePBYIO
ouepeb HACIEACTBEHHO, 10 BOSHUKHOBEHU HOBOT'O BI/IA.

B 106011 aBTOPEryJIATOPHOII cHCTEME BEIIEJIANTCA ABA GJIOKA: YIIPABJIAIOITHI
GJIOK — PEryJIaTop U PeryJupyeMBIi 610K — 00BeKT yrpasaenua. B kadyecTse
peryaupyeMoro 6J0Ka, 9JIeMEHTAPHON €IUHHUILEI SBOJIOIUN PACCMATPUBAETCH
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OONYIALNA — IPYIIIa TeTePO3UIOTHEIX 0c00ei, MPUHAIIERATIIX K OZHOMY BHI-
ny (Morancen, 1908). PaccmoTpenue TIOIYJIATINY, KaK 3JIEMEHTAPHOM eAMHMITHL
SBOJIIOL¥IN, OBYCIIOBJIEHO TeM, uTO 0T6Op — IlepeXxMBaHMe U PasMHOKeHre Hall~
Gosiee IPUCIOCOOIEHHBIX, MOYKET AeHCTBOBATD TOILKO B rpyumne ocobeii (oco6b
ABJIAETCA euHuIel 0T60pa). II0oCKOJIBKY 3BOMIONHS ananTHUBHA, PETYIATOPOM
ABJAETCHA CPE/ia, B KOTOPO! OOUTAET faHHAS IOMyALN, M K VCIIOBHAM KOTO-
poii OHA BHIHY:KJileHa IIPHCIIOcabInBaThLCs, Cpezna, B KOTOPO#i IPONCXOAAT 5BO-
JIIOIMOHHBIE IPe00pasoBaHNs HOMYIALNN, — 3T0 6uoreoreHos.

TomynAnus MeHAeTCA 0T OKONEHUA K TOKOJIEHIIO Ha OCHOBe TeHEeTHUYeCK Ok
N3MEHIHBOCTH, IlePelaBa€MOM 10 KaHAJIY IIPAMOI CBA3M. DTOT KAHAJ AEeHCTBY-
eT Ha MOJICKYJITIDHO-FeHeTUIECKOM YPOBHE: TeHeTHYecKaA NHPOPMAIIHS 3aIlH-
caHa IoCIE€N0BATEIbHOCTAMY HyKaeotunos JHK. Kanan o0paTHOH cBA3Y Xeii-
CTBYeT Ha (peHOTHIIIYECKOM ypoBHe. Ha ocHOBe HH(pOpPMaIVH, IepenaBaeMoii
N0 3TOMY KaHAJy, GHOTeOeHo3 «y3HAeT» 0 TOM, HACKOIbKO TOIIYJIALUA COOT~
BETCTBYET YCIOBUAM peryJaropa. Takmm obpasoM, B sieMeHTAPHOM 3BOJIO-
HHMOHHOM 4BTOPETyJIATOPHOM NVKJIE HPOUCKOLAT JBE TePeKO UPOBKH nadop-
manuu. IlepBas us Hux — npeppamenne TeHeTUYeCKOoi MHGOPMAIUH B (PeHO-
TUNNYeCKYI0. OHa IPOUCXOAUT B IPOLECCEe OHTOreHe3a KaKJI0T0 CJIeYIOI[ero
HOKOJEHUS ITONYJIIINH.

Ocobu 3TOro CIeAYIONIEro IOKOIEHNsA, HAYKHAS C MOMEHTa 00pa30BAHNSA 3U-
TOTEL, ITPAMO MJIK OIIOCPESOBAHHO BCTYHAIOT BO B3aMMOIEHCTBIE ¢ OKpYy:Raionei
cpezpoii. Eciy paHHMe cTafum OHTOreHe3a 3KUBOTHOIO 3aIUI{eHE] MATEPHHCKUM
OPraHNU3MOM (BHYTPHYTPoOHOE PasBuTHE), B3AUMOLEICTBUSA 3MOPHOHA C OKpY-
JKAIOLIEN cpeoii OTIOCPENOBAHHO (PMBHOIOTHICCKIM cocTofAHmeM MaTepu. Ecou
ANNA OTKIAABIBAIOTCS BO BHEIIIHIOK CPeAY, TO SMOPVOH 3alUIIIEeH TOIEKO Aiie-
BBIMH 000JI0YKAMHY ¥ THTATENLEBIMM BeniecTBaMu. ¥ pacTeHui u rpuboB paHHee
PasBUTHE 3aIUINEHO OOBIYHO cialee, YeM y KMBOTHBIX. V IPOTHUCTORB M IIPO-
KapHuoT fouepHe KJIeTKHM B3auMOAeHCTBYIOT ¢ OKpPYKalomell cpenoi Takxe,
KaK poxgurenbckue. B mo6oM cayuae, ¢ MoMeHTa OILTOJJOTBOPEHHNA 1 IO CMEPTH
OPTaHM3MBL Ka/J0T0 [IOKOJEHUs YYacTBYIOT B 6oprbe 3a CyILileCTBOBaHUE.

Bops6a 3a cymecTeoBanme — Iponecc B3auMOZENCTBUA OPTAaHN3MOB C OKPy-
Harniell cpeoil, ARIAETCA KaHAIOM obpaTHoit cBsisu. Ha ocHoBe ycnexa miu
Heycrexa ocobeli NOMyIAMUY B IpoOIiecce ux 9KOJOTMUYECKHNX B3aNMOAEIICTBAHN
C (haKTOpamMu cpebl, TO €CTH THGEIIH WK YCTPaHEHUS OT Pa3MHOKEeHNS MEHee
HPUCIIOCOGNEHHBIX, ¥ BEIXMBAHUS M PA3MHOMEHHS GoJlee NPHCTIOCO0JIEHHEBIX,
6uonenos «Y3HaeT» 0 TOM, HACKOJIBbKO IPHACIOCOOIeHa JaHHAA HOMYJ/IANS, TO
€CTB HACKOJIBbKO 3Q(PeKTHBHA Peryiamus ee cocTasa. W3 CKa3aHHOTO CJEAYeT,
UTO ecTecTBeHHBIIH 0T6op — audhepernmanbHoe BEDKUBAHNE 1 PasMHOXeHHe
¥ €CTb IIpoliece peryJsaium.

Pasmuosxenne OPraHu3MOB, IPOIIEIITHNX eCTECTBEHHEL 0TG0p — BTOpas Imepe-
Komposka ungopmanun, [IEPEBOZ €€ C ABLIKA (DEHOTHUIIOB Ha I3BIK HYKJICOTHI-
HEIX IocyeoBaTenbHOCTe JHE (puc. 1). Usnoxennas MOJeJIb IPEeACTABIAET
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co6oil TepensIoKeHle B MOEATHAX KNOEPHETHKY IAapPBHHOBCKOM KOHIIEIIHH
MBUKYIEX cui sBosnoniun. IlManeraysen qo6aBmi, o CyTH A1, TOJIBKO /B4,
XOTA U OYEHDb CYIIIeCTBEHHLIX MOMEHTA. IIepBBIN 13 HIX — CaMo IIpe/icTaBICHNE
06 aBTOPETYJIATOPHOCTY SBOIIONIOHHOrO IPOLIECCa. JBOION KA — He TOJIBKO Ca-
MOJIBIIKYIIIHMICS, HO ¥ CAaMOPETyINpyOUIniicA [porecc. Bropoii — BEIpasKeHHOE
B HesABHOH ()opMe BBeJIeHNe YeTBepTOoro (haxTopa SBOJIIOIMH — FeHeTUYeCKO
usoaanun. JJs Toro, YTo6H! DONYAAIUA MOTJa y4aCTBOBATE B ABTOPEIyJIATOP-
HOM IIMKJIE KaK CAMOCTOSTEIbHAS eIUHNUIlA, OHA JOJKHA OBITH 060co0IeHa OT
IPYTHX TOIyAAnuii Toro sxe Buja. B mpoTHBHOM ciIyuae reHeTHIeCKne n3Me-
HEHWs, IPONCXO/SAIYE B IIPOIecce eCTECTBEHHOT0 0T00pa, He OyayT apheKTHE-
HBI. DMurpanus ocobeil U3 JaHHON IOITyJIANMA X UMMUTIDALA B HEe ocobeii n3
JIPYTUX [IOIMYJIANHII, B Pe3yIbTaTe NX CKPEIUBAHNA C 0c0o0aMU JAHHO IOy JIs-
UK, IPUBEIET K PaspyIIeHNIo COUeTaH i T€HOB, 8JaITUBHBIX K T€M yCIOBUAM
cpejbl, B KOTOPEIX 0OMTaeT faHHad Honyaanus. BrpoueM, caMo IPEACTABICHNE
0 HONyJISIINH, T0JpasyMeBaeT ee 060C00JIE€HHOCTD OT JPYTHX wyacTel BUAA.

He ocTagaBauBaAch Ha 60Jee 1eTaJIbHOM PACCMOTPEHNH MOAEIIN: KOTHIEeCTBE
rH(pOPMAIIY B KaHAJIAX IPAMOIT 1 06paTHOH CBABH U CICACTBUAX uH(popMAaIU-
OHHOTrO MOIX0/a K aHAJIN3Y MHKPOSBOJIONNH, HA0O OTMETHTE, UTO H3JI0KECHHAA
MOZeJIb IPUI0KUMA K JI060MY IOKOJIEHHIO JII000M HOIYJIANNH KajKI0r0 BUA.
Pasnmunsa KOEKPETHBIX CUTyaIlui 00yCJI0BIEHEI TOJIBKO coernn(UKOM TaKCOHOB
¥ UX OTHOIIEHWIT ¢ OKpYsxalonieil cpezoii. BMecTe ¢ TeM H3JIOKEHHAA MOJEIb
[I03BOJIAET PACCMATPHBATE KaKAbIH KOMIIOHEHT aBTOPETYISTOPHOTO I{UKJIA, He
VIyCKAafA U3 BUIY TO, YTO 3TH KOMIIOHEHTEI CBABAHEI B €IMHYI0 CHCTEMY.

KubepHeTHHecKan CXema PErynsLim 380IIOLMOHHOTO NpoLecca

Konxrpons Npeobpazosaine Yeunenne
BogneiicTene GroreoLeHo3a Ha ECTecTseHHbI 0TOOD B NOMy/siLym Hacnescreetrian uHdpopMauna
TIOMYNALMO (3TMMHHALNS)

Bxog
bopbba 3a CywecTBoBaHue B > Pa3amuoxeHue oToBpaHHbix 8a-
6voreotieHoze PHAHTOB

O0partHasi c893b 4epe3 PEeHOTHIIH

BoapeicTee monyRsLvy Ha Buixog WUnavengyansHoe npeobpa-
6uroreoL{eHo3 (3axBaT XuU3HEH- 30BaHMe MO YHAcnes0BaHHOMN
HbiX CPELCTB) nporpaMMe ¢ perynsLuei

A

Puc. 1. JBONIOLYMS, KaK aBTOPErynsTOpHbIA rpouece (u3 Liimaneraysexa, 1968)
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Paszgean 1

OCHOBBI 9BOJIOIINHN

Taasa 1

TEHETHYECKHE OCHOBBI 3BOJIIOIINH

PDYHKIMOHAJBLHON eIVHHULEH HacJeICTBEHHON MHQODPMAaIlUN fABJAAETCH
reH — KOMILIEKC HYKJI€OTHI0B, KOAUPYIOIIUX OAHY HOJHIECNTHAHYIO I€lb.
YacTo TaKKe HONL3YIOTCA YIIPOIIIeHHEIM OIIpeie/IeHHEM: «OJ1H I'el — OfMH Oe-
JIOK» , UTO He Beerga BepHo. CyIecTBYIOT He TOJBKO CTPYKTYPHBIE T'€HbL, KOAM-
pyroriue 6eIKH, HO ¥ PETyJIATOPHbIE, OTBEYAIOIe 38 IIPOIECCHl TPAHCK I
¥ TPaHCJIAINH TeHeTHYeCKOoH NHPOPMAINY U I'eHbl, KOJUDYIOL{He TPaHCIOPT-
wple PHK. MuUHEEMAJBHEI HA0Op T€HOB, COAEPIKAINK BCIO HACIEACTBEHHYIO
UHE(OPMALMIO JAHHOr0 OPTaHN3M4a, Ha3bIBAETCSI ZEHOMOM. B HeckoaBKO yIIpO-
IeHEOIT METEepIPeTAIMHA TeHOM — 9TO BCe I'eHEBl, HaXOAAIINECHd B JOHEK nmpoka-
puot, JHK win PHK BupycoB, a Takske B FallJIONAHOM Habope XpOMOCOM 3yKa-
puoT. [UILTONHBIH MK HOIUILIONIHEIE HA00PHI T€HOB, COAEPIKAIINecH B XPO-
MOCOMaX 5yKapyoT, Ha3bIBAIOTCA 2eHOMUNOM.- '€ HOTHI — BCA HACJIEACTBEHHAA
nadpopManusa oprarusMa. Ha ocHoBe 5Toil nH(popMalyy B KaKI0M INOKOJICHIH
dopmMupyroTcsa pegoTrrbL. PEeHOTHII — BCSA COBOKYITHOCTE NPH3HAKOB OPraHN3-
Ma 33 NCKJIIOUEeHIEM ero reHeTmiecKoi nugopManuu. B reHoTune sykapuoT He
BCE T'eHEI BIIMAIOT Ha IPU3HAKY (DEHOTHIIA.

Hy:xHO yUHTHIBATh HEJWHEHHOCTh ¥ HEOJHO3HAYHOCTH COOTHOIIECHNS Te-
HOoTHI — (peHOTHII. KaK IpPU CXOZHEIX IEHOTHUNAX OPraHHW3MBI MOI'yT HMETh
pasnuyaionuecs (PeHOTUIHI, TAK M OJAMHAKOBBIE, TO €CTh BHEIIHE CXOJHBIE
exoTHIIEL MOTYT (POPMEPOBATECS HA OCHOBE PA3HBIX I'€HOTHIIOB. Kamaerit us
T€HOB OPraHM3Ma BIUAET HA 0COGEHHOCTH (DEHOTUIIMYECKOTO IPOABICHUA HE
OIHOr'0, a MHOTVX IPU3HAKOB (sBjeHue Ineiiorponmm). Kpome Toro, Jaroboit
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OpH3HAK (PEHOTHUIIA onpepesnseTcs He ONHUM, 8 MHOTVMH TreHaMH (sBJIeHHe
MIOJINTEHN ), IPUYEM 3heKT, OKasbBaEMEbLl STHMHU IeHaMH Ha GeHOoTHUIIIYe-
CKO€ IPOSBJICHNE IPU3HAKA, HEAAOUTUBEH — He SBIAETCH IPOCTOH CyMMoOii
3(HeKTOB Kak0r0 U3 3TUX I'eHOB. STa CUTyaIusd YaCTUYHO O0'bACHACTCS M-
TeHHBIMM B3auMozeiicTeusamu. 'opops o BaauMomeiicTBIm T'€HOB, HEODXOIUMO
YUHTHIBATP X XapaKTep u npupoay. BsamMonpeicTBIE TeHOB MOKeT OBITH KaK
HEITOCPEACTBEHHBIM, KOTIla OMMH YYacTOK HAHK Bauser Ha cBolicTBa npyroro
(Hanpumep, pabora SHXAHCEPOB WIN aABjeHne 3hdeKTa IOJIO}KEHNS), TAK 1 OO~
CP€/IOBAHHBIM, KOI/]a BJIUAHNE OCYIIECTBJIAETCS Uepes OPOAYKTHL SKCIPECCUH
T€HOB, T. e. yepes Genkn mwiu PHK, yro BCTPevaeTCs Iopasiio yaije (HanpH-
M€p, Peryafanusa TPaHCKDPUIIIMH, SHUCTATHYECKIEe B3aUMOJAEHCTBUA # T. 1.).
K mesxrenneiM BsammogmeiicTusM wacTo OTHOCAT TaK3Ke ajjejIbHBIe OTHOIIIe-
HAA NOMUHAHTHOCTH —— DEIECCUBHOCTH. ANLIeNAMU Ha3bIBAIOTCS T'OMOJIOTHYHELEe
PEHEL, PACIIOJIOKEHHEIE B PASHBIX XPOMOCOMAaX, 1 I0-Pa3HOMY SKCIIPECCHPYIO-
muecs B peHoTHIe, OGBIYHO JOMMHAHTHEIM SBJILETCS AJLIeNhb «ITAKOTO THIA»,
T. €. ajienb, ONpeleNAIONN HOPMaILHOe pPasBUTHE IPH3HAKOB (heHOTHIIA.
HHorna foMUHAHTHEIMY GEIBAIOT ¥ BHOBE BOSHUKAKOLHE MYTAIUN, XOTHA, KaK
[IPABUJIO, OHY PEUECCHBHEL. PeneccMBHOCTL MOMKET MEEATHCS B OYEHE IIHpOo-
KHX mpefiesaX oT IPOMEXYTOYHOTO HaCIeLOBAHNA, uepes KOJOMUHHPOBAHUIE
(ZosyrOMIHAHTHEIN = TOJIy periecCuBHBIH aJLJIeNIb), 0 OTCYTCTBUA KaKOTo-IH60
BJINAHNA Ha (PEHOTUII.

Y ayKapHoT HaclenCcTBeHHaS HHQOPManusa He HUCYEPHLIBATCH TOH, KOTO-
pad cofiepxurcs B aneprou [JTHK. Muroxounpun u NJIACTHABL IMEIOT co6CT-
BEeHHBIII T€HOM, TaKKe BIMAIOMMN Ha ¢opMupoBaHVe PU3HAKOB desHOTHIIA.
Conepaxamasica B remome OPraHOMIOB HACIEANCTBEHHAA MHGOPManKsA Hepena-
€TCs TONBKO II0 MATEPUHCK O Jinunu. Usyyenne KO3BOJIIOIMY ANEPHOT0 F'eHOMA
¥ reHoMa OpraHOU0B BYKAPUOTHIECKON KIETKH — 0[Ha 13 Hanbolee HHTEpEC-
HBIX 3871a9 COBPEMEHHOI MOJIEKYJIAPHOM Fre HETHK Y (reHOMUKM).

1.1. TeneTnyeckasa N3MEeHUYHBOCTE

Myranus — cobeiTHe mOCTaTOYHO penkoe. Ilpu genennu xreTok 3YKapHoT
HOBBIE MYTallM{ BOSHUKAIOT ¢ 4acTOToi 1 MyTamus ma 3 - 10#—3:107"2 map
HYKIIEOTHJOB. JTO 03HAYAET, UTO HA TEHOM eJI0BEeKa, COCTOAIHI IpubInsmu-
TeabHO u3 3+ 10" nap mykmeotunos, OPY KaJKAO0M JENeHNH KJIETOK IPOKCXO-
AUT IPUMEPHO TPX MyTanuu. MyTanuu BO3HUKAIOT, B OCHOBHOM, B pPe3yibTaTe
HEeVCTBUA IBYX NPUYNH: CHOHTAHHBIX OMIUGOK PEIIKaTNM TIOCIeL0BATEIHHO-
CTH HYKJICOTH/IOB ¥ NEHCTBUS PA3JINYHBIX MYTATEHHBIX GaKTOpPOB, BHISHIBA-
OIMX OIMMOKY pemaukanun. MyTainun, BHI3BAHHLIE MeCTBHEM MYTaTreHOB,
Ha3pIBAIOT UHEAYIVPOBAHHEIMH, B OTJINYNY OT CHOHTAHHBIX MyTaIuii, Ipouc-
XOAAMMX NPY CAYYaWHBIX OMIMOKaxX HeficTBUS (epMeHTOB, 06eceunBAIOMIX
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peILTHKALNIO, MK (1) B pe3ybTATE TEILIOBHIX KOJe0aHMil aTOMOB B HYKJI€O-
runax. B ecTeCTBEHHBIX YCIOBHUAX, KOIAA IPUYNHBL BOSHUKHOBEHUS MyTanui
HEM3BECTHEI, BCE OHM CUMTAIOTCS CIHOHTAHHBIMU.

MyTanuy He HaIpaBJIeHB! U cryJaiinsl. CiyqaiiHOCTE MyTaluii o3EavaeT,
yT0 Hapymennue cTpyKTyphl IHK MosxeT BOSHUKHY TS B J1I000M catite. Ilombopom
03 MOHMBMPYIOTTell Pafuanuy WIK XUMUYECKUX MyTareHOB MOKHO Cy3HUTh
CIIEKTP MYTALKH, HO HEJIb3s MOJIyYnTh 3apaHee 3aJaHHOe eAVHIYHOE H3SMEHEHHE.
EpuEnJIHbe, TOYHO JOKATN30BAHHEIE MyTALIUH IIOJIY4aIoT METO/[AMH FeHeTIIe-
cxoii misxeHepnn. He HanpaBiIeHHOCTh My Tanuil ogpasyMeBaeT HeCOOTBETCTBIE
u3MeHeHHi (DeHOTHUIIA MyTAHTHEIX OPTraHKH3MOB YCJIOBHUAM MX CyIECTBOBAHNA.

IToCKOJBbKY MYTAI[UA MOKET BOSHUKHYTE B JTI060M caiTe, YeM MEeHEINE B JHEK
caiiToB, HeCyIIIUX TeHEeTHYEeCKYI0 NH(OPMANuIO, TeM 60JbIlle BEPOATHOCTD, ITO
MyTanud Ipou3oujeT He B TpaHcaupyeMoii, a 8 monuamei JHK. ¥V sykapu-
or xoamuectso MHK Ha ximeTky Ha 2—3 nopagka 6osbine, YeM Y IPOKAapHOT,
11 KOJIe6IeTCA B OUEHb IIMPOKKUX IIpefiesiax. ¥ XBOCTATHIX aMGpuOuil KOJIMIeCTBO
THK mocturaer 168 nukorpamMm (. r.) Ha KIEeTKy. ¥ HEKOTOPBIX KOCTHUCTHIX
pb16 — Beero 1 1. r., y yemosexa — 6 m. T. Boapmiaa yacte JHK He Tpa"cIupy-
eTcs. Tounas monsa momvaiieii [IHK mensBecTHa, OAHAKO, CPABHEHNE KOJIIIE-
crea JHK npokaproT 1 syKapHoT, aMpuOHnii ¢ ppIGaMu U YeJIOBEKOM YKa3biBa-
eT Ha TO, YTO OHA OUeHb BesnKa. Yacto Mosuaniyio JIHK naseiBaoT saroncTuye-
ckoii. OcHOBAHHIEM 3TOIl OMEHKH CIAYKUT TO, YTO HA €€ PEIINKALIIO TPATATCS
sHEPIYs U (PePMEeHTHI PEIINKAINY, HO OHa He HeceT HH(OPMAINH O CTPYKTYpe
GeJTKOoB WK Pery Al IOCIeOBaTeIbHOCTH IPOIeCCOB MeTabon3Ma.

Oamaxo B. H. Iarpymes (2000) yOeaurebEO 060CHOBAT IIPE/ICTABICHE
o ToM, uTo Mosgainas JHK cIyKuT «JI0OBYIIKOM» MyTanuii, 3aIunaa TeM ca-
MBIM ¥ FeHepaTHBHBIE ¥ COMATHYECKHE KJIETKY OT NX BPEJHOT'0 BIUAHNA. aror
BEIBOJ OCHOBAH HA KOJIMYECTBEHHOM OIEHKE YaCTOTH BOSBHUKHOBEHNA MyTanui
¥ fleIeHYsI KJIETOK MHOTOKJIETOYHOr0 OpraHu3Ma. 3Has pasMep reHoMa, YacToTy
HEUHIYTMPOBAHHGIX MYTAIWil, ¥ YIUTHBAA YHUCIIO AeJIEHNH KIeTOK, HAUNHA
C IEPBOTO JieJIEHNA 3UTOTH], MOYKHO PACCUMTATH KOJINIECTBO KJIETOK, COLEPIKALIIX
X0Td GBI OfHY MyTanuio. Tak, y B3POCAOro YesoBeKa JOJKHO 65T 10 «MyTaHT-
HEIX» KJIETOK, TO €CTh He GbLIO GBI 3J[0POBBIX COMATHYECKUX KJIeTOK. OqHaKo,
[IOCKOJIBKY KonuuecTBo Monuamnieit THK B 100—1000 paa OoJybIie KOJIUYeCcTBa
reHEeTUUECKH SHAYKMMOI, JIHBUHAS JOJIS BHOBb BOSHUKAIONTNX MyTAIWHi IPHUX0-
IHATCS Ha HyKJIEOTHIHI, He HeCcyIiie FreHeTHYeCKoi NHPOpMAaIHK. 9TO0 U ABJA-
eTCcA MOIHEHIIINM CPeICTBOM 3alllUThl FeHOMA.

H3BecTHO, YTO GOJBIINECTBO BHOBh BOSHUKAIONTNX MyTalWil PEeCCUBHEL.
Ilosromy, aumioupHEI (HMaIn MOJUILIONIHBIF) TEHOTHII SyKAPHOT 3al{uIiaeT
deHoTHI OT 3(PEKTa FKCIPECCHY MYTAHTHBIX T'€HOB.

B 5TOM COCTOMT OZHO U3 KapAVHAJBHBIX PAs3JWIHAil MEXaHU3MOB SBOIIONMHI
[IPOKaPHOT U SyKapHoT. ¥ IPOKAPHOT KAYKAAA My TaIlUs IPOSIBIAETCH B (DEHOTH-
I ¥ 33 8IaNTAINI0 IPOKAPHOTH ILIATAT KOJOCCATLHOM IrMGesIbIo IOTeHIIHATBHO
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6ecCMEepPTHBIX KJIE€TOK — OPraHm3MoB. ITofCunTaHo, UTO eciiu OBl KIETKH X0JIep-
HOro BUOPHOHA He rubin, To 3a 1,6—1,7 cyTOK HOTOMCTBO OJHOM TAKOH KJIETKHA
IIpeICTaBIAIO0 GBI coboit 6momaccy pasHyto 2 + 10%°r. ¥ sykapuor reHom 3amfu-
II{eH, YTO MMeeT pellaroniee sHAUEHWE JJIA CYIIeCTBOBAHNUA MHOIOKJIETOYHEIX
opragusMoB. OHAKO, PELECCHBHOCTE TeHEPATUBHEIX MYTATWII CIIyKNUT OCHOBOI
dopMupoBaHnsa reHo(WOHIA TOMYJIAINI, TO €CTh CO34aeT MaTepraJl 3BOJIIOLHN,
C KOTOPBIM paboTaeT oTbop.

Bce BEIMIEN3IOMXEHHOE OCHOBAHO HA MAHHBIX MOJEKYJIAPHON TeHEeTHKH.
Onuaxo, 0oTO0p, KaK MCKYCCTBEHHEIN, TAK M €CTECTBEHHEIN maeT o (GeHOTH-
naM. IloaToMy 1iestecoob6pasHo HCIOIBL30BaTh OEHKH 9acTOThEI MyTHPOBAHUA,
He TOJBKO II0 JAHHBIM MOJEKYISPHON reHeTHKY (0ojiee TOYHBIM), HO U IO JaH-
HEBEIM KJjaccuiecKol remeTuxm. Ilociemnre oCHOBaHBL He HA OIeHKaX 4aCTOTHI
MYTAaIli KaK TAKOBEIX, 4 HA OLEHKAaX YACTOTHI MYTAIHN, TPOABIAIONINXCA B (he-
HOTHIIE B TOMO- ILJIH T€TePO3UTOTHOM COCTOSHUH.

YJacToTa MyTaIMii, OL[EHNBAaEMAad IT0 (PeHOTHINIECKIM IIPOABJIEHNAM, KOJIe-
GieTcs B oueHb IIMPOKUX Ipefenax, oT 1+ 107 go 8+ 107°. 3tu pasnmuns o6y-
CJIOBJIEHBI ¥ TAKCOHOMHUYECKHUMH (9BOJIIOI{MOHHEBIMY ) PA3JINYNAMU HCCIeN0BaH~
HBIX 00'BEKTOB, 1 0COOEHHOCTAMM MYTSHTHEIX MeHOB JaHHOro BHAa (Tabu. 1).
/i HpocTOTHL OORIYHO IPUHKUMAIOT, YTO CPEIHAA JacTOTa MyTHPOBAHHUSA CO-
craBaset 1 -107%, To ecTs ogHa MyTaua Ha 1 MJIH reHOB. 9Toil QPO YacTO
IOJB3YIOTCA B MATEMATHYECKHUX MOLEJNIAX NOMYJIAI{MOHHON reHeTHKH. PenxocTe
KasxoH OTAeIbHON MyTAIy He 03HAYAEeT PeSKOCTH I'eHepPATHBHBIX MYTAIUH
B IlepecueTe Ha reHoM. HanpuMep, IpUHUMAasA CPEIHION YaCTOTY MyTHPOBAHNA
y Drosophila melanogaster 1+ 107 u npepnonaras, 4To reHoM 3toro suja (1n)
cozep:xuT 10* CTPYKTYpPHBIX T€HOB, YACTOTA MYTHPOBAHHS Ha FeHOTHI (2n) co-
ctrasur 2 -10%-1075=0,2, To ecTh KaXKaas IATAA MyXa HeceT HOBYIO MyTAIIHMIO.
9ToT pacyeT BIIOJHE COIIOCTABUM C OIEHKaMH PEATLHEBIX YaCTOT MyTaluii 1po-
30()IIIE], TOJMYUYEHHBIM FeHeTUYEeCKUM aHalnn3oM. Ilo JaHHBIM, IPUBEIEHHBIM
HOy6unureim (1970), 8 X-xpoMocoMe BOSHIKaeT 3a nokoxenue 0,15 % HoBBIX
JeTadbLHBIX MyTAIHIL, 4 BO BTOPOi 1 TPeTheil xpoMocoMax okoio 0,5 % mneraseii.
JleTann JIerKo BEIABJIAIOTCS, TAK KAK B TOMOSHTOTHOM COCTOSTHUY MX YacCTOTA
paBHa cMepTHOCTH MyX. OcTajIbHbIe My TallHH He yUUTHBAINCE. CIIeI0BATENIBHO,
Ix06as HOMYJIAIMAA NCILITHIBAET HOCTOSHHOE M JJ0BOJILHO CIJIBHOE IaBJIEHUE My~
TAIMOHHOTO IIPOIlecca.

IToMyMO CDOHTAHHBIX MyTaIWi CYIIECTBYIOT M TAK HA3HLIBaeMBIe MHIYIIH-
poBauHBIe MyTanui. MuaynpoBadHBIH MyTareHes BEISBIBAIOT KaK QusuiecKue,
TaK ¥ XMMHUYECKHE MyTareHEbIe (pakTopl. K Gu3nYecKnM OTHOCATCA MOHHU3H-
pyIOIIaa pajguaiusa, PEeHTIeHOBCKOe U YIBTPadoIeTOBOE U3NIyUeHNd, TeEMIie-
paTypHBIE BO3ZeiicTBrA. X MMHUUYeCKHe MyTareHbl Ype3BEIYaiHO Pa3HOOOpas3HEI.
JIz060e€ BerIecTBO, CIIOCOOHOE HETIOCPEACTBEHHO HIIH OIOCPENOBAHHO HOBIUATE HA
CTPYKTYPY HYKJEHNHOBBIX KHCJIOT, (PepPMEHTHI PEILINKAIIUY WK TPAHCKPUIIINH,
WJIA HapyIINTh cucTeMbl penapanuu JHK, aBidgeTca MyTareEoM.
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Tabnuya 1

TeMn MyTMPOBAHUS HEKOTOPHIX TeHOB Y Pa3JIMIHBLIX OPranu3MoB

OpramH3M M OpM3 Yucao MyTapui Ha OHE
TeHOM 33 OHO IIOKOJCHHE

Baxmepuogazl2

Kpyr xo3ses 3-10°

Tlozasnerue u3uCA 1-10°8
Escherichia coli (6axmepus)

VeToiuMBOCTS K CTPEnTOMUIIUEY 4.107°

BaBHCHMOCTE OT CTPENTOMULAEA 1-10°

VerofunsocTs K dary T1 3-10°

COpakuBanie JaKTO3EI 21077
Salmonella typhimurium (6axmepus)

HesaBECHMOCTE OT TpUITOdaHA 5-10%
Chlamydomonas reinhardi (60dopocav)

VeToHunBOCTE K CTPEITOMULIEY 1-10°¢
Neurospora crassa (2pub)

HesaBHCHMOCTE OT ajeHUHA 4108

HesaBrCHMOCTE OT MHOBHUTA 8-108
Zea mays (xyxypysa)

«Ccoximecs» 3epHa 1-10°¢

@ uoseTOBLIE 3ePHA 1-10°5
Drosophila melanogaster (nnodoean myuxa)

HiekTpodopeTHUECKHe H3MEHeHNA 410

Bexbie riasza 4-10°

Hexroe TeN0 1-10*
Mus musculis (moiius)

Kopuanepas OKpacKa IepeTy 8-10°

THeras oxpacka HIEPCTH 3-10°
Homo sapiens (wenoéek)

Xopes l'eHTHHFTOHA 1-10°¢

OTcyTeTBEE PafyAcHOR 060I0TKH 1838 5-10°

PeTurOGHaCTOMA (OITYXO0JIb CETIATKY T1Ia5a) 1-10°

Temobmmusa A 3-10°3

AXOHZPONIasHA (KAPIAKOBOCTE) 4+10°5—-8-10"°

HeiipodutpomaTos (0Iyx0Jb HEPBHOM TKaHM) 2.10
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MyTareEHOe AeiCTBYe HOEU3VPYIOIell pagraiy ¥ 3JIeKTPDOMATHUTHOTO 113~
JTyueHus 00yCJIOBJIEHO BO3OYIK/IeHIEM ATOMOB, COCTABJIAIOIIX MOJIEKYJIIY JHEK,
B Pe3YJILTATE Uero IPONCXOIAT Pa3PhIBbl KOBAJIEHTHBIX U (XJIH) BOJOPOJHBIX CBA~
aeit. JleficTBHe (PU3MUYECKUX MyTAreHOB IOAUYNHEATCA MPABIILY «103a — 3(eKT».
Yem BHIIIE 71032 00JyUeHNs, TeM O0JbIlle BOSHUKaeT MyTanuii. 3T0 nNpaBuiIo
BBIIEPIKHBaeTCH KaK IIPH yCUJIeHNH NHTeHCHBHOCTH 00JIyYe s, TaK U IIPY yBe-
JITYeHUH eT0 IIPOLOIIKUTEIbHOCTH Ge3 yBemueHus HHETeHcuBEOCTH. IloaToMy
npe/ielIbHO JOIyCTHMbIe KOETEETPAIIY PaROaKTHBHOTO 00y YeH! s UMEIOT 3Ha-
yeHHs TOJIHKO C TOYKY 3peHNd X IIATOTeHHOr0, HO He MyTAIlIOHHOrO 3(heKTa.

Cpenu 5K30TreHHBIX,, II0 OTHOIIEHMIO K OPraHu3My, XUMH4YEeCKIX My TareHOB Bbl-
JIeNFI0T HeCKOJIBKO KJIACCOB BellleCTB, HelIoCPeACTBeHHO HapyINAIOIMUX CTPYKTY-
Py HYKJIEMHOBBIX KHCJIOT. MyTamuy 4acTo BEISLIBAIOT JIKMIIAPYIOINe areHThl,
HanpuMep, unput S(CH,CH,Cl), u ero npouspoziEble. ITY Bell(eCTBA IPOU3BOAAT
HehepMEHTATHBHBIMN IIepeHOC aIKIIFHBIX IPYIII Ha OuoJiorniyecKye MaKpomoJie-
KYJIbl, HApEMED, AJIKIINPYIOT KACJIOPO/ B IIIeCTOM IIO3UINY B I'yaHIIHe U B YeT-
BepTOii IO3UINHY B TUMIHE ¥ PAJ ATOMOB a30Ta B IIyPHHAX ¥ NUPUMHAJNHAX.
TTono6HEBIe MyTauu 06EMEO peltapupyored. IlosToMy IpsAMas 3aBICHMOCTD MeXK-
Iy KOJIMYeCTBOM MyTareHa ¥ 9acTOTOH MyTalyii B JaHHOM CJIyJae OTCYyTCTBYeT.

OEMM U3 KJIACCOB MyTareHOB, MMEIOIUX OIOCPeJOBAHHOE AeiiCTBHE, SB-
JNAI0TCH HUTPUTH], HAKAILJIMBAIOINIECs B OBOIIlAX IIPH liepe/I03POBKe a30THBIX
ynobpenuii. B oprarusme Hurputhl (KNO, 1 NaNO,) npeBpaijaiorcsa B a30TH-
cryio kucnory HNO,, koTopad fesaMUHUPYeT I'YaHWH 10 KCAHTHHA, afleENH 10
TAIIOKCAHTHHA, TUTO3HH JIo ypanuia. CoeiuHeHre ypanuia ¢ aJeHMHOM B IBOM-
soit cnupasau [THK npusoaut k rparsuruu GC— AT, a runnoKCaHTHH BBI3BIBaeT
rpamsumuio AT — GC. 310 He BO3BpAaTHAA MyTallys, T. K. TAKOH TPAHSUIAN MO-
JKeT IOABePIHYThesH Ji06as napa ocuoBanmii. KcanTne He ciapuBaeTcs HY C O/
HIM HyKJIeoTHoM. BosEukaer «poGes» B aHTHNIapaLienbBoi nenu JIHK, yto
cumTaeTcs JeTaIbHON MyTanuei. MyTareEHOH aKTHBHOCTHIO 00J1a1a10T MHOTHIE
IIePOKCH/IBI ¥ CBOGOAHBIE PAANKAIIB], BOSHUKAONINe KaK Y SK30TeHHBIX, TaK
¥ [IPY SE/IOTeHHBIX HapylleHusx Mertabonnsma. OcoGeHEO aKTHBHBI CBOGO/IHEIE
PaIMKATIB] KICIOPO/a, BOSHUKAOIIYE IIPY BOCCTAHOBUTEILEBIX PEAKIIUAX. ITO
TUAPOKCIIIBI, CyIIePOKCH ¥ CUHIJIeTHBIH Kucyopoa. Ceayer 106aBUTh, YTO HIC-
TOYHMKOM MYTareHOB CIYHT MeTa00JN3M MHUKDPOQJIODE!, IPUCYTCTBYIONEN
B OPraHI3MaX MHOT'OKJIeTOUYHBIX. IIOKa3aH0, 4TO PAJ IPOMEXKYTOUHBIX COEMYI-
HeHMi, BOSHUKAOIUX Ipy 0aKTepraIbHOM MeTabousMe KeIYHbIX KHUCJIOT,
X0JIleCTePYHA 1 aMUHOKHCJIOT, BHI3BIBAIOT My TAIlUH.

TaxuM 06pazoM, JI060i OPraHnsM HAXOAUTCA IO ITOCTOAHHLIM IeMCTBHEM MHO-
JKECTBA MyTareHHEIX (aKTOpOoB. II03TOMY 1 MEHOI'OKJIETOUHLIM, ¥ OLHOKJIETOYHBIM
OPTaHN3MAM YPEe3BBIYAMHO BasKHA 3aII[1Ta OT MyTauuii. BayxHa OHa U IPOKapH-
oTaM, Tak KaK BOSHMKAIOIe My Taluy B 6oJiee My MeHee CTaOMIbLHBIX YCJIOBUAX
CHIT’KAIOT MX NIPHCIIOCOBIeHHOCTD. PefKOCTh BOSHIKHOBEHNA My TAIMI — CJIe/ICTBHE
He OTCYTCTBHSA BBISLIBAIOIIAX NX BO3AEICTBUI, & BHIpaboTaBIIMXCA B IIpollecce
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SROJIONHMH 3aIUTHBIX MeXaHn3MoB, CyIecTByeT PAZ, CUCTEM, SaIUINAIOIIAX
OpraHu3M OT MyTanuil. ITH CUCTEMBI OCTATOYHO ABTOEOMHEI IPYT OT APyTa
¥ eHiCTBYIOT 110 NPHHIUITY — eclii He cpaGoTaeT ojjHa, TO cpaGoTaeT fpyras.

Hawbosee U3BeCTHLI CUCTEMBI PEapaIly MyTAIMOHHBIX HapyIlleHnii, BOSHU-
Kaolye NP TPAHCKPUHINY U TPAHCIALNY, paGoTaloIie B KIeTKaxX KaK IIpo-
KapuoT, TaK U dyKapuoT (GoTopeaKTHBALNA, OTIIeIlIeHre METHIILHO I'DYIIIbI,
SOS penaparus, feiicTBre (hepMEHTOB— JIUras u T. A.). CucreMsl penapauyy 3a-
MMAIIAIOT KIETKY OT MHOTUX MyTaIyii, HO He MOT'YT c/leJIaTh 9TOrO 110 MEHbIIeH
Mepe B ABYX CIydasdx: eciu He PaclosHaloT MyTaiuu B Ieniouke [JTHK, u ecin
MyTallis IIopaskaeT caMy cHCTeMy pernapanuu. Bo BTopoM ciiydyae 4acToTa My-
Tanui pesKo Boapacraer. B s1roxy, IpeAInecTBOBABUIYIO MOJIEKYJIAPHON reHe-
THKEe, CUUTATIOCH, YTO CYII[ECTBYIOT «PeHbI-MyTaTOPhI» , YCUJIUBAIOIHAE MyTare-
Hes. Terneps NUILIYT 0 «MYTATOPHOM (heHOTHIIE», BOSHUKAIOIIEM B Pe3yabTare
MyTaluii reHoB, OTBEeTCTBEHHBIX 38 CHCTE€MBI Deraparu.

He tax maBHO 65110 nokazano (FatakTuoros, 1995), uro cnenuduyecKnil nM-
MyHUTeT BBICIINX KVBOTHEIX, cucTeMsl T u B numM@onuTos, TOYHO PACIIO3HAIO-
U UyKepoaHble GeIKY ¥ YHUYTORAIONe KIIeTKH — UCTOUYHUKH 9TUX GeJIKOB
(aHTHUIE€HOB), CIY>KUT He TOJIBKO JJIS 32U ThI OT 0aKTepuaIbHON HHPEKIUH, HO
1 OT MYTAHTHBIX KJIeTOK COOCTBEHEOTO OPIaHN3Ma.

K mexanmsmam, 3ali{AIIAION[M OPraHU3M OT MyTaIlyii, MOX¥HO OTHECTH TaK-
K€ BBIPOXKIEHHOCTD reHeTYecKoro Kojia. CHEOBENMITYeCKNe MyTallui, TO eCTh
MyTalli#, IPeBpaliaolnye Ol H KOLOH B IPYroil, KOAUPYIOIUA Ty e AMUHO-
KHCJIOTY, He BJINUAIOT HA CTPYKTYDPY O€JIKOB U, TAaKMM 00pa3oM, ABIAIOTCHA Hel-
TpaIpELIMU MyTanusmu. Kpome Toro, mensiil pax MyTanyil, IPHBOAAIINX K 3a-
MeHe AaMIHOKHCJIOT B ITOJHUIIENTHAHBIX TEeNAX, He BJIUAIOT Ha KOH(MOPMAIHIO
1 QYEKOHMOHAJIbHEIE CBOCTRA GeIKOBBIX MOJIEKYJI. TaKye 3aMeThl ¥ BEI3BIBAIO-
1Ie UX MyTaIlii Has3plBalOTCA ceJIeKTHBHO-HeHTpanbEbiMu. Hanpumep, B-1e-
I reMOTJI00MHA YeJIoBeKa ¥ JIOMIagy pasandaiTces 17 aMIHOKHCIOTHBIMI 3a-
MeHaM#, He BIUAIONMY Ha CPOJICTBO I'eMOIJIOOHA K KHCIOPOAY.

MyTannoHHEas N3MEHUYMBOCTD SIBJIAETCH OCHOBHBIM MCTOUYHUKOM reHeTHUIe-
CKOIl U3MeHUYHBOCTH y IPOKAPHOT, 06JIaJaI0IIX TaIVIONAHBIM Ha00pOM I'eHOB.
YV HuX, BHOBb BO3SHUKAIOIE MyTAINY CPa3y NPOABIAIOTCA B (peHOTHIIE, a Ha
deHOTHIINUECKOE BRIPAKEHIEe MYTALIMY BINAIOT MEXXTeHHble B3anMoieficTBHAA
¥ AIINTE€HOMEBIEe B3aMO/IeiiCTBI A GEJIKOB — IIPOAYKTOB SKCIIPECCHY T'€HOB. ¥ Y-
KapuoT, 0618 4aI0IX JUILIOUAHBIM 1 IIOJIHILIONIHBIM FeHOTUIIaMY, pellalomnee
3HadeHMe NMeeT KOMOMHATY BEAA N3MEHYUBOCTD.

B pesynbrare 00'beIUHEHNA FraMeT pouTeNell, B FeHOTUIIaX IOTOMKOB KOM-
CHHUPYIOTCS PasHele aJLJIejiv, B TOM YKCJe, BEHOBb BOSHUKININE MyTallyy, TaH-
JieMHEBIEe IOBTOPLI, BOSHUKAIOIHE B PE3YJIbTaTe KPOCCHHIOBEPa U ITePeIrCIOKa-
M1 MOOMILHBIX FeHeTHYeCKHX 5JleMeHTOB. BTOPBIM HCTOYHMKOM KOMOMHIIPOBA-
HIA I'eHOB ABJISETCH PAaBHLIN KpoccuHropep. HoBRle coueTaHnsa reHOB IPHBOAAT
K HOBBIM, OTCYTCTBOBABIINM y PoauTeliel, MPH3HAKOB (peHOTHUIIOB IOTOMKOB.
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ITprMepoM BOSHMKEOBEHHA HOBOTO IPHM3HAKA B pe3yJIbTaTe KOMOUHNPOBAHUS
I'eHOB MOYKeT CIIY¥KUTH BOSHIKHOBEHNE OPEeXOBUAHOT0 'PeCHA Y KYP BCJEICTBHE
KOMOMHUPOBAHENA JIBYX JUAJLIEIBHBIX I'eHOB (puc. 2).

Y opraHu3MOB, Pa3MHOKAIOIIUXCA IIOJIOBBIM IIyTeM, pasHoobpasue KoMOu-
EUPYIOIIUXCSA I'eHOB BO MEOT'0 Pas IIPeBOCXOANT pasHoOOpasue, co3aBaeMoe My-
TAIMOHHON N3MeHYMBOCTHIO. KOJMHYeCTBO BOSMOMHBIX KOMOMHAIIHI e HOB 0T~
pakaeT KOJIMYECTBO 'eHeTHYECKUX KJACCOB 3UTOT BO BTOPOM IIOKOJIleHNH. Ero
onucrIiBaeT hopmysa:

n
rr+D) ' rne r—wucno anneneii 6 xaxdom JOKYce, a n—uuUcio zemepo-
2 3U20MHBLX JIOKYCOB.

s
P X 4
PozososuaHbiA (AAbb) ¢ TopoxoBuanbid {aaBB)

%3

F, g

Opexouaybit {AaBb)

WS @ d
Opexoevw,ﬂbﬁ (AABB) : Opexowuu {AaBB}
2 I\ Foi /
Opexoureii (AABL) i OpéxoBwknin (AaBb):; i
F, , ,\ ,

B g3 ) 5 R .._DN t.,g\

Opexosuzunift (AaBB} Opacoaumaﬁ(ﬁaBb) TFopoxoeuatilt {aaBB) | Fopoxosuatbii {aaBb)
& ..n“ ...,D\

Opexosyanpis (AaBb)-| Posososuanwi {Aabb) | Fopoxosuarbii {aaBb) | JiucToBugHbit {aabb)

Puc. 2. Hacneposauve ¢opmul rpeGhs y Kyp npu B3aumopneicTemn nsyx reqos (no JloGawesy, 1969)
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CuwuTad, 0 TaHEHBIM Ha 1999 roj, uniciieEHOCTD YesoBedecTBa 6 « 10° 1 mpen-
mosaras quaneapbHeIMU Beero 100 u3 mpubnausurensao 30 ThIC. CTPYKTYPHBIX
reHOB 'eHOMA YeJIOBeKa, HOoJyYnM

22+ " 5100 BO3MOXHBIX KOMOMHAIMI I['€HOB, TO €CTh BeJIMUYNHY Ha
[ 2 ] = IBa TMOPAAKA IIPEBOCXOAAIYIO UNCIEHHOCTD JejioBeye-
ctBa. TakuM 00pasoM, KOMOMEM POBaHYe M'eHOB ABJAET-
C# OCHOBHBIM MCTOYHIKOM HACJIeICTBEHHO N3MeHYIBO-
CTHU 5YKaPHOT.

1.2. T'enogonn

TeHOMOHE IOy AT — COBOKYITHOCTD T€HOTHIIOB BCeX 0c00eti, COCTABIATOMTIX
IOy AATIHIO, BKJIIOUAIONAA BCe pasEoo0pasue reHoB aToil nomyarun. Cymma re-
BOGOHOB IOMYIAIAI cocTaBisgeT reHOMOE Biaa. Me oy NaIoOHERIE Pas3Jiii-
yus (cBoeoOpasure reHo(POHAA KaXKI0HM U3 HOMYJIATHHA) OIIpenestioTcss He TOJb-
KO HaGOpOM U 4aCTOTAMH aJLjlejieii TeHOR, COCTABJIAION[MX e HOTUITBI 0co0eil, HO
¥ 0COOEHHOCTSMY MeyKTeHHBIX B3aMOIefICTBI, 00YCJIOBJIEEEBIMIL COUETAHNEM
STUX ajlaeJieil B reHoTuniax. HoBble ajuleny HOSBISIOTCA B FeHOTHIIAX 38 cdeT My-
ranuii. IIocKoIbKY GOJILITIECTBO BHOBH BOSHUKIIINX aJljlelieil pelleCCUBHEBI, OHU
He IPOSBIAAIOTCH B PeHOTHIIe, HO COXPAHSIOTCA B reTePO3SUTIOTHOM COCTOSHUH B
4Ypejie MOKOJIeHNI, BHOCS BKJIaJ B CO3ZaHNe MreHeTUYeCKOro PasHo00pasus IOIy-
nanun. OcroBaTens nonyaanuosroi regetuku C. C. YerBepukos (1926) nucai,
YTO «IIOIYJIANA BIINTEIBAET MyTallui, KaK rybKa BINTEIBaeT Boay» . Ha puc. 3

Mnoaessie Mywky | . T
Ocwi -
DIpyrue Hacekomble | ] - i
Mopckue BecriosBoHouHbe [ i 1
Hasemnble monniocku [~ . . 1

becno3soHo4Hbie

Puibbl | . ]
3eMHOBOAHbE [ T
Penmwanu [:::::]
Mo [ )
Mnexoruratoume [7 ]

BecnoapoHouHbie |

MoasoHouHbE EZ:]
Camoonbuisioimecs pacterus |~ ]

MepekpecTHO onbin. pacTenus [ e ]

Mo3BoHOYHbIE

CpenHee
3HaveHue

Puc. 3. CpepHsis reTeposurotHoCTb B reHOGOHAX PasHbix TaKCOHOB (M3 MHre-Bewromosa, 1989)
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NpuBeJleHBI 0000IIeHHbIe JaHHbIE II0 YPOBHAM IeTePO3UI0THOCTH B PasHBIX TaK-
COHAaxX MHOTI'OKJIETOYHBIX. M3 HUX ciefyer, UTO YPOBEHD reT€pO3UTOTHOCTH Ba-
PBEPYeET B OUeHb IMTHPOKUX Mpefesax.

PereccuBEBIe MyTanuy He e AMHCTBeHHLIN NCTOYHNK (DOPMUPOBAHIS Pa3HO-
obpasus renodorsa. Kak yike ckasano, He MeHee BRXKHYIO POJIb UTPaeT KOMOH-
HaTHBHAA U3MEeHYUBOCTE. 1P HONOBOM pasMHOIKEHNH CayYainoe KoMOHHUpPO-
BaHMe IraMeT ¥ KPOCCHHTOBED 00eCIeurnBaroT YHUKAIBHOCTh KOMOHMHATIUY AJLTTe-
Jell, COCTaBAAIOIUX I'eHOTHUII KaKI0H 0COOH.

Taxum 06pasom, cpefy OPTaHN3MOB, PA3MHOKAION[MXCS ITOJOBEIM ITyTeM, HET
IBYX oco0eit, 00/1aaI0mux NAeHTHYHEIMHY reHoTunamMu. VICKIIoueEeM us sTo-
ro IIpaBUiIa IO IMOCJIeAHEr0 BpeMeHH CUNTAINCH OJHOANIEBEIE (MOEO3UTOTHEIE)
6nu3sensl. OfEAKO, TOKA3AHO, YTO ¥ OHM I'¢HeTHYECKH He BIIOJIHE NAEeHTHUIHEL.

Ilpasuno Xapou-Baiinbepza

OnBoil 13 XapaK TePHCTHK IOIMYJIANFIOHHOI0 re HOMOHA, TIO3BOIAIOINX CPaB-
HUBATDH reHO(OHIB! TIONMYJIANIN OMHOTO BUAA, MOMKET CIYXXUTh aHAJIN3 U3Me-
HeHNA KOHIEHTPAIMH ajljeJiell Toro uiju nHoro rega. Ilua Toro, 9¥ToGr! HOHATH
IIpY KAKUX YCJIOBUAX KOHIEHTPAIVA ajlieset OyAeT U3MeHATHLCA, PACCMOTPHM
Mofelb «HIeaJIbHOM» MONYJIAINY, KOTOPYIO CO3AJ AHIVIMACKUN MaTeMaTHK
Xapau u HeMeIlKuil Bpad BaitnGepr. OHu HesaBUCHMO IPYT OT APYTra BHIBEJIH
B 1908 r. ypaBHeHYe, ONNCLIBaIONIee ANHAMAKY ABYX ajliefeil B MEHEJIEeBCKO
HMaHMHKTHYeCKOIl monynanuu. MeHaeneBCKON Ha3bIBAETCS IOIYIIAINA Opra-
HH3MOB, C HacjeJoBaHUeM IIPU3HAKOB, IMOAUMHSAIOINEMCH 3aKoHaM Menzens,
a NaHMUKTHYeCKOI — IMONYJIAINA, B KOTOPOH PaBHOBEPOATHO CKPEIMBaHHeE
JNI006BIX ABYX ocobeil pasHBIX HOJOB.

Ilpasuio (3axor) Xapau-BaiinGepra HHOITIa CPABHUBAIOT C IIEPBBIM 3aKOHOM
Heiorona. ITono6HO TOMY, KaK IePBBIH 3aKOH MEXAHUKH IJIACUT, YTO «(pusnye-
CKOe TeJI0 COXPaHseT COCTOSHNe ITOKOS WIH PABHOMEPHOr0 IPAMOJUHEHOTO
ABYKEHUS [0 TeX OP, ITIOKA BHEIITHYE CHJILI He I3SMEHST 5TO COCTOSHUE» , 3aKOH
Xapnu-BaiiEGepra riacut, 9To «B GONBIION HAHMUKTHYECKOM IOy AIMH, npu
OTCYTCTEMH BOZMYUIAIOINMX BO3AEMCTBHI, KAK TO: IOETOPHOE MYTHpPOBaHME
AAaHHOTO T'eHa, 0T00OD MJIHN HU30upaTeJbHAA MUTpauuA (T. €. IIPH OTCYTCTBHM
NpMBHEeCeHM NN YOBLIH aJI1elisl) KOHIEHTPALMA ajijlesel u3 MMOKOJeHU A B IT0o-
KoJIeHNe OCTaeTcA HeM3MeHHOM » .

B nipocreiimenm ciyyae npasuiio Xapau-BaifinGepra qiisa AByX ajLieneil Mox-
HO IPOMJLIIOCTPUPOBaTSH perteTkoii IlerneTa (prc. 4). YacToTh! aymeneii p— 10-
MAHAHTHOTO 1 ¢ — peneccuBHoro 0,49+0,42+0,09=1 B GyKBeHHOM BLIpae-
Hum p°+ 2pg+ ¢f=1.

Amnanorununas curyanus HaGIIOgaeTCA OIS TI000r0 uncia ayuieneit. YacToTsl
anneneti rpynn kposu (ABO) y srozei onuchiBaeT ypasHeHUE:

PP+ 2pr+2qr+2pq+ri+qf =1.
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F'ameTbl CaMxun

A a
p=07 q=03
§ p=0,7 p’=0,49 pg=0,21:
z ;
QO
=
= a | » r 'g
g=03 | .-Agm . o®
’ : pg=0, i -
' ‘ ek Puc. 4. Pewetka lledHera

B ciienyIomieM IOKOJIeENH, IIPY COOMIOeENY IIePeUHCIeHHbIX YCIIOBHI, 4acTo-
Tl F€HOB ¥ TeHOTHIIOB He M3MEeHSIOTCA. P; — KOHIEHTPaLHA aJLlens A B ClIefyIo-
1eM IIOKOJIEENH, PABHA P, = p?+pa=p(p+q). Tak kak p+ag=1, p,=p, ¢;=q.

Ha mpakTuke MBI pacCMaTpuBaeM He oObeflHeHUe rameT, & CiydailHoe
cKpelBanye ocoGeii. CaMK¥ U caMITbl MOT'YT OBITh TOMOSHTOTHBIMI 1 I'eTepo-
SHTOTHBIMY 110 JIIOGOMY 13 ABYX ajLieseit. OG03HAUMM YaCTOTHI FeHOTHIIOB AA
KaK X, Aa—y u aa— 2. ITockonbky x+y+2z=1up+g=1, rorna x+0,5y=p
u z+0,5y=q. Tax KaK BepOATHOCTH OZITHOBPEMEHHOI'0 OCYIIleCTBIICHN A IBYX He-
3aBUCYMBIX COOBITHI pPaBHA POU3BE/IEHHIO X BePOATHOCTE, ITOIYyUUM YaCTOThI
pasJIMYHBIX THIOB CKPeIUBAHN, IPe/CTaBIeHELIX B Tabiuie 2.

Tabruya 2
CooTHOIEeNHe YaCTOT reHOTHIIOB B IIOTOMCTEE IPH CKpeL(HBaHNH ocobeil,
00J1aaI0UINX IBYMA AJIJIeAMH

Tun YJactoTa IToTOoMKH
CKpeLInBaHUI CKpenMBaBEMit AA Aa aa
PAAXT AA X2 X2

PAAxT Aa XY 0,5XY 0,5XY

Q@ AAXT aa XZ XZ

Q@ AaxT AA XY 0,5XY 0,5XY

Q@ AaxT Aa Y2 0,25Y2 0,5Y2 0,25Y2
@ AaxT aa YZ 0,5Y% 0,5YZ
QaaxT AA XZ XZ

R aaxT Aa YZ 0,5Y%
Qaaxd aa Z2 Z2
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Ilpeanonaras o6befUHEHNE IraMeT IIPU 3THX CKDEIMBAHUAX CIYYANHEIM,
MOJYyYVM IIPUBEJIeHHOe B Ta0Ji. 3 pacnpesesieHNe YacTOT e HOTHUIIOB CJIeyIoLe-
* O IIOKOJIEHUA.

Tabnuya 3
YacToThI THIIOB CKpEeNIHBAHUA B TAHMUKTHIECKO MO Y AALNH
Camusr
Camxcn AA Aa aa
X Y Z
AA AAxAA AAxAa AAxaa
X X2 XY XZ
Aa AaxAA AaxAa Aaxaa
Y XY Y? YZ
aa AaxAA AaxAa Aaxaa
Z X7 YZ A

YTOGH! BEISCHUTE YACTOTHI T€HOTHIIOB B CJIeYION|eM IIOKOIeHHH, IIPOCYMMH-
pyeM 4acTOTHI IIOTOMKOB OT PA3JIMYHEIX TUIIOB CKPEIUBaHTA.
Jns rereposurorer Aa:

0,6xy+x2+0,6xy+0,5y2+0,5yz+ x2+0,5yz=
=xy+2xz+yz+0,5y2=2x(0,5y+2)+y(0,5y+2)=
=2(x+0,5y)(z+0,5y)=2pq,

(nockonbry x+0,5y=p, a z+0,5y=q).

Tak e s AA mosryuum p? u puist aa— g2, VI B 5TOM Ciryuae BHLIEDIKABAETCS
Hel/IsMeHHOCTL ypaBHeHmI Xapnu-Baita6epra. IToscrasus BMecTo X, i 1 2 3Ha-
dYeHus p’, 2pq u ¢°, MOMKHEO YOEIUTHCS, YTO KOHIIEHTPAIMH FeHOTHIIOB OCTAIOTCS
HEN3MEHHBIMI B KAXKJOM IIOCHIeNYIOIEeM IToKoAeHH. VIsMeHUB KOHIIeHTDAaIIIO
OJHOTO U3 aJljesieil, MOXKHO TaKe yOeIuThCsA, 4T0 HOBOEe pAaBHOBECHEe YCTAHO-
BUTCA B CJIE/IyIOIE€M ITOKOJICHIH U B laibHelieM Be nsMenurcs. [losyueHHDIH
PesyJbTaT COXpaHAeT A [ CIyiaeB MHOKECTBEHHOI'0 aJLIejIN3Ma, MHOMKeCTBa
HECIEIVIEHHBIX JIOKYCOB, Pa3iuyMil B KOHIEHTPAIVY ajLiejlell y PASHBIX IIOJIOB.
B nocnexnem ciryuae, T. e. B CIy4ae CIEIJIEHHOCTH C II0JIOM, HJIH B ClIydae cIie-
NJIEHHOCTH ayTOCOMHBIX I'€HOB, paBHOBecHe Xapau-Baiin6epra ycragaBiamuBaerT-
Cf He 32 0/JHO, & 38 HeCKOJBbKO ITOKOJIeHII1.

Orrnonenwue or npasusa Xapau-BafinGepra cBuseTe IbCTBYeT O TOM, YTO HA
IOy JIANKIO AeiiCTByeT KaKoii-inbo 13 BHEMENX (PaKTOPOB WJIH UX COBOKYII-
HocTh. Hampumep, B pesysbraTe SMUrpaluy UM MMMMUIDATIAN 0CoGel moIy-
JATMY OOMEHUBAIOTCH aJlJIeJIsIMY C APYTHMY MOMYIATMAME TOTO e BU/A, WIN
MPOM30IILJIO IIOBTOPHOE MYTHPOBAHME TOTO e TeHa, MJIU 10 IPUBHAKY, B (op-
MUPOBaHUM KOTOPOT'0 IPUHUMAET yJacTye JaHHLIA I'eH, uzieT ot6op. OmHaKo,
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coxpaHeHVe PaBHOBECHS He BCer/la CBUeTeIbcTBYeT 00 OTCYTCTBUY [eiiCTBUA
stux ParTopoB. Hanpumep, ipy n0J0BOM 0T0Ope YACTOTEI ajLilejeil MOryT Me-
HATHCH OT IOKOJIEHNA K IIOKOJEHNIO, 4 YaCTOTH M'eHOTHUIIOB OYZYT YIOBJIETBO-
pATH COOTHOIIEE IO p°+2pg+¢°=1.

W3 npasuna Xapau-BaitnGepra ciefyioT Ba BAXKHBIX IIOJIOKEHNA: BO-TI€p-
BBIX, KOHIIEeHTPAIMA JaHHOr0 a/Llesid MOYKeT MeHATHCA TOJIBKO 0L AeficTBHEM
BHEOIEUX IO OTHOLIEHUIO K IOMyAANuY (aKTOPOE, BAAAIOIUX Ha €e YHCJIeH-
HOCTB ¥ COCTaB; BO-BTOPBIX, B HOLYNAAINY OYyAyT HAKAINNBATLCH DAa3HBIE aJI-
JIen — pazHooOpasHe ajieseil 110 Mepe MYTHPOBaHUA OyAeT BO3pacTaThb. 3TO
reHeTHUECKOE€ PasHooOpasme ABJIAETCH XaPaKTepHCTHKON reHo(hOHIa U MMe-
eT OrPOMHOe 3HaUeHNe [JIA SBOJIIONMY, TaK KaK MpeAcTasiseT coboil MaTepu-
aj nas orbopa.

Ha npaKTHKe IPH ONpefelleHUN KOHIeHTPaIluy ajLieaeil Kakoro-1uoo reHa
B M3y4aeMoil HOITYJIAIMY IPH3HEAeTCA KOPPEKTHLIM UCIIONb30BaHNe YPaBHEeHE
Xapau-BaituGepra B TOM cilyyae, €CJIM HOIYAAINAA JOCTATOYHO O0ONbIIas, CKpe-
muBanne Gosee-MeHee Cay4uaiino, a METeHCUBHOCTE 0TOOpa HUSKA.

Takne pacueTsl IMeEIOT IPAKTUYECKOe 3HAUEHYe, TaK KaK Pa3sHble 3HAYCHUA
paBHOBECHEIX KOHTIEHTDaIY ajseseil B BBIOOPKax yKasbIBaloOT Ha TO, YTO HCCJie-
JloBaTeJIb UMeeT fiesio GoJsiee yeM ¢ OfHOM oy asanueii. PasnuansaMu 4acToT aj-
JieJieii IO pe3yIbTaTaM aJ1JI03MMHOI'0 AHAJIN38 YACTO [TOJIB3YIOTCA A14 TOr0, YTO0b!
pasanyaTh HOIMYJIATHHY PEI0. ITO HO3BOJIAET YCTAHABINBATL HOPMBI BEJIOBA He
HOPBIBAIOIIIE YHCIEHHOCTH Iroryasay. IlprvMepoM pasmrduii 110 4acToTaMm aji-
Jesieil MOJKeT CIIYKUTH CBoeobpasue nomysanuii Kersl Oncorhynchus keta, Hepe-
craIuxca B pekax o. Caxamue u SIMOBECKTX ocTpoBOB (ANTyXx0B, 1983) (puc. 5).

Kax 651710 CKa3aHO BEIINIE, YACTOTH aJ1jIe/Iei MeHSIOTCA TOJIBKO ITOK JeliCTBreM
cu ((paXTOPOB) BHEITHIIX 110 OTHOLIIEHHIO K TeHOGoHAY Honynanun. VcKimoyeHne
COCTaBIIAET TOJBKO JApeii( reHOB — CTOXACTHUECKYIe N3MeHeHN d KOHINeHTPAaI KN
asneJetl, 00ycJI0BIeHHEIE CIYUYAHOCTHIO CKPEIMBAHNH B OTPAHWYEHHO IT0 UHIC-
JIEHHOCTH TIOTIY ST,

Apeii zenos
CroxacTuyecKue H3MEHEeHUS KOHI[eETPauuH ajljieflell B HOMyJIAIUaX C MAJIOR

YHCJIEHHOCTHIO OBLIH OTKPEITE PoMamoeiM 1 JlyorHUERIM (1931) 1 HasBaHEI
UMM F'eHeTHKO-aBTOMaTHYeCKUMH Iiporieccamu. He3aBUCHMO OT 5THX aBTOPORB TO
e fABIeENe ObLI0 oTKPEITO Paiirom (1931) u HasBano uM Apeiidhom resos. B Mu-
POBOI iHTepaType 3aKpenniacs 3ToT 6oJee 06pasHEIH M KOPOTKIH TePMUH.
fIsnenme fpetidha reHoB GoJiee 3aMeTHO B HOIYJIANMAX, ¢ OTPAHNIEHHONR YHC-
JIEHHOCTBIO PEIPOAYKTHBHON UacTy COCTABJIAIONINX UX ocobeit. UncieHHOCTD
PeNpoAyKTHBHOR YaCcTH MONYJISINY, TO €CTh YXCJ0 ocobell, ZOCTUITINX II0JI0-
BOY 3peJOCTH M OCTABHBINHKX IIOTOMCTBO, 0OBITHO BO MHOI'O pa3 MeHbIIe 006-
medt (BKIOUYAomeil HelloJOBo3peibIX ocobeil) uncileHHocTH. Hanpumep, y Bo-
OaHoi moseBku Arvicola terrestris L. B KaXK0M IIoMeTe B cpeaHeM OGBIBaeT
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oKoJio 7 merensimeit (ot 3 mo 14). Ba ce30H moJeBKa IPUHOCUT 3—4 BBIBOA-
Ka. JleTeHbININ, POOVBINIHECH BEeCHOM, K OCeHH IPHCTYIAIOT K PDa3MHOMKCHHIO
¥ yCIeBaIOT MPHHECTH 10 BRIBOAKY. Takum o6pasoM, ITOTOMCTBO OJJHOM Iapbl
ponuTeseil cOCTABJIAET 3a Ce30H mopaaka 50 ocobeil, cunTas BEyKoB. Cunrad
YHCICHHOCTD IOIYJIAIUY IOCTOAHHOM, YTO CIIPABEAJIVBO IIPK YCPeHeHUN KO-
Je0aHmMil YNCIeKHOCTH 110 BpeMeHH, MOYKHO YyTBEPIKAATE, 4T0 48 3BePhKOB U3
51X 50 IIOTOMKOB He JIOIKUBAIOT IO IIOJIOBOI 3PeJIOCTH.

Pekm, 06beMbl CyMMapHbIX BHIBOPOK, ropbl uccne-
[0BaHMi:

1—Haiiba, 992 {1976—1981)
2—YpapHvua, 256 (1977—1979, 1981)
3—Kamyunmrka, 1783 (1977, 1978, 1980, 1981)
4—3apetuka, 385 {1980)
5— ficHomopka, 294 {1980)
6— Byioknmrka {Toponait), 86 (1976)
7—Kypwika, 311 {1977-1980)
8—Anion, 196 (1977, 1978)
9—Llapu, 101 (1976)
10— Kywmpo, 89 {1976)
11—Yuroaze, 98 {1976)
12—Owupace, 50 (1977)
13— Lyrapywum, 90 {1977)
14— Opwraca, 81 {1977)
15—-0tcyryum, 81 (1977)
16 —Kararucy, 91 {1977)
17 —0Okaea, 53 {1977)
18— Ykeno, 200 {1976, 1977)
19— Ywmrasapu, 100 (1976, 1977)
20 —Takubyum, 50 (1977)
21 —Lllo, 85 (1977)

Puc. 5. YacroTh aienein uyronnasMaryeckon MsoLMiparferuaporeHasst B HEPECTOBLIX NOMyNsLMsAX Ke-
ol Oncorhynchus keta. Cextops Kpyxkoe coorercTeyior yactotam amneneit Idh-A2F u 1dh-A2S. [Jlantbie
Na6oparopum nonynsuvoHHoi rexetiky MOTen AH CCCP u (Kijima, Fujio, 1979)(us Antyxoea, 1983)
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IIpy MaJoii YMCIEHHOCTH PEIPOAVKTHUBHON YacTH MONMYJISIMK CIyYaiHoe
CKpel[MBaHNe MO¥eT YCKOPUTE IPOLeCC PACIIPOCTPAHEHN Kaxoro-amoo asre-
JIf B NONYJIANIAN N(WIN) HCYe3HOBEHUIO TOT'0 MJIM MHOTO aJljieJid N3 reHohoHza,
HAIIPUMED, B clIyYae HepasMHOMKEHUA 0CO0K — HOCUTEJIA ITOI'0 I'eHa.

Mexauusm apeiida reHoB 0OBTYHO WILIIO-

CTPUPYIOT ¢ moMombso npuGopa anprona Yacrora rexa
(puc. 6). IlTapuk Ha sToM prCyHKe M300pa- 0 0,5

sxaeT arens. Kam el rBosas, 0 KOTOPHIR T

MapyK yaapdercd, CKaTbIBaACh M0 HAKJIOH- P
. = [ )

HOM [OCKe, — CKpeIuBaHMe ocobm, Hecy- = Co

-TA
o’
/

piel JaHubi anntens. Illapak MOXxeT 10Ka- =
TATBCA A0 HM3a JOCKH M OCTATBECA B IOIY- =
JIATINH, HO MOXKET W BBIKATUTHCA B JIEBBIH

K eJI00 — KCUesHYyTh U3 'eHOMOHIA, HECMO-

TPA HA TO, UTO €r0 KOHIEHTPAlMA B HAYA™  pyc, . Mexannyeckas Mopens, Wammo-
ne nyrtu 6b1a ¢=0,5 HO MoXKeT M BBIKA-  cTpupylowas apeii¢ rexos. [loscHexns
TUTECA B IMPAaBLI XeJ1ob, JOCTHUIHYB KOH- B TEKCTe

nenTpannu ¢=1,0.

CymiecTByIOT, OTHAKO, BE M'DYIINIBI BOIIPOCOB, IIPH PellIeHMN KOTOPEIX HEJb-
3a oboiiTich 6es yuera adpdexrta apetida rexos. Ilepeas — pacnpenenenre 4a-
CTOT 'eHOB B CUCTeMe MAJIBIX NONYJIAINN — MMeeT 3HaUeHWe JJIA UCCTeAOBAHNUA
MONMYJISIIMOHHON CTPYKTYpPLL. Bropast — McceZloBaHKe cyIb0bl OTNeNIbHON My-
TANMM — BaXKHA JJIA IOHNMAaHNA B3anMofefcTBUA 0TOOpa M Nipeiiia N'eHOB IPK
()OPMHPOBAHIY M3MEHYHBOCTH, CHysKalleil MaTepHasoM apojionun. Crenys
Oumepy (1980), orpagmamMces pacCMOTPEHVEM CYyABObI CeleKTHBHO-HeHTPaIIb-
HOW MyTaIniu,

IIpenToNoKEM, YTO B IOMYIAINN, IEIHNKOM COCTOAIe# M3 reHOTHIIOB AA,
BOSHHKJIA MyTaIUA 8. DTO O3HAYAET, YTO BOZHMKJIA OHA 0CO0L C reHOTHMIIOM Aa.
Ecan y Takoii ocobu GyeT OXUH IOTOMOK, TO ¢ BeposaTHOCThIO 0,5 on Gyaer iu-
60 AA, mn6o Aa. CirefoBarelIbHO, BEPOATHOCTE IIOTEPH AJLIeNIA 8 paBHA B 39TOM
cnyuae 0,5. IIpn saamunn AByX nOTOMKOB oHa Gyzner 0,25, a npn nanwyrm K
notoMkoB L, =0,5%. Ecnu uncsio N0TOMKOB B CEMbAX, COCTABIAIONINX JAHHYIO
TONYJIAILKIO, IOTUMHAETCA pacupeseneruio Ilyaccona, a YMCIeHHOCTD NONYJIA-
UM IOCTOAHHA, yacToTa cemeli ¢ K moromMxanmm paBHa

N
-
I S

=e” -25—71'
Px = X1
¥ BePOATHOCTE NIOTEPN aJleJid B IEPBOM IIOKOJIeHN COCTABJIAET
_ _72 1 1 1 CPagg_
ll";PKLK—l {1+1+2—!+3!+...K!+... =[**]=]"=0,368
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Duanep paccunTAI BEPOATHOCTH YTPATHI aJllena A 127 noxosennii B ciryuae
IOJTHOM HeITPaIbHOCTH 3TOTO aJIIeNis U B CIIyyae, KOrka oH obnagaer 1 % -HpIM
CeJIECKTHBHBIM npenmMyIniecTBoM (Tabn. 4). Kax Buano ms tabanmnel, naxe dHe-
KOTODOE CeNIeKTHBHOE NMPEeNMYIIEeCTBO He MapaHTHPYeT MYTAHNTHBIN aJUiellb OT
NMMMHUHANNA. BepoATHOCTE €ro yTparsl oueHsb Bricoka — 0,98. OT6op, Takum
00pa3om, He rapaETHPYeT COXPAHEHU KAXKI0r0 JAHHOTO NIOJIe3HOTO OPraHU3-
My MHIMBHUAYAJHHOr0 YKJOHCHUA, a JIMIND YBEJIMINBAET BEPOATHOCTH €TI0 3a-
KpeILIeHdd B monyaauud. IIpu yyeTe NOBTOPHOIO MyTHPOBAHASA, BOSBPATHBIX
MyTanui ¥ (IJI11) HeIlyaCCOHOBCKOI'O PaCIpeie/IeHIA YHCIA IOTOMKOB B CEMbAX,
cyZIpba eMHMYHOTO AJLIEINIA OCTACTCA HeM3MEeHHOI,

JKCIlepMMeHTEI, B KOTOPBIX Apeiid MeHOB He 3aBHUCEJT OT BOJIH SKCIEePIMEH-
TaTopa, CBUAETEeILCTBYIOT O TOM, YTO JIJIA HONYJIANNI, PEIIPOLVKTUBHASH BeJIN-
4YnHA KOTODPHIX npesbiinaer 100 ocobeit, 5THM IIPONECCOM MOKHO mpeHeGpeys.
UpcneHHOCTE €CTECTBeHHEBIX HONYJIANNH, KAK IPaBmuo, Goxpme 102, Jipmn
YV BEIMHAPAIOIIIX BAIOB WJIX BUIOB, FCKYCCTBEHHO TOANePXUBAeMbIX B 00TaHM-

Tabruyad
BeposrtrOCTE HOTEpH (1) €AMHMYHOTO MYTAHTHOTO reHA
(oo ®dumepy, 1930; uz JIu, 1978)
Bes celeKTHBHOTO IpeMMyIIecTBA IIpu npenmymecree B 1%
Iloxonenne n BepoaTHOCTH BeposTHOCTS BepoaTHOCTH BepoarnocTs
noTepu COXpaHeHUus noTepu COXpaHEeHUA
In -ln In -ln
1 0,3679 0,6231 0,3542 0,6358
2 0,5315 0,4685 0,5262 0,4738
3 0,6259 0,3741 0,6197 0,3803
4 0,6879 0,3121 0,6811 0,3189
5 0,7319 0,2681 0,7246 0,2754
6 0,7649 0,2351 0,7572 0,2428
7 0,7905 0,2095 0,7825 0,2175
15 0,8873 0,1127 0,8783 0,1217
31 0,9411 0,0589 0,9313 0,0687
63 0,9698 0,0302 0,9592 0,0409
127 0,9847 0,0153 0,9729 0,0271
© 1,000 0,000 0,9803 0,0197
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YeCKHX CaiaX, 300IapKax M T. II., YNCJIEHHOCTh PASMHOMXKaIoIMXCA ocobeii MeHb-
1me, ¥, CIe[OBaTeNLHO, fpeiid MOXKeT IMeTh CyIlleCTBeHHOe 3HaYeHne, KOTopoe
HAJ0 VYHUTHIBATE NPH uX coxpanennn. Ha puc. 7 n306pakeHbl TPAeKTOPHH M3~
MEHEeHHS KOHIeHTPANI ajuTelIa JIKOro THIIA B IPOIecce KOHKYpeHIH ocobeit
IIKOTO0 THIIA K ocobeli ¢ myTammei «black» y MyuHOro Xpyima npu YACJIeHHOCTH
monynanmii B 10 u B 100 ocobeit. B 06oux ciryyasx KOHIEHTPANNA aJlleNlsd THKO-
ro THIa, BO3pacTalia, HO IPH HA3KOM YHCIEHHOCTH DAa3MHOMKAIIAXCA HKYKOB
(N=10) B oxsHOM ciIyyae aJuiesb JHKOTO THIA 61 yTpayeH. B ocTanbHEIX Cly-
gyagx KoJIeGaH!A YacToT aJIe)Id JUKOro THIIa 65111 CyIIeCTBeHHO CIJIbHEe, YeM
npu yncyiennocty N=100. 3roT nprMep WIIIOCTPHPYET SHaAUEHHE BeJIHINHEI
PeIPOAYKTHBHOMN YACTH HNONYAANNH JJIA NPOABIEeHAA d(hexTa Ipelida reHos.

IIpyrum GakTopoM, OrpaHAYNBAIOINKM 3DEKTUBHOCTE npeida resos, AB-
JISeTCH, NO-BAIIMOMY, IOJIUIeHHOCTh IPU3HAKOB ¢eroTHIa. Yem Goiplie re-
HOB OIPeZeNIAIOT TOT WK WHON NPU3HAK, TeM MeHbBIIe M3MeHYNBOCTE (heHOo-
TUIOB OyaeT 3aBHCETh OT OTKJIOHEHHA YacTOT ajllelieii, BXOQAIMX B OIpeze-
JIAIONINe 3TH NPUSHAKH MyJ reHoB. Bo BCcAKOM ciiyuae, B OrPaHWYEHHBIX 110
YHCJIEHHOCTH MONYIANMAX MIEKOIUTAIOIINX He IIPOABIIAINCE 3bdeK T npeii-
da. IIpuMepaMy MOI'YT CIYKUTEH a3MATCKUI JIeB, IONYJIANNA KOTOPOTo Ha ce-
pepo-sanajge Muaym e npessimaeT 100 ocobeli m M30MpoBasa y»xe MHOTO Be-
KOB, IAX Jomans [Ip:xeBaIbCKOro, YHCIEHHOCT KOTopoii B 20-x rogax XX B.

1.0

Yacrora annens AMKOro tuna

Noxonetve

Puc.7. BsaumopeiicTene or60pa M [peiida resos NpU KOHKYPEHLMMU XYKOB MKOTO TUNA W MyTaHTHbIX (bla-
ck) y mysHoro xpywa Tribolium castaneum. B aKcnepumenTe MCNOAb30BaHB! 12 nonynsuii ¢ YUCHEHHOCTHIO
N=10 pasmHoxaiowmxcst ocobeit u 12 nonynsiumit ¢ umcnenHocTsio N=100 paamuoxaiowumxes ocobeii.
Buano, 4to npu N=10 KOHLEHTpaLs AMKOro annens B OfHOM C/yYae ynana fio Kyns u B Cemu Ciy4asx [0-
cTurna cTa npouextos. Mpu N=100 gpeiid 6bin HeaddekTusen. (13 Ponbkonepa, 1985).
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cocrasmiia 12 ocoGeit Bo Bcex 300mnaprax Mrpa. OXHAKO B HACTOAIEe BPEMs YHC-
JIEHHOCTE 9TOT0 BHZA cocTaBiseT 60see 5 THIC. FOJIOB M IPU3HAKOB BHIPOXKICHIA
MONTYIANNHY, BEIZEIBAEMOr0 B MAJIOUNCICHHBIX MONYIANNAX GIU3KOPOACTBEH-
HBIM CKPenIMBaHMeM, He Habmonaercs. HanmpoTus, BeqyTcs NCCIeNOBAHAA IO
MIOATOTOBKE K PEMHTPOAYKIINH Jomany IIp:xeBalsCKOro B ecTecTBeHHBIE YCIIO-
BuA B Mouronmmo.

Taxum 06pasoM, B eCTECTBEHHEIX MONMYJIANMAX Apeiidh IreHOB eBa JIX OKA3bI-
BaeT CYIeCTBEHHOE BINSHAE HA reHo(OH T IOV IIAIINIL.

Muzpayusn

O6men MUTpaHTaMU MeXXAY ABYMS COCeNHHMM HONVIAINAMA MOXeT GhITh
PaBHOMEPHEIM NN HANIPaBJIeHHBEIM. Ecnin 00MeH paBHOMEpPHLIH, TO eCTh 4acToTa
MUTpANK U3 ONHOM IIONYJIANNHN B APYI'VIO PABHA BeJIMYMHE MUTDANAN U3 BTO-
pO¥ IONYNANNN B II€PBYIO, IPONCXOANT BHIPABHMBAHNE YACTOT NeHOB B 06emx
nonynAnvax. HepasaoMepHasa Murpanus cosgaeT NOTOK NeHOB IPHBHECEHHE
KOTOPHIX B reHO(MOH]] IPUBOAUT K €10 HAIPABJIeHHOMY U3MeHeHNI0, OTKIOHAA
YaCTOTH! aJieNled oT paBHOBecua Xapan-Baitabepra.

OGozrauuM KO0 MMMATDAHTOB 32 OLHO IOKOJIEHNe 1, 8 SOJIO IPUBHECEH-
HOTO MY aJutens — q,.. lsMeHenne KOHIEHTPAIINH 3TOTO aJLIens B reHodoHIe
32 OHO IIOKOJNeHNe OyneT BEIPaKaThCA CASNYIOIINM YpaBHeHHeM:

Qi =mg,+(1-m)q,=m(q,—q,)q,, Theq,— KOHIEHTPAINA aLIe]d B II0-
KOJIeHWN poguTeneii, a g, ,, — B ClIeLy-
IoIIeM NOKOJIEHIN.

Taxum obpasom, HsMeHeHNe KOHIICHETPAINN aJIJIeNIs B ypeze NOKOoJNe i OnH-
CBLIBAET YpaBHEHHe

AG=Gni1 =€ =mGn~ )+ 9~ 4, =m(g,,—q,)
3a T noxojieRnii IPH YCIOBAM OCTOSHHOMN M PABHOMEPHOM MUIPAITAT NaMe-
HeHWe KOHIEHTPAINY PEIleCCUBHOrO aJliieNid NOAUNHACTCA YPaBHeHHIO:

rme g,— HUCXOoAHAasi KOHIEeHTpanuda penec-

— — T n — — 7
¢ =(1-m) q0+q[1 A-m) ] CHBHOI'O aJuIesis, ¢,— cOopMHUpOBaBIIasICA

(A-m) = 9. -9 p,—p saBpeMa T, @ — cpexHaAA YaACTOTA BTOTO all-
- 0 -G - Do—D JIeJia B MONYJIAINN, U3 KOTOPOH IPONCXOANAT
SMHUTpanua.

OcuosbiBasce Ha 9THX ypaBHeRUsx Ailana u Kaitrep (1987) npusenu pacuer
IpUBHECEHN allesiedl eBponeiines (6enoro Hacenenns CIIIA) B remodonz ad-
PoaMepHKaHIeB. BbIBO3 uepHOKOKIX N3 APPHKY B AMEDPHKY 6L1I IpeKpalnex
B XVII . Takrm o6pasom, BpeMsi CyIIeCTBOBAHNSA IOTY AN adppoameprKanLIes
oxoJo 300 ner, 1. e. 0k0J10 10 noKosenmit. IIOTOMCTBO OT CMEIIaHHbBIX Mexpa-
coBbix 6paxos o sakonam CIIIA cunraercs nserasiM. ITosTOMYy cymiecTByer oz-
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HOHAIIPABJICHHLINA IIOTOK I'eHoB 0T Gestoro HaceneHuA IlraTos B nonysranuio ag-
poamepuKaHIeB. Jacrora annens R? (monosxuTensubiil pesyc-paxTop Rh) y Ge-
JBIX aMepuKaHIeB p=0,028. ¥ TeMHOKOXHX 3aNagHOro nobepexba APpuKy,
OTKy/ia BHIBO3WIN paGoB Ha aMepUKaHCKHe ILIanTanun, p,=0,630, y coBpemen-
ubIxX appoamMepnkannes p,=0,446.

ITopcTaBiAa 3T SHAYCHUA, TTOJIYUIM:

p.—P_0,446-0,028
pO —ﬁ 09630_0’028

1-m=20,694 =0,964
m=0,036

CrnenoBaTeNbHO, B KAYKIOM IOKOJIeHIH CMeITIaHHbIe Gpaku coctaBiam 3,6 % .
B pesynbTaTe nonyasnna agpoamepuranies CIIIA coxparmna oxkosno 70 % amr-
neneli m npuobGpena or 6esoro HaceneHna 30 % . Taknm o6pasoM, B IpHupoAe IO~
TOK I'eHOB, eCJIN OH IefICTBATEILHO OQHOHAIIPABIIEH, MOYKeT BEISBATE CYIIleCTBeH"
Hble U3MeHeHN A NreBO(hOHI0B oMY IR,

=0,694

(1 _ m)lO =

Cucmemvol ckpewu6anun

Cpeny OprannsMoB, PasSMHOXKAIOIIAXCA ONIIapeHTANTBHO, TO €CTh IPU CKpe-
HIMBAHUY IBYX poauTeneil, BEIGOp 6pauyHoro napruepa o0bIYHO HECJIYYaeH.
Tloxuac oYeHE CI0KHbIe GpavyHblie PATYAJIB], CBOACTBeHHBIE KAK IO3BOHOUHBIM,
TaK ¥ BBLICIIIMM 6eCIIO3BOHOUYHBIM YXUBOTHLIM, IPHUBOAAT K BOSHAKHOBEHUIO Pas-
JWYHBIX CACTEM CKPelINBaHNA, BINAIONINX HA TeHO(MOH, IOIYIANNH 1, II0-BH-
AUMOMY, CTPYKTYPHPYIOIINX €T0.

IIpocTeiimeii cucTeMOi CKPEIUBAHNA ABIACTCHA NAHMHKCHMSA, DK KOTOPOit
PaBHOBEPOATHO CKPEII[UBAIOTCA JIIOOHIe Be 0co0H JaHHOM nonyiianuy. B pesyib-
TaTe B pALY MOKOJeHMI IPOUCXOAUT BHIpABHMBaHYE (PEHIOMU3AINAA) YACTOT
ajyened B reHoQOHAe MONyIAnuN. IIprMepaMp MAaHMAKTHYECKIX IOy IAIWI
cay»xat GONBITMHCTBO BHAOB Ipo30odmibl, B uactHocTH Drosophila melanogas-
ter. B n1aGopaTopHbIX KYJABTYPaX NAHMHUKCHIO y IPO30GIIb] MOXKHO HAPYIINTE,
JIAIE BBOAA MyTAIUH, BIRAIOINE Ha OPAaYHBIA PUTYAaJ, HaIpUMep, MYTaIHIO
vestigial, mpu KOTOPOI PeAYIIMPYIOTCA KPHINbA. BHOpanyia KpeLIbeB caMia AB-
JsieTcA OCHOBHOM 4acThIO OpauHoro puryaaa. OfHaK0 B IPUPOAHBIX NOILYJIALN-
AX MaHMUKCHA — ABJIeHNe pefKoe, fojee yacTo HAOMIOAAIOTCA pasnudabie Qop-
MBI HeCJIy4aHOTO CKPeIINBaHAA 0co0eil: MOJI0KUTENIHHOe ¥ OTPHIIATENIEHOE ac-
COPTaTHBHOEe CKPeIiNBALNe, MHOPDHUIMHT N CeJIEKTABHOE CKperIBatHue.

IIpu nONOXUTENHLHOM ACCOPTATHBHOM CKPEIIMBAHNN — rOMOraMMM, CKpe-
MUBAIOTCHA, TVIABHBIM 06pasoM, ocobu cxonHbIX (e HOTHUIIOB. 3TO BefeT K roMo-
SUTOTH3AI[NH II0 HEKOTOPBIM I'eHaM, B IIEPBYIO Ouepeb ONpeleIAI0NIM IIpU3Ha-
KH, BINAIONIAE Ha 130MpaTeNbHOCTD CKPEIIMBABHUA U T€M CAMBIM, K BbIIleIe-
HUIO PeleCCHBHBIX roMosurot. Oquaxo, 3TOT IPOIECC 3aBUCHT OT KBYX YCJIOBIH:
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CTelleHV FOMOTaMUM ¥ YPOBHSA IIOJIMTeHHOCTH IPH3HaKoB. Uem crabee accopra-
THBHOCTB, TEM MeZJIeHHee YAAJIAITCA N3 NeHOGOHAa PeIleCCHBHbIE aJLJIeN N, 10~
CKOJILKY OHH peske OKas3bIBAIOTCsH B 'OMOSHATIOTHOM cocTosHMM. K ananoruyHo-
My pesyJBTATy BefeT M IOJHUIeHHOCTh MPH3HaKoB. BmecTe ¢ TeM, roMoraMmio
noAdac TPYAHO OTJIMYATE OT CEeJIEKTHBHOTO CKPEIBaHKA, TAK KAK OHA IIPH-
BOOUT K (PHKCAIAN ajlesiell TeHOB, OnpeflesiAloiinX (popMIpOBaHKEe IIPH3HA-
KOB, IIOJIE3HBIX 0COGAM — HOCUTEIAM ITHX MPU3HAKOB. Tak, HAIpHIMep, y MHO-
I'MX JKYKOB CKPEIMBAIOTCH IPENMYIecTBeHHO 0CO0M OAMHAKOBBIX pa3MepoB
(Kpecnasckmit, Camomarns, 1973; CanromaTvs u 1p., 1977 n gp.). Ilokasano
NIpeNMYIIECTBeHHOE CKPelNBaHNe Ha3eMHbIX YIIUTOK C OLMHAKOBO UM CXOL-
HoMt oKpackoit pakosues (Gulick, 1905; Ilenmapx, 1970 u np.). Ilo-BrgumMo-
My, TOMO3UTOTHOCTD IO T€M WM MHBIM IPUSHAKAM aJallTHBHA, UTO IPUBOAUT
K CTPYKTYDH3aI ¥ reHooH1a.

AnpTepHATMBHBIM BapHaHT aCCOPTATHUBHOTO CKpeINUBAHMA — reTepora-
MHA — CKpelBaHue IPeNMyIeCTBEHHO HeCXOHBIX (enoTrnoB. I'ereporamus,
IO ONIpeNesIeHNIO, IPUBOJHUT K IOBBINIEHUIO I'eTePOSUTOTHOCTH B NONYJIANNHN.
OnHAaKO, XOPOIIIO IOKAa3aHHBIX CJIyYaeB reTeporaMmuy OueHb HEMHOTO0. Bonbmas
JACTE MCCIE0BAHNI BTOM CHCTeMbI CKPEIIINBAHNA BHINOJIHeHA Ha Ta00PaTOPHBIX
NONYNANUAX APO30(IIIbl, MADKNPOBAHHBIX DASHBIMH MY TAIlUAMH. B nopo0uBIX
paborax rereporaMusi TPYAHO OTJIMUMMA OT CeJIEKTIBHOTO CKPEIUBAKNSA, B TOM
ypeJe OT 0TOOpa HA TeTePOSHIOTHOCTE, IPUBOAAIIEr0 K 3M(PeKTy CBepXIoMH-
HHUPOBaHNA. B eCTEeCTBEHHBIX NONYJIANUAX reTeporamMmus IOKasaHa y 6a00yek
Biston betularia (Kettlewell, 1956) u Panaxia dominulis (Sheppard, Cook, 1962).
B 060mx CIyuasx CAMKM THIHYHOI BAZOBOI OKPACKH OTAABAIN IIPEAIIOYTeHIE
MeJIAENCTHYECKAM CAMIaM, PYKOBOACTBYACE IPH 3TOM, IO-BHAAMOMY, 3alla-
xom. TTockonsKy 06a cirydas CBASAHBI C paCIIPOCTPaHeHHeM MHIYCTPUATILHOTO
MeJIaHM3MAa B MONYJIAINMAX 3TIX BHIOB, TPYIHO FOBOPHATE O POJIA reTeporaMum
B NOAMEP R aHAN I'eTepPO3SATOTHOCTH.

BeposaTHO, B GoJbIlell cTelleHH I'eTeporaMmsi CBfi3aHa C MUrpainpuen, XoTa
¢ 3TOI TOYKY 3peHNs oHA He MayueHa. OAHAKO, cpeiM BHICIINX INO3BOHOYHBIX
OUYeHBb PACIHPOCTPAHEHA IMUIPAIA MOJOABIX Oco0eH C MeCT MX POMXIEHHHA.
Taxue ocobm nuGo 0GpasyioT HOBEIE IOCeJIeHNs, 60 BKIIOYAIOTCA B APyTHE
TPYIIIAPOBKH TOM K€ WIM APYToi monyiaAnuu. B pesyneprare IPOUCXORAT HE
POICTBeHHEIe, reTepOoraMHble CKpeluBasus. Ty e POJIb MOXKeT UTpaTh U repe-
MeIIMBaHHe MONYyJIANNI Ha 3UMOBKAX, YTO CRBOMCTBeHHO MHOI'MM HACEKOMbBIM
¥ MATPHPYIOIINM ITUIAM.

Ertie oxHoi GopMOit CKperiMBaHNA ABJIACTCA HHOPHINHT LI OImMsKopon-
CTBEHHOE CKpeIiBaHue, Befyliee K TOMOSHTOTH3AINN IreHOTHIOB, OH CIIysRuT
BaKHBIM HHCTPYMeHTOM cefieKrn. OnHaKo, TOMOZUTOTUSANNA 110 CEJIEKTUBHO
3HAUMMEBIM IPH3HAKAM, 3aKPeIIAS COYeTAHNA ONpeNe/IAIOMNX 3TH IPH3HAKA
TeHOB, OHOBPEMEHHO IPUBOAUT K BHITIEIIJIEHHIO PeIleCCUBHBIX TOMOSUTOT yXKe
He TOJLKO II0 TeM IPU3HAKAaM, KOTODEIe OIIpele/IAI0T TOMOTaMHUIO, HO M II0 BCeM
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apyram. Kpome Toro, vHOpHAMHr, MOHMMKASA IreTePO3UIOTHOCTL, YMEHBIIAeT
KOMOWEHMpOBaHNe TEeHOB M, TeM CAMBbIM, COKpAalljaeT MaTepuaa A orbopa.
Kax nokasan ere Morauceu (1908), B yncThix nnHrAX oT60p He sPPeKTIBeH.
VY AMBATEIBHO, UTO B HONYIANNAX FUKNUX BUAOB MHOPHAMHT BCe Ke MHOrAa Ha-
6mogaercd. Tak, omoBble Mbirn, Mus musculus, o6urarorie B 3epHOX PAHILIA-
1max B AHIINHM, NogpasgesieNb] Ha YKeCTKO N30/ INPOBAHEDIe CeMeliHbIe IPY L.
JIOMAHVDYIOIIW B rpynne caMel] CHAPABAETCA CO BCEMH CAMKAMHM, BKJIIOYAA
coOCTBeHHDBIX movepeii. Hyxaxkm B Tarkyio rpynny "He momyckaiorcsa (Petras,
1967). B npyrux nonynfnuax sTOTO BHJA CHCTEMA CKPEIUBAHISA MOKeT OBITE
COBEPIIIeHHO MHOH. ¥ MHOIrMX HaesaHMKoB Chalcidoidea camner BELIYILIAIOTCA
HECKOJILKO paHbIlie caMoK. OHHI OCTAIOTCS HA MecTe, HOKHUAAIOTCS BRUIYILIeHUS
CaMOK — CBOHX CeCcTep, ! TYT e CHapMBAIOTCA ¢ HUMH. IIpH 3TOM caMIibi TaHEHOMK
KJIaJKU IIPOTOHSAIOT OT Hee BCeX APYIuUX camuoB (Askew, 1968). Mubpuamur
MeXx Iy crbcamu oGHAPY HeH y napasuTiiecKnx Kiereit Pediculopsis graminum
(Cooper, 1939). Ilo-BuguMoMy, C TeHETHUECKON TOYKH 3peHNA MHOPHUIUHTOM
MOYKHO Ha3BaTh AlIOMAKCHC Y PACTEHNI, HAIPUMED, V OAYBAHYNKOB WJIH IIIile-
HAIbI, WK CAMOOILJIONOTBOPEHME V repMadpOAATHLIX KUBOTHHIX, HAIIpHMeD,
y LeCTOo/I.

WnTrepecHo, 4TO Y OUKWX BALOB HY HHOPHANHT KaX TAaKOBOH, HM CAMOOILIO-
IOTBOPeHMe He BeNYT K MHOpenHoil mempeccnn. OueBNaHO, CYHIeCTBYIOT 3a-
OIATHBIE MEXAaHN3MEl, IPEeNATCTBYIONIAe BINAHNIO Ha (DEHOTHI PEeIleCCHBHBIX
TOMOSHTIOT, CHHYKAIOHMX NPHcIocob6IeHHOCTE. I1pocTeiiinnm 1, Ho-BHAMOMY,
JOCTATOYHO HaAeHHBIM MeXaHN3MOM, 3aIIIMIIAIONINM 0T MHOPEIHOM! JlellpeccnH,
MOKeT CAYIKATH MOJNTE€HHOCTD.

Ilo cpaBHEHNIO C MAaHMUKCHEl, CeIeKTHBHOE CEPENIHBaAHNe 03HauyaeT Ipe-
HMYIIeCTBO B PAa3MHOMKEHAHN 0c0o0eii onpeiefeHHBIX TeHOTHIIOB, B yiiepb ocobam
IpYyTUX reHOTHIOB. IlepBhie 3 HIX HaioT GOJBIIAE BKIAK B TeHOMOH CIAeIYIO-
1I1eT0 NOKOJIEHH A, II0 CPABHEHHIO ¢ OCTAIBHLIMHI OCOOAMM NONyIAnuy. JpyrumMu
CJIOBaMM, CeJIEKTHBHOE CKPeIlNBaHNe IpefcTaBlIAeT co00M ecTeCTBeHHEIH OT-
60p, ocHOBAHHDIN HA YCTPAHEHHH OT Pa3SMHOYeHNA, 4 He HA TH0eJIN MeHee IIpu-
crnocobneHHBIX. B HanGonee 0UeBMIHOM CIIyYae CeIeKTUBHOE CKPEITNBAHAe —
CHHOHPM JaPBUHOBCKOTO IIOJIOBOT'O OTOOPA.

Hanpmmep, MHOI'MM ITHIAM CBONMCTBEHEH IIOJIOBON aumopdumam. CaMmmb
OKpaIIeHbl Apye CaMOK, UTO coueTaeTcs ¢ moanramMueit. Ilokasano, 4To y Kypm-
HBIX (M He TOJIBKO Yy HIX) IPENMYIIIeCTBO B PASMHOKEHNH UMEIOT CaMIIbl HAH-
Gonee aKTHBHLIE B IIOJIOBOM OTHOIIeHMH. ¥V noraHok B IlloTnannun, y ascTpa-
JUWCKOM COPOKH, y Mapaby no qauasiM, cooparasiM nnossim (1977), B pas-
MHOKeHMH yuacTBYIOT oT 10 1o 40 % cammnor. Hazo yuynrsiBaTh, 4TO MON0BAS
AKTHBHOCTE CAMIIOB, 3aBUCAINAS OT X COIHAJILHOTO ¥ TOPMOHAILHOIO CTaTyCa,
B Ce30H pasMHOKEHHMA OIpenesideT He TONBKO NX IPMSHAKHN, CBASAHHBIE C II0JIOM,
HO 7 ob11iee GUBMONIOTMYECKOe COCTOAHIE OPTAHN3MA, A, CJIeI0BATEILHO, IPUCIO-
COGJIeHHOCTD 32 IpeIIecTBYIoNee BpeMsa. I103TOMY CeJIeKTHBHOE CKPeINBaHKe
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BeZleT K 0T60pY He TOJNBKO BTOPMYHLIX IIOJIOBLIX IPHA3HAKOB, HO K K 0TOODPY Ha
nosbieHne npucnocobiennoctr. Takoe ke 3HAUEHVEe UMeeT U DASMHOMXeHNe
CaMIIOB, 3aHMMAIOIIMX BePXHNUE CTYIIeHN II0BeeHUYEeCKOi HepapXyN B IPYIINIax
JKABOTHHIX, U CAMIIOB, O0JIAJAI0MNX MHAWBHUAYAILHBIMI YUACTKAMM.

Kpome s1rx Hanbosree 3aMeTHBIX HIEPBUYHBIX CJIEACTBHI CeIeKTIBHOTO CKpe-
OINBAHUA CIeAYET VIATHIBATE I BTOPUYHEIE €0 IOCIeACTBIA, 00yCIaBINBAIO-
1rte BHIpabOTKY &JIbTePHATUBHBIX CTPaTermii 6padHOoro NoBeqeHN, BIAAIONIX
Ha BO3PaCTHYIO CTPYKTYDPY CKPeNMBaHWii, B YaCTHOCTH, Ha CMeHy IOMHWHAH-
TOB B TPYIIIAX XHUBOTHHIX, HA SMUTPAINIO MOJIOLBIX, BEAYIIYIO K reTeporaMun
¥ MHOT'VIe IpYTHe aclleKThl HOIIYIANMONHOM CTPYKTYPEI HACeNeHNA JKIBOTHLIX.
ITpnvepoMm BEIPAGOTKH aTETEePHATABHOL CTPATErNH MO ET CIIY EKUTE IOBeJeHIe
NeTyXO0B, JOMAIIHAX Kyp. Ecin B rpyie ecTh HECKOJIBKO CHIIBHBIX, CeKCYaIb-
HO aKTHUBHBIX IIETYXO0B, OHM TPATAT CBOM CIJIbI B [PAKaX MeKAY coboil, a mpen-
MYIIIeCTBO B CKPeIIINBAHNH IIOJIYyYaioT Oojiee coabble IeTyXM, HE yIaCTBYIOIHe
B npakax (Ka#imanos, 1967). Azmanornuyzoe noeefieHre, YaCT0 AMUTHPYIOIee
CaMKy, OIIACAHO Y CaMIIOB 06e3bAH, 3aHIMAONINX HA3KHE CTYIIeHH NepapXuu.
K BropmunbiM sdipeKTaM CeNeKTHBHOrO CKPeINBAHNA MOYKHO OTHECTH ! BHI-
paboTKy TYPHHPHOIO OPYIKHMA B 604X 33 CAMKY, W, BePOATHO, PATYAJIA3AIIAIO
arpeccru y MIO3BOHOYHBIX M 6€CII03BOHOYHBIX YKUBOTHBIX.

K pesynnraTaM CeJIeKTHBHOTO CKPEIWBAHWA, He CBASAHHLIM C IIOJIOBBIM
orTbopoM, oTHocATca addexTs cBepxAOMHUEMpoBaHNsa. Hanpumep, B IUHAAX
Drosophila melanogaster u Dr. funebris npermyIiiecTBO B ClIapUBAHAH NMEJIA
caMiKu GoJiee reTeposuroTHeie 1o nuBepenam (FpoceMan 1 xp., 1967; Bopucos,
1969 a, 6). BrlmensjoxxeHHOEe AEMOHCTPUPYET IIMPOKOEe paclIpocTpaHeHwe
¥ BaKHOe 3HAUeHNe CeJIeKTHBHOIO cKpermBasna. OgHaKo, cnefyeT VUNTHIBATE,
4710 10001 THI CKpeINBaHIii MOMKHO PACCMATPHUBATE TONIBKO OTHOCHTENIBHO pe-
IPOAYKTUBHON YaCTH NOMYNAIIAN B OTHOM NOKOJIeHuN. IIOCKONBEKY B KasKI0M
TNOKOJeHHN JIO00H NONy AN JI000I0 BRI CKPEeIINBAIOTCA TONBKO B K ABIIIE
oco6H, IpOIeIINe eCTeCTBeHHbI 0T00D, B Upese MOKOoJIeHril Ir6oe cKperru-
BaHMAe MOYXHO CUNTATH CeJIeKTUBHBIM.

1.3. Crpyktrypa renodoHga

Hcxofa na cymecTBy I0IIX JAHHBIX , TeHO(MOH MOKHO, IO-BUINMOMY, IIpex-
CTaBUTE cebe KaK «IIOTOK M3MEeHYMBOCTH » . My TanmoHHLIH IpoIecC IIOCTOAHHO
IPHBHOCHUT B HETO HOBBIE PEIeCCUBHBIE aJLenN. JacTs n3 HAX SIUMIHNPYETCA
CIIy4YaiHBIM 00pa30M B pesyJIbTaTe HeM30nparenLHoM rubesln Opraiu3MoB — HX
mocuTeNnei. YacTs saMMMUHAPYETCA B COCTOSHIY PEIECCUBHBIX TOMO3HUIOT, CHH-
JKAIONIAX TPUCIOCco0IeHHOCTR. OCTaNbHBIE YIACTBYIOT B KOMOHMHIPOBAHNN AJI-
JeJiell FeHOB B IIPOIecce CKperuBanmii. Bombias yacTs IpOABIEHMIA 3TIX I'eHOB
TacHTCA B KPeoax OHTOTeHeTHIEeCKOI'0 Pa3BIUTHUSA OPTaHN3MOB.
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CkasaHHOe He 03Ha4YaeTr, YyTO reHOMOH] MONYJIAIUN He CTPYKTYDPHPOBAH.
OnHaxo, ero CTPYKTypa 3afaeTcA He CBOMCTBAMH IreHOB, KaK TAKOBbBIX, a CTPYK-
TYPOI NONMyNANNIL OPraHN3MOB — HOCHTEJel aTnX reHoB. IIpocTpaHCcTBEeHHAA,
IIOJIOBAS M 3TOJIOTHYECKASA CTPYKTYPA NONYIAINI, BKIIOUAA CACTEMBI CKPeTITH-
BAHWII, B Ka)XOBIH JaHHBIA MOMEHT BpeMeHH! IoApasaensaeT reHodou Ha 6ojee
W MeHee 060c0o0JIeHHbIe JoMeHE], YTO He MOJKeT He OKAa3bIBATH BIUAHUA Ha
CeJIEKIIMOHHEIe IIPOIECChl ¥ pacipocTpaHeHe aJalTHBHBEIX KOMILJIEKCOB e HOB
B IONYJIANAAX.

Jlanubie KiaccruecKoll reHeTHKHM M OTPOMHOrQO MaTepHasa IO reHeTHue-
CKOM M3MEHYMBOCTH, HAKOIJICHHOTO JJIf MHOI'MX BHJIOB 3YKAPHOT IpH 1IpU-
MeHEeHNN MeTOoJa rellbaliexTpodopesa GeIKoB, NOKA3aIl OYeHb BHICOKYIO Ie-
TEPO3UTIOTHOCTE T'€HOTHIIOB Oocobeil monmynanuii pasiMmyHBIX BHAOB. Tax,
"Hanpumep, v Drosophila willistoni npm yuere anneneit, nMeromux 4acrory 6o-
nee 1% , nomrmopduabIME oKaszammck 83 % OKycoB, a npu 5 % uvacrore—67 %
(Ayala et al., 1970). IIpu 5 % uacrore 30—40% rereposuroTHOCTH OGHIYHA
[Nl BCeX W3YUYEHHLIX B 3TOM OTHOLIEHHWM BMIOB nposodmiabl. Tak ke 6GbLIO
noxaszsaHo (Jobxanckuit, 1970), yTo TpaHCHOKANMHK ¥ (MIIN) HHBEpPCHH (MyTa-
AN, MEHAIOIHE reHeTHYECKYIO CPeny, Y, CIeNOBATEILHO, MEKTeHHLIe B3aN-
MOAEHMCTBIA) MOTYT IPHUBOANTE K I'NIYOOKMM M3MEHeHHAM (heHOTHIIYeCcKOoTo
IIPOABJIeHUA reHoB. [IyreM mozoGHBEIX KOMOMHAIME MM OLLIN IIOJYYEHb] CTe-
PUIBLHOCTE M JIETAJIBHOCTE APO30GHALl. 9TO AAJIO BOSMOMKHOCTE [fo6KaHcKOMY
IPUATH K 3aKJIIOYEHWIO, YTO reHeTHYeCKoe PasHoo0pasie =reHeTUIeCKNH 110-
aaMopdUEM NONYyNANME IINpe, YeM H3MEeHUNBOCTE (GeHOTHIIOB 0co0eli Tex e
IO JIAIMIA.

COBOXYNIHOCTE NOAOOHBEIX AAHHBLIX IIO-
CTaBIJIa BOIPOC O MEXAHHM3MaX NOAAEDKa-

HUA CTOJNb BBICOKOr0O FeHEeTHYECKOro HOJn- A

CBEPXAOMU-
mopduama. Upes Hobxamckoro, coriacHo HUpOBaHMe
KOTOPOM OCHOBHBIM MeXaHEM3MOM IOAIep-

YKaHMA BBICOKOM M3MEHYWBOCTH SBJISETCS E

MOHOTEHHBII reTeposnc (CBepXIOMHHHIPO- '.=5 ACMHHUPOBAHYE
BaHpe) (puc. 8), He NIOJIyyuUsIa OCTATOYHOTO &

JKCIIepPIMEHTAIBLHOr0 00ocHOBauMA. Bonee

BBICOKad NPHUCHOCOOIEHHOCTE I'eTepPO3HIoT L’E@,,’f;‘f,’g’af:;’e
10 CPaBHEHMIO ¢ 00eMMH rOMO3WUrOTaMH

BCTpeyaeTCss He HACTOJNBKO YacTo, YTOOBI (/ L

3TUM fABJICHMEM MOYKHO 6B1JI0 060CHOBATEH aa aA AA

GaraHcoByi0 rMmoTe3y OPraHM3alUM reHo-
Tna. CorjiacHO 3TO# IMIIOTe3e, BLICOKAS
TeTepOo3NroTHOCTE MOANEPIKNBAETCH aaal-
THBHBLIMHE 3(hdeKTaMi CBEPXIOMUHMDPOBA-  Puc.8. SBReHUa JOMUHUDOBAHWS M CBEpX-
HUsA. Bospmias 9acTh TeHeTMUECKOTo rpysa  AOMMHMDOBaHUs (no Qanesckomy, 1963)

Tenorvn
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paccMarpuBaeTca Kak aganranus. CirezoBaresIbHO, I'eHeTHUeCKHil IIOJIMMOP-
¢usM, CYIIIeCTBEHHO IPEeBOCXONAIIHI PeHOTUIIMYEeCK Y0 HBMEeHYNBOCTE ocobeit
NONYNANNH, HoAfepxKuBaeTca orbopom. OxHaKo, 3T0 06bACHeHMe OBLIO OCTAB-
JIeHO, KaK HellOATBEepKIAeHHOe GaKTamMM.

AnprepraTuBHOE 06 BACHEHNEe — KOHIIENNUA NeHeTHYECKOro rpysa, npexn-
noxennaa Mensnepom B 1950 r., yrBepskaeT HOJHYIO PerecCHBHOCTE 60JIb-
NINHCTBA aJIJIeJIel M 3JIMMPHAIINIO BLIIENNANINXCA PeHeCCUBHLIX TOMO3HUIOT.
Onnako, MeTOJ refib3JIeKTPOdOpesa BEIABNAET OENIKOBHIN NONHMOPOUIM,
TO €CTE CYIIleCTBOBAHNEe MHOTOUYHCJIEHHBIX aJllefieil, IPOABIAIINUXCA B PeHoTH-
e U, CJIef0BATENIHLHO, He HACTOJNLKO BPeQHbIX, YTOOhI CUMTATE UX NeHeTIIeCKIM
TPY30M.

Ha 3T0M OCHOBRHHNH BOSHHKJIO IIPEeACTABICHNE O TOM, YTO Ka*XAbIH ajienb
BHOCUT OUeHE MAJIBIH BKJIA B IIPMCIOCOGJIEHHOCTE, TO €CTh OKa3bIBaeTCA IIPaK-
THYeCKH celIeKTnBHO-HeliTpanbubiM (Franklin, Lewontin, 1970; Ohta, 1976).
OgHako, 3TOT NOAXO0J MPEeAIoaraeT CyIecTBOBaHNe CHIIBHBIX TeHeTHYEeCKHUX
KOppeJIALEil, TO eCTh IOAPA3YMeBaeT BhIIIEIICHNE B KaXKA0M IIOKOJIEHIH OTPOM-
HOTO YNCJIA HeaJalITUBHBIX TeHHBIX COUeTaHN, BO3BpAIlias, TeM CAMBIM, aHAJINS
K KOHIENIMN reHerumyeckoro rpysa (Kpecnasckuii, 1983; Neaunknii, 1998).
TaxkyM 00pasoM, BBEIACHEHNHE NPUYWH M CTPYKTYPEI TeHeTHYEeCKOro IOJIIMOp-
$¥3Ma, TO eCTh CTPYKTYPHI FeHOMQOHAa, METOOAMY NeHETHKH NOKA He JaJI0 VIO~
BJIETBOPHTEJIBHBIX pe3yabTaTos. Ilo-Buanmomy, 06bACHEHNE BHICOKOM reTepo-
3UT'OTHOCTH €CTeCTBeHHBIX IMONYJANHNN CIeAyeT NCKATH He Ha reHeTHYECKOM,
a Ha OHTOTEeHeTHYEeCKOM YPOBHE Oprauusanum (cM. .2 uri. 8).

Kpome aTux Teopmit hopMupoBaHua pasHooOpasma reHodoHIa, CyIe-
CTByeT U KOHIENNUA cOaNaHCHPOBAHHOI'O I'EHeTHYECKOTO HNOJIMMOp(pHU3Ma.
C6anascupoBaHHEBIM HOIHMOP(I3MOM HA3BIBAETCH HAJIMYYe B IONYAAIMH He-
CKOJIBKHX e HETHYECKH 00yCI0BIeHEBIX (JOPM, COXPAHAIONIUXCH B Oosee MM
MeHee IIOCTOSAHHLIX KOHIeHTpanuax. Yacrora BecrpeyaeMocTH Hanbosiee pen-
KO¥: M3 3THX (hOpM BhIIIE, YeM YACTOTA BOSHUKHOBEHUA CIOHTAHHBIX MyTalHif
reHa, yYacTBYIOHIEro B (JOPMMPOBAHIY NIPU3HAKA, IT0 KOTOPOMY H BBIEJISIOT-
cst opMBI.

TIpumepom cOaNaHCHPOBAHHOrO NOMHEMODPGHM3MA CO CNOKHBIM MeXaHU3MOM
NONAEPRAHASA MOMKET CIYHNATEL HONNMOPH3M II0 OKpacKe PAKOBUH y OPIOX0-
=HOororo mosuttocka Littorina saxatilis 8 Kaumamaknickom sannse Benoro mopa
(Granovitch, 1990): oxpacka pakOBHH BapbUPYeET OT IOYTH 0eJI0ro JO TeMHO-Ce-
poro neeta. IlonynAnun 3TOro ANNEXUBOPOLAINETrO BHA 3aCeIA0T IPUINBHO-
OTJIHBHYIO 30HY (IUTOPAJIL) M OOUTAIOT Ha TPeX THIIAX CyOCTPATOB: HA KPYIIHBIX
BaJIyHaX, Ha FpaBHH U cpeJy sapociieii KpynHoil Bonopocan Fucus vesiculosus.
JInTTOpHHDB] 3apajkeHbl NapTeHUTAME TPEMAaTOol, IJIABHBIM 06pasoM, YeThIpex
Bu0B: Microphallus piriformis, M. pygmaeus, M. pseudopygmaeus it M. trian-
gulates. lebnHnTHBHLIMY X03A€BAMI 3THX TPEMATOL ABIAKTCA MOPCKIE ITH-
Ibl, IOENAIONINe MOJLJIIOCKOB, IJIABHBIM 00pasoM, YTKM M yaiikpn. TpeMaToxbl
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He BBI3BIBAIOT I'MbesN JIMTTOPHH, HO KAaCTPUPYIOT UX, Jejad OeCILJIOXHBIMHU.
B ofciieloOBAHHOM paiioHe 3aparKeHHOCTH MOy IANUY JUTTOPUH KOJIebIeTcs OT
8 10 61,7 % . ¥V camoK HauGoJiee 3apaskeHHBIMEI OKa3bIBAIOTCS 0COOH B BO3PACTH
5—7 meT (mpumepHO 70 % ), 6oaee mosioAble U GoJiee CTapHINe 3apaskeHbl peXKe.
V caMIIOB 3apasKeHHOCTEh VBEJMYMBAETCH C BO3PACTOM U K 9 rogam jlocTHraeT
100 % . B nomynsanuu o. Slimxosa, rie 3apaye HHOCTE BEICOKA, ObLIa IIPOaHaIH-
31pOBaHa HHBASHPOBAHHOCTE IAPTEHNTAMHE Pa3INIHBIX [[BETOBBIX MOP(, B 3a-
BHCHMOCTH OT cyGeTpaTa, I1oJa ¥ BO3PACcTa MOJIIIOCKOB. 3aPaskeHHOCTh TEMHBIX
mop® ¢ Bo3pacToM yBeJauuuBaeTcs oT 65 % y ABYXJIeTHUX MOJLIIOCKOB Zo 100 %
y NATHIETHUX. V CBETJIOM MOP(hEI 3apasKeHHOCTD ABYXJIETHUX COCTABIAET OKO-
10 45 % , yeenmunsaetcs 10 80 % y yeTbipexyeTHUX 1 nazaeT xo 40 % y cemu-
neTHERX. TakuM o6pasoM, B cpeHEM OHA IIPIMEPHO B IBa pa3a HHUKe, 9eM Y TeM-
HBIX Qopm. OnHAKO, MOIUMOPPH3M COXpaHAETCA. ITO OOBACHAETCH TEM, UTO
cpeju 3apocJieil PyKycoB, 3apaskeHHOCTE JII00BIX MOP( mapTeHUTaMU IIPUMEPHO
BIBOE HHKE, UeM HA KAMHAX M Ha IPAaBUK, 4 TEMHLIX (opM GONbIe, IIOCKOJIBKY
cBeTJIble (hopMbl, Ha (hoHe Gypoit Bogopocau Fucus vesiculosus noegarorest ntu-
maM#. B pesyipTare, TeMHLIX MOp( GosibIle, YeM CBETJLIX, M 34 CYET Iioceie-
HHI B BOJOPOCJSAX OHH MOANEPKUBAIOT CBOK YHCIEHHOCTEL. COOTHOIIIeHHE Ja-
cTOT MOP(d ocTaeTcs CTaAOHIBLHBIM.

Tarxum o6paszom, reHoOH ] IOMYISIINH CIYKAT UCTOTHUKOM HACJECTBEH-
HOI M3MeHYHBOCTH, Ha OCHOBE KOTOPOI IIPOMCXOLUT SBOJIONUA. HeM 60obIIe
reHO(OHJ, TEM BepOATHEE, YTO IIPH U3MEHEHUHN YCJIOBHIl cpeZbl B NOYIAI NN
HaliyTcs KOMOMHAIMHT aJLIelIei, CIIOCOOHBIE ITOCTY KUTE MATEPHAJIOM IS 0TOO-
pa B COOTBETCTBYIONIEM HaTpasieHn. Beauunna rerodoHa, B CBOIO OUepPelb,
3aBHUCHT OT BEJIMUMHE] IIONYAAKH. YeM BhIlIe YNCIeHHOCTE 0c0o0ei JanHOoM Io-
OYIAUN, TeM GoJIBIIee YHCJIO PAa3JIMIHBIX PEIeCCUBHBIX aJljiejiel HeCyT reHo-
THUIIBI 9TUX 0cO0ell U TeM GOJbIIee YHCI0 KOMOMHAIIHIT 3THX aJljelieli BOSHUKA-
€T B IIponecce UX CKPEIIUBaHUS.
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FTaxasa 2

OHTOTEHETHYECKHE OCHOBBI 9BOJIONHUH

2.1. Peanuszamus regeTndecKoil MEGoOpManuu

Bompoc o TOM, KaKOBbI 3aKOHOMEPHOCTH DBOJIOINHN OHTOreHe3a GbUI HO-
crasneH Y. JlapeuHOM B «IIponCXOXeHIN BUAOB...». MaKpO3BOIIONOHHBIN
acmeKT 9T0i1 IpobJieMbl 6LLT GoJree YeTKO chOPMYIMPOBaH B paboTax J. l'exkensa
u . Mionnepa, Kak IpobiieMa COOTHOHIEHHS OHTOreHe3a W (PHUJIOreHesa.
MuKposBOIIOIMOHHEIN aCIIEKT — KaK BOIIPOC O BIMAHUM 0TGOpa Ha MHAUBHUAY-
aJpHOE pasBUTHe, BO3HUK B 6osee nosnHux paGorax — IlImansrayseHa (1938
u ap.) u Yogauarrouna (Waddington, 1957 u xp.).

K macrosmieMy BpeMEHH MOJIEKYJISipHAsS OHOJOrHWs, NeHeTHKA PasBUTHA
¥ SKCIIEpUMEeHTAJLHASA dMOPHOJIOrusA HAKOIMIN OOMUPHEIA apceHal (PaKToB
¥ 0606IIIe AN, ITO3BOJISIONINI B3IJIAHYTh HA HHIUBHALYAJILHOE PA3BUTHE He TOJb"
KO KaK Ha pes3yJbTaT, HO ¥ K&K Ha OCHOBY AaJbHeH el 3BOJIOI MY OPIaHU3MOB.
Jpyrumu cjioBaM¥, BEIJIEIUTH, HAPAAY ¢ T€HETHUYECKUMU 1 9KOJOIrHIeCKUMU
OCHOBaMH 3BOJIONHHY, OHTOM€HETITUECKHE OCHOBEI HCTOPUYECKOr0 PasBUTHA.

JlanHBIe MOJIEKYJISIpHOI M€HETHKH II03BOJIAIOT IIPOCIEAUTD IIYTh Peannsa-
V¥ TeHeTHYeCKOoN MEPOpMAIUY 0T HavaJa TPAHCKPUIIUY 40 POopMUPOBaHI A
6eJIKOBOII MOJIEKYJIHI, & B Psijie CIyYaeB U O Hauala PYyHKIIMOHUPOBAHUSA IIPO-
IVKTa SKCIpeccuH reHa. JIjisi MIOHNMaHNA OHTOreHeTUYECKUX OCHOB 9BOIIONUH
3TH HaHHEIE BAXKHBI, BO-IIEPBBIX IIOTOMY, 9TO OHHU JEMOHCTPHUPYIOT CIOKHOCTD
IIPOIIECCOB PEAIM3aIuy reHeTHYECKOH MH(pOPManuu, 8, BO-BTOPBIX, MapKH-~
PYIOT TPAHHUILy MeAY COOCTBeHHO reHeTHIeCKHMH IIPOIeccaMu U Iponecca-
MH SIHreHeTHIeCKHMHE — B3auMOJIeMcTBUAMHE OeJIKOB — IIPOAYKTOB 3K CIIpec-
CHH I'€HOB,

Tpancxpunyusn

PHEK-nosmumepasa npoxapuoT (E. coli), obecrieunBaioinas TPAHCKPUIIIUIO
BCEX I'€HOB OAKTEpHH, IPEJCTABIAET COGOI CIOKHEIN OeTKOBBI KOMILIEKC,
COCTOAIMIL M3 IATH Cy0heUANL, YeThIpe U3 KOTOphIX (Bf'aa’) CriocoGHE! ocy-
[[ECTBJIATE BCE 3TAIIbI TPAHCKPUIIIUH, 38 UCKIIOUCHHeM MHUIIAINH, OCYIIlecT-
Basiemoil naroit G-cybpepununeii. CaM Inponecc TPaHCKPHUIINWH YCIOBHO Jie-
JIATCS HA TPH BTana: WHUIUALUS, SJOHTanMs U TepMHHANUsA. JyOakTepuam
(E. coli) pnsi vEALUAIMY TPAHCKPUIIIHUH JOCTATOIHO (PYHKINOHUPOBAHUS KOM-
miexca PHK-nonumepassl. ¥ sykapuor Bmecre ¢ PHK-nonmumepasoi Il B uau-
uanuy o6A3aTeNLHO YIaCTBYeT MHOMKECTBO O€IKOB-peryIATOPOB, B3aUMOAEi-
CTBYIOLIUX € IIPOMOTOPOM reHa. K HacTodAIeMy BpeMeHN U3BECTHBI 27 GeJIKOB
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peryJaTOpHOIO KoMILIeKca. Takum 06pasoM, JJIsi TDAHCKPHUIINUHU Ka/I0ro re-
Ha 3YKapuoT HeOGXOQHUMO yUacTre MHOYKECTBA M'eHOB, KOJUPYIOIUX Te OesIKo-
Bble (DAKTOPBI, COBOKYIIHOE ZielicTBHE KOTOPhIX 00eceulBaeT TOYHOCTEL W Ha-
JIEXXHOCTE MHUITUATUY TPAHCKPUIIIAN.

Cnegyronum atanom popmuposarnd MPHK sBisioTcs DocTTpaHCKpUIILH-
OHHLIE IPOIiecChl, HasbpIBaeMble cospeBanueM Ipe-MPHEK, nnwm nponeccuarom
npe-MPHK. V sykapuor cpasy e Iocjle HHUDMAIUY TPAHCKPUOIUU K 5’ KOH-
ny MPHK niprcoenuHseTcst KaI-rpynna («mamnodKas ), HeoOXoauMas LA TPaHC-
nopra MPHK us sifpa B nurormasmy, Aasa crabuiusanuu spenoii MPHE u nia
obecIieueENA HOPMAaJBHOM TpaHcaAnuu. KanuposaHue OpezcTasiifieT coboil
CJIOKHBIM MHOT'OCTYIIEHUATHIM IIPOLIECC, B KOTOPOM YYACTBYIOT PpHOOHYKJIIEO-
3uz, docdaTs u pag pepmenToB. 06A3aTEIEHBIM 3JIEMEHTOM PelaKTH POBAHUA
npe-MPHK saBisercs moiuazeHuiIupoBaHue 3’ KOHIEBBIX HIOCIENOBATEIHLHO-
cTell, IPOMCXOAdAIIee B ABa aTana. [[pyruM BasKHEHIINM IIPOLECCOM CO3pEBa-
mnA npe-MPHE sBisieTcs cruraiicuHr — Bblpe3aHHe MHTDOHOB U COeJUHEHUE
SK30HOB. DTOT IIPOIIECC IIPOUCXOAUT B SApE C IIOMOINBI0 CIIOMKHBIX KOMILIEK-
coB — puboHyKJIeonpoTenguuiX (PHII) yacTun, BKIIOUAIONUX MaJjble SlepHbIe
PHK (U1—U6) u mHOrOUYHCIeHHbIe GeIKY. JKCIIEPpUMERTAILHO IIOKA38HO, ITO
CYIIIeCTBYET YeThbipe THIIA MYTanuii, HapyIapomux ciaiicuar: (1) sx30H Mo-
sKeT ObITH BhLIpesaH BMecTe ¢ MHTpoHOM (51 % myranuii); (2) MoxeT BOSHUK-
HYTL HOBLIH caiiT ciaitcuura (32 % myTanmit); (3) BHYTPH HHTPOHA MOJKET
BO3SHUKHYTSH IIOCJIE0BATEILHOCTE HYKJIEOTHIOB, He Bripesaemask us npe-MPHE
(11 % wmyranuit); (4) HeBblpeszaHue HETPoHA (6 % myranuii). Kpome crnaficun-
ra npe-MmPHK moziBepraerca pagy Apyrux usMeHeHUI, ITONYIUBIINX 00ITee Ha-
3BaHVe «PeJaKTUPOBAHUE.

Tpanckpunmus u nponeccuar MPHK nipoucxonsT B MHTepdhase KJIETOTHOTO
nuKaa. fapo B mATEp(dase npeacTapigeT co6oil BHICOKOYIOPALOUECHHYIO U CIOMK-
HO CTPYKTYPHPOBAHHYIO cCHcTeMY. TesloMepHbIe YUaCTKY XPOMOCOM IIPNIIETaIOT
K sagepHoii o6oiouke, [IHII o6pasyeT neriiu, HanpaslieHHLIE BHYTPE A7pa, IIpu-
YeM aKTHBHO TPaHCKPpHOMpYeMbIle MeHbI PACIIONATAIOTCS B 9THX IEeTJIAX, BO BHY-
TpeHHeM YacTH Anpa. KoMapTMeHTH] (hepMeHETATHBHOIO alIiapaTa ciialicmara
opmupyoTea Ha mepudepnH 30H AApa, 3aHIMAEMBIX XPOMOCOMAMH.

Eme ogauM (PaxTopoOM, PEryJHPYIOIUM TPAHCKPHIIINIO, ABJSETCH Opra-
HHu3anusa xpomaTuHa. OT CTeleHH KOHAEHCHPOBAHHOCTH XPOMATHHA 3aBHCUT
YPOBEHE 3KCIIPeCCHU I'eHOB ¥ PACHIOJIOKEeHHE IIeTeIs MHTepHasHbIX XPOMOCOM.
Taxum o6paszoM, PyHKONOENPYIONIWII TeHOTHII IIDEJCTABJIAET cOBOI CII0MKHYIO,
BBICOKOOPraHU30BaHHYIO CUCTEMY, B KOTOPOI crienu(hMKa MOJIEKYIAPHBIX B3aK-
MOEMCTBHUI YIIOPALOUECHA B IPOCTPAHCTEE K BO BpeMEeHHU, UTO ZOCTUIAETCH MOP-
dbonornmueckoit opranusanueil Axpa, coxpausoneica Kak JHHAMHYECKH CTa-
6mipHad cucTeMa.
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Tpancnayus

TpaHCAAINsA, KaK ¥ TDAHCKPHUITINSA, IIOAPA3/Ae/IAeTCA Ha 3Tallbl: HHUIUATIVH,
SJIOHT'AIIMY ¥ TEPMUHAIINY GHOCHHTEe3a ITOJIUIIEIITHAHOM NellH.

O YHKIUOHUPYIONasa pubocoMa IIPOKApUOT IIPEACTABIAET COGOM CJIOKHBIHA
GeJIKOBBINM KOMILIEKC, BKJIOUAKOINHI fBe cyobemuaunbl. Obmjas macca pH-
Gocoms! 2,5 mJla ¢ kKosdhdunuentom cepumenTanuu 70S, manas cybuacTHnA
puGocoms! 308, 6onpmas — 50S. B cocras puGocomsl BxoaaT 50—60 Gesxos,
pubocomuana PHK u acconuupoBaHHBIe GeJIKM, YUACTBYIOINNE B TPaHCIANNY,
HO He HaXO[AIHecA IOCTOAHHO B cocTaBe cyGuacTuil. OrpoMHYI0 POJIb B IIPO-
[ecce TPaHCJIAIINY UrPaloT H3MEeHEeHHUs KOH(PopManuu GeJIKOBBIX KOMIIEKCOB
obenx cyOuacTHII.

V 3yKapHOT TPAHCJALNNA BKJIIOYAET Te 3Ke, YTO Y IPOKApHOT TPH 3Talla, HO
OpraHM30BAHA BHAUYUTENLHO CJIOKHEe, YTO KOPPeIHUpyeT ¢ Gosbleil CI0¥HOC-
ThI0 opraEmsanuu 3peiblx MPHK sykapuor. MPHK sykapmoT comep:KuT He
TpaHCIHpyeMble II0CIEA0BATEIBHOCTH HYKJIEOTHIOB, TaKHe KaK K3I-TPYIIa,
HeoGxonuMad na ceaseiBanug MPHK ¢ pu6ocomoit, MOTIAII{UM YIACTOK MEK-
[y K3I-TpylIoil u mepsbiM MHUnuupyomuM KopoHoMm AUG, HasbiBaeMbIM
5’-KOHIIeBOH HETPAHCJIHUPYEMON 06JIaCThIO U HOJHU-A, TO €CTh 3’-KOHIIeBOI He-
TpaHCIUPYeMO# 06J1aCThIO. 5’ HeTpaHCIHpPyeMas 061acTb uMeeT PYHKIIMOHATb-
Hoe 3HaueHMe. OHA 06pasyeT CTPYKTYPHI cTe6eIb-TIeTJIS, BIUSIONHEe Ha HYHK-
OMOHNPOBaAHHE PUGOCOMBI, ¥ COLEPIKUT KOPOTKHE TPAHCIHUPYIOIIIEeCH IT0CIe/10-
BaTEeJIbHOCTH, BIUAIONINE HA 3(P(HeKTUBHOCTE TPAHCIANNH.

DKCIpeccHs reHa He OTpaHWYUBAETCA TepMUHANHel TpancaAnuu. Uy mpo-
KapHoT U Y 3yKapHOT 10 OKOHYAHWUY CHHTEe3a IEPBUIHON aMHHOKKCIIOTHOM 110
CJIeZOBATEJIHLHOCTH IIPOMCXOIUT «CO3PEBAHNE» TIOJHUIIEIITUHOM IIEIH.

Vike U3 KPaTKOro M IIOBEPXHOCTHOIO 0030pa TOJBKO HAYAJBHOIO 9Tala
SKCIIPECCUH I'€Ha MOXKHO CZeJIATh CIeAyI Uil BEIBOJ: I'eH MOXHO pacCMaTpH-
BaTh He TOJLKO KaK CTPYKTYPHYIO eAUHUILY, HO M KaK QyHKIMOHAIBHYI0. ITO
03HauaeT, 4YTO AJA (POPMHUPOBAHUSA ITOJUIENTHIHOMN eIy HeIOCTaTOTHO IIPO-
CTO HYKJIEOTHUHOM II0CJIeJOBATEILHOCTH I'eHa — HeOOXOUMbI IIPOAYKTEI 3KC-
[IPECCHH . APYTUX reHoB. Takum 06pasoM, NPU3HAK He MOKET ObITH MOHOI€H-
HBIM Jla’Ke Ha YpOBHE MEePBMYHBLIX IPOAYKTOB BKCIpeccuu reHa. Tem He me-
Hee, CYIIECTBYIOT IIpU3HAKH (eHOTHIIA, HAc/e0OBaHNe KOTOPBIX ITOAUNHAETCSH
saxonaM MeHzens, JacTo paccMaTpuBaeMble KaKk MoHoreHHbIe. Ha camom zie-
Jle TaKoil THII HACJELOBAHHA SABJISETCS Pe3yJbTaToM 0TO00pa Ha IpeobpasoBa-
HHe (C6JIOYMBAHME) MeHETHUECKUX MEXaHM3MOB (PEHOTHIIMYECKOI'O BhIpasKe-
HHS 3THX IPU3HAKOB.

CaM CJIOIKHENIITHIH MeXaHu3M SKCIIPECCHH I'eHOB JOBELEH /10 COBEPIIEHCTBA
3a 3,5 MJIpA JieT sBojaonuu. I1oaToMy BHOBb BOZHHMKAIOLINE MYyTaluH BCerJa
HpeACTABIAIOT cO00k HAPYITIeHN s 3TOr0 Ipoliecca, CHUYKAIOIIHe nopucIocobJieH-
HOCTB opranuama. He ciyuaiiHo MyTAIHOHHEIN aHAIN3 CYXKHUT OAHWM M3 OCHOB-
HBIX METOJOB U3YUEeHHS SKCIIPECCHH I'eHOB in vivo. Hapymias pasiu4Hbie 3Tkl
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TPAHCKDUIIIUY ¥ TPAHCIAIUY, MyTaIHH II03BOJIAIOT BHISICHUTD, Kakue paxTo-
pbl ¥ KaK BIMAIOT HA 3TH IPOLECCH]. SKCIIPECCHA I'eHOB OCYIECTBIAETCA B KAXK-
ot kieTke. IloaToMy OT TOro Kaxue reHEbl U KOIZa 3KCIIPECCUPYIOTCS B IIPOLEC-
ce OHTOr'eHe3a MHOI'OKJIETOUHLIX OPraHN3MOB, B 3HAUHTEILHOM CTEIICHH 3aBH-
CHT TO, KaK OyZeT IIPOUCXOANUTL HEAUBUAYATLHOE Da3BUTHE,

2.2. I'eneTHyecKas peryasius OHTOreHe3a

H3yyenne oporeccoB HHANBUAYAJILHOTI'0 Pa3BUTHA METOLAMI I'eHeTHK K BMe-
eT, IO CYTH Jejla, IBe 3aJa4YH: BBIACHUTEH KaK I'eHeTHYeCKAS U3MEHUHBOCTD,
MEHAA IIPOLECCh] OHTOTECHE3a, CO3NAET MATEPHAJ SBOJIIONUH B BHIACHUTE, KaK
¥ HACKOJILKO I'€HOTHII OIpejiesisieT HOpMaJILHOe pasBuTHe opranusma. O6a stu
aCIIEKTa PABHO BaXKHBI JIJIA IOHUMAHUA 9BOJIOMUOHHOIO IIPONECCa, TAK Kax Co-
XpaHeHNe IPeeMCTBEHHOCTH OPraHU3aHH B Upeie IIOKOJIEHHI HMeeT TaK0e e
3HaveHNeE, KaK N3MEHYHBOCTD, CO3JAIONIaA MATEpUAT AJs oToopa. MeTon usy-
gyeHUA 00erx MpobJieM oAuH U TOT Ke: aHaJIN3 GeHOTHIINYECKOro IIPOABICHNA
MYTAINH B XOJle WHAUBUAYAJILHOro passuThs. HapyileHus HOpMAaJIBLHOrO OHTO-
refHesa U AeMOHCTPHUPYIOT MEXaHU3Mbl BOSHHKHOBEHUS MeHETHYECKOMR KOMIIO-
HEHTH! U3MEHUYUBOCTH, B IIO3BOJAIOT CYIUTEL O TOM, KaK I'eHbl BIUAIOT HA HOP-
MaJbHOE Da3BUTHE.

Ilo pacmpocTpaHeHHOMY B COBPeMEHHOI JINTepaType IIPeACTaABICHHUIO, B OCHO-
BE K&’KJ0ro U3 cOOBITHII paHHETO Pa3BUTUSA, IIPHBOAAIIEIO B KOHEUHOM HTOre
K (hOpMHUPOBAHHIO B3POCIOTO OPraHusMa, JeKNAT aKTHBHOCTE T. H. «KJIIOUEBO-
ro» reaa (Padd, Kopman, 1989; Wilkins, 2001). ITockoapky Bce COOLITHA paH-
HEero OHTOreHe3a JKMBOTHBIX 00pasyIoT IPpUIMHHO-CJICACTBEHERYIO Lellb, Ha3bl-
BaeMy1o0 «IIyTeM DasBUTHUA», TO KACKaJ aKTHBHOCTH «KJIOYEBLIX» I'€HOB, 06e-
CIeUMBAIOMUX (QPYHEKIMOHUPOBAHHE 3TOM IEIH, HAa3bIBAETCS «Ie€HEeTHYCCKIM
IyTeM PA3SBUTHS» .

Posab Ki0ueBLIX M'€HOB YACTO OTBOZHUTCH IOMEOOOKC-COEEPIKAIIUM I'eHaM.
OTH reHBI COIEPIKAT BHICOKO KOHCEPBATUBHYIO HYKJIEOTHAHYIO IIOCJIE/I0BATENIb-
HOCTB, ¥ KOOUPYIOT NOJMANENTH, ABIAIOMINHACSA TPAHCKPHINMIUOHHEIM (aKTOpOM,
criocoGHBIM cBasbIBaThCH ¢ JIHK (B o6acTn mpoMoTOpa) M, TAKHM 06pa3oM, pe-
TYJINpPOBATH AKTHBHOCTE JPYTUX I'eHOB. K HacToAINeMY BpeMeHH OIHCAHO YaKe
HECKOJIBKO ceMeiicTB roMeoboKc-cofiepsraniux reHoB. HexoTopble U3 HUX pac-
HOJIOKEHB! Ha XpOMOCOME B BUJE KjacTepa. Hanbojiee H3BeCcTHOE U3 3THX CE-
MeiicTB — cemeiicTBo HOX-reHOB, mpefcTaBuTEH KOTOPOro ObIIH KIOHHPOBa-~
HE1'y Drosophiia melanogaster B Hauajie 80-x rogos XX B. Ilockonmpky Mmyranun
HOX renos npospiaioTcs Kak Cephe3Hble HapyIeHus GeHOTHIIA, OHH ObLIY OIIN-
caHel eme B KoHne XIX B. Kak roMe0o3HuC — 3aMelleHHe OLHON pacIllo3HaBaeMo
YacTu Teja Ha Apyryio (Bateson, 1894). Baarogaps sromy xaactep HOX rexos
OBLT KapTHPOBAH reHeTHIECKUMY MeToxaMu erje B 50-x — 60-x rogax XX B.
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Ha ocHOBaHUN MYyTAI{MOHHOIO aHaIu3a ObLI cZeJIaH BBIBOJ O TOM, WTO ro-
MeoBOKC-COZepIKaIiue reHbl OTBETCTBEHHB! 38 HOPMATBHYIO IIOCJIEN0BATE]Ib
HOCTL CerMEHTOB Tejla 1 MOP(oJIOruio pas3sBHBAKIUXCA Ha 3THX CerMeHTax
CTPYKTYD Y HaCeKOMBIX. BIIOCIIe/ICTBHY I'eHbl, MMEIOIIHe II0CIe/I0BAaTeIFHOCTD,
IPaKTUIECKH UACHTIYHYIO ITOCIEeL0BATeIBHOCTIM romeobokc-renoB Drosophila
(oprosioru romeoGokc-reHoB Drosophila) Gbliu KJIIOHMPOBaHB! Yy MHOMECTBA
IPYrUX, B TOM YHCJE ¥ Y HeCErMeHTHPOBAHHBIX KHUBOTHBIX, IPUHAMIEHKATIUX
K CAMBIM pasHBIM TaxcoHOMHMYecKuM rpynmam. B 1989 r. Geira obHapy'KeHa
T. H. «KOJHMHEAPHOCTh» — COBIIaJleHNe II0CIeJ0BATeIEHOCTH PACIIONOKEHHSA I'e-
HOB BJ[OJIb XpPOMOCOMbBI C IIPOCTPAHCTBEHHOM ITOCJTIEJOBATEIbHOCTRIO 30H SKC™
IPECCHH STHX TeHOB B/IOJb IlepeHe-3a/Hell ocH 9MOpHOHa. fBnenue KOIHHE-
apHOCTH BIIEpBBIe OBLIO OIMCAHO JUIA KJacTepa HOX renoB npo3o(uibl U X
OpTOJIOrOB Y MBIIIH.

ITocJie 3TOro OTKPLITUS U IIOSABUJIOCE IIPE/ICTABJIEHHE O KJIOUEBBIX MeHaX pas-
BUTHsi, KOTOPble OTBETCTBEHHBI He TOJIBKO 38 NPAaBUJIBbHYIO CEIMEHTALMIO TeJla
HACEKOMBIX, HO ¥ 38 CO3JaHUe «PasMeTKH», leTepMUHEUPYIOLIeil IIAH CTPOeHN A
aMGproHa JIT060i TaKCOHOMUYECKOM IPYIIILI. B COOTBETCTBHM C 3TUM IIPEACTAB-
JICHUEM, SBOJIIOIASA OHTOreHe3a CBOAUTCS, B IIEPBYIO 0UYepe/ib, K H3MEHEHITIO Ha-
Gopa KII0UeBbIX IeHOB (HAIpUMED B pe3yIbTaTe AYILIUKAINY) U K I0SBIICHHIO
HOBBEIX MeHeTHHYecKuX ITyTeii passutug (Funéepr, 1993).

Bo3HHKAOT CiIeAyIONHAe BOIIPOCH] — II0UYeMY IIPH KOHCEPBATHBHOCTH KJIIO™
YeBbIX T€HOB MbI HAGIIOLaeM TAKOE pa3HooOpasue KOHEUHBIX pe3yJIbTaTOB Pas-
BUTHS U IOYeMY B (POPMUPOBaHNE HETOMOJIOTHMYHBIX CTPYKTYD BOBJIEUEHBI
OpPTOJIOTH OfHUX M TeX e KJIoueBblX renoB? Onuu u3 HanboJee HHTEPECHBIX
[IPIMEPOB IIOJ00HOr0 ABICHUA — KOHCEPBATHBHOCTE FéHETHIECKOro IIyTH pas-
BIITHS IJIa3HBIX cTPYKTYD. Eme B 20-x rogax XX B. ucciIe0BaTebCKaA IPYIIa
T. X. Moprasa o6Hapy»xuiia y Apo3obnisl MyTaiuio eyelless, BbIpaKaiomyo-
¢Sl B PeAYKIUHY IIU OTCYTCTBUM OLHOTO MU OGOMX ra3. SKCIPeCCUBHOCTD 3TOM
MyTaI}H 3aBUCENa OT «FeHeTIIECKOro (POHA» 1 MEHAIACH II0X JelicTBUEM OTOO-
pa. Okasanoch, UTO 3Ta MyTANUsA JOKAIM30BaHA B IeHe ey, ABJIAIOIEMCH OpTO-
JIOTOM MBIIIIMHOI'O roMeoGoKc-cofepskaiero reaa Pax-6, mpuyeM y MbIIIN OITH-
caHa MYTAIUA STOro I'eHa, (DeHOTHIIMYECKH BEIDasKaoIiasica B (GOpMUPOBAHUN
MaJIeHBKHX IJIa3, ¥, COOTBeTCTEEHHO, HaspaHHas small eye. B axcniepumenTe
¢dopMupoBanme Y APO30(MUIE INIa3 B « HEIIPABUIBHOM» MECTe MOKET OBLITH BHI3BA~
HO 9KTOIMUYECKOI aKcpeccueii rena Pax-6. BrociencTsuu 651710 0GHAPYKEHO,
YTO IPOAYKTHI 0pTOJIOroB reHa Pax-6 obecriequBaioT GopMUPOBAHNE HOPMAJIE-
HBIX INIa3 U Y APYIUX "KUBOTHBIX, HAIIDHMED, Y FOJIOBOHOTIX MOJLIIOCKOB.

TTosBIIIOCH IpEIIoNoMKeHNe, 9T0 Pax-6 1 ero opToJIoru NpeACTaBIAI0T co0oit
MASTER GENES, yrpapnsionue pasBUTHEM IIIa3HbIX CTPYKTYP. YIUTHIBAS,
UTO IJIa3a FOJIOBOHOIHX MOJIIIOCKOB, ITO3BOHOYHEIX 1 YJIE€HUCTOHOTHX HEIroMO-
JTOrMYHb! (BOSHIKAIM He3aBHCHMO B X0/Ie 3BOJIONUHN), (PaKT KOHCEPBATUBHOCTH
reHeTHYECKOoro IyTH, KIIOUEeBbIM INeHOM KOTOPOro SBJIAETCA Pax-6, Tpebyet
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obbsacHeHudA. IIpu 6osee moapo6GHOM H3yYEeHUY 0COGEHHOCTEM SKCIIPECCHI 3TOTO
reHa BHIABUIIOCH HECKOJIBKO HHTEPECHBIX 3aKOHOMepHOCTel. Bo-tieprix, Pax-6
¥ €ro OPTOJIOIH SKCIIPECCUPYIOTCS AaleKO He TOJBKO B 30He (POPMHPOBAHUS
rnas. X NpoyKThl IpUCYTCTBYIOT ¥ BO MHOTHX APYIUX OT/€JIaX NeHTPaIbHO
HEPBHOM CHCTEMEI, T. €. 3TH M'eHbl, KaK 1 BCe OCTaJIbHEIE TOMeOGOKc-coiepaKaiue
reHbl, IJIeHIOTPONHEL. Bo-BTOPBIX, AKTUBHOCTH OPTOJIOrOB Pax-6 HeOCTATOYHO
IJs (OPMUPOBAHUSA IJIasa «IJie YIOJHO» — BO MHOTHX TKAHAX SKTOIIMYECKasd
3KCIIPECCHSA 3TOr0 reHa He AAeT HUKAKHX DPe3yabTaTor. CleZoBaTelbHO, Kpo-
Me «MHCTDYKOHM», NOJyYaeMBIX TKAHBIO OT NPOAYKTA KJIOUeBOro I'eHa, I
(hopMHUPOBAaHUA CTPYKTYPHI BalKHEI cBolicTBa camoii TKauu. B-rpetrux, Pax-6
", IO-BUIVMOMY, €I'0 OPTOJIOTH, ABJIAIOTCA KOMIIOHEHTAMM CJIOMKHLIX ITOJINIeH-
HBIX ceTell, YYaCTHHKY KOTOPHIX CBA3AHLI PETYIATOPHLIME OOPATHLEIMU CBA3AME
H OJMHAKOBO BAXKHEI 17151 aKTHBANUN DKCIIPECCUH CTPYKTYPHBIX GEJIKOB INIas.
WIMeHHO II03TOMY SKCIIPECCUBHOCTD MYTAIUH eyeless 3aBUCHT OT FreHeTHYeCKOT0
(hoHa — IPH3HAK IOJIMI'eHEH YKe HA YPOBHE CBA3LIBAHKA (DAXTOPOB TPAHCKPHII-
OUY ¢ IIPOMOTOPOM CTPYKTYPHOI'O I'eHa.

Taxum 06pas3oM BLIACHSETCS, YTO BMECTO JIHHEHHOIO KacKaAa aK THBHOCTH
TeHOB, ynpasadmuM ajieMeETOM KoTOporo (MASTER GENE) asisaercsa Pax-6,
CYILLIECTBYET CIIO}KHAs PeryasaTOPHAS CeTh, B KOTopoil Pax-6 Win ero opToioru
SIBJISAIOTCS ONHHAM U3 DaBHOIIDABHBIX KOMIIOHEHTOB. Clle[0BATEIHLHO, BOIIPOC CO-
CTOMT He B TOM, IToueMy (POpPMUPOBAHUE HETOMOJOIMYHBIX CTPYKTYP OCTAETCH
HOJ KOHTPOJIEM OLHOTO M TOT'O e KJIIYEBOro reHa, a B TOM, II0UYEMY B IIPOLEC-
ce 3BOJIONMH MMEHHO 3TOT IJIeH0TPOITHEIN I'eH GbLII HECKOJILKO Pa3 He3aBHUCUMO
BOBJIEYEH B 'reHETHYECKYIO CeTh, CBA3AHHYIO ¢ (DOPMUPOBAHUEM INIA3HBLIX CTPYK-
TYp. B HacTosIee BpeMA 06cysxAaeTCa HECKONBKO runoTe3. Haunbosee pacpo-
CTpaHeHHas U3 HUX OCHOBAHA Ha JAHHLIX O TOM, UTO B PErYyIATOPHOM reHeTHde-
CKOM CceTH, AeHCTBYIOMEel IPK Pa3sBUTHUH MBI HBILIEHKA, GYHEKIUOHUDPYIOT
TeHBI TE€X K€ CEMENCTB, UTO 1 B TeHeTHYECKOM CeTH PasBUTHS IIIa3HBIX CTPYK-
Typ. CKOHCTPYHPOBaHBI 3T CETH CXOAHBLIM 00pa3oM, T. €. IPeCTABUTEIH OHOTO
¥ TOTO XK€ ceMeMCTBa FeHOB 3aHIMAIOT B HEX OJTHO U TO ke MecTo. Ha aTom (axTe
OCHOBaHa I'MIIOTe3a CaMOCOODKH PeryISATOPHBIX ceTel 3a cUeT Cenu(pUIHOCTH
UX KOMIIOHEHTOB — KOMIIOHEHTHI IIPOCTO BOBJEKAIOT APYT APYra B XUMHUeCKHe
peaxnuu. Tem He meHee, 9Ta runoresa (M Pk APYTHX) HE ABIAIOTCHS OKOHUA-
TeJILHBEIM OTBETOM HAa IIOCTaBJIEHHBIN Bonpoc. IIpofaeMa BoBICUEHHA KII0Ue-
BEIX FEHOB B r¢BeTHIeCKHe IIYTH PaSBHTHA CTPYKTYP OCTAaeTCH OLHOI U3 OCHOB-
HBLIX B COBPEMEHHOI MOJIEKYIAPHOM GHOJIOrUH Pa3BUTH .

IIpm 6osree BEEMATEIBPHOM CPABHUTEILHOM aHAMU3E PDASBUTHA KUBOTHHIX,
DPpUHANIEKAITUX K PA3HBIM TaKCOHAM, BBISICHIETCH, ITO (PYHKIIMOHAILHA S KOH-
CEpPBATHBHOCTE KJIIOUEBBLIX I'€HOB He TAK YK M BLICOKA.

Bo-niepBbIX, KJI0OUeBble MeHbl IIJIEMOTPOIHL] Ha YPOBHE OZHOIO OPraHu3Ma,
4 OPTOJIOTM OZHOI'0 M TOI'O JKe I'eHa MOTYT 3KCIIPECCHPOBATLCS B COBEPIIEHHO
PasHBIX (HErOMOJOTUYIHBIX) CTPYKTYPaX y IPEeACTABUTEN e PasHEIX TAKCOHOB.
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Tak, roMmeoboKc-comepkamiuil ren engrailed BoBJI€UEH Y Drozophila melano-
gaster B pa3MeTKy IUIaHa CTpoeHus 3MGpHOHA, B GOPMUPOBAHWE KHIIIEYHH-
Ka, B HeliporeHes (IIepeUMCIEHB] IaJIeKO He Bee ero poim). OpTosor 3TOro reHa
y mbitiia Mus musculus BOBJI€UEH B pasMeTKy I'OJIOBHOT'O MO3Tra U mm@pdepeH-
OHMPOBKY COMHTOB. ¥ HIUIOKOXero Amphipholis squamata opTOJIOT reHa engrai-
led sxcmpeccupyeTcsi B CKeJeTOTeHHBIX 3J1eMEHTaX Me36HXUMBbI.

Bo-BTOpBIX, (hOpMUPOBAHME ILIAHA CTPOCHNSA B OHOM U TOH JKe TAKCOHOMUJe-
CKOii Ipynire (HanpuMep, CETMEHTANNA HACEKOMBIX) MOXKET ObITHL CBA3aHA C aK-
THBHOCTBIO PA3HBIX KJIIOUEBHIX I'eHOB. Tak, B POPMUPOBAHUH nepezaHe-3a HeH
ocH y 3MOpHOHA JPo30(HIIL! GOMIBIIYIO POJE HIPaeT GeJIOK — IPOAYKT reHa bi-
coid, SKCIIPECCUPYIOIIErocs: BO BpeMsi ooreHesa. JTOT Oeslok obpasyeT rpaau-
eHT C MAKCHMYMOM Ha IlepefHeM IOJIIoce OCH SMOPHOHA U CIIYKUT OCHOBOM JJA
JaJabHelnIeli pasMeTKH AUNEKIeTKH. ¥ IpyIuX HACeKOMBIX, HATPUMED Y JKYKOB
¥ IIPAMOKPBLIBIX,, AJIS CO3aHHUA I'Pa/ieHTa C MaKCHUMYyMOM Ha IepeIHEM IIOJII0-
ce AMIeKIeTKY NCIOIb3YIOTCS IPOAYKTHI APYTUX TeHOB. B psje ciiyuaeB 3TOT
rpagueHT COBCEM He yCTaHaBIMBaeTcH M Au(phepeHIUPOBKA nepenHe-3agHEN
OCH TeJIa OCHOBBIBAETCSH HA MPYTHX MOJIEKYISAPHBLIX MeXaHU3Max.

BrisicHsieTcd, YTO HaGop KJIIOYeBhIX I'€HOB, 381efiCTBOBAHHBIX B (POPMHUPOBA-
HIH TOMOJIOTMYHBIX CTPYKTYD (HAIIpHMeD, CErMEHTOB TeJIa HaCEKOMBIX), & TAKIKE
0COBEHHOCTH SKCIIPECCHH STHX FeHOB BO MHOI'OM OIIpeZielIfI0Tcs Mopdooruei
ARIEKJIeTKH U 3K0JIOruell paHHero pasBuTHA. PasMeTKa CeTMEHTOB Y 3MOpHo-
Ha Z[p030(HIILI OCYINECTBIAETCH C IIOMOINBIO 6€JIKOB — (aKTOPOB TPaHCKPHIL-
[V, ABJIAIONINXCA IPOAYKTaMU rOMEOOOKC — COJlepIKalUX reHOB (Halpumep,
rena even — skipped). DTa pazMeTKa IIPOVCXOAUT HA CTAAWY CHHIUTHAIBHON
6JIaCTOREPMB], KOT/[a MPaHULb] KIETOK eIlle He CPOPMUPOBAHBI I HUYTO HE CO3-
ZaeT IpenaTCTBHi A nuddys3un GeKOBEIX MoJeKyJl. CyIecTBYIOT, ONHAKO
HaceKOMble, SHIEeKJIeTKH KOTOPBIX COLEPIKAT MaJIo KeJTKa (Hanpumep Haesz-
HUKH, OTKJIAALIBAIOLINE AiIa B TeJo rycenur). OiurosenuTaibHbIe AHIEKIET-
KU MOI'YT APOGHTHECA TIOJHOCTHIO, MUHYS CTAaAMIO CHHOUTHS. B sToM ciydae
dbopMupoBarue JuddY3HOHHBIX TPaJUeHTOB 6eJIKOB — (PaKTOPOB TPAHCKPHIL-
MU HEBO3MOJKHO, ITOCKOJBKY OHH HECIIOCOOHEI CaMOCTOATENIBHO IIpeojoJre-
BAThL KJIETOYHBIEe MeMOpaHsl. Tak BBIACHAIOCH, YTO Y HaesnHUKa Aphidius ervi
romeoGoKC-cofiepAanuil reH even — skipped He BOBJIeUeH B pa3METKY CETMEHTOB
(Grbic, 2000). OueBuHO, SMOPHUOHBI JAHHOIO BUJA HCIIOIB3YIOT AJI 3TOH meJH
Ipyrue (BO3MOYKHO, CUI'HAIBHBIE) MOJIEKYJIbI. ¥ HAae3AHNUKA Copidosoma florida-
num reH even — skipped, Kak U y JpO30(UIIbl, HCIIOIb3YETCA I8 Pa3METKH Cer-
MeHTOB Tesa. OJJHAKO, IPOLYKT 3TOr0 FeHa MAPKHUPYeT He 061aCTh MeKCerMeHT-
HO# rpaHUnH! (KAK Y APO30MUIIE]), & KasK bl GyayIiuil cerMeHT OTAENIBHO, 06-
pasys y3Kyio nojocky mupmnHoii B 1—2 kuerku (Grbic, 2000).

UsMeHATHCS MOMKET He TOJBLKO HaGop KII0UeBbIX M'eHOB, BOBJIEUYEHHLIX B (hop-
MUpOBaHIE FOMOJOTUIHEIX CTPYKTYD, HO ¥ 0COGEHHOCTH B3aMMO/IEHCTBIA M-
Ay IPOLYKTAMHE 3THX '€HOB, T. €. KOHCTPYKIMS PEryIATOPHBIX CeTex.
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IlponykT reHa distal — less (Dll) BoBneueH B (hopMupoBaHUE IUCTAJIBHBIX
OT/1eJIOB KOHEYHOCTEH YIeHNCTOHOTHX. V HaceKOMEIX, B TOM YHCJIe ¥ Apo3odu-
JIbI, KOHEYHOCTH Ha CerMeHTax GpioluKa He (POPMUPYIOTCH. V HEX 3KCIIpecCus
rena DIl 670KupyeTcA 6enkamMy MeHOB, IPUHANIEHKAIINX K Bitorax Complex
(Bx-C), koTOpbI€ CBABBIBAIOTCH C MpOMOTOPOM I'eHa DIl. V paxkooOpasHBIX I'eH
DIl MOIKeT SKCIIPECCHPOBATHCH B IPUCYTCTEAN 6esxos reaos Bx-C, TO €CTh B IaH-
HOI1 peryATOpHOM CeTH He Npe/lycCMaTpUBAETCH OTpHLIATEIbHAsNA CBABH MEKIY
renamu DIl u Bx-C.

Ilasxe y OTHOCUTEIBHO GIM3KHX BU/IOB reHeTHUeCKYe IIYTH PA3SBUTHS TOMOJIO-
THYHBLIX CTPYKTYP MOTYT pasindaThCH. Hanpumep, 0GHAPYKEHO, ITO IPOAYKT
romeoGoKc-cogepskamero resa Lin39, urpaer 3HAUNUTEJLHYIO POJb B JudhepeH-
UPOBKeE KJIETOK BYJIbBEI (oprasa pasMHOMKEeHUs) Y HEMaTOZbI Caenorabditis ele-
gans. OH ABIAETCA KOMIIOHEHTOM reHeTIIeCKOM CeTH, IPOBOAAINEH CUTHAT OT
KJIETKA-UHEAYKTOpPA K OyAyIiuM KJIeTKaM BYJBBbLI 1 AXTHBUPYET SKCIIPECCUIO0
criertiPUIHBIX JJIA HUX M'eHOB. V mematons Pristionchus pacificus mpoRyKT Ie-
Ha Lin39 Taxixe IpUHEIMAaeT yIacTHe B (OpMUPOBAHUU BYIBBEL. OzHaKo, y 3TOro
BHLIA I8 3aITycKa AU depeHIHPOBKH KIETOK By IbBEI He TpeGyeTcs HHAYKIH-
OHEBIII CHTHAJ, a 6eslok rera Lin39 ucronb3yeTca A5 IIpeIOTBPAIIeHUA aII0II-
T03a (3aIPOrPaMMUPOBAHHOM rubein) KJIeTOK — IPeAIleCTBeHHUKOB By JIbBbI.

B aHHOM CJIy4yae MOYKHO FrOBOPHUTE 06 M3MeHeHHH (PYHKIMOHAILHON HAaTpy3-
ku refa. Ilpuo6peTeHne HOBBIX H yTpaTa CTapblX ¢ yHKIMIT KJII0YeBbIMM resa-
Mu (TouHee HX IPOAYKTaMH), 3aeiCTBOBAHHBIMH B PeryJifliui PasBHTHA —
5TO eITie OIHA MHTePECHAsA NpobeMa. HToT Hpolecce BIIOJHE peaseH, pnarozaps
TOMY, UTO BCE IIO/I00HBIEe MeHbl, KaK yiKe rOBOPHIJIOCH, ILI€HOTPOIHE], T. €. BbI-
MOJIHAIOT Cpasy HECKOJIBKO dbyuaxnuii. PyEKIUOHATEHYIO IUBepCUBUKAIHIIO
roMeo60KC-COIEePIKAINX IeHOB BHYTPH Kaxoro-imnbéo cemeiicTBa CBA3BIBAIOT
OBBITHO € IIPOLECCOM AYILTHKANuu. ¥ IIPOAYKTa HOBOI KOIINY I'eHa IOABJIAETCH
BOZMOKHOCTH «CIIEINaTU3NPOBATECHA» HA OJHOI1 M3 BHIIONHIEMBIX pyHKDIUI,
KOTOpas Moria 6bITh no6ouHOH A8 MPOAYKTA HCXOAHOTO reHa. BwMmecTe ¢ TeM,
[POAYKTH! HOBO KOIIMY IeHa IIPOAOJIAKAIOT BBIOOJHATE U IIpeskHue QYHKITHH.
Takas «HU36bITOTHOCTE» NeHETUUYECKHUX PEryIATOPHBIX ceTeii (CyIleCTBOBaHIE
HECKOJLKMX KOIINII OZHOIO reHa U I'¢HOB C MepEeKPHIBAIOILIMUCH OYHKIHAMI)
TOBBIIAET HALEIKHOCTH UX (QyHKIMOHNPOBAHNA — MyTalllti OZHOI'O U3 dJieMeH-
TOE 3TOII CeTH He IPUBOAHT K JIETATBHOMY pe3yJ/IbTaTy. VimeEHO 3TO 00€eCIIedn-
BaeT, HATIPUMEP, BOSMOXKHOCTE BEKUBAHHS ocobeil, HecyIuX MyTanuio TaKo-
ro IJIeHOTPOITHOTO I'eHa, Kak ey (opToJiora Pax-6).

KoMIOHEeHTaMH IeHETHIECKHUX DerylaTOPHBIX ceTell ABIAIOTCA He TOJBKO
LPOAYKTE TOMeO0OKC-CONePIKAIMX T€HOB, HO ¥ MHOTrHe GeJIKH, ABJISIONIHeCH
CHIrHAJILHBIME MOJIEKYJIaMH ¥ PereIrTopamM. BTH KOMIIOHEHThI FTe HeTHIECKHX
peryJISaTOPHBIX CETeH, IMO-BHAUMOMY, manGosee KOoHcepBaTHBHEI. MHOrHe
curHaJbHbIe IIyTH, obeclieynBalonue NposeeHne pH(pOpMALHH OT LUTOILIA3"
MaTIdecKoll MeMOpaHbl K AADPY, ABIAIOTCA o6muMHy, HallpuMep, AJIfA rpuboB
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U HIOSBOHOYHBIX JKHUBOTHBIX. MoJIeKyNEI CHrHAaNBHEIX (DaKTOPOB emie GoJee
IIeHOTPOIHB! (MY IbTHQYHK IHOHATLHEL), Y€M IIPOLYKTEI roMeoBOKC-CoepIKa-
mux resos. Hanpumep, GeTa-KaTeHnH MOMKeET BEITIOMHATD POJID CTPYKTYPHOIrO
Genxa, ofecrieunBas CBASL MUTOCKENETa ¢ GEIKAME MEIKKIeTOUHOM aare3uH,
MO3KeT paboTaTh KAK KOMIOHEHT CHTHAILHOTO IyTH, 06eCIIeYnBas IIPOBEJEHNE
CUTH&JIA OT TPaHCMeMODaHHBIX PEIeNTOPOB K fAIPY, a4 MOJKET CBABBLIBATHCS
B J/ipe KIeTKH C TPaHCKPHUINUOHHBEIMU (DaKTOPaMHU, MOAYIHPYS UX AKTHB-
HOCTB. Y 9MODPHOHOB a(PPUKAHCKOH MINOPIEBOM JATYINKH, X enopus laevis
GeTa-KaTeHMH TaKiKe yIaCTBYeT B pa3MeTKe ILIAHA CTPOECHUSA, KOHIIEHTPUPYHACH
Iepez racTpyJianuel B J0pCo-aHUMATIBHOM CEKTOpe sMGpHoHa.

Taxum 06pasom, KIIOUEBbIE MeHbI YTl PASBUTHS MOYKHO BOCHPHUHHMATE CKO-
pee KaK KoaKTOphl, MOAYJINPYIOIHE aKTUBHOCTD ITOJUTeHHBIX PEryIATOPHBIX
cereii, vem kak MASTER GENES, CTPOro JeTEPMUHUPYIOINE PASBUTHE CTPYK-
Typ. llo-BuguMoOMy, KiII04YeBble FeHBI HA CAMOM feJie cradocren(hUIHL] 110 OT-
HOLIEHHIO K KaKOM-J160 KOHKPETHOMN CTPYKTYPE U JErKO B3AUMHO 3aMEHAIOTCH.
CyiecTBOBaHNE CIIOMHBIX U «M3GHITOUHLIX » FeHETHUECKHX CeTel obecrieunBaeT
He TOJIbKO HaJ€XHOCTh, HO U 9BOJIIONHIO reHeTHYEeCKUX Iy Teil pasBUTUS — BO3-
MOIXHOCTP CMEHBI OTAEJILHEIMY FeHaMu GYHKIUY, Ilepefady GyHKIUY OT OLHO-
T'0 TeHa pyromy, BOBJIeUeHHE B CeTh PaHee He3a/leliCTBOBAHHEIX TeHoB. C aApy-
TOii CTOPOHEI, 6IaTOAAPA MHOMKECTBY OGpaTHBIX CBA3ell, HBMEHEHIe KaKJ0ro us
KOMIIOHEHTOB reéHeTHIECKOM CEeTH HeXKeIaTeIbHO — TO €CTh KOHCEPBATHBHOCTE
KOMIIOHEHTOB CeTell U ABJIACTCH Pe3yNbTATOM UX AIATEILHOI KO9BOJIIOITHH.

CrieioBaTEILHO, MOYKHO F'OBOPUTE HE O MTHOBEHHOM IpeoOpa30BaHUM OTHE b
HBIX «KJIIOYEBBIX» M'€HOB, & TOJHKO 00 3BOJIOIMOHHOM IIPE06Pa30BAHIY PETyILs-
TOPHBIX 'eHETUYECKUX CEeTeH PA3BUTHA KaK I[eJIOr0.

2.3. OnureHeTruyecKas peryJsaUMA OHTOTEHEe3a

J10 CHX ITOp IOAXOZ FeHeTHKY K MCCJIeI0BAHIIO OHTOreHesa OCHOBAH Ha IIpeJ-
CTaBIIEHUY O TOM, UTO NPOLECCH! AU bePEHIMAINN, TO €CTh YCIOKHEHU S opra-
HU3AIIU 10 Mépe PA3BUTHHA, U H3MEHYHUBOCTE 3THX IIPOIECCOB, OIIPEEIAIOTCH
NIe¥CTBHEM I'eHOB. 3TO IIOPOKAAET IIOAYAC OUEHb OJHOCTOPOHHUE OIEHKY OTHO-
CHTEJBHOIO 3HAUEHHUA M'eHeTHYECKUX M 3NIMIeHETUYECKHX IIPOLECCOB B ABOJIIO-
nHU OHTOreHesa. IlpuMepamu »xKecTKEX OIpefieJIeHul, cAeJaHHbIX C ITO3UIME
PCHETHKH, I BLICKA3aHHBIX B Y4€0HUKAX MOTYT CJIyKUTh CAe/IyIONIME BHICKARKI-
BaHM#A: «FeHBI CIYMAaT KAJIbKOM’, 110 KOTOPOM CO34al0TCA IPUSHAKY » (Conbpur,
Con6pur, 1982, c. 58).

OpHaKo sKCIepPHMEHTANLHOI 9MOpHOJIOTHell HaKOILIEH HE MeHee ooIHp-
HBbII apceHas NaHHBIX U 0006IieHuil, OIIMCHIBAIOINUX SIIUI€HETHYECKUE IIPO-
mecchl OHTOreHesa (CM., HalpuMep, WBanosa-Kasac, 1977; Benoycos, 1993;
T'unéepr, 1994).
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ITousTHe SINTeHeTHIECKHUX IIPOIIECCOB KaK XapaKTePHCTUKA IIPOIIeCCOB, IIPO-
HMCXOAAIINX B OPTAHM3Me Ha IIOCTTPaHCK PUIIIIIOHHOM YPOBHE, GBLIIO IPeII0MKe-
o YommuurrounoMm (1957). Muunuanusa 1 peaansanud STUX MPOIeCCOB, JIUIIb
OIIOCPEe/IOBAHHO CBA3aHA C SKCIPeCccHel FeHoB, U peryiupyercd paxropamu, Ko-
TOpEIe HEBO3MOMKHO HATPAMYIO 38KOUPOBATh B reHOMe, TAKMMHI KaK MPOCTPaH-
CTBeHHAH CTPYKTYPa (TOIoIorns).

OZHAKO YeTKOI'0 pasrpaHNYeHNA reHeTHYeCKOI0 ¥ SIIUTeHEeTUYeCKOro Iy TH
pasBUTHSA He CYINECTBYET, IOCKOIBKY PeryJIAINA S9KCIPeCCHY M'eHOB MOXKET OCy-
{eCTBIATECA DIUTeHeTUIecKH. Hamnpumep, Ha6op reHOB, 9K CIIPeCCUPYIOTIMIT-
ca B pubpobaacTe 3aBUCUT OT TOT'O, KaKasd 4acCTh KJIETKH KOHTAKTUPYET C cy0-
cTpaToM. DTO B CBOIO OUepeib OIpefie/IfeTCA CBOfCTBAaMY CyOCcTpaTa, HanpuMep
MAaTepHaoM U3 KOTOPOTO CAieJIaH UCKYCCTBeHHEIH cyGeTpar Uiy HaGopoM Ge-
KOB BHEKJIETOUHOI'O MaTPHUKCa, CUHTE3UPYIOIerocs OKPY KaoInMI KJIeTKaMH.
BaBHCHT 5TO U OT HaGopa 1 0cobeHHOCTeN CTPYKTY phI Oe/IKOB ubpobiacta, Ipu-
HUMAOIUX yiacTHe B ()OpPMUPOBAHMY KOHTAKTA C CyGCTPaTOM.

SIIMTeHOMHOCTEH MOPQOreHeTHYeCKHX IIPOIeCCOB ITPOABAAETCH B PA3INIYHBIX
MHAYKIIMOHHBIX B3AMMO/IeHiICTBUAX, XaPAKTEPHEIX /J1A oMOPHOHATBHOTO pas-
BUTHS KaK IO3BOHOYHEIX, TAK ¥ 0eCIIO3BOHOYHEIX JKMBOTHEIX. MccieoBanns
sMOPHOHAJIBHON MHAYKIVK HAYaJKCh C ONBITOB IO Iepecaake JOpP3aJILHOM
ry6Ge1 6racromopa ot sMGpuoHa 06bIKHOBeHHOTO TpUToHA (Triturus vulgaris)
B Giacrormeas rpederuaroro TpuroHa (T'r. cristatus). 3ra nepecasixa MHAYIN-
poBaJjia PasBUTHE AOIOIHUTEIHHOIO KOMILJIEKCA OCEBEIX CTPYKTYD Y sM0pHo-
HOB rpe6eruaToro TputoHa (puc. 9). 3areM GBLIO IIOKAa3aHO, YTO TOT XKe d(pexT

CobcTeeHHbie

OCEBLIE

CTPYKTYpbI
NRpayumpoBakHbE
0ceBLe
CTPYKTYpb

Puc. 9. [lononHuTenbHble 0cesbie CTPYKTYPb Npy nepecapxe BepxHel rybol Gnactonopos B OpioLHyio 0bnacTy
racTpyNibl 06LKHOBEHHORO TpuToKa Triturus vulgaris (no Tokwky, 1970)
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MOKHO HOJIYINTD HepecafKaMu JOPpCalbHOM IyGrl 6acTomopa He B IOJIOCTH
6s1acTyel, a B paHy Ha HOBEPXHOCTH 5MOPHOHA, B TOM YHCJIE Ha €0 GPIOLIHOM
cTopore. BrisicHMIIOCH, 4TO TPAHCIIAHTAIUA AOPCAILHON Iy6sI GracTonopa
He TOJIEKO OT OHOT'O BHJA K APYTOMY, HO ¥ OT IpeJCcTaBuTe el Apyrux oTps-
OB U KJIACCOB >XHMBOTHBIX CTUMYJIMPYET PASBUTHE [OMOJHUTEIHLHOTO OCEBO-
ro xomMuekca. Takoit spdeKT faIu TpaHCIIaHTALUSA AOPCATbHOMH Iry6nI 6Jra-
cronopa GecxBocToit aMGOUONK JKePIAHKY WJIM TOMOJIOTHIHOM eif CTPYKTYPhI
(reHseHOBCKOrO y3elKa) KYPULBI B DAHHIOI TaCTPYJy TPUTOHA. DTH pPesyiib-
TaThHl HABOAWJIN HCCIIefoBaTelNell Ha MEICHE O JeHCTBMY KAKNX-TO XMMHYECKHUX
BEINeCTB, BEIZHIBAIOINUX CLHeNnPUUeCKYI0 peaKLUIo SMOpHOHa-pelUIIneHTa.
Jliis npoBepKy TO IMIIOTE3E! GhLIA NIPeAIPUHSATA CePHUSA OIEBITOB 10 IIepecas-
Ke yOUTHIX TPAHCILIAHTATOB, 3a(PUMKCHPOBAHHEIX CIIMPTOM, BEICYIIeHHEIX IIPH
120°C, 06paboTaHHEBIX COJIAHON KHUCIOTOMH 1 T. Ii. B 9THX 5KCIepUMenTax TakK-
¥Ke IPOUCXOAMJIO (POPMUPOBAHYE JOIOJIHUTEIHPHO KOMILJIEKCA OCEBEIX CTPYK-
TYP. B KOHIle KOHIIOB BEIACHMJIOCH, YTO TOT K€ Pe3yIbTaT MOKHO HOJIYYUTD,
MMIJIAHTUPYA U3MEJIbYEHHEBIE IPOPOCTKH OBCA HMJIHM WHBENUPYH BUTAIBHBIH
TUCTOJIOTMYECKUI KPAaCUTeIbh METUJIEHOBLIH cunnii. [lpyrumu cirioBaMu, oKa-
3aJI0Ch, UTO HET CeU(PUYeCKIX areHTOB-UHAYVKTOPOB OCEBOI0 KOMILIEKCa, HO
€CTh KOMITETEHUUA KJIETOK 9KTOePMEI, T. €. CIOCOOHOCTS 9THX KJIEeTOK K BEIGO-
Py IyTH Pa3BUTHUA IIPU COOTBETCTBYIOMUX (He 06A3aTEIBHO ClIeqU(PHIECKIIX)
BHEIIIHUX BO3/JEeUCTBUAX.

B kaxo#i-To cTemeHI IPHYNHOIM TAKOT0 MOAXO0/A K JAHHEIM DKCIIEPHMEHTAb-
HO1 9MOPHOJIOTHH ABIAETCSA HEJOCTATOK AAHHEBIX O CBABH ITPOLIECCOB MOp(oOreHe-
3a ¢ 9KcIpeccueli reHoB. Hanpumep, pacosnoskeHne ceporo cepua y IImopIieBoi
asarymku (Xenopus laevis) MOIKHO UBMEHUTE, IEPEBEPHYB A0 AHNMAILHLIM
IOJIIOCOM BHM3. B pesyieTare 9T0ro, B CTOPOHY CMeIaeTCH yrKe CYIeCTBY IO
CEpEIil CepII WJIM BO3HUKAET HOBEIH JONOIHUTeNb B . [IoOCKONBbKY OpraHusanus
IHUTONJIa3MEI, B TOM YMCJIEe U PACIIOJIOMKEeHNEe CEPOro cepria, MapKUpyeT Gyayime
IIPOLIECCHI FACTPYJIALHN, IO 00HEIe N3MEHEHN A IIPUBOAAT K (POPMUPOBAHUIO HO-
BOT'0 MJIM JIOIIOJIHUTEILHOTO HaGopa oceBRIX CTPYKTYP. Kak aTo yBaAzaTs ¢ mpu-
CYTCTBHEM IIPOAYKTOB roMe000KC-COEPIKAINMX 11 MHOTMX APYTHUX T€HOB B ZI0P-
CaJIbHOM 001aCcTH 3UTrOTEI aMPUOMH — HEeM3BeCTHO.

Takum 06pasom, cyIjecTBYeT He3alOJIHEeHHEIH Mpo6esl HAIINX 3HAHWE MeiK-
Ay JaHHBIMYU MOJIEKYJISPHOM 6110J10TMH U 5K CIIEPUMEHTAILHON SMOPHOJIOr M.

Tem He Menee, B HacToAINee BpeMs YiKe IOHATHO, UTO SIIMTeHeTHYeCKHe IIPO-
LeCChl, DETYJINPYIOIe OHTOreHes, AelfiCTBYIOT, HApAAY ¢ FeHeTHYeCKUMH, HAuu-
Hasl C CAMBIX PAHHUX 9TANIOB Pa3BUTHA M Ha BCeX YPOBHAX opranusanuu. Ha cy6-
KJIETOYHOM (MOJIEKYJIAPHOM) YPOBHE APKUM IIPEMEPOM SIMT€HETHYECKUX SB-
JIeHU#l MOJKeT CIYKHUTEL IMporece POPMUPOBAHUA TPETUYHON 1 UYeTBEPTHIHON
CTPYKTYDHI Gesika. Tak, mokasaHo, UTO MOJIEKYJIEI HEKOTOPEIX HErOMOJIOI Y-
HEIX GeJIKOB (KaATrepHHLI — GeJIKM MEeXKKJIeTOUHOI afresnu, VMMMYHOTJI00yIu-
HBI, IIITOXPOMBI pACTeHNUH, OaKTepHabHEIE IeJUII0NIAZE M TPAHCK PUIIIMOHHEIE
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(aKTOPHI BYKapHOT) POPMUPYIOT MPAKTHYECKY MACHTHYHYIO TDETHIHYIO CTPYK-
Typy. 9T0 06BACHAETCH He OGILIHOCTBIO IIEPBUYHEIX CTPYKTYD G€JIKOB, a TeM,
yTo Takas KoH(popMaIius Haubojiee BLITOLHA ¢ D9HEPreTHYeCKON TOUKN 3peHnsd
u ee popMupoBaHue TpebyeT MeHbINe BpeMeHu. JIpyroii mpumMep — Peopranusa-
[IUA IATOCKEIETa ¥ MEYKKIIETOYHEIX KOHTAKTOB KaK OTBET Ha M3MEHEeHNUe BHeIII-
HUX (10 OTHOIIEHHIO K KJeTKe) yejioBuil. Hanpumep, n3aMeHeHe CTeIIeHN IIOJLA-
pU3AIUH COCETHUX KIIETOK, afre3us KJIETOYHBIX MeMOpaH Apyr ¢ APYTOM HIIN
¢ MEKKJIETOYHEIM MaTPUKCOM H T. II., IMeloIasd 60JhuIoe 3HaYeHue JJIA DO~
pU3aIUy KJIETOK U, TAKMM 06pasoM, JJIA MopdoreHesoB. JIUTe€HETHIEKAA DEry-
JIATUSA MOKET OPOSABIATECA B 0COOEHHOCTAX NPOCTPAHCTBEHHOM OPraHu3auy
Ipo0JIeHUs, CBA3AHHEIX C KOJIMYEeCTBOM M paclipeielieHreM KeJITKa B AUIeKJIeT-
Ke, a TaK JXe ¢ TonoJiorueli aiinerjaeTku., Tak, opuenranus 60poss geaeHni po-
6eHHd onpelesieTCA TIOJOKeHINeM MATOTHIECKOro BepeTeHa B 61acToMepax,
4 OHO, B CBOIO O4Yepe/ih, OPHMeHTUPYETCH MO HallpaBJIeHUIO HanboJiee MPOTAKEeH-
HOT'O YYaCTKa CBOOOIHOI OT sKeITKA ruToriasMel (mpasuiio epreura—Caxkca).
B sk cliepMeHTe IIOJ0XKeHHe MUTOTUUECKOTO BEpEeTeHA, A BHAYNT 1 OPUEHTAITHIO
Goposy JIETKO W3MEHUTE, AepopMUPOBaB ANIeKJIeTKY. [IpiMepoM snureHeTH-
geCKUX TIPOIeCCOB, IIPOUCXOAAIIINX Ha YPOBHe (OPMUPOBAHMA IJIaHa CTPOSHUH
sMOpMOHA, ABJIAETCH NOJIAPHU3AIlUA 3UTOTHI OYPBIX BoAopocaei poga Fucus of
BO3zeHcTBHeM cBeTa. HanMeHee ocBeIleHHASI CTOPOHA 3UT'OTEI CTAHOBUTCH PH-
30MIHEIM TOMI0COM. Ha ypOBHE OpraHM3Ma OT SIIMI'€HETHYEeCKIX (PaKTOPOB MO-
JKeT 3a8HUCeTh JleTePMUHA U I10JIa ¥ (PeHOTUIIYEeCKOoe IIPOSBJIeHNe crieu(ny-
HBIX J[JIF CAMIIOB ¥ CAMOK IpH3HakoB. Hampumep oT TeMIiepaTypsl, IPU KOTOPOH
OPOUCXOAUT COZlepPrKaHme HeKOTOPHIX JIMHUM Ap0o30GUILI, ee IT0BeileHIIe MOXKeT
msMeraTHeH. Tak, y caMiioB (¢ remorunioM XY) Ipy HUSKHUX TeMIIEpaTypax npo-
HCXOAUT N3MeHeHMe IOBe/leHUs — 110 TUIY caMoK. Ellle ofHUM IprMepoM MO-
’KeT OBITH BIUAHHNE MaTepuHCKOro sdgdeKra. SnUreHeTiecKUMHA (paKTOpaMH
peryaupyercs Tak »Ke U pasBuUTHe 0coGeHHOCTE! TOBeIeHN s, HaIpUMep, H3Me-
HeHMe ITOBe/IeHNU s JINCAT, BOCIIUTAHHEIX COGAKOM.

BunreHeTHYeCKHE IIPOIECCHI OPOMKAAIOT OT/AeIbHBIH TUII M3MeHUMBOCTH, He
00y CJIOBJIEHHEIN FeHETUYECKUM U CPeIOBHIM (DaKTOPaMU, BAUSAICIIIIMY Ha B3aH-
MOz eHCTBHA PasBUBAIOIINXCA CTPYKTYP. ITa N3MEHINBOCTEH MOKeT ObITh OU€Hb
cunbHO BeIpakeHa. Tak, ¢ moMoIneio Kpacureiell, He CIIOCOOHBIX AUGMQyHAN-
poBath B cocenure kieTku (Moody, 1987) na crazguu 16 6sacTomepoB minoprie-
BOJ JIATYIIKH, OBLIO IIOKA3aHO, YTO IIOTOMKHY JIBYX JOPCAJLHEIX KIeTOK BepXHe-
I'0 Ipyca B OCHOBHOM BXOAAT B COCTAB XOPALI, HO YaCTh KJIeTOK-IIOTOMKOB 3THX
6acToMepoB, MHANBUAYAJIBHO OYeHE BaphUDYIOINAA, OKA3EIBAETCA B COCTABE
HeiipaJ bHOM INIACTUHKY WX T'OJIOBHOM 5KTOZepME JIpYIuMH IpHMepaMu Mo-
TYT CILY3KHUTH JaHHBIE II0 3SMEHYMBOCTH HAYaJBHBIX IIPOIIECCOB racTPyIAILMHN
y 6ecxBocThIX ampubnuit (Yepaanmes, 2002) niw N3MEeHYNBOCTS IIPOIECCOB AP0+
Giermsi u hopMbI aMOpuona runpouanoro noauna Dynamena pumila (Kpayc,
Yepnanuues, 1999) (puc. 10).

53



WameHumBocTb ApobneHus

TvcTonorMyeckuii Cpes yepes amOBPMOH Ha CTa-
LMV 3TUTENM3aUMK

Puc. 10. WamenumBoctb fipobnexus u ¢op-
Mbl 3MOPMOHOB HA CTaM 3NUTEM3ALMM NO-
BEPXHOCTU Y rupapouaHoro nonuna Diname-
na pumila (no Kpaycy, Yepaanuesy, 1999)
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CrocoGHOCTE YMOPHOHA MM €ro YacTH
(Toii miu MEHON 3aKJaZKM) BOCCTAHABIM-
BaTh HOPMAaJbHOE CTPOEHNE U HOPMAaJILHEIHN
JaJabHeHIIInHA X0 PasBUTHUA IIOCJIE HapyIIle-
HUI, BEI3BAHHBIX KaK SHAOT€HHBIMH, T. €.
reHeTHYeCKMMHU, TAK U 9K30TeHHBEIMU IIPU-
YMHaMHI — HeGIarOIIPUATHEIMA U3MEeHEHU-
AMHM BHeIlIHeHW Cpefbl, MJIHN SKCIePUMEHTA-
TOPOM, Ha3bIBaeTCH pezysiayueil pa3gumus.
Hanpumep, MOMKHO CHEJNATEH CYCIEHSUIO H3
KJIeTOK 6JaCTYJIEI MOPCKOTO esKa. JTH KJIeT-
Ku cobepyTcsi CHOBA BMeECTe, BOCCTAHOBHAT
OpraEM3aruio 6JacTyIsl ¥ IPOJAOJIIKAT Pas-
BUTHe. XOTS 9TOT S9KCIIEPUMEHT YIaeTcs Aa-
Jexo He B 100% cay4uaeB, OH JOCTATOYHO
HarisafeH. Eciu Ha cTagum 3aKaagKyu Xpy-
cTajauKa riasa y amGubuil yaaauTe 9Ty 3a-
KJIaKy, paHKa GBICTPO 3a3KMBaeT 1 3a4aTOK
ceTUaTKHU — INIa3HOi 60KaJ MHAYIIUPYeT HO-
BYIO 3aKJIaIKy XPYCTAIUKA U3 TOM DKTOZEP-
MBI, KOTOPasd B OTCYTCTBUE XPYCTAJNKA CTa-
Jra OBI POrOBHILEH IJIa3a.

Ilomo6HEIe peryiaanuy XapaKTepHEI JJIA
KUBOTHBIX € TAK HASHLIBAEMBIM PEryJaATOD-
HEIM THIIOM PasBUTHA, B IEPBYIC Oouepenb
JJI BTOPMYHOPOTEIX, & TaKKe JJIA KuIleq-
HOIIOJIOCTHEBIX. ¥ sKMBOTHBIX C J€T€ PMUHHUPO-
BaHHBIM PasBUTHEM, TaKuX Kak Annelidae
u Articulata, sMOpmonaneHaA peryndanusa
pasBuTa HecpaBHeHHO ciabee. OpHaxko, ee
9JIEMEHTEI CBOMCTBEHHEBI U 9TUM KUBOTHBIM.
Hanpumep, y nmonuxersl Chaetoplectrus
Opu pasbeAUHeHUU ABYX TEPBEIX OiacTo-
MepoB A u B pasBuTme HapyniaeTcs IoOJI-
HOCTBEIO — POPMUPYIOTCA /Be HEOPraHU30-
BaHHEBIE TPYINEI KJETOK, KOTODBIE 3aTeM
rubuyt. Ognaxo, us 6macromepa CD moiy-
YyaeTcA NpPakTHIeCKU HOPMAJIBHAI TPoxodo-
pa. Hazo nobaButs, uTo ocaabiienne sMOpH-
OHAJIHLHOM PeryadaIuy He 03HAYAET ee UCYes-
HOBeHMA. ¥ KOJIBYATHIX YEPBEH, U He TOJIHKO
Y HUX, PEryJATOPHEIE IPOIECCHI B MOJIHOM



Mepe IPOABIAAICTCH Y JIMYMHOK W(MIN) Y B3POCJILIX OPraHu3MOB B hopMe pere-
Hepanuu. ¥ TeX JKe MOJIMXeT PereHepanVioHHEIE CIIOCOOHOCTH Da3BUTHI OUEHB
CHJILHO — JKMBOTHOE MOKHO PasopBaTh Ha HECKOJBKO YacTell, Kamaad U3 KO-
TOPLIX BOCCTAHOBUTCS IO IeJIoro opranusma. Perynsanua mopdorenesa nssect-
Ha y PaKo00OPasHBIX, IAYKOB U HACEKOMBIX.

N. A. NImansrayses 6511, HO-BUIAMOMY, OAHUM M3 E€PBLIX, KTO HOHAJ, UTO
u suddpepeHIuaAsa — YCIOKHEeHNe CTPOeHUs OPraHnu3Ma B IpOoIecce OHTOre-
HE3a W PeryJIANUA PasBUTHA NPeACTABIIAICT cO00H ABa ACIMEKTa OMHOrO M TO-
I'0 K€ fIBJIEHNS — B3aNMOJIeIICTBUSA Pa3BUBAIOIINXCSA 3aKJI3J0K. ¥ CTOMYNBOCTE
OpPHU3HAKOB PacCMaTpUBaeTca 3/leCh «He KaK CBOMCTBO I'eHOB, 8 KaK BEIPAKEHHNE
B3a¥MO3aBHCHMOCTH YacTel pasBuBalomerocda opragnsmar» (Hlumxwum, 1988,
c. 147; HImaneraysen, 1982, c. 57). Ilpu 5ToM YCTOHYMBOCTE HPOIeCCOB gudpde-
PEHIIMAITUY U PEryJIAIAN — CJIe/ICTBUE SBOJIICIIMN OHTOreHes34a, BLIPAMKAIOINeH-
cd, IVIABHBIM 00pasoM, B MOBEILIEHWY HaAeSKHOCTH IIPCIIECCOB MHANBULYAJIBHO-
I'0 PasBUTUA, UTO HEOOXOAUMO AJIA JOCTHIKCHNA KOHeUHOI'0 PEe3yJIbTATA — CTa-
JIMM HOJIOBOY 3PEJIOCTH, M OCTABJCHUSA IOTOMCTBA B KOIMUYECTBE, JOCTATOYHOM
1A NOAAEPIKAHUA YUCACHHOCTH IONTYJIAIINN.

Ha ocuoOBe 2T0i1 KOHITEIIIAYN IoABUIIack chopmynupoBanuada IlImaneraysesom
(1938, mur. mo 1982) Teopns OHTOreHETHYECKUX KOPPeIANMH — B3auMoeli-
CTBUI PasBUBAIOIUXCA YaCTel OPraHna3Ma, OCHOBAHHLIX Ha IIPUHIIMIIE o6paT-
HO¥ CBABH. ITH K€ B3aUMOAEHCTBUA AJIs1 ypoBEA Mopdorenesos 1. I1. @unatos
(1939) nmasBan ¢opmoobpasoearensHeiM anmapatom, a K. I'. Yoagauurron
(Waddington, 1957) — xpeomom passutus. Iloaxon IllManeraysena mupe, Tak
KAaK OH OXBATEHIBaeT TPHU YPOBHA KOPPEJIATUBHLIX B3BANMO/IeHCTBUI: IeHOMHEIE
KOPPeJIFINY — B3aUMOAEHCTBUA MEK/LY FreHaMH Pa3BUBAICINErOCH OPrauu3Ma;
Mop(doreHeTHUECKIE KOPPEJIAINH, COOTBETCTBYIOINME TEPMUEAM «(popmMoobpa-
30BaTeJILHEIN anmapar» PHUIIATOBA U «KPeO]] PASBUTUA» YOAAUHITOHA; DPTOH-
TUYEeCKMEe KOPPEJIALMH — B3auMOIefICTBU HA YPOBHE ViKe QYHKITMOHMPYIOIHAX
HOACHUCTEM OpraHusMa (a He 3a4aTKOB CTPYKTYD).

TenomMHEIe KOppendanuy IpeACTaBJIAIT cOO0HM B3aMMOeificTBUA MOJIEKY-
JISPHOT'O YPOBHJA, OINPeAeJIAIINNE PA3SBUTHE OPralin3Ma KaK [HeJIOCTHOM chcTe-
Mol lImansrayseH, BELIENAA 5Ty rpynny Koppessnuii 8 1938 r., ocHOBEIBAJI-
CHA Ha CYIIECTBOBAHUY ABJEHUH CIleIIEHHA, IIJIEHOTPONNY M AJJIeJILHLIX B3a-
umopeicTBui renoB. Tenepr K OpOsiBJIEHNAM I'¢ HOMHELIX KOPPEJIAIINA MOKHO
OTHeCTH U 9PPEeKT NOJOIKEeHIA I'eHa, 1 OCJIeACTBUA BCTPAaUBAHUA MOOHIIBLHEIX
TeHeTHYEeCKHUX DJIEMEHTOB, I KOHBEPCHUIO T€HOB, U BCe Hea UleJILbHBIE B3aMMO-
OelicTBUSA, TaKWe KaK SIHUCTa3 WM cyrpeccus. MexrenHnrie BsauMoaeicTBUA
HO/IeP?KUBAIOT HOPMAJIBHEIN X0/ MHANBHUAYAIBHOIO Pa3BUTHA, 4 UX HapyIIIe-
HHe — MCKaKaioT.

Mopoorenetnueckue KOppenAanuu o6ecredMBaIOT YCTOMYUBOCTE MOpPGo-
FeHe30B, 3a[eMCTBOBAHHLIX B (JOPMHPOBAHUN IIPOCTPAHCTBEHHOM CTPYKTYPHI
MHOT'ORJIETOYHEIX KMBOTHBIX. OHM paboTaloT Kak B CaMBIX O0OIMuX nguddepeH-
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IHanuAX, TaKUX Kak GopMUpoBaHUe ocell Tesla M 00pasoBaHMe 3apOABIIIIEBEIX
JHUCTKOB, TAK M B OPraHOreHe3aXx, Ipu GOpMUPOBAHNN 3aKJIaL0K OPTaHOB U UX
nuddepennupoBke. B 1iesoM, cucreMa MOpQOreHETHUYECKUX KOPPeJIAni npej-
craBnser co6oit Habop Bce Gosiee YaCTHEIX (POpMOOGPa30BaTEILHEIX aNllapaToB,
IIOATOTABIMUBAIOINUX OPraHbl, TKAHM 1 KJIeTK! K HYHKIITMOHNPOBaHUIO, HAPAaB-
JIeHHOMY Ha obecrieueHure JKU3HEeAEeATEILHOCTH U IIPUCIIOCOGJIEHHOCTH OPTaHM3-
Ma Kak 1eJioro. Ilpumepsl MopdoreHeTmueCKNX KOPPeJIALMi TpuBeeHEI BEIIIE,
KaK NpHMepHI SIIUTNeHeTHYeCKUX B3auMOeICTBUI Pa3BUBAIOINUXCSA 3aUATKOB.
Crenyer elrje pas moguepKEYTh, YTO OHHA AeHCTBYIOT OZ{THOBPEMEHHO C TeHOMHBIMI
Koppesanramu. OfHAKO, CBA3H 'eHOMHBIX M SIIMT'e€HOMHBIX MOP(OreHeTHUECKIX
Koppendruii He ACHA.

Baskuoit yepToil MOpdoreHeTUYECKMX 3aBUCUMOCTEN ABIAETCHA UX YCTONIN-
BOCTh. CBsA3b MKy HOACUCTEMaMHU (hopMOOOPAZ0BATEILHOIO alliapaTa coxpa-
HSIeTCSA Aase IIPU CUJIBHBIX RHEITHNX BO3AEMCTBUAX U D9HAOTE€HHEIX HAPYIIeHU-
AX paboThl CAMHUX MOACUCTEM. ITY YCTOMYMBOCTH MOYKHO IPOUJLIIIGCTPUPOBATH
KaK pesyJabTaTaAMM SKCIIEPUMEHTOB, TaK M HAOIIOeHUAMU B IIPUPOJE.

Ha MOJIOABIX TOJIOBACTHKAX TPaBAHOM JATryIIKY Rana temporaria 68110 U3y-
YeHO BIMAHNE PEHTTeHOBCKOrO O0JIVUYEHNA HA MHAYKIIUIO POTOBUIIEL XPYCTAI M-
xoM rnasza (Ilomos, 1967). MEAVKIINA TPOABIAAETCA B TOM, UTO HaJ XPYCTAIH-
KOM 9KTOo/ilepMa JeIINT'MEHTUDYETCS 1 ee KIIeTKY AudeDeHITUPYIOTCH B IIpo3pay-
HEBIe IUIOCKHe KJIeTKU POTOBUIIEI r1asa. B ombITe HA MeCTO SKTONEePMEL, KOTOpas
B HOpMe JI0JI’KHA CTaTh POTOBUIlEil, ITepecaXMBAJIM S9KTO/IEPMY, BEIDE3AHHYIO U3
OPYTUX YacTel 3apoLIa, a 3aTeM 3aPOABIII IOABEPrajicad PeHTIeHOBCKOMY 00-
JyUYeHNI0. B KOHTpoJe MHAYKIIMOHHEIE B3AUMOAEHCTBUA MEXKAY XPYCTATUKOM
U IlepecakeHHOM HKTOZepMoii ocyInecTBIANNch ¢ 9 mo 20—25 neub pasBuTHA
roJsiopacTuia (OT orwIofoTBopeHN). Taroi AnreIbHEIN epro] MEAYKIINOHHOM
CIIOCOOHOCTH XPYCTANMKA OBEIIIAET HATEKHOCTE QOPMUPOBAHUA HOPMAJILHO-
TO rjIasa, 3alullas STOT IIPOIeCC OT BOSMOKHEIX SK30T€HHEIX 1 SH/[OT€HHBIX
HapymeHuii. OKasajoch, 4T0 caabkie Koa3el obayuenusa 10—15P crumyaupo-
Bany nEayKnio. OHa npoxoamia ¢ 5 no 14 nens pasBuTusa rojsopactuka. Jlosa
pasoBoro obnyuerus 100 P ne Bnusyia Ha MHAYKIMOHHLIN nporecc. Hoza 300P
cMelasia UHIYKIIMIC Ha Imepuoy ¢ 13 mo 16 genn passurud, npuiuem y 5 % 06-
Jy4YeHHBIX I'OJIOBACTHKOB HHAYKIINHY He HabmMoaarocs cosceM. JToza 600 P cme-
I0AJIa MHAYKIUIC Ha 18—28 auu pasBuTus, npudeM oHa HaOIIOZANACEH JIUIIH
v 10 % ronosactuxos. oza 700 P mosmHoCTHIO 6JI0KMpOBaia MHAYKIMIO DOTOBHU-
el ITpy ob6yuennn nospeskgaoluit sdhdext o6ycioBieH, rIaBHEIM 06pasoM,
IIOABJIEHMEM OOJIBIIOTO KOJMYeCTBA CBOOOMHRIX PaflKasOoB — 00JIOMKOB MoOJIe-
KYJI, IOBPEXAeHHBIX KBAHTAMHU U3JIyUeHnudA. PatuKanbl XUMUYeCKN aK TUBHEI,
OHH HAPYINAIOT MeTaboJIN3M KJIeTOK U SBIAI0TCA MyTareHamu. O6partaer Ha ce-
651 BHUMaHMe YCTOMUMBOCTE MHAYKIIMOHHLIX B3aMMOIEHCTBHAH 10 OTHOILIEHIIO
K OY€HEb BLICOKUM J03aM OOJIy4eHUs, HILIIOCTPUPYIOMAs IIPOYHOCTL Mopdore-
HETUYECKUX KOPPeJIAI M.
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AnajjornuHas cUTyanusa HablicZaeTcd B Ipupofe. B sarpsasHeHHO# Boze
BOJIOEMOB, HaXOAAINMUXCH B uepre roposa MockBel, nkpa Tpasanoi (Rana temp-
oraria) u octpoMopaok (R, arvalis) naryiiek IofBepraeTcsa MHTOKCUKAITUY KOM-
IJIEKCOM XMMHYEeCKUX BeIll[eCTB, B KOTOPEIH BXOAAT IOBapeHHAHA COJIb, CMEIBaE-
Mas TaNBLIMUA BOJAMHM C MOCKOBCKUX YJINIL, MOHEI Al3*, MIOHEI TAYKEIEIX MeTaJLJIOB,
He()TeMPOAYKTHI U T. II. MeToziaMu CTaTUCTUYeCK 0l 06paboTKH SAHHBIX, ITOJIY-
YeHHBIX IPH U3MEePEeHNH TPU3HAaK0B YMOPHOHA Ha CTaJKU FaCTPYJIEL, IOKA3aHOo,
YTO B TAKMX YCJIOBUAX YBeJIMUYNBAETCH N3MEHUYMUBOCTE IIPOHecCa racTPyJIALNNA
(puc. 11). OfHaKo, U3 IPHBEZEHHEIX WILIIOCTPaNui BUAHO, UTO IIPU YBeJIude-
HUV UBMEHUYHBOCTH IIPUSHAKOB, VCUINBAIOTCH Y KOPPEJIATUBHEIEe 3aBUCIMOCTH
MeKAy HUMH. BeposaTHO, MMeHHO 5TO 00eclIeunBaeT AOCTHUKeHIIe YMOPUOHAMY
HOPMAJIBHOTO KOHEYHOI'0 pesyJjbTaTa PasBUTHA. JTO, HO-BULUMOMY, OAHO U3
HEeMHOTHX, eCJIi He eJUHCTBeHHOE HAGJICAeHNEe B IDUPOAE, IIOATBEPKAAIOIIEee
MPOYHOCTE MOP(QOreHeTHYeCKUX KOPPeJIA.

Cxema npomepos flonapHbie xoppensiuvm
racrtpouens
Kpbiwa
apXeHTepoHa (apxeHTpOH)
[lopcansHas

ry6a Gnactoriopa
Bracrouens “

XKentoyHas
npobxa
Knetku npeymrTuBHoiA ! LbalD
3HAOAEPMBI, CoaepxXatime BenrpanbHas ryba
XENTOYHbIE TPaHYNbl 6nacTonopa Yucraa Boga

FrthG

preg

ArthB LbalD

D2

LBalv Boga 13 MOCKOBCKOrO 3arpA3HEHHOo BoAoeMa

Puc. 11. KoppenuposaHHOCTb MPOLIECCOB racTpynsiuuy y TpaesHol narywkv Rana temporaria B 3aBMCUMO-
CTV OT KayecTBa cpenbi obwranns (no Cesepuiosy, Cesepuosoid, 2001)
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Mopdorenes cosziaeT oCHOBY /718 AadbHeHIeH « TONIANGPOBKU» UIU «OBOA-
KH» OpPraHN3Ma Ha OCHOBe aJLJIOMeTPUYECKOr0o POCTa ero IOACUCTEM M 9ProHTH-
YeCKUX KOpPeJALnii, KOTOPLIe PeryJIupyioT MopdodyHKIMOHATBHEIE CBASH Op-
TaHOB, TKaHel, KJIeTOK, OpTraHeJJI ¥ OMOJIOTHUYECKUX MOJICKYJI B TeUeHUE BCETO
KUBHEHHOIO KA.

IProHTUYECKHe KOPPEIALMY — TPeTHH TUII OHTOreHeTHYeCKIX KODpeJIAainii,
Beifenennsii lmaneraysernom (19388, ur. oo 1982) — HauMHAIOT DPOABIATE"
cA MO Mepe Hauaja PyHKIIMOHNPOBAHNA IOACUCTEM opraEmuasMa. Ilo onpeaerne-
HUIO, 5T KOPPEJIALUY IPEeACTARIAIOT COG0M BeCh KOMILTEKC PYHKITMOHATBHEIX
cBA3el MeXxX Oy mojcucTeMaMu oprannaMa. Hazio orMeTuTh, 4T0 3prouTuyecKue
KODPeJIANMNA HA BHYTPUKJIETOYHOM YPOBHE OPraHM3aIlu HAYMHAIOT AeiicTBO-
BaTh IpaKTHYeCKH OHOBPEMEHHO ¢ TeHOMHEIMU U Mopdorenerirdeckumu. Takue
IpoIecchl, KaK ImepecTpoiika muTocKeneTa, GYHKIIMOHUPOBaHe MeMOPAHHEIX
HACOCOB KJIeTKHU, B3aXMOZelicTBIe BHYTPUKJIETOYHEIX OPraHeslJI, MUTO3 U T. II.
obecIieunBalOTCAd SProHTUUECKMMHA Koppeaamnuamu. Ha 6ojlee BEICOKUX YPOB-
HAX OpraHU3aIluy, HalIlpuMep Ha OpTaHHOM, PrOHTUYeCKHUe KOPPeIsun Haun-
HAIOT IefICTBOBATE /0 IIOJHOTO 3aBepiieHus Mopgorenesa. Haupumep, peGeHoK
HAaYMHAET XOAUTH PaHbIIle, YeM 3aKaHuMBaeTCAd POCT U MOp(OreHes HOI', B 4aCT-
HOCTH, OKOCTEeHEHNe CKeJleTa KOHEYHOCTEH M POCT KoCTeM.

¥ :KMBOTHBIX MOpdoreHeTUYECKHEe U SPrOHTHYECK e KOPPEJIAIUY pasinya-
10TCA NOBOJBHO ueTKO. Mopdosiorus cepZiiia — obpasoBaHNe YeTHIPeXKaMePHO-
CTH Y MJIEKOTIMTAIOIINX MJIH HTUL], GOPMHUPOBaHNE KJIAIIAHOB, [U(pepeHIIuaiua
KapAWOMUOIUTOB U T. Il. — pesyabTaT Mopdoreresa. Cuia cepieTHOM MEBIIIIIEI,
OIpeZie IAOINASA MHTEHCUBHOCTEH KPOBOTOKA B JIETOYHLIX apTepPUAX U aopTe, Kop-
penupoBaHHAaA ¢ Heil cTeleHE PasBUTUA KOPOHAPHOI'O KPOBOOODAIleHI A, UHIN-
BUAOCHEU(PUUECKAA YACTOTA CEePAeUYHOr0 PUTMA — PE3YIBTAT SPrOHTHUCCKIX
KOppeaarmii, B IPOCTOPEYNHN — TPEeHUPOBAHHOCTH CepAIla.

¥ pacrennii rpaENIia MeKAY T€HOMHBIMY, MOPQOreHeTHUECKUMHE ¥ 3PTOHTH-
YeCKMMHU KOPPEJIAIMAMY He BEIpakeHa. PUTOropMOHEI, OnpeleIAIoInIe Mopgo-
reHe3 BLICOIUX pacTeHUi (AyKCUHBI, TI60epINHEL, a6CHIIU30BaA KUCJIOTA U ID.)
AeHCTBYIOT B Te4eHUE BCEro JKU3HEHHOTo uKia. Tak, HanpumMep, TOPMOHEI PO-
cTa pacTeHui, rub6epInEEl, CTUMYJIUPYIOT pocT cTebid. ¥ KYJIBTYDHBIX 3J1a-
KOB (OIlIeHuIa, puc, KyKypysa)-—sTo ruboepians A. OH BEISHIBAECT YAJUHEHNE
MeXKI0Y38JINil, YTO IIPUBOAUT K BEICOKOPOCJIOCTH pacTeHuii. EcTh 1Ba Tuma my-
Tanuil, BEISEIBAIOMINX KaPJINKOBOCTE KYJIBTYPHEIX 3JIaKOB: MyTaIlUW, HAPYIIIAa-
1omIe 0MOCHHTe3 THO0EPINHa, M MYTAallUW, HAPYIIAOIOue BOCIPUUMYUBOCTE
TKaHe# pacTeHUA K YTOMY 'OPMOHY, Hanpumep, myranus Rht (reduced height).
Bropoii Tnn MyTamuii ObLI UCIIOIBE30BAH B CeJIEKITUH IIPH CO3LaHNN KAPIUKOBBIX
COPTOB € KOPOTKOI COIOMIUEOM. ITH cOpTa 6oee NPOAYKTUBHEI, OCODEHHO B 34-
cyminnBoM Kiumare (Mexcuka, Muausa). OHu TpeGYyIOT MEHBIIIE BJIATH, 8 HUTA-
TeJILHEIEe BeIlleCTBa, IIOJIVUCHHEIE B pe3yJbrare (JOTOCHHTE3a, PACXOAYIOTCH HE
CTOJIBKO Ha POCT COJIOMUHEI, CKOJIBKO Ha GopMUpOBaHHe 3epHA.
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MosxHO [06aBHUTE, UTO U V }KMBOTHBEIX POPMOHAJBEYIO PEryJIAIIUIO IpoIec-
COB OHTOTeHe3a MOKHO C PABHEIM YCIIEXOM CYUTATH IPOABIeHNEM Kak Mopgo-
reHeTHYIECKHX, TAK M 3PrOHTHYeCKHUX Koppeaanuii. Hauprumep, CII0KHBIE MOP-
¢oreHessl, obecneunBanInye mpeobpasoBaHne CTPOEHUS TOJIOBACTUKA B 1IPO-
gecce MeTaMopd03a, TO eCTh IIpeBpallleHNe ero B JIATYIIOHKA, MPOUCXOAAT 10,
ZiefiCTBeM T'OPMOHOB ITTUTOBUAHON Kejlesrl, IJIaBHEIM 00pasoM, THPOKCHUHA.
IlepecTpanBalOTCA Yepell 1 IO3BOHOYHUK, HICUe3aeT XBOCT, NCYe3al0T xKabepHbIe
IieJIM, IePeCTPavBaeTCH Bech NUIIEBAPUTENbHEIN TPAKT, MEHACTCA CTPOeHUe
KO0KH, B KOTOPO MOABJIAIOTCA MHOTOKJIETOUHEIE CIU3HUCTRIE 3K eJIe3E], CJIOBOM,
MeEsfeTcH Bes opraamsanud. Ho y rojioBacTUKA Bee epeynciaeHHEIe (M HeyIo-
MAHYTHIE) HOACUCTEMEI OPraHu3Ma yiKe QyHKImoHuposanu. IlosTomy TpyzuHO
CY[IUTb, K KAKOMY KJacCy KOPpPeJAIUil OTHOCUTCH FOPMOHAIBHAA PEryJIALUA
mMeTaMmopdo3sa.

YpesseruaiiHad CJIOKHOCTE BHYTPUOPTaHN3MEHHEIX CBA3€eH, ABJIAIONINXCA
OpeAMeTOM U3yUeHNA GMOXUMIY, (GPH3HOJIOTNH, (PYHKINOHAJBHON MOPQOIOruu
U pAfia APYTUX HAYK, He II03BOJIAET JaTh Jake IOBEPXHOCTHHIN 0630p 3prOHTH-
yecKux Koppenamnuii. Ux sHaueHMe BHIABAAETCH, IIPeXe BCero, IIPU aHaIU3e
MOCJIeACTBUH MOPQOIOrIdecKIX MIIN PYHKITMOHAJIBHEIX HapyInenuii. Tak, no-
POKH cepAIla — HeIOJIHOe CMBIKaHNe cep/ledHBIX KIalaHOB, MOXeT OBITh B 3HA-
YNTeNbHOI CTelleHH KOMIIEHCUPOBAaHO YCUIEHNEM KPOBOTOKA, 00YCJIOBICEHEIM
yBeJIM4eHNEM CHUJILI COKPAINEeHNA cePAeYHOM MBIIIEI. HaraaueiM npuMepoM
mOCIeICTBUI HAPYIIeHNS (PYHKIIMOHATIBHEIX CBABEH (3PrOHTHYECKNX KOPPeJsIa-
IMEL) MOYKeT CIYKUTE yepell ouRaTpsl (Ondatra zibethica) (puc. 12). Ha pororpa-
¢uu, orryGIMKOBaHHOM B sKypHAaJe «0XoTa 1 OXOTHNYLE X03AHCTBO» , IPe/ICTaB-
JIeH Yepell ¢ AHOMAJBHO Pa3pOCIIMMUCH JIEBEIMHM DESIlaMl BepXHel U HIKHel
yeniocTel U MpaBhIMU Pe3IaMHi HOPMAaJBHOI'O pasMepa. ¥ I'PHISYHOB PesIhl pa-
CTYT HelIpepLIBHO 1 HeIIPEPEIBHO CTAYMBAIOTCH B IIpoLiecce IOoTPebIeHI A MIINM,
ocTaBasCh IPH 5TOM OCTPHIMH, TAK KaK HAPYKHBIH SMaIeBLIH CJIOH TBEpIKe feH-
THHA U CTaUYMBaeTCH MeZAJieHHee. ¥ OHAATPHI, M300paskeHHOH Ha doTorpadpumn,
IMPOM30IILIO MUHMMAJIBHOE Hapyierne MopdoreHesa — ObLIa He3HAYUTEILHO HA~
pPyireHa GuiaTepaiabHAS CUMMETPUSA Yepemna.
JleBrie pesIel yTPATUIM KOHTAKT APYT € IDY-
I'OM M IlepeCTAIH UCTUPATHCH, & IIPaBhIie CO-
XPAHUINA 9TOT KOHTAKT ¥ HOPMAJIBHO (PYHK-
umnonuposanu. Takum o0pasoM, HapyHIeHIEe
SProHTHMYEeCKOI 3aBUCMMOCTH JIEBBIX PE3IIOB
IPHEEJIO K UX HeorpanmdeEHOMY pocty. Ilo co-
o0mennio aBropa Gororpad@uu u 3amMeTKH,
oxoruuka C. I'orojsesa, fOOLIBILIET'O 3TOT 9K-
3eMILIAP, IPH 9TOM OHAATDA OBLJIa HOPMAJIB- PuC. 12. Yepen ongarps Ondatra zibethica.
HO yrurana — Becuna 920 I pu AJIMHE TeJI&  Hapywenne aproHTHHECKYX KOPPEMSLMA.
30 cM, TO ecTh ITpaBEIe Pe3IlEl, COXPAHUBIIME  [10SCHEHUA B TEKCTE.
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SProHTHYECKYIO 3aBUCUMOCTE, 00eclleYnBaJM €if HOpMaJIbHOe UTaHNe. ITOT CIIy-
yaii NIJIICCTPUPYET He TOJBKO HAPyIIIeHHe CUCTEMbBI 9PTOHTHYECKUX KOoppess-
Ui, HO U HaJIMUMe Y OpraHN3Ma KOMIIeHCATOPHBIX MEXaHN3MOB, HEKOTOPOI'O «3a-
Iaca IPOYHOCTH » , 06eCIeYnBAIOIEero BEKMBaHNE B 9KCTPeMAIBHBIX YCIOBUAX.

DO YHKIUOHAIBHEIEC B3ANMOJEHCTBUA MOACUCTEM OpPraEusMa obeclieuuBaoT
€ro 11eJJOCTHOCTE 1 IPHCIOCOGIeHHOCTE B TeueHre Beel Ku3Hu. OfHaKO, OCHO-
BY JIA HUX co3gaeT Mopdoreses,

IlpennoskenHass YOAZUHITOHOM KOHIIENIINA KPEOIOB PASBATHIA, TAK K€ KaK
M KOHIlenua MopdoreHetndecKux Koppeasuuii lllManreraysena, ocHOBaHAa Ha
MpeACTABIEHUN 00 SIIMTeHOMEOCTH U ycToiiuuBoct Mopdorernesa. Kpeon, co-
IIacHO YOROUHITOHY — YCTOMUMBEI KaHaJ pa3BUTHUSA, KOTODEIII MOXKHO IIPE/-
CTaBUTH cebe B BHUE OBPAara, o KOTOpoMy TedeT pyueil. VicTox oBpara — HauaJio
pPasBUTUS, PYCJIO — CaM OPOIeCC Pa3BUTHA. ¥ CThe — OKOHUYAHHE JAHHOIO MOD-
dorenesa, Jarlllee HAYaI0 IGO0 HOBOMY MOpQOreHesy, HOZOOHO TOMY, KaK 3a-
BepIIleHIe racTPYJIAINH AaeT Ha4aJI0 HeUpyadamuy, 1nbo oKardBaoeecs (pop-
MHMpOBaHHEM OPraHa, TOTOBOrO K QYHKIMOHNPoBaHHUIo. Bepera ospara — mopo-
'l yCTOMYHMBOCTH, OGecliednBaeMEie IPOYHOCTHIO MOPJOreHeTHYeCKUX CBAsel
BHYTPHU KPEOZa, TO €CTh MODJOreHeTHYeCKUMM KOPPeIAUAMEI BHYTPH JaHHO-
ro opMooGPa3OBATEJLHOIO alIlapaTa, a TaKkKe OTHOCHTEJLHON aBTOHOMHOC-
THIC APYT OT APYTra CUHXPDOHHLIX MOpGOreHeTHYECKHUX IIPOIeCCOB.

B sMGpuonornu faBHO ¢HOPMHUPOBAJIOCH ITIPEACTABIICHNE O 3aBUCUMBIX AU(-
(pepeHITMPOBKaX, XapaKTepPHHIX [AJIA DAHHUX 9TAIlOB TOT'O MJIM WHOro Modore-
He3a, U HeszaBUCHMOU aupdepeHIIUPOBKe yike chopMupoBaBilerocs GopMmo-
o6pasoBaTeasHOro anmnapata. [IppMepoM MoXkeT CIyKUTH BIUAHIE OKPYKal0-
IMX TKaHell Ha HAIpaBJieHHe POCTAa 3aKJIaIKM KOHeUHOCTH TPUTOHA (puc. 13).

HopmanbHas opveHTauus

TloNAPHOCTL 3a4aTka KOHENHOCTH

Puc.13. Hanpaenexue pocTa KOHEYHOCTYM Ny MOBOPOTE €ro 3aknapku Ha 180° (no Tokuny, 1970)
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W3 pucyHKa BUIHO, YTO HA HalpPaBJeHUEe POCTA KOHEYHOCTH BIHSET ee OKPY-
JHeHwe, TO €CTh HadaJbHble oTanbl uddepeHIUPOBKHT KOHEYHOCTH 3aBUCST OT
B3auMOZeicTBHS ¢ ApyruMu Kpeonamu. OOHAKO, HAUAB PA3BHBATHECH, 3aKIal-
Ka GopMHUpYyeT HOPMAJILHYIO KOHEUHOCTD, TO €CThH NPOMCXOAIT ee He3aBUCHUMAsd
AuddepeHIIIPOBKa, Onpe/iesiseMas B3aUMOIeMCTBUSIMUA BHYTPH KPeoZa.

ITepexiroueHne KPeooB MOKET IPOUCXOAUTE MIO] ICHCTBHEM I'eHeTHYeCKHIX
¢axTOpOB, HANPHUMED, B pPe3yJLTATEe M3MEHEHUS IeHETHYeCKHNX B3auMOJeii-
CTBHII IIH SNIMTEHETHYECKHX B3auMogeiicTeuil. Il puMepoM mocnegHEero MosxeT
CIYKHUTH TACTPYIANMSA Y Mopckoro runpousa Phialidium gregarinum. B uvop-
Me racTPYAALMSA OCYIIeCTBIAETCS IIyTeM YVHUNONMAPHON HMMHUIPALUK KJIeTOK
13 CTEHKH SHHTeNHaIbHOI GracTynsl B 6iracTonens. B skcneprMenTe KireTKu
3MOPHOHOR JHCCOLUHMPOBAIIH, & 3aTEM Pearpernposain. B arperate KJIeTox mo-
JiocTH 61acCTyIBI He 06pasyeTcsi, & FACTPYSANUSA IPOUCXONUT 38 CUET SIIUTENH-
3aIlMM HAPYKHBIX KJIETOK — KaK YV APYTHX TMAPOUOB, Y KOTOPLIX B HOPMe HeT
cragun 6aactynsl. Ilepekniouenyie KpeooOB MOXKeT HPOUCXOLUTE I TIOX Jeii-
CTEMEM BHeITHKX (dhakTopor. B aToM cayuae manGonee wariiaamo GopMupoBa-
HYe JUCKPETHEIX 8JalTHBHLIX MOAU(MUKAINH, BRISLIBAEMEIX ITOPONOBLIMH MK
CHTHAJILHEIMI BO3JIefiICTBUSAMHY BHEIIHUX ycioBuii (cM. 2.4.2).

KraccmuecknM nprMepoM CHTHAJBHOTO AEHCTBUS MOTYT CHYKHTH TPH
MOAMGpUKALINY, 8 3HaYNUT TP KPEOAa PasBUTHA, JUCTHEB Y BOTHOI'O PACTCHIS
crpesonucta (Sagittaria sagittifolia) (puc. 14). Eciz cTpesIOANCT pacTeT B MeJ-
KOH BOJZie, Y HeI'o Pa3sBHBAIOTCSH CTOSIYME BO3LYIIHEIE JUCTHLSA CO CTPEJOBHIHOM
TLIACTHHKOI 1 TOJICTBIMH uepelnkamMu. B Gojiee riry6oxoil Bofie pa3BHBAIOTCS
IJIABAIOIHE JIMCThS, OKPYTI0H GopMOH HATOMHUHAIONHE JUCThS KYBIIMHKK
¥ obnagaroniye TORKUMIE JJIMHHLIMY Yepelnkamu. B erge 6osee riry6okoit Boze

Puc. 14. Tpu mopudvkaLmm nucTbeB y am-
GubMOTUYECKOrO pacTeHusl CTpenoamMcTa Sa-
gittaria sagittifolia (w3 Lmanbrayaexa, 1969)
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PasBHBAIOTCS JICHTOBHHEIE TOABOJHLIE JHCThA Oes uepemkos. Kaxzayio us
TpeX MOAM(MPUKAIINY BHI3HIBAET MHTEHCHBHOCTH OCBEI[EHHOCTH MOYEK, 3aKia-
IBIBAIOMINXCS B IPeAbIAYINeM Ce30He. X0opomias OCBEIleHHOCTh CTUMYJINpyeT
pasBHTHE BO3AYIIHEIX JIMCTLEB, YXYAIIEHIe OCBEIIEHHOCTH — IJIaBaloMuX,
JanspHelmee yXy/AllleHHe OCBEIeHHOCTH — HOJBOJHBIX.

Mozens Kpeojia HATJIALHO IEMOHCTPUPYET IPUHEIUII SIIMTI€HOMHOMN peryns-
oy paseuTus. I1ogo6HO TOMY, Kak GpHISIHE PYUbsi CTEKaroT ¢ 6eperos oppara
o6paTHO B IOTOK, ciaGble HapyIeHus MopdoreHesa, He3aBUCHMO OT IPHUYMH
HX BRISHIBAIOMMX, PEryJIHPYIOTCSH OJIaroaaps NPOYHOCTH MOPGOreHeTHYeCKIX
Koppensmuii. Tak, HeCMOTPSA Ha yBeJIWYeHIe M3MEeHYNBOCTH [IPOIeCCOB I'aCTPy-
NSIUH Y 5MOPHOHOB JIATYIIEK, DA3BUBAIOIUXCH B 3aTPA3HEHHON BOZie MOCKOB-
CKIX BOZIOEMOB, X Pa3BUTHE OGHIYHO 3aBepIaeTcA GOPMHIPOBAHTEM HOpMAaJIb-
HOTO royjoBacTuKa. CMEepTHOCTE HA CTafHH MACTPYJIBI COCTABNAET OKON0 4,2 % .

HecMoTps Ha TO, YTO OTHOCUTEIBLHAS POJTb TeHeTHYECKO 1 SMUIeHeTHIeCKOI
peryasnuu MopdoreHesa e He BEISBIeHa, OYeBUIHO, YTO My Tallli MOTYT 10~
BJIMATH HA HETO JI00 YCKOPHUB, IGO0 3aMe/IJINB, JIN60 MCKAa3HB (JOPMUPOBAHIE TEX
MK MHBIX KOMIOHEHTOB (pOpMO06Gpa30BaATeIFHOTO AlINapaTa, YTo BAeyUeT 3a co-
60i1 Goslee WM MeHee CIIPHOe HapyIlleHre MOp(QOreHeTHIECKHUX KOPPes sl

ToNBKO CIIbHEIE M3MEeHEeHNS HAYAILERIX YCJOBHI Pa3BUTHSA MOT'YT Ilepese-
cti MopdoreHes B PYToi KPeol, TO €CTh UCKA3KUTD ero MK CAeNaTh JaIbHeil-
IIee pasBUTHE HEBO3MOKHEIM. I1006HEIe M3MEHEHNUSI MOTYT OBITL B TOH MK
HMHOII CTelreHH KOMIIeHCHPOBaHEl, 6J1arofaps CylieCTBOBAHUIO OOPATHEIX CBA-
3eii MeKIYy KpeoJaMu, WIH B Pe3yabTaTe JeHCTBHUA 3PTOHTHYECKUX KOPPeJIf-
. OHAKO, [IPY OTCYTCTBMH KOMIIGHCAINH, OHHM IOHUIKAIOT IPHUCIOCO6IIeH-
HOCTH OPTaHEM3MAa, B IIpefese 10 JIeTaJH.

V3 cKazaHHOIO ClefZyeT OLHO M3 BaKHEHNINX IOJIOKEHHH sIHIreHeTHYe-
CKOrO TIOAX0Ia K TPaKTOBKe MHUKPO3BOJoIWH, passuroro IllmMansraysenom
u YompurrronoM (cM. Tak:xe [[Iunmkus 1984a, 6, 1988). Corsiacuo aTomy 11oy1o-
JKEHHIO, MATepPHAJIOM AJIA 0TO0PA CYKAT He OT/ieIbHble My TAIMM MJIIM KOMOU-
HAIUM ajjlesel, a KOMILIeKChI MAJBIX IT0 CBOeMY (heHOTMITMYECKOMY BBIpasKe-
HUIO HACJIEACTBEeHHBIX HaMeHenHii. KpynHas MyTanus HapylllaeT HOpMAJIbHOe
pasBuTHe. [locaecTBHA MAIOR MyTaIlK PeTYJIHPYIOTCA B3AUMONECTBUSIMY HA
ypoBHe Kpeoza. KoMILTeke MaIsIx MyTaIuil ciocobeH M3MEHUTE KPEoJ, He JIOMa A
ero. Ciefiyer TOIBKO NOLYEPKHYTH, YTO CAM 3TOT KOMILIEKC ajiejei GopMupy-
eTcs Hof AeiicTereM or6opa. HakaliusaroTes Te Hacae[CTBeHHEIE YKIIOHEHNS,
KOTOpHIe JIN0O0 PeryINPYIOTCS, JIH00 KOMIIEHCHPYIOTCSH, IN60 HeATPaIbLHEL.

OTo npeAcTaBiIeHEe IMeeT KOCBeHHEIE IOATBEPKIeHIS CO CTOPOHEI T'€HeTH-
ku. Jlo6xancknuit (Dobrzhansky, 1970) mpoTHBONOCTABIIAT YPESBEIYAHHYIO U3~
MEHUYHBOCTEL TeHOTHIIOB, BLISBISIEMYIO METOaMH I'eHETITUYECKOI'0 aHAIN3a, de-
HOTHIHYECKOMY, KaK OH BEIPA3WJICH, MOHOMODPMHU3MY MONY IS I,

Toce TOTHOTO CeKBeHHPOBAHUSA N'eHOMA YesioBeKa (OKOJI0 8 MJIH II. H.) BEI-
SCHIJIOCH, UYTO OH CONEP:KKT 0K0Ji0 26—30 ThIC. CTPYKTYPHEIX I'€HOB, HOYTH
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B 2 pa3a MeHbIlIe, YeM CUHTAaJI0Ch paHee. ClIefOBATENIBEHO, BCS CJIOIKHOCTD CTPO-
eHus ¥ QYHKIIMOHHPOBAHIS HAIIIEr0 OPraHu3Ma. 00y CIIOB/IeHa SIINTeHeTHYeCK I~
MH B3aUMOACHCTBHUAMU.

2.4. PeHOTHIINUECKAT H3MEHINBOCTH H HOPMA PeaKIMH

IIyTE OT TPAHCKPUIIIHH JI060T0 el 40 GOpMUPOBAHMS He(hUHUTHBHOTO
npH3HaKa, B3aUMOAEHMCTBYIOIIEro CO CPeioil 1 BIIMAIOMIEro Ha IIPHUCIOCOBIIeH-
HOCTH OPTaHH3Ma HACTOJNHLKO CJIOMKEH ¥ MaJIOU3yUeH, YTO 3Ty NPobJIeMy paspa-
6aTEIBAIOT C IBYX CTOPOH: MOJIEKYJIAPHAA OHMOJIOIHUS UCCIIe[yeT HaUaIbHbBIe 9Ta-
bl 9KCOPEeCCHN M'eHOB, a GHOoJIOrHs PasBUTHS K (beHOreHeTHKa (TeHeTHKS. pas-
BHUTHSA) HCCJIEAYIOT €I0 MeTOAaMK sMOPHOJIOTUH 1 KiIacCHYeCKoii reneTK. O6a
3TH TIOAXOJiA elje He COMKHYJINCE, TI03TOMY HPHUXOAMTCH XapaKTepPH30BaTh UX
10 OTHENIHLHOCTH.

I'enomun u ¢penomun

CorysacHO aBTODY TEDMHHOB «T€HOTHII» U «(DeHOTHII» , BEJILKOMY JATCKOMY
reeeTrKy orauceny (1908), zeromunom HassiBaeTcsi KOMILIEKC HACHIeICTBEH-
HBEIX 0cOGeHHOCTell OpraHu3Ma, a peHOmuUnoM — BCA OPraHU3alus ocobu (BKIIIO-
Yas OpPraHM3aIHiIo XPOMOCOM K KJIETOUHOIO AApa), KpoMe reHoruna. Ciexyer
ofpaTHTL BHUMAaHUe Ha obm[ie CBOMICTBA OpraHusanuy GeHoTHUIINYecKoil u3-
MEHYMBOCTH, NOCKOJLKY NMEHHO (JeHOTHII ONIPeieAeT HPHUCIOCOBIEHHOCTE Op-
rasusMa, a, CJIefoBaTeILHO, 1 IIOABEePraeTcs NefcTBHUIO oT6opa.

Bnusane Ha heHOTHII TeHETHUECKUX U3MEHeHUH (My Tanuit), HapyIIalomux
OHOXMMHIUECKIE HIPOIECCH], MOYKET ORIThH JBOSIKIIM.

BompmmmmuaeTBo MyTamuil, HpoABISONIUXCS B GEHOTHNe, B TOI MM MHOM
CTeNeHU MIeHOTPONHEI, TO €CTh MEHSIT MHOI'MEe HpH3HAKK OpraHH3Ma.
KnaccuyeckuM nprMepoM miIeHOTPOINY MOMKET CIYKHUTL MYTAIINA, IPHBOLA-
njas ¥ BOSHHKHOBEHHNIO 3a60JIeBaHus Y JIIOAEH — CePHOBUAHOKIETOYHOIT aHe-
MHUH. 3T [I0JIYyPEIECCUBHAA MYTAIlUA IPUBOLNT K 3aMeHe INIyTaMIHA Ha BAJIUH
B ITIeCTOM NOJIoKeHun b-1enu remornobuaa. Cama b-merns cocrout us 146 aMmiao-
KHCJIOTHBIX OCTATKOB. B reTeposuroTHOM COCTOSSHUM My TAIlMs IIPEBOIUT K TIOHM-
YKEHUIO CPOICTBA FeMOIVIOONHA K KHUCIOPOAY ¥ N3MEHEHWIO (DOPMEI SPHTPOLIITOB
(orn npuoGperaoT GopMy yiiep6HOrO Mecsitia). B Tponukax, rie pacopocTpaHeH
MaApHitHBIN IIIa3MOAWii faHHA A hopMa SPUTPOIINTOR UMEeT aJalITHBHOe 3Hade-
HYe: B HOKOOHbIe 3PUTPONITEL HE MOKET BHEAPUTHLCH MAIAPHIHBIH [LI1a3MOHH.
Bmecre c Tem, mronu, HecyIe B reTepOsHToTe STY MYTAIHIO, CTPAIAIOT AHEMUEH;
HUX TKaHAM M OpraHaM He XBaTaeT KUCIOPOAa, UTO HPUBOAUT K PA3BHTHIO KOM-
NeHcaTOPHBIX GU3NOJIOTNYECKIX peakiuii, B TOMOSHIOTHOM COCTOSHUK CepIio-
BHHOKJIETOUHASA aHEeMIS JieTanbHa. TakuM 06pa3oM, KOMIIJIEKCHOe N3MeHeHHe
(deroTHIA MOMET GHITH PE3YJILTATOM OfHOL MyTaruu (puc. 15).
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CeppeuHas Hapyuienme

«BauleHHbIn» e
yepen HenocTatoy- | TlvesMOHMA | Mapanwy |  YMCTBEHHOM MNovesnast
HoCTH HESTENLHOCTH HEJl0CTaTO-

Troxoe PesmaTHam HOCTb
¢umanieckoe

Bonu B XuBOTE
passuTue

Cna6octb
M YyBCTBO YCTanN0C
™ (CVHADPOM Xpo-
HUYECKON YCTa-
nocTH)

Ypesmepras  Paciwwmpenme [lopaxenme Mopaxenwe lMopaxenme [lopaxemme [Tlopaxeme Oubpos  lMopaxenne
aKTHBHOCTb M CEPAUA  CEPAEHHOA  Jerkwx Mbillf  TOJIOBHOMO  XeNyROYHO- CENe3eHKH  1101ex

yBEMIeHHE KO- MBI W CycTaBOB  MO3ra  KMWEYHOrO
J9ecTea KocT- 1pakTa
HOro Mosra
Anemus JioxanbHbie HapyweHus xpoeooGpaieHms YeenmueHne cene3eHku
CKNevBaHNE KNETOK Hakansveaxve
ceg:l oc;murr ?(igl;ox M Hapylexme CEpNOBUAHBIX KNETOK
LMPKYRALMN KPOBK B CeneseHke

CEPNOBWHAS ®GOPMA 3PUTPOLIUTOB

AHOManbHBIH reMornobnt
AHomanbHbIl MobuH + rem

3ameHa rNYTaMMHOBO# KMCNOTHI B MOJIOXEHUH 6 B-Lenu BanMHOM

Puc. 15. DEHOTUNMYECKME NPOSIBAEHMS MyTauMM CEPROBUAHO-KIIETOYHOM aHeMuu y HenoBexka

V myx Drozophila, RecymuX MYTAI[HIO vestigial, BEIZEIBAIOMIYIO PEYKIHIO
KPHIIbEB, IIPH BHICOKOM IIJIOTHOCTH HACEJICHU, Goypmre 200 MyX Ha IpoOUp-
Ky, ru6EyT npuMepHo 40 % ocobeit, TOMO3UTOTHEIX IO JaHHOI MyTanumn. ITpn
[IOTHOCTH Hacejierus: MeHee 100 MyX Ha MPOGHPKY sKHM3HECIIOCOOHOCTE I'OMO-
surot vestigial He HuXe, yeM Y JUKOT'O THIIA. DroT IpUMeEP TAKXKe AeMOHCTPH-
pyeT ILIeHOTPOIHOCTL MYyTallH, €€ BIISHIE HA TaxKoil CJIOMHBIEA MHOTOKOM-
MOHEHTHEBIH NPU3HAK KaK YyBCTBUTEJBHOCTE MyX K ILIOTHOCTH M CBS3aHHYIO
C 3THM KHU3HECIOCOGHOCTD.

J3MEeHYHBOCTS GOJIBIIMHCTBA KOJMMYECTBEHHBIX,, TO €CTh CI€THBIX ¥ MEPHEIX
[PM3HAKOB, TTOJMreHHa. Cpejii MHOKECTBA TeHOB, BIUAIOIIHIX HA HONO00HbIE IIPH-
SHAKH, MOKHO BBIZIeJINTH OfFH—ZABA T€Ha, 0012 aloIUX CHIPHEIM ZelicTBHEM
1 HEeCKONLKO TMeHOEB ciiaboro meiicTBus, MOAMPHUIPYIOMIIX dheHOTHIIMIECKOE
[POSABJIEHHE T€HOB «CHJILHOTO IEHCTBUA» . Tak, y CHHAHTPOIIHOIO CH30T0 TONy6s
Columba livia MeJIaHHCTITYECKas OKPACKA OIlePeHNs OIIOCPEeI0OBAHA geficTBIEM
[BYX T€HOB «CHJILHOTO IEHCTBUSA»: Black u Dark. Ka:xap1it 13 EUX ollpefiesisieT
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xXapakKTep JIOKAIN3alK MeJIaHHMHA Ha OITaXalaX KPOIOMUX IEPLER, TO €CTh pas-
EbIe THHHI MenaHuzanu. OHaK0, ONPeeIsIOIIyIo POk B (JOPMUPOBaHUH OKPa-
CKHU HUT'PaeT I'eH, aJlJiellb JUKOI'0 THIIA KOTOPOIo faeT mud)epHO-CePYyIo OKPACKY
nrur. KpomMe Toro, paciipeTky onepeHuns MOryT MOAHGDHUIIHPOBATE AJLIEJIH eltle
5—6 reHoB co CJIa0BIM JeHCTBHEM. OTA N'eHeTHYeCKAS H3MEeHYHBOCTL 00YCJIOB-
JMBaET HOJIIMOPGH3M royy6eil mo okpacke orneperns (O6yxora, Kpeciasckuit
1984, 1985).

fABnenus nnefoTponIMKE M MHOJUTeHUH 3aTPYIHSAIOT aHAIN3 NeHeTHYeCcKOH
OCHOBEI (P€HOTHUINYECKOH N3MEHUYNBOCTH. YacTo IPUXOIUTCS KOHCTATHPOBATEH
He yYacTHe TeX MJIH HHEBIX reHoB B GOPMHUPOBAHNHY ITPHU3HAKA, 8 CYIIEeCTBOBAHNE
HEKHMX reHeTHuYecKnXx ¢axkrtopos. HanpuMep, Ha Bec 1jIoza TOMaTOB BIIHAIOT,
no-BHAUMOMY, 16 nmogob6ueix daxtopos (Kyuenko, 1980). B taxkoil curyanuu
6oree nEGDOPMATHBHEIM 1 60JIee HPOCTHIM METOAMIECKH NOAXO0A0M CTAHOBHTCS
OIIEHKA e HeTHYeCKO KOMIIOHEHTHI U3MEHUYHBOCTH IPU3HAKOB C IOMOMIHIO BEI-
yuciaeEnsS Koo GHUIMEeHTOB UX HACTeAyeMOCTH

o2 o rae h’g— xosddunueHT HacNeLyeMOCTH, G2g—
= TeHeTHYeCKY 06y CJIOBJIEHHAA AHUCTIEPCUS U3MeH-
YHBOCTH NPU3HAKA, Go¢ — AUCIEePCHUs IPHU3HAKA,
o6ycIOBJIEHHASA BO3AEHCTBMEM BHEIITHEi! cpefnl,
a o°p— obman (heHOTHNHNYECKAS) AUCIEPCHS
IPHU3HAKA.

2 _
hg_z 2 2
O gt+0 O p

JlocTaTouHo HaseKHASA OIIEHKA e HETHIECKO KOMIIOHEHTHI N3MEHUYHMBOCTH
HOJIyYaeTCs [IPH NCHOIBL30BAHMH cHGCOB (6paTheB U cecTep), BHIPAIBAEMBIX [IPH
Pa3HBIX YCJIOBHUSX CPEABI, UTO YCHIINBAET CPEIOBYIO KOMIIOHEHTY JHCIIEPCHH.

Kosddunuent naciienyeMoCTH 3aBUCHT OT aIAUTHBHON KOMIIOHEHTE] TeHe-
TUYEeCKOH M3MEHUYHBOCTH M MEKTeHHBIX B3aMMOJEMCTBUH, TaKIKe BIHSIOI[AX
Ha M3MEHYMBOCTHL (PEHOTHNMYECKHX HpHUsHAKOB. IIpu meTasinHOM reHeTHdYe-
CKOM aHaJIF3€ YACTO BEISICHAETCS, YTO 3TH B3aUMOJICHCTBHS BIIUSIOT HA XapakK-
Tep NPosABJICHES GeHOTUNHYECKUX [IPUSHAKOB M, TEM CAMBIM, HA X aJAIITHB-
HOCTB. BrisiBJIeHO MHOI'O THITOB B3anMojeiicTemii reHoB. He cunras aniensHeIx
OTHOIIEHHIT, B TOM YKcJje KOJOMIUHNDOBAHNS ¥ CBePXAOMHHHPOBaAHUSA, B yueb-
HIKaX MeHeTHKH O0OBIYHO PACCMATPHUBAIOT KOMIIMMEHTAPHOCTD, SIIHUCTAa3, IO0-
JIUMepHIo, cierienue 1 3hMEKT HOTOKECHMA.

IIpu dbopMupoBaHy GEHOTUIINUECKOM M3MEHYHBOCTH He MeHee BasKHBIM (ha K-
TOpoM, UeM HaCJieZIcTBeHHAA MHGOPMalud, ABJIAETCA JeHCTBHe OKpYKarorei
cpensl. UaMeHYHBOCTS (he HOTHTIOR JIx060ii BLIGOPKH HAHHOTO BHJIA ONIPEAeIIsAeT s
PasHOOOpasueM I'eHOTHIOB — 3TO M'eHEeTHYEeCKa s, HACJEICTBEHHAS KOMIIOHEHTS,
H3MEHUIMBOCTH, K Pa3H0o00pasreM BIMSHUN BHEIITHEH cpeanl, MOAU(MHIMPYIOIIX
IPOSABJIEHHI I'eHOB — 3TO NaPaTHIITIeCKa s KOMIIOHEHTa M3MeHuYnBoCTH. MEormue
(haxTOpBI Cpensl, TAKKE KaK Ce30HHBIE M3MCHEHHS TOT0/El M XMMHYECKOT'0 COCTa~
Ba Cpefipl, U3MEHEHHMSA OCBEILleHHOCTH, KoJeGaHMA 00eCIIeYeHHOCTH KaKUMU-TT60
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pecypcaMy HefiCTBYIOT OGMHAKOBO Ha BCeX ocobeil fannoit momyaanun. Peaxnuu
OpPTaHHM3MOB Ha IM0Z00HEBIe BO3AeicTBI A ToKe CXOfHBL. COOTHOIIeHe 9THX ABYX
TUIIOB M3MEeHYHMBOCTH MILTIOCTPHUPYeTes Kiaccuueckoit paboroii P. BonsTepexa
(muT. mo PunumyueEko, 1923) mo nsMeHeHNAM BBICOTEI HIJIEMa YV BECJIOHOIOTO
pauka Hyalodaphnia (puc. 16). Cpensee sHaueHMe BBICOTHI IIUIEMa MEHSETCH IT0
Ce30HaM rojia, B 3aBICHMOCTH OT ILIOTHOCTH BOEEI, ONIPefiefifeMoii ee TeMuepa-
Typoii. YeM BEIIIE ILJIOTHOCTH BOABI, TeM HIKE IIJeM. 3TO MapaTHINJIECKast, OHa
3Ke cpeioBas KOMOOHEeHTa (heHOTHUIIITYeCKO H3MeHYBOCTH. BMecTe ¢ TeM, Kak
BUJIHO Ha rpad¥Ke, [IPH aHAJIH3€ USMEHYWBOCTH BEICOTHI IITIEMA PAaYKa OT/AeNb-
HO BEeCHOI1, IeTOM K OCEHBLIO0 B KaXKIoil BEIGopKe HabaofaeTcs HOpMaILHOe pac-
IpefeneHre sHAYEHWH 3TOro NPU3HAKA, OTO MHAUBUAYAILHAL H3MEHYHBOCTE,
06ycoBIeHHAN FeHETHYECKHMY PasnuInusaMy ocobeil B BbIGopke.

H. B. TumoteessmM-PecorckuyM B 1929 1. ObINN HPEAIOMKEHE] ABA HOHATHH —
3KCIPECCHBHOCT ¥ TIEHETPAHTHOCTE. JKCIPECCUBHOCTH (BEIPASHTEILHOCTD) —
9TO CTENEHH (PEHOTHIIMIECKOro BHIDAYKEHHMS MyTaluil y JaHHOH ocobm. Hem
BEIITIE 9KCIIPECCHBHOCTL — TEM CHJIbHee (heHOTHII N3MeHeH JaHHOM MyTaruen.
BKCHpecCUBHOCTH ONEHUBACTCS IO KOJIIYECTBY (IIPOIEHTY) ocobeil ¢ MaKcu-
MA&JILHBIM BEIpA)KeHHeM MyTanuy B (eHoTHIEe. JKCIIPECCHBHOCTL MOKHO H3-
MEeHHTH Bo3nelfiCTBIeM cpelibl HA paspmBalonuiicsa oprannsm. Hanpumep, uuc-

3m 28/ 30/vil 15/iX 18/X 3/

M2

Yucno ocobei

4.

50 60 70

BbicoTa uptema, MKM

Puc. 16. MameHeHre M M3MEHYMBOCTb BHICOTH rOnosHoro winema y Hyalodaphnia (M3 ®ununuenxo, 1923;
no Bomsteppexy)
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no daceTok rias Apos3oduarl npy MyTanun Bar — JIeHTOBHIHOTO IJIasa, 3aBH-
cuT oT Temreparyps! (puc. 17). OgHaxo, 3KCIIPECCHBHOCTHL MOKHO U3SMEHUTEL 1
peficreueM or6opa. Hanpmmep, H. B. Tumodeer-Pecorckuii, Befss HaIIpaBiIeH-
HEII 0TOOp, M3MEHIT SKCIPeCcCUBHOCTEL MyTaruu vii y aposodunsl. 3ra MyTa-
I(SL HAPYIIIAET TOTIePeYHEIe KIUTKH KPbLIheB. Ee heHOTUIIMYECKOe BhIpasKeHe
BapbUPYET OT NPEPLIBAHUSA KIJIOK 0 MTONHOHN nx penyknum. 3 80 myrant-
HBIX JIMHWH YAAJIO0CH HONyunTs ABe ¢o0 100 % 5KCIPecCHBHOCTHIO. ¥ OCTATBLHBIX
28 nuuuil, TONYYEHHEIX B pe3yabTaTe oT00pa Ha yCHIeHNe JKCIIPECCHBHOCTH,
STOT MOKA3ATEh Baphuposat oT 15 10 90%.

Ipyras BaxHasa XapaKTepuCTHKA (DeHOTHIINYIECKOTO BEIDAIKEHNUS MYTa-
Iy — IeHeTPaHTHOCTSE (IIPOHMKAa 0N A CIIOCOOHOCTD), XapaXTepu3yomas ycToh-
YHUBOCTE (PEHOTHUIIA IO OTHOLIIEHHIO K MYTAIMOHHOMY M3MeHeHUIo. IlemeTpanTHOCTD
OLIEHUBAIOT O YACTOTE (IIPOIEHTY) 0Co0eti, Y KOTOPHIX JaHHAS MyTaIllis IPOABIA-
eTcs B (eHOTHIIe, He3aBUCHMO OT CTEIIEHH €€ IIposaBaeHusA. Tak, IeHeTpaHTHOCTD
MyTanue Bar — MyTany «JJeHTOBHAHOIO I'Nasas, MPUBOAAITeH K peayKIIUH Tie-
penuyx 1 3a HuX daceTok raasa gposodmisl, — 100 % , a TeHeTPaHTHOCTEL MyTa-
nuu eyeless — MyTanum «6e3rirazocT» , 3HEKT KOTOPOIi BHIPAMKAETCH B PeAVK-
nuK Beex (haceToK I1asa, 38 MCKIIIOYeHNeM IeHTPAILHEIX, Merbiie 100 % . Kpome
TOT0, Y FOMOSHT'OT HOCJIeIHEe MY TATNH H3MEHUYNBOCTS IIPH ONMHAKOBBIX BHEITTHIX

tc
B*/B'
(-800) 28
%
2%
B/B* 22
(-350)
20
18
B/B 16 J &
(-70) Q
14 ! ] 1 ! 1 { 1 1 1 I

30 70 110 150 10 20 30
Yucno dacerok

Puc. 17. 3asncuMocte $eHOTHNNYECKOTO Buipaxenns MyTauuu BAR (newtoBupnwiii rnas) y aposo-
bune o1 fo3b rena, addpekTa NONOXEeHUs W Temneparypu pa3suThs Myx (no Llmanbraysewy, 1946
1 Unre-Beyromosy, 1989)
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VCNOBHUAX KoJIebIeTcs OT OTCYTCTBEA rasa o HopMel. I1pu sToM y ofHOM MyXu
OpAaBEIH ¥ JeBBIH I'VIa3a MOTYT HCHBITHIBATE PA3SHYIO CTEIIeHb PeIyKIUH.
IleHeTpPaHTHOCTH MOXKHO H3MEHNUTDH U NPAMEBIM BosfelicTBreM (PaKTOpOB cpennl
1 ImyTem orbopa. [IpuMepoM H3MeHEHNS TEHETPAHTHOCTH MOYKET CIIyIKHUTH MyTa-
nus abnormal abdomen — HenopMmanbHOE 6proiniko y Drosophila melanogaster
(puc. 18). 3ta MyTalud BEIPAYKAETCS B HAPYIIIeHMAX CeI'MEeHTAIlY 1 INI'MEeHTa-
nuu 6promka Myx. Ha BraskHOM KopMe MyTanus «BefieT ceba» Kak JOMUHAHTHAN
u rmveet 100 % newetpamTHOCTS. Ha mofcymieHHOM KOPMe [HEHETPAHTHOCTH NOHM-
JKAETCS [0 Mepe YMEHbIIIeHUS BIaKHOCTH 1 MyTAlls CTAHOBUTCS PelleCCUBHOIA.
M. M. Kamimaios myTeM oTO0pa Ha NeHeTPaHTHOCTE H3MeHN (heHOTHUIIHYecKoe
BhIpa:KeHHe 9TOH MyTallMK HAa IPOTHBONON0KHOe. OHAa cTala JOMUHAHTHOM HA
noJicyImeHHoM Kopme. B skcriepumente ¢ myranueii vti H. B. Tumodees-Pecosckmit
B 9 u3 30 nuHui nonyumn myrem orbopa 100 % meHeTPaHTHOCTE.

B psize ciy4yaes CpefioBLIE BO3EACTBHA MOT'YT H3MEHATL (peHOTUITIECKOe
HposiBJIeHNe MyTAIliH, 3aTparusaoneil GopMIPOBAHIE CIOMKHBIX [TOJUTE€HHBIX
IPU3HAKOB, HACTONLKO, YTO 9dheKT MyTamum MOXeT OKA3aThCHA He BPeJHBIM
I1sL 0cOBI, & «YCJIOBHO TOJIE3HBEIM», T. €. MOBBIIIAIONM IPHCIOCO0NEeHHOCTD
B IAHHBIX ycaoBuax cpensl. Hanpumep, ocobu Drosophila funebris, nmeromue
MYTAIIHIO eversae TIpU MOHMKeHHol Temneparype (15°—16°C) obianaroT MeHb-
11eil K HM3HeCITOCOGHOCTEI0, YeM ocofH AIKOTro THIa. Brixxuraer 98,3 % , mpm HOp-
MAaTbHOI TeMIIepaType oHa Gojee susHecrroco6Ha — 104 % , a Ipy MOBBIIEHHOH
remmeparype (28 —30°C) cuoBa MeHee Ku3Hecrioco6Ha (98,5 %).

Amnanoruuso, ocob, HecyIue B reHOTHIIE MyTaluio white (Gensle rnasa) npu
HOPMAJILHOI, 0K0J0 20° TeMIiepaType PasBUTHA AeMOHCTPHPYET [OBLIIIEHHYIO
CMEepTHOCTS. B eMemIaHHBIX KYJABTYDaX MYXH IHUKOI'O TUIIA BEITECHAIOT MyX, HE-
cymmx MyTamuro. IIpu DOBEIIEHHOH TeMIlepaType, OKoJo 25°, KapTHHa o6paT-
Haf. Myxmu, Hecymue MyTanuio white, BEITECHAIOT MyX AMKOro Tmna. Taxum

HOpManbHbie MYTaHTHbIE

Puc. 18. [lommnantHas mytaums abnormal abdomen y Drosophila melanogaster (no Ilimansrayseny, 1968)
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06pa30M, IIeIOTPOIIHEIE TIPOABJEHIS MYTAIMH B COYETAHUM C U3MCHEHIISIMH
BHEIIIHHX YCJIOBHII MOTYT JaBaTh NX HOCUTE/IAM CeJIeKTHBHOE IPDEHMYIIeCTEO.

Oneaxo, Takwe MyTAIUH, IO-BHAUMOMY, OUeHb peaKH. 1o JaHHBIM, MpHBe-
perreiM . 11. ly6uanaeiM, B monyasuuax Dr. melanogaster uacrora peneccus-
HEIX I'OMOSHIOT, HOBBIITIAIONIITX KHSHECIIOCOOHOCTD, Konebmeres o1 0,24 1o 3%,
TOrZIA KAK YaCTh IOJyAeTasneir cocraBuaseT or 15,79% no 48,88 % . A gacroTa
seranei ot 9,4 mo 38,9 % . cxonst U3 9TUX NAHHEIX, TPYAHO HNPEAIONATATD, UTO
«TIOJIe3HBIEe» MYTAIK MOTYT CJIYKHUTh MaTepHasIoM JJIs eCTECTBEHHOTO 0T6opa,
TeM 6oJiee, YTO B HOPMAJIBHEIX YCJIOBHUAX CPEMBL, TO €CTh B T€X YCIOBHUAX, B KO-
TOPBIX OOBIYHO CYIIECTBYIOT ONYJIANU JUKUX BUOB, TAKWE MYTAIlAH He IPO-
SABJISIIOT CBOETO «IIOJIE3HOTO» AeHICTBHUA.

O6cy:xierre NpHUCHOCOGHTENIPHOIO 3HAYEHHUS ILICHOTPOIHBIX MPOSBIE-
HuH MyTanui, MOHOT€HHOT'O T'eTePO3KCA, CYIIECTBOBAHMUS «yCIOBHO BPEHEIX »
M «YCJIOBHO MOJIE3HBIX » MyTaIlHE, HOBIIAIONNX [PHCIOCOGIEeHHOCTD UX HOCH-
TeJIell IPU U3MeHEeHWUH YCJIOBHUIA Cpe/ibl, IMEIOT B CBOei OCHOBE MOMBITKY OTBETA
Ha BONPOC: KAKOBEI T€ My TAI[OHHBIE N3MEHEeHNA e HOTHUIIA, KOTOPEIe MOTYT OBITh
NOAXBAYEHBI €CTECTBEHHEIM 0TO0poM? OfHAKO, MyTallMK KaK TAKOBBIE IIPOSIBIIA-
I0TCA B (DEHOTHIIE TONLKO Y IPOKAPHOT. ¥ 3yKapHOT PEHOTHIIHYECKOe IPOSBIIe-
HYe MYTaIlUil BCerzia onocpefyeTcs MeXIeHHLIMI B3aTMOIeHICTEIIMI.

MouorennsIe TPU3HAKH, HOABEPraloOIUecs MeH/IEeBCKOMY PACIEILICHHIO
U HACJIeRYIOmHecs JUCKPETHO, HECOMHEHHO NPEeACTABIAIOT COBOH pesyibTaT
3BOJTIOIMY — (POPMHUPOBAHKE «CyIepreHOB». IIpuMepoM MOXKeT CIyKHTh Ha-
CnefOBaHUE MUMETHYECKOM OKPACKH y CAMOK 6a60ouek adprKaHCKIX IapyCHH-
KoB Papilio dardanus (puc. 19).

Camey P.dardanus

Camku P. dardanus Camku Danaidae

Puc. 18, Mumukpus y adpukanckoro napychuka Papilio dardanus (nosicierus & Tekcre)
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T

Ha Komopckux ocTposax, Majarackape 1 B CoMasny CaMIibl ¥ CAMKH P.darda-
LS IMEIOT AKeJITYI0 OKPacKy U He MEMUKDPHPYIOT, TAK KAK B 9THX O0JIACTAX HET He-
[Oe[aeMBIX ITHIIAMH BIIOB, KOTOPEIE MOTYT CIIY3XHUTH MOENAMI UL MUMUKDHH.
Bo Bcex apyrux obnactax AGpPrKY, HACEIEHERIX Papilio dardanus, caMIipl COXpa-
HSIOT BIAOCHENI(IUECKYI0 OKPACKY, & CAMKY MUMUKDUDYIOT IT07] T€ BU/EL HETIO™
elaeMBIX nTHIamMu 6a604eK, KOToOphIe 1Ipeo61a1atoT B JaHHOH oGnacTH. OOBIYHO
o710 Gabouky cemeiictsa Danaidae, rimasmsIM 06pasoM pona Amauris. B roxwuoit
u BocTounoii Appuxe Papilio dardanus f. cenea moppaxaer naubo Amauris albi-
maculata, nu6o A. echevia, P. dardanus hyppoconoides B IlenTpansaoi Adpuxre
MumMuKpHpyeT nof A. niavius dominicanus, P. dardanus trophonius TMUTHDYET
Danais chryippus. Ha samagrom mobepesxse AdGpuku, e A. niavius dominicanus
cMeHseTcs APYTUM HOABUI0M —A. niavius niavius, CMeHseTci 1 ¢dhopmMa napyCcHH-
koB: BvMecto P. dardanus hyppoconoides secrpedaetcst P. dardanus hyppocoon. ITpnu
CKpeIMBaHuy BCeX 9THX (GOpM ITPOMCXOAMT IIPOCTOe, MOHOTHOPHIHOE paciierLie-
HIIe OKDACOK, IIPHIeM KeCTKO CLeILIeHHOe ¢ [oJIoM. IHbIMu ClI0BaMH, KaKiasn
MIMETHUYECKA A OKPACKA KOHTPOJIHUPYeTCS OJHUM I'eHOM, HaXOAAINUMCSHA B II0JIOBO#
xpomocome caMoK. IlorsaTHO, 4TO TaKoil cylepreH, Kax ero HassaJ I1. Illenmmapy
(1970), To ecTh, 110 CYTH fieJ1a, CJIOMHBIA reHHBIE KOMILIEKC, TaK KaK MEMHKDPIS
cBsizaHa ¢ (popMoOil KphLIa, TOBEeHNeM ¥ HEKOTOPEIME JPYTUMY IpU3HAKaMH,
CK.JIa THIBAJICS TOCTETIEHHO B IIPOIIECCE SBOJIIONMY IO/ IeUCTBIEM oTbopa.

AHams BIusSHAS cpefsl Ha opMupoBanue (PeHOTHITHIECKOI H3MEHIHMBOCTH
6bLI 65 He ITOJIHBIM Oe3 YIIOMAHAHNSA MATEPUHCKOr0 3())eKTa, BBIPaKaloerocs Bo
prMsHUE GHEHOTHIIA MATEPH Ha (PEHOTHII HOTOMKOB. (PeHOTHITHIECKa s KOMIIOHEH-
Ta MaTEpUHCKOro 3(}eKTa B IPOCTEMIIIeM CIyiae BEIDaKAeTCH B obecreueHH I ITH-
TaTeIbEBIMHI BEIIeCTBAMI PAHHEr0 PasBUTHS NOTOMKOB. Ecii MaTepIHCKOe pac-
TeHue PocJIO B XOPOIIMX YCIOBUSX, TO M 36PHA WJIM IUIOALI, 00pa3oBaBIIecs Ha
HeM, 6yAyT 6oraTs! 3aIaCHBIMI BeIeCTBAMM, YTO 00ECIIeUNT YCUICHHOe PA3BITHE
IIPOPOCTKOB M X JIYUIIIyIO yCTONYMBOCTE K HEGJIaTOIPUATHEIM BO3JIeHiCTBISIM.

Onnaxo, moMuMO GEHOTHIIMTUECKOH KOMIIOHEHTEI Ce/lyeT yUATEIBATE 1 I'eHO-
THIINUEeCKYI0 KOMIIOHEHTY MaTepPHHCKOro apdeKTa, NpuMepoM KOTOPOH MOKET
CIIY’XHThL pesyc-HeCOBMECTHMOCTEh MaTepH 1 ILIO/A. Pesyc ¢axTop (Rh), oTKpEI-
THIH BIEPBEIE Y MAKAK-PE3yCOB, COIEPKUT HECKONIBKO AHTUTEHOB, CIIOCOOHBIX
[IPOHHEKATL Yepes rilanesTy. JIxoau, He IMeromnpe dTUX aHTUIeHOB, 0003HAYRIOT-
CSl KaK pe3yc-OTpHUIATeNbHbIE, MMEIOIIHe — KAaK Pe3yC-TIOJIOKUTeIbHEIe. Ecam
MATb Pe3yCc-OTPHIlaTeNIbHA, 8 OTeI] Pe3yC-TIOJIO:KUTEJIEH, Y IJIOZIa BOSHUKACT I'eTe-
posurora Rhrh. ITosromy y 5MOprOHa €CTh AHTHUTEeH Rh. Ou npoxoauT uepes 1jia-
[EHTY B OPTaHM3M MaTepy U BHISBIBAET B HeM o0pasoBaHMe aHTHUTel. AnTrrena
[POHMKAIOT Yepes IINAIeHTy B KPOBb U CBASHIBAIOTCH C AHTUTICHAME Rh, soxkann-
30BaHHBIMHE HA 060JI0YKax SpUTPOLUTOR. B pesybTare, y ILI0/1a HAYMHAETCH pa3-
pyIIeHVe 3PUTPOLTOB — 3pHTPoOIacTos. Ilepeas 6epeMeHHOCTE P PE3YC HeCOo™
BMECTHMOCTH POAITEIeH, TOKa AHTITE I elje HEMHOTO, MOKeT 3aKOHUUTHCH 6aia-
ronoiyTHo. [locaefyomnue OGBIYHO BELYT K TPATMYECKUM ITOC/IeICTBIAM.
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Hopma peaxyuu

Hopmoii peaknuy Ha3bIBAIOTCH IIPEAEIIbl, B KOTOPBIX (heHOTHIT MOKeT U3Me-
HATBHCA IIOJ, ilelicTBIEM cpenb! 6e3 n3sMeHeHU s re HOTHIIa. BO3MOXKHOCTS 3THX M3~

MeHeHH#, OGYCJIOBJIGHH TreHeTuYeCKH.

KnaccnuecknM nprMepom nameHeru A (peHoTHNA 63 H3MEeHeHNA FeHOTHIA SB-
J1seTCH OIIBIT, IPOBeNeHHLIN I'. BayspoM, KOTODBIN paspesal BAOJbL KOPEHD ONY-
BAaHYHMKA U OZHY €ro IIOJIOBUHY BhICAIN Ha ATBIIMUACKOM JIYT'Y BEICOKO B FOpPax,
axpyryoo— B ponuse. Ta 9acTs pacTeEus, KoTopas Gbl1a IocaXeHa B JOIUEE, TO
ecTb B 6otee GIarompHATHLIX YCIOBUAX, KMeJa KPYTIHbIe, CJIabo BhIpesaHHbIe,
IPSAMOCTOSAIINE JIMCTHSA. A YacTh PACTEeHHUS, BhIPAIIEHHAA BEICOKO B I'opax, MMe-
Jia MeJIKHe CHJIBHO BbIpe3aHHbIe JIUCThSA ¥ YKOPOYEHHbIE I[BeTOHOCH!. PesyabraT

ombITa u3obpasken Ha puc. 20. OmbIT Hars-
JileH TeM, YTO He TOJIbKO IEMOHCTPUPYET KOM-
IIEKCHOCTE PaKkTOPOB Cpeibl, BHISHIBAIOIHX
JaHHbIe H3MeHeHN, HO U OATBePXKIAET TO,
9TO 3TH U3MEHEeHIA HPOUCXOOAT B IIpeesax
HOPMBI PeaKI{U T€HOTHIIA, OH eJUH Y 060X
IOJIOBUH OflyBaH4YKKa. [1s Toro, 4yTo6n! 13-
MEeHUTb HOPMY PeaKIlnm, JOJKeH H3MEeHUTh-
cfl reHoTul. AHANOTUYHbIe MOAU(MHKAHY
OIYBaHYMKOR eCTh K Ha paBHHUHe. Ecou ony-
BAHYHK PacTeT B TPaBe M 3aTEHEeH, ero JIKC-
Thfi KPYITHLIE, c1abo BhIpesadHble U TSHYT-
cs BBepX. Econ offyBaHUMK pacTeT Ha OTKPHI-
TOM MecCTe, ero JINCThS MEJIKHe, [IPHUYXKATHIE
K 3eMJle U CWJIBHO BEIpesanHble. Ha camom
Jiesle OIMCAaHELIE HBMEHEeHUA afAlITUBHLB] HE
TOJIBKO K OCBEIIIEHHOCTH, HO U K [[eJIOMY KOM-
mneKcy daxkTopor cpennl. YeM MeHbIIe IJIO-
mIalb TUCTHEB — TEM MEHbIIe TPAHCIIHUPA-
Ous, a HA OTKPBITOM MecTe 00eCTIeyeHHOCTD
BJlaroii OGEIYHO MEHbIlIe, YEM B 3aTeHEHHOM.
Menkue, npuxaTeie K 3eMJI€ INCTHA MEHbIIIE
CTPajaloT OT MeXaHHUYECKHUX IIOBPeXIe U],
Hanpumep, OT HOT NeIIeX0J0B U T. II.
HopMma peaknuu — xapakTepHUCTHKA UH-
IuBMAYanbHAA. B Haeane A1d u3ydyeHnsa HOp-
MBI peaKO UK Heo0X0LHMO IIOCIIeIOBATEILHO
noMellaTh OFMH UM TOT K€ OPraHK3M B pas-
HEIe ycJIoBHA cpefbl. IIpaxkTiuuecKoe ommpese-
JleHie IIpefeJIOB, B KOTOPBIX AAaHHAA 0cobb
MO>KeT M3MEHATHh HCCJIeAYeMbIH# IPU3HAK

4aCTb PACCEYEHHOTO OAYBAHYMKA, BHIPALLIEHHAR
B gommte

1

YaCTb PaCCENEHHOTO OflyBaH4MKa, BLPAMICHHAR
B ropax

Puc. 20. [lse uacTu pacCeyeHHOro BAOMb
opysaHumka Toraxacum densleonis (u3 @u-
nunyeqko, 1923; no Bayapy)
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HeBo3MosxkH0. HanpuMep, HcCllelOBaHNA NPU3HAKA — yCTOMYHBOCTH OcOOH
K PasIMYHLIM TeMIepaTypaM, II0Ka3aso, YTo IPH KAKOM-TO BEICOKOM SHATEHHIN
rTeMmeparyphl 0cobr rubueT. Takum 06pa3oM, HAM YAAJIOCH ONpe/iesIuTh BEpX-
HIOIO TPAHHIY HOPMBI DeaKIlHK OpraHn3Ma 110 JAHHOMY IIDUBHAKY. BosaukaeT
BOIIPOC — K&K ONPEZeJIUTh HUIKHIOI rparuny? VIMEHHO [03TOMY HCCJE0Ba-
HUA PefelIoB (PEeHOTUIINYEeCKON NBMEeHYMBOCTH PA3IMIHBIX IIPU3HAKOB ocobu
NPUHATO U3yYaTh HE Ha OHOM HHAWBHIYYME, & Ha BEIGOpKE ocobeil n3 moIy-
JIAIIMH, OCHOBBIBASCH HA IIPEAIIOJIOMXKEHNA 00 UX TeHeTHYECKOi 6JIM30CTH.

CTa6HIILHOCTh IPU3HAKOB, 00JIaaonuX y3Koi HOpMOil peaKnuH, MOKeET
6BITH O0eceyeHa TpeMa QaKTOPaMH:

1) KecTroil reHeTHYECKOM nmerepmuuanumeii. Torpa Bed, UK, 10 KpaiiHei
Mepe, GoJpIIas YacTh MBMEHYHBOCTH MPU3HAKA MMEET TeHETHYECKYI0 IPIPOAY.
OT6op 1o TAaKMM IIPH3HAKaM HaubGosee a(ppexXTHUBEH, HO U I1J1aTa 32 9BOJIIOIIHIO,
TO ecTh TH6es» MeHee IPHCIOCOGIeHHEBIX 0co0el, TOe BEICOKA.

2) CraGuILHOCTE IPHSHAKA MOKET GBITH 00eCTIe1eHa ero JKECTKOM OHTOI€HeTH-
Yeckoii feTepMuHanueii. TakoBLI MHOTTe MOp(OoIOrriecKye IPU3HaKY, HAITPUMED
YHCJIO LIEIHBIX IIOSBOHKOB MJIEKOIIMTAIOMMX (VX BCET/IA CEMB), MY TLIaH CTPOEHU A
ITO3BOHOYHEIX (TaKske Kak 1 6ecIIO3BOHOUHBIX) JKUBOTHBIX, KK THII IpoOJyieRus
3UroTH! (CIIMPAIbHELN, pafuaTbHEIR) U T. 1. H3MeHYHBOCTS TAKUX IMIPH3HAKOB
[NPaKTIYECKH He 3aBUCHUT OT reHoTuna. OHa SIIMIeHOMHA, M MX BBOJIIONN JIUIIb
OIIOCPEIOBAHHO ¥ KOCBEHHO OIIPE/IEJIETCA eCTECTBEHHBIM oT6opom (cM. 2.3).

3) TpeThs NpUYMHAa CTAGHIBHOCTH IPH3HAKOB (heHOTHIIA — I'OMEOCTas BHY"
TpeHHell cpefbl OPraHM3Ma U romeopes (TepMuH YOLLHHITOHA), TO €CTH yCTOM-
YHBOCTH OHTOTeHETHUECKHUX B3aUMOZEHCTBHI B pa3BUBaIOMIeMCA OpraHusMe.

Peaxiiuy, BOSHHKAOIIHE B OTBET Ha (PaKTOPEL cpeibl, K KOTOPBIM OPTaHHU3MbI
IpUCIIOCOCHMITHCH B TEYEHEE Ipe/iIIecTBOBABLIE SBOJIIOINN, 8 JaIITTHBHEL. MosxsO
[IOCTPOMTH HENPEPHIBHLIN P/ HOAOCHBIX M3MEHEHHH II0 CKOPOCTH PearupoBaHUA
OpraHM3MOB Ha BHeImHue Bo3feiicrua. Ha oHOM KOHIIe 3TOr0 PAZia HAXOAATCA
JUIMTeNbHEBIe MOAU(MDUK AN, OXBATHIBAIONHE HECKOJIBKO IOKOJIeHui, Ha APY-
roM KoHIle — GBICTpEIe 6HOXNMHYECKHE (MoJIeKyJIAPHEIE) M CTOJIB ke OBICTPhIe
noBefieHYeCKHe PeaKI[u, HallpUMeP Peakusa XUIHHKA Ha JKEPTBY, MJIH KepT-
BBI IpY M30e/KaHUH STON0 HAIATeHIA.

IIpoMeskyTOYHOE IOJOKEHNE B 9TOM PAAY 3aHUMAIOT mopdodusuonoruye-
CKHe PeaKknuly OpraHM3MOB, HasblBaeMble MOAHGUKANUAME, BOSHUKAIOIINE
B X07ie OHTOr'eHe3a.

B nepBoit monosuHe XX B. IoJZ0OHBIE PEAKITHH CIIY/KHUJIK TPEAMETOM MHOTO"
YHCJIEHHBIX HCCJIefOBa Ui, 9TO OBLIO 06YCJIOBIIEHO TOJIEMHKOM MEX Y CTOPOH-
HMKAMHM ¥ [IPOTHBHUKAMH JIAMapKH3Ma — IPeACTaBlIeHns O TOM, YTO SBOJIO-
U MPOHCXORHUT HA OCHOBE HACJEZOBaHUA 61aronproGpPEeTeHHBIX IPU3HAKOB
(cM. BBeZleHHe), YTO IPUBEJIO K HAKOIUIEHHIO JAHHBIX O ¢dhopMHUpPOBAHHUHM ANaMN-
TrBHBIX MopuduKanui. C pasBUTHUEM IreHeTHKH HHTEpeC K IIOOOHBIM HCCJIe-
IOBAaHUAM yTac.
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Hawub6onee ueTKO MOAM(HUKATIHY IIPOSAB/IAIOTCA B OTBET HA H3SMEHEeHU S aGHOTH-
yecKux (axkTOpOB, HAIPUMEP, HA U3MEHEHHE OCBEIeHHoCTH. TaK HasniBaeMsble,
CBETOBEIe MOAU(DMKAIINN CBONCTBEHHEI H PACTEHUAM U KUBOTHEIM. B KayecTre
IIpHMepa CBEeTOBOM MOAMMDUKAINN V *KUBOTHBLIX MOYHO IIPUBECTY M3BECTHBI OIILIT
I1. Kamepepa (1904—1926) ¢ naraHCTEIMU cantaMaHApaMu. OKpacKka 3THX KIIBOT-
HBIX IIPEACTABIIAET CO00H coyeTaHue APKUX, aTeILCHHOBOI'O 1[BeTa ISTEH, He MMe-
I0IMHX PUKCHPOBAHHBIX (DOPMBI M IIOJIOXKEHUA U YTOJILHO-UyepHOoro ¢oua. Ecau ca-
JaMaH/p BLIPAINIHUBATE HA APKOM CBETY, ILIOIA/1h OPaHyKEBEIX [IATeH YBeIuUYnBa-
eTCH, 8 eCJIM B TEeMHOTE — YMEHbINaeTCa. AHAJOTMYHLIN pe3yJILTAT HoJyIaeTes
He3aBHCHMO OT OCBEIIEHHOCTH, IIPY BEIPAIITUBAHNH CATIAMAHAP Ha CBETJIOM (KBap-
IIEBBIN [IECOK) VIJIK TEMHOM (YT0JIb, YepHas Gymara) cyGerpare. OKpacka CalaMagap
uMeeT IOKPOBUTENILCTBEHHOE 3HAUCHYE. ITH ANIEXKHBOPOALIre aMpucy oGH-
TAIOT B TOPHLIX PYYBAX, TZle Mr'Pa COJTHEUHLIX GJIMKOB HA IHE CO3/I26T YepPeOoBaHNe
SAPKHUX COJIHEYHBIX NIATEH U INy0oKuX TeHel. IIpusenennstii soine onsiT I'. Bay-
3pa ¢ OAYBAHUHKOM TaKjKe ABJIAETCA IIPIMePOM CBETOBOHM MOonHGMHKAIIMHN.

KnaccuiecKHM IIprMepOM TeMIIEDaTYPHBIX MOAH(MHUKAIWN CIyKaT BeceH-
HAA U JeTHAA popMel 6abouru Vanessa levana prorsa. [lo nadana XX sB., 1o pa-
6ot A. BeiicmaHa, Gosiee cBeTiasa BeceHHaAs popma levana u Gosee ApKasg pror-
Sa CYMTAJHCH PasHbIMK BHAaMH. OTHAKO OKa3aJI0Ch, YTO BTO MOAMMDUKAINA,
o0yclIOBlIeHHAA PasHHUIEH TeMIePaTyphl, B KOTOPOM IIPOHCXOAWJIO PasBUTHe.
Ocennan reHepanus —levana, pasBHUBaeTCs U3 AVANAY3HPOBABIIMX SHI IIPH
Temuepatype oT 0° fo +10°C, a neTusas — prorsa npu Temneparype +15... +30°C
6e3 fuanaysbl.

Temuieparyperie MOaUGUKAIINK H3BECTHEI 11 Y IPOKAPHOT. Y NaTOreHHOo 6aK-
TepuH Yersinia pseudotuberculosis cyiecTByIOT ABe (pepMeHTHEIE cucTeMEL. OfHa
u3 HUX GYHKIIHOHHUPYET B VanasoHe TeMneparyp +4... +9°C, sTopas mpu Temme-
partype 6au3koii k +37°C. Banarogaps aByM GepMEHTHEIM CHcTeMaM GaKTepHH
MOTYT Pa3MHOKAThCA K&K B OPraHM3Me JKUBOTHLIX,, BLISEIBASA 3a00JIeBaHYe IICeB-
JoTyOepKyJies, TAK X BO BHEITHE! cpejie Ha PA3HOM OpraHMYecKoM cyGeTpaTte, Ha-
IIpHMeD, B HOpax I'PHI3VHOB, WK B XOJOAMILHENKAX, HA XPAHANINXCA B HUX [IH-
mIeBbIX TPOAYKTaX. 1109TOMY TPHBHAJILHOE Ha3BAHHUE IATOJIOTHH, BLI3LIBAEMOH
GaxTepueit nceBroTy6epKyIesa — GosiesHp XonoaunbHUKOB (CoMmoB, 1988).

Taxkixe H3BeCTHH MOZUDHKAIIMH, BOSHHKAIONIHE B OTBET HA U3MEHEHNU A GHO-
THYeCKUX (paxTopoB. IIpumepom MoryT caysxuTh ABe Gopmel Osmerus eperla-
nus (kopiomkosee). Meskas dopMa — CHETOK, AAUHOHN fo 10 ¢M, 1 KpynHEas
Popma — kopiomka, aiauHOH okoso 20 em. Kopronika — npoxofHas peloa cese-
pa esponeiickoit yactu Poccun, a cHeToK — puifa, HACEIAI0mAas ceBEPH