ISSN 0475-1450

Tom 32, Homep 6 Hos6pb - flekabpb 2001

OHTOIEHES3

CnaBHbLIN pegakTop
C.l'. Baceukun

)| “HAY KA’
=)} MAVIK “HAYKA/MHTEPNEPUOOMKA”



COAEPXAHMNE

Tom 32, nomep 6, 2001

IV BCEPOCCUMCKHUM MOITY JIAIMOHHBIN
CEMMHAP “OHTOTEHE3 ! INOITY JIALINA”
(Mocksa, 18-19 mas 2001 r.)

OHTOoreHes u NONyJALMS: OLleHKAa CTAGMILHOCTH Pa3BUTHS B NPHPOIHBIX NOMYJIALMAX
B. M. 3axapos, H. I1. X0anoea, E. @. Kupux, ®. H. llkuae

B03MOXHOCTb HCNIOJIL30BaHMs NOKa3aTeNeil CTabWIbHOCTH pa3BUTHUS
H POTOCUHTETHYECKOH aKTHBHOCTH /ISl HCCNIEOBAHUS COCTOSIHUM
NPHPOAHBIX NONYJISALMIA pacTeHH Ha npuMepe Oepe3bl MOBUCIION

E. K. Yucmakoea, H. I'. Kpaxeea

IInToreneTuyeckne ¥ aHaTOMHUYECKHE OCOOEHHOCTH Gepe3bl MOBUCIION
H3 TPHALATHKHIOMeTpOBO# 30HbI HoBOBOpOHEXCKOH ADC

A. K. Bymopuna, E. B. Kopmuauybina

Oueuxa CTaGUJILHOCTH Pa3BATHA U UUTOr€HETUYECKOI'o roMeocra3a
B MONyJasinusix enponeﬁcxnx 3€JICHBIX JIATYLIEK (koMmIekc Rana esculema)
B €CTECTBEHHBIX H aHTPONOI€HHBIX YCIIOBHSIX

A. T. Yybunuweuau
OHTOreHe THYEeCKHii MOAXO] K UCCIIEIOBAHUIO MPUPOIHBIX MOMYJISLMIA ITHL]
I1. /1. Beneepos

OueHKa [UTOreHeTHYECKOro roMeocTasa B NPUPOAHBIX MOMYJISALIUAX
HEKOTOPLIX BUAOB MEJIKHX MbILLIEBHHBIX I'PbI3YHOB

C.TI. Imumpues, B. M. 3axapoe

Mopdonoruyeckas NoJIUBapHaHTHOCTb OHTOreHe3a B IPUPOAHBIX MOMYNISUMAX PaCTEHHH

JI1. A. Xyxoea, H. B. 'nomos
I'eHbl, KOHTPOJIUPYIOLIME CTPYKTYPY COLBETHS, H HX BO3MOXHAs! POJib B 3BOJIIOLIUMHI
T. A. Excoea, O. A. Ckaaposa

Mopdonornyeckas auBepcuHKanus pbib Kak CIe[CTBHE
AMBEPreHMH OHTOTEHETUYECKUX TPAEKTOPUH

M. B. Muna

PetpocnexTHBHas OLieHKa HCTOPUH XHU3HH OCOOEH NpH HCCIEAOBAaHUH MONYISLHUA
MJIEKOMHUTAIOLUX

I'. A. Kaesesanb

422

428

434

440

447

455

462

471

477




Contents

Vol. 32, No. 6, 2001

Simultaneous English language translation of the journal is available from MAIK “Nauka/Interperiodica” (Russia).
Distributed worldwide by Kluwer Academic/Plenum Publishers. Russian Journal of Developmental Biology ISSN 1062-3604.

IV National Population Workshop:
“Ontogenesis and Population” (Moscow, May 18-19, 2001)

Ontogenesis and Population: Evaluation of Developmental Stability in Natural Populations
V.M. Zakharov, N. P. Zhdanova, E. F. Kirik, and F. N. Shkil’ 404

Possible Application of the Indices of Developmental Stability
and Photosynthetic Activity for Studying the States of Natural
Plant Populations Using the Weeping Birch as an Example

E. K. Chistyakova and N. G. Kryazheva 422

Cytogenetic and Anatomic Features of the Weeping Birch in the 30-km Zone
Surrounding the Novovoronezh Nuclear Power Plant

A. K. Butorina and E. V. Kormilitsyna 428

Evaluation of Developmental Stability and Cytogenetic Homeostasis
in Populations of European Green Frogs (Rana esculenta-Complex)
under Natural and Anthropogenic Conditions

A.T. Chubinishvili 434
Ontogenetic Approach to Studying Natural Avian Populations
P.D. Vengerov 440
Estimate of Cytogenetic Homeostasis in Natural Populations of Some Small Murid Rodents
S. G. Dmitriev and V. M. Zakharov 447
Morphological Polyvariance of Ontogeny in Natural Plant Populations
L. A. Zhukova and N. V. Glotov 455
Genes Controlling Inflorescence Structure and Their Possible Role in Evolution
T.A. Ezhova and O. A. Sklyarova 462
Morphological Diversification of Fish as a Consequence of the Divergence of Ontogenetic Trajectories
M.V.Mina 471
Retrospective Estimate of the Individual History of Life in Population Studies on Mammals
G. A. Klevezal 477
Cpaso B Ha6op 31.07.2001 r. IMopnucaxo x neyatu 10.10.2001 r. Popmat Gymaru 60 x 88'/8
OdcerHas neyaTh Yen. ney. n. 10.0 Ycn. kp.-oTT. 2.6 ThiC. Yu.-u3g. 1. 10.1 ByMm. 1.5.0
Tupax 248 ak3. 3ak. 2633

CeupetenbctBo o perucrpauuu Ne 0110200 ot 4.02.93 .
B Munncrepcrse neyatu u nHdopMaunn Poccuiickoit ®epepauun
Yupepurenu: Poccuiickas akanemus Hayk, OTaenenne o6iei 6uonorun PAH

Anpec u3narensi: 117864, Mockaa, ITpodcorosnas yi., 90
Orneyvarano B [1I1I1 “Tunorpacus “Hayka”, 121099, Mocksa, llly6uHckwuii nep., 6
Hanorosas nbrora — o6iepoccuiickuit kiaccugukarop npoaykuun OK-005-93, Tom 2; 952 000 — xxypHansI



OHTOT'EHE3, 2001, mom 32, Me 6, c. 403

IV BCEPOCCUMCKHN NMONMYJIAIMOHHBIN CEMUHAP
“OHTOTEHE3 U NOITYJIALA”

(Mocksa, 18-19 mas 2001 r.)

B 3TOoM HOMepe XypHana npejcTaBjieHbl JOKJa-
mel IV Beepoccniickoro nonyiasifuoOHHOro ceMHHapa
“OHTOoreHes ¥  mnomyasiyusi’, MNPOXOAMBLIErO
18—-19 mas 2001 r. B Mockse Ha 6a3e UHcTUTYyTa OM-
onoruu pa3sutus uMm. H.K. Koasuosa PAH. Kak ro-
BOPHUT CaMO Ha3BaHHE CEMMHAapa, ero Ha3HaueHUe —
NONBITKA 00'bEJUHUTD NONYJISIIMOHHbIE U OHTOTE€He-
THYECKME HANPABJIEHUS UCCIEOBAHUIA, KOTOPbIE MO
TPaAMIUN Pa3BUBAIOTCSI aBTOHOMHO.

[TepcneKTUBHBIM HampaBj€HHUEM TAaKHUX MOMYJis-
UHOHHO-OHTOI€HETUUECKUX UCCIIEIOBAHUM SIBIAETCS
OlLIeHKa FOMeOoCTa3a Pa3BUTHUs B IPUPOAHbIX NONYIs-
HMsAX. DTO HampaBlieHME OKa3bIBa€TCAd MOJE3HBIM
VIS peLieHus1 psifa OCHOBHBIX NPOG6JIeM NMONMYJISAUHOH-
Hoit 6uonorun (craths B.M. 3axaposa, H.I1. XnaHo-
Bo#i, E.®. Kupuka u ®.H. lllkuns). Ha ouenke romeo-
cTa3a pa3BUTHS OCHOBAaH M MOHUTOPMHI COCTOSIHMS
NONyJsiiMA pa3HbIX BUAOB PacTEHWH M >KMBOTHBIX,
oka3aBiuuiics 3(peKkTUBHBIM KAK B €CTECTBEHHBIX
YCIIOBUSIX, TaK U NIPH aHTPONOTE€HHBIX BO3ACHCTBHSAX.
[1pu 3TOM MOXHO KUCNOJIH30BaTh HE TONBKO MOP(O-
JIOTHYECKHUE, HO U UTOreHeTUYeCKHe U (PU3MOJIOTH-
YyecKHe NOKa3aTesid, KOTOpble OOHApyXKHUBaIOT CO-
riacoBaHHble n3MeHeHus (cratbud E.K. UncrsikoBoi
n H.I'. Kpsixesoi; JI.B. llepxykosoii, A.H. Kpus-
uoBoii, M.Ml. Menysosoi, 10.H. MuiuaneskoBoit*;
A K. Byropusoit u E.B. Kopmunungsinoit; A.T. Uy-
OounumBuny; [1.J]1. Benrepoa; C.I'. [IMuTpuesa u
B.M. 3axapoga). OueHka MOpgOJIOrH4ecKOil NOJIH-
BAPUAHTHOCTH OHTOrEHEe3a MNO3BOJIIET NOAOWTH K
NOHUMAaHHMIO CTPYKTYPbl NONYJISLMIA U €€ JUHAMUKH B
CBA3M C OIKOJOTMYECKUMHU YCIOBHSAMM (CTAThbU
JI.A. XykoBoit u H.B. I'notoBa; O.B. CmupHOBoOIii,
M.M. ITanenosoit u A.C. Komaposa*). Ucnons3oBa-
HHUE JJaHHbIX O FEHETHYECKOM KOHTpOJIe MOp(oOreHe-
3a NO3BOJISI€T NPEACTAaBUTh NNYTU MOP(POIOrHIECKOH

*Jtu craTbu OyayT omyOIMKOBaHbI B CIEAYIOLIEM HOMEpE
KypHana “Ourorenes”.

apomonuu (cratbs T.A. Exosoit u O.A. Ckaspo-
Boii). HoBble BO3MOXHOCTH [Jisi MOHUMAHHUS MeXa-
HU3MOB BO3HUKHOBEHHMS BHYTPHU- H MEXBHAOBOTO
MOpP®ONIOrN4ecKkoro pasHoo0pas3usi OTKpbIBAET aHa-
JIU3 MHOTOMEPHBIX OHTOI€HETHYECKHX KAaHaJIOB
(cratbs M.B. Muns!). Kpaiine BaxkHast 1Jisl pelieHUst
npo6JieM NonyJssMOHHBIX HCCIIEAOBaHNI HHDOpMa-
st 06 0OCOOEHHOCTSIX HCTOPUH XKM3HH OCOOU MOXET
ObITh MOJIyYeHa MYTEM aHalu3a PErucTPUPYIOLIMX
cTpykTyp (cTtathsi I'.A. Knese3ans).

Takum 06pa3oM, B IpefcTaBleHHbIX paboTax AaH
OYepK COBPEMEHHOTO COCTOSHUS NMONYJISALIMOHHO-OH-
TOr€HETUYECKOIr'0 HalNpaBJIEHUs, €r0 YCIEXOB, MpPO-
671eM M NepPCNeKTUB HUCNOJb30BaHHUs KakK JJIsA Teope-
THYECKHMX HCCIENOBaHUN B 00JaCTH NONMYJISLIMOHHON
4 BOJIIOLIMOHHON OMOJIOTMH, TaK M [/l NPaKTHKH
MOHMTOpPHUHIa 3[0pOBbs cpelbl. Mbl HafieeMcsl, 4TO
3TO HaNpaBlIEHUE NPEACTaBUT ONPECICHHBIA HHTeE-
pec niist OMONOTrOB pa3BUTHS U HaJIbHEHIIUE UCCIIENO-
BaHUA B 3TOi 0651acTH O6yAYT CIOCOOCTBOBAThL MHULIM-
MPOBAHHIO HOBbIX MOMYJISIIMOHHBIX UCCIEAOBAHUH.

Mpbl UcKpeHHe NpH3HaTelbHbl BceM, Oiaropapsi
KOMY CTaJIO BO3MOXHbIM MOATOTOBHTb 3TOT BbIMYCK
XypHana, u B ocobennoctu: H.B. I'notoBy 3a unero
MPOBEIEHUS ¥ OpPraHU3alLHI0 CEPUH NONYJISALMOHHBIX
CEMHHApPOB, YTO M MOOYAMIO HAc K INPOBEACHHIO
Hacrosiiero cemuHapa; C.I'. BaceukoMy u pegakuun
xXypHana “OnHroreHe3” 3a BO3MOXHOCTbL OmNy6-
JMKOBaHWs MAaTepUaJioB CEMHMHAapa Ha CTpaHHIax
Hacrosuero usgadust; H.IT. KnanoBoii, M.C. YeuéTe n
peueH3eHTaM 3a Gonbliyl0 paGoTy MO MNOArOTOBKE
MaTepHalioB K mnevyartd; ¢oHmy OInroHa J[I>koHca
(W. Alton Jones Foundation) 3a nopiep>kKKy NpoBecHHs
CeMHHapa M NOArOTOBKY MaTEpHAJIOB XypHaa.

Ya.-xkop. PAH,
3a8. aabopamopueii UBP PAH
B.M. 3axapos

IV National Population Workshop: “Ontogenesis and Population”
(Moscow, May 18-19, 2001)
V. M. Zakharov

Kol'tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 1.i9991 Russia
E-mail: anzuz@online.ru

Papers presented at the IV National Population Workshop “Ontogenesis and Population’ held in Moscow May
18-19, 2001, at the Kol'tsov Institute of Developmental Biology, Russian Academy of Sciences, are published
in this issue. As follows from the title of the workshop, its goal was to unite the population and ontogenetic
trends of research, which have traditionally been separate fields of study.
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OHTOTI'EHE3 ! NTOIMYJALUA: OLUEHKA CTABMJIBHOCTHA PA3BUTHA

B IMNIPUPOHBIX IMOMYJAAIIUAX!
© 2001 r. B. M. 3axapos, H. I1. XKnanosa, E. ®. Kupuk, ®. H. llkuis

Hucmumym 6uonozuu pazeumus um. H. K. Koavyosa PAH
119991 Mockea, I'CII-1, ya. Basunosa, 0. 26

INMocrynuna B pegakuuio 12.07.01 r.

OHTOreHeTHYECKHE U MONMYJITHMOHHbIE HCCIENOBAHUS TPAAMLIMOHHO Pa3BUBAIOTCS JOCTaTOYHO ABTOHOM-
HO. B TO Xe Bpems cTaHOBHTCS Bce 60J1€€ OYEBHIHBIM, YTO CTIEMANIbHBIIA aHAJIN3 0COOM KaK OHTOreHe3a
HEOOXOIUM He TOJILKO NIl KOPPEKTHOM OLIEHKH MOMYJIALMIA U X IHHAMHUKM BO BDEMEHH U NPOCTPAHCTBE,
HO U JUIS MOHAMAaHHUA MEXaHH3MOB NOMYJISIHHOHHBIX nporeccoB. CTaGHMIBHOCTb Pa3BUTHS BBICTYIIAeT KakK
HanGoJee o6111ast XapaKTEPUCTHKA COCTOSHHS Pa3BUBAIOLLErOCs OpraHu3Ma. [ 1aBHbIM NOKazaTeneM cra-
GHIBHOCTH Pa3BUTHS ABJISETCA YPOBEHb OHTOr€HETHYECKOTO LIyMa, OObIYHO OLIECHHBAEMOTO 1O DIYKTYH-
pymolieii acuMMeTpuH. Bbicokas cTaGHIBHOCTb Pa3BUTHS MNOAJAEP>KUBAeTCd Ha 6a3e reHETHYECKOH
KOaJjanTaluK IPH ONTUMANILHBIX YCIOBHSAX pa3BuTUs. COrnacoBaHHOCTb H3MEHEHHS CTAOUILHOCTH pa3BH-
THS C APYTMMH NOKAa3aTeNsIMH FOMEOCTa3a OpraHu3Ma, BKJIIoYasi reHeTHueckue, pusnonornyeckue, 61o-
XHMHYECKHE H UMMYHOJIOTHYECKHE, CBHAETENLCTBYET O BO3MOXKHOCTH FOBOPHTB 006 061LiEM COCTOSTHHH Op-
raHU3Ma NpH aHaJn3e cTabUIbHOCTH pa3BuTHA. Hanbomnee nepcneKTHBHBIM NPEACTABIAETCS aHAJIN3 CTa-
GHIBHOCTH Pa3BHTHUS KaK MEPBI CPEIOBOTO CTpecca. B NpakTHYeCKOM N1aHe 3TO OTKPbIBAET BO3MOXHOCTD
IS OLEHKH M MOHHTOPHHTA 3OPOBbs CPE/ibl KaK B €CTECTBEHHbIX YCIIOBHSX, TaK H IPH pa3HbIX BUAX aH-
TPONOTeHHOTO BO3[eiicTBUS. PaccMaTpHBalOTCA MEePCNEKTHBbI AaJibHEALIErO pa3BUTHSA MOAXOAA, CBA3aH-
HOTO C HCCIIEJOBAaHUEM CTaOUIILHOCTH Pa3BUTHSA.

Karwuesble caoea: oHTOTEHE3, nonynsinus, cTabUJILHOCTb Ppa3BHUTHs, NONYJIALHMOHHAA H3MEHYHBOCTDb, CPE-

AOBOM CTpECC, FEHETHYECKAasA KoaaanTaumsi.

OG6GBEKTOM OHTOr€HETHYECKUX HCCIIEOBAHMH SIB-
nseTcd pa3BuTHe MHAMBUAYyMa. Ilpenmer momyssim-
OHHBIX HCCIIEJOBAHUA — COBOKYTIHOCTU OCOOEH, Ha3bl-
BaeMble nomynsuusiMu. Ilpuyem aTu [Ba HanparjIeHUs
HCCIIEIOBaHMI TPafULMOHHO Pa3BMBAIOTCS ABTOHOM-
Ho. IIpu ananuse ocobeil OLIEHUBAETCSI COCTOSIHUE Op-
raHM3Ma Ha OMNpeJeJIeHHOM CTajui pa3BUTHUS U €ro AH-
HaMMKa BO BDEMEHH (UccliefIoBaHHE COOCTBEHHO OHTO-
reHe3a, KOTOpoe HEpeKO OrpaHH4YMBAETC aHAIHM30M
3MOpPHOHANBLHOIO Pa3BHTHSA) U B MPOCTPAHCTBE (BBISAB-
JIEHHE pa3nuyuil Mexay ocobsimu). ITpu uccnenoBaHuu
NOMYJSILMA OLIEHMBAETCA COCTOSTHME COBOKYIIHOCTEH
ocobeil B onpefieIeHHbI MOMEHT BPEMEHH U €O [IMHA-
MHKa BO BpEMEHH (OLIEHKa JUHAMHUKH NOMyJISLUHA) 4 B
IPOCTPaHCTBE (BBbISBJIEHHE MEXIIOMYISLMOHHBIX H
MEXBHAOBLIX pa3nuyui). [Ipu aToM OOGBIYHO HE y4u-
TBIBAETCS, YTO KaXKAast ocoOb MpecTaBisieT co00i OH-
TOr€He3 M OLEHKa NOMyJALMU OKa3bIBaE€TC Cpe3oM
TpacKTOpMi WMHAMBHAyaJbHOrO pa3BuTHi. B Tex xe
clly4asiX, KOrja 3TO NpMHMMaeTcss BO BHUMAaHHE, BO3-
MOXHblE OHTOr€HETUYECKME H3MEHEHNUS pacCMaTpUBa-
FOTCs1 KaK-TO, YTO MelllaeT NMOMyJIAUMOHHOH OLCHKE, U
3ajjaya OObIYHO CBOAMTCS K X YCTPAHEHHIO ITyTEM aHa-
JM3a ocobelt ofHOro Bo3pacra. B To ke Bpems cnei-
aNbHBIA aHAIM3 0COOM KaK OHTOreHe3a HeoOXOUM He
TOJIBKO /I KOPPEKTHOH OLIEHKY MOMYJISIMIA B UX M-

! PaGora nopnepxana Poccuiickum ¢oHIOM (pyHIaMEHTaNbHbIX
uccnenoBanui (npoext Ne 00-15-97792).

HaMUKH BO BPEMEHH M B IIPOCTPAHCTBE, HO U [1sl IOHHU-
MaHHs MEXaHU3MOB NOMYJIALMOHHBIX npoleccoB. B Ha-
crosileil paboTe paccMaTpUBAaEeTCs, YTO MOXKET AaTh
TIOJIXOJ], OCHOBaHHbIH Ha OLEHKE MONMYNSALHIl IPU yyeTe
OHTOTCHETHYECKUX W3MEHEHWiA, [JI pelleHus 3afay
MONyJIALIMOHHON! OHOJIOTHH.

CraGWIbHOCTDb pa3BHTHA ABJIAETCS OOHOM U3 Hau6O-
Jiee OOMIMX XapaKTEPHUCTHK pa3BHUBAIOLLIETOCS OPraHu3-
Ma. BbII0 NOKa3aHo, YTO BbICOKasi CTaOWILHOCTb pa3-
BUTHA MOANEP>XKUBaeTCs Ha 0a3e reHeTHuYecKOH Koa-
JanTaluMd NpH ONTHMAIbHbIX YCIOBHAX Ppa3BHTHUS
(3axapos, 1987; Developmental stability...,1992; Deve-
lopmental instability..., 1994; Developmental homeosta-
sis..., 1997; Moller, Swaddle, 1997). Bce Bo3pacraio-
1jee 4YUCNIo paboT MO HCCIENOBAHUIO CTaOWIBHOCTU
Pa3BUTHS M HECMOJIKAIOLIAsA AUCKYCCHS O 3HAYUMOCTH
TaKHUX MCCIIEAOBAaHHH JUIS XapaKTEPHCTHKU COCTOSTHHS
NOMYJISALMIA ONpeeNstoT HEOOXORUMOCTDb OLIEHKH BO3-
MOXHOCTH HCNONb30BaHMs CTaOWJIBHOCTH pa3BUTHS
KaK Mephl CPEJOBOr0 CTPECca A7 MOHUTOPHHTa COCTO-
STHUS TIOMYJISALAN, @ TaKXKe MPUYHMH Heyflay M NepCreK-
THB aJIbHENIIIEr0 pa3BUTHS 3TOTO NOXOAA. DTO U SIB-
JIIETCS LENbIO HACTOALIEH paboThI.

YTO TAKOE CTABHWIBbHOCTSH PA3BUTHUSA?

KnioyeBo#i XxapakTEepHUCTHKOH NOMYISLHOHHOIO
NOAXOfa SIBJIAETCS OLEHKA COCTOSIHHS NOMYJSLMH.
Ha nonynsnuoHHOM ypOBHE OHa MPOBOJHUTCA MO fe-
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Morpagu4ecKHM NapaMeTpaM, Cpeid KOTOPbIX MOXK-
HO YKa3aTb YHCIEHHOCTb, BO3PACTHOMH U NIOJIOBOH CO-
CTaB, yCreX pa3MHOXEHUs (OTHOLUEHHE YHcia No-
TOMKOB K YHCITy Pa3MHOXAaIOILMXCS 0coben).

C OHTOreHeTHYECKHUX MO3ULIHUA OHAa MOXKET OBbITh
llaHa 1O COCTOSIHHIO OCOO€H, XapaKTepHU3yeMOMY
CTaOMJILHOCTBIO pa3BUTHA. 3ajiaya NpH 3TOM CBO-
IATCS K OLICHKE HOPMaJIbHOCTH, COBEPILEHCTBA Npo-
LIECCOB Pa3BUTHSI, B KAYECTBE OCHOBHBIX MOKa3aTe-
nefl KOTOpbIX ObLIK NPEANOXKEHbl HapyLICHUs pa3-
BHTHSl M OHTOTreHeTHYecKuil wyMm. Ecinu co6cTBeHHO
HapylleHUs pa3BUTHsA, PeHOAEBUALMH, IPEACTABIIS-
I0liMe cOOOM CyllleCTBEHHbIE H3MEHEHUs1 MOpdoIIo-
THH, BCTPEYaloTCsl KpaiiHe pefiko, TO OHTOreHETHYe-
CKHMH IIyM OKa3bIBAETCH ONEpPaLUOHANbLHbLIM KpUTE-
pHeM OLEeHKM CcTaOunbHOCTH pa3sutus (Mather,
1953; 3axapos, 1987). OHTOreHeTHYECKHH IIYM
(Waddington, 1957) — cnyyaiiHasi CHOHTaHHast U3MEH-
4YUBOCTb pa3BUTHs (Acrtaypos, 1974), unu peanusa-
1MOHHas u3MeHYMBOCTh (CTPYHHUKOB, BhIIMHCKHT,
1991), nanbGonee 4eTKO U MPOCTO MOXKET ObITH Olie-
HeH Mo (pyKTyUpyIolleid acCHMMeTpUH OunaTepab-
HbIX CTPYKTYp. IIpeuMyiiecTBo nNoaxona cOCTOUT B
TOM, 4YTO IPY 3TOM M3BECTHA CHETHYECKHU 3alaHHas
HOpMa — CHMMETPHS1, OTKJIOHEHHS OT KOTOPOH B XOfie
Pa3sBUTHS M MPEACTABIAAIOT COOOH OHTOreHeTHYec-
kuil wiyM. [TpakTHUYeCKH MAEHTHYHbIA (peHOTHITHYE-
cKu# 3 @eEKT creBa H ClipaBa, OCTUTaeMblil B XOfie
HHIMBHAYaJILHOTO Pa3BHTHS HE3aBUCHMO, — €[1Ba JIU
He Hauboree BreyaTsioliee CBUAETENLCTBO MO U
TOYHOCTH (DEHOTHIINYECKOH peasii3aluy reHOTHNA.

B03MOxHBI IBa NPHHIMIKUATIBHO Pa3lIMYHbIX NOJ-
XOfia K oneHKe Ouonornyeckux nmpoueccon. Cornac-
HO NIEpPBOMY, BCE CTPOro A€TEPMHHUPOBAHO, M JIIO-
Oble sIBJICHUS, KOTOPbIE HaM KaXXyTcs Clly4aiHbIMH,
OTpa’kaloT JHUIlb YPOBEHD HaIllero He3HaHMs, O3TO-
My aKTyaJbHOM 3ajlaueil SBJISIETCS MOMCK MEXaHM3-
MOB AJ1s1 UX O0ObsicHeHus. CoriacHo BTOPOMY, €CThb
10T, JONYyCK, B Ipefejax KOTOPOro U HaXOMMTCA
clyyaiiHas [0 CBOEW NPHUPOAE U3MEHYHMBOCTL. Y poO-
BEHb 3TOW H3MEHYUBOCTH OTPaXKAET COCTOSHHE CHC-
TeMbl M BO3[€HCTBHE cpefloBoro crpecca. Hanuune
IyMa ¥ (pIyKTyHpYyIoLIell aCHMMETPHH KaK €ro HaH-
6osee OOBIYHOrO MPOSIBJICHUS, BAAMMO, H SBJISIETCA
CBHJIETEJILCTBOM CIIPaBERJIMBOCTH BTOPOrO MOAXOAA.
¥ Kaxporo npu3HaKa ecTb CBOH JOMycK, JHOPT, KO-
TOPbIA COOTBETCTBYET HEOOXOAUMOMY YPOBHIO TOY-
HOCTH €TO pealu3aluu B OHToreHese. Eciau uyucno
KOHEYHOCTEH Yy OOJIBIIMHCTBA BHUAOB >KMBOTHBIX —
OOBIYHO BBICOKO KaHAJIM3MPOBAaHHBbINA NPH3HAK, TO
4YHUCNIO LIETHHOK Ha HHUX Cl€Ba M ClpaBa BapbHpyeT
[IOCTATOYHO HMIMPOKO.

Hnest 0 BO3BMOXKHOCTH OTACIHMTD IIYM OT CTaOUIb-
HOCTH Pa3BHTHs INPEACTaBISETCS HEOOOCHOBAHHOM
(Palmer et al., 1994). Illym He cywiecTByeT 6€3 pa3BH-
BalOLLEiCs CHCTEMbI, U HUKAKasl Pa3BUBAIOLLIAsACS CH-
CTeMa He CYyLUECTBYET Oe3 ONpENEeEHHOrO YPOBHS
mwyma. CunbHasi CHCTEMa XapaKTepH3yeTcsi MHHH-
MaJbHBbIM IIYMOM, cia6as — BbicokuM. lllyM — xapak-
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TEPHCTHKA 3TOM CHCTEMbI, OTPaXKCHUE €€ CTaOUIb-
HOCTH pa3BUTHUs. 3[1eCh YMECTHO CpaBHEHHeE C pabo-
TO! Habopumka Tekcra. OneyaTkH He CyleCTBYIOT
6€e3 HaOOpLUMKA, OHH — XapaKTEPUCTHUKA €ro paboThl.
OneyvaTky Heu3OEXKHbI, HO MX YPOBEHb MOXKeET ObIThb
CBEAACH K MMHHUMYMY M 3aBHUCHT, OYE€BMAHO, KaK OT
MacTepcTBa HabOpIIMKa, TaK U OT YCIIOBHIA, ITPH KO-
TOPbIX OH paboTaer.

Oka3zanoch, YTO paHee peKOMeHJOBaHHas Mepa
HeCTaGMJILHOCTH Pa3BUTUS — 4YacToTa (heHoneBHUa-
i (COGCTBEHHO HapyILUEHUsA, AaHOMAJIUU Pa3BUTHUSA)
(Lerner, 1954; Rasmuson, 1960) He MOXeT CINyKHTb
onepalroHaNbHbIM NoKa3areneM. OHH peKH, HO He
NMOTOMY, YTO 3JIUMHHHPYIOTCA €CTECTBEHHbIM OTOO-
POM, a IOTOMY, YTO OOBIYHO HE BO3HHUKAKOT BOBCE. JKC-
HEePUMEHTAJIBHbIE MCCIIEJOBAaHHs BO3[CHCTBHS €CTECT-
BEHHbIX (DaKTOPOB, HaNpUMEpP TEMNepaTypbl, Ha
pa3inyHble 00 BEKThI CBUACTENBCTBYIOT, YTO CYIIECT-
BEHHbIE HApyLIEHUs] pa3BUTHA OOLIYHO HE BO3HHUKAIOT
Ha BCEeM NPUTOJJHOM [JIs1 Pa3BUTHS uana3oHe TeMiepa-
Typ. Eciiu B cuny onpeneneHHbIX IPUYHH OHM BCE XKe
BO3HHMKAIOT, TO BCTPEYAIOTCS H Y B3pOCIIbIX 0cobei 1a-
e B MPUPOAHbIX nomynsuusx. OKa3anoch, 4To Kjiac-
cHYecKasl CXeMa 4acro He paboTaeT — (peHoJeBHalMHA
HE BO3HHKAIOT IIPY OOBIYHOM CPEOBOM CTpecce.

HopMmanbHoe pa3BuTHE 1€ETKO y3HaBa€MOI'O HAMH
Oprasusma Mo onpenesieHHOMy NyTH cbGecne4uBaeT-
cs1 BO BCEM IMana3oHe MPUTOfHBIX AJIs1 €ro KU3HH yC-
JIOBHH, YTO SIBISIETCSA CBUJETEJILCTBOM MOLIHM KaHa-
JIU3MPOBAHHOCTH pa3BuTusd. PeHoneBHalM BO3HH-
KaloT IpH HEOObIYHBIX BO3ACHCTBUSAX, OCOOEHHO NpHU
OIIpefieICHHOM XMMHYECKOM 3arpsi3HEHHH, Hapylia-
IOLIEM WM HMHTHPYIOILIEM OObIYHbIE BELLECTBA-PE-
ryiasiTopsbl, — MopgoreHnl 4 ropMoHbl. ITpu kakux-To
BO3/ICHCTBUAX OHM BO3HHKAIOT Cpa3y M € 060JbIIOH
yacroToi. Cpenu Takux (paKTOPOB — NOJIMXJIOPUAOH-
denunsl (I1XB), nectuuuapi, KOTOpblE HapyialoT
pa6oTy OOBbIYHBIX OGHONIOrMYECKH AKTHUBHBIX COE[U-
HeHu# (“endocrine disruption”). B kauecTBe npumepa
MOXHO yKa3aTb, YTO 4acCTOTa KPYNHbIX (peHOACBHA-
L{M#, TAKMX KaK pa3fieIcCHUE TEMEHHOW KOCTH, BCTpE-
Yyanach y NMOTOMCTBA CaMOK aMEpPHUKAHCKOH HOPKH
Mustela vison, THTOKCHLIMDOBaHHBIX B Teu€HHe Oepe-
meHnHoctd IIXB c yacroroit no 30% (Borisov et al.,
1997a). I1pu 3TOM 0OKa3aaoCh, 4YTO (PpeHOAECBHALMH C
60NBLION YaCTOTOMH NOSBIAIOTCA IPH HATTHYHHU OIpe-
JEJIEHHbIX COEMHEHHUH, HO HE 3aBUCAT OT OOLLEro
YPOBHSI CTPECCHPYIOLIETO BO3[IEHCTBUA CPEbl, CKa-
K€M, CTeNeHH OOLUell aHTPONOreHHOH Harpys3KH, H
UX OLICHKH HE COBMNAfaloT C OKa3aTensiMu payKTyu-
pyoueil acummeTpud. Tak, HanpuMep, NpH OLCHKE
CcTaGMJILHOCTH Pa3BUTHS IO BEINYHHE PIYKTYHPYIO-
e acHMMETPHH y IoTBbI Rutilus rutilus B MockBa-
peke Ha ypoBHe 4eTBepToro 6ainia (mo nATubanib-
HOM 1IKaje OTKJIOHEHHMH COCTOSIHHs OpraHu3ma OT
HOPMbI) 4acTOTa Pa3jMyHbIX (EHONEBHAHTOB ObLIa
KpaiiHe Bbicoka — 76% (3axapos u ap., 2001). B To
K€ BpeMsi NpU KpadHe Cepbe3HOM 3arpsi3HCHUH B
paiione r.Yanaescka (Cpennss Bonra), KoTopsbii,
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B TOM 4HUCIe U 6arofaps HalllMM OLeHKaM, ObLI OT-
HECEH K 30HE 3KOJIOTM4ecKOro 6eCTBUs, IPU Kpaii-
HE BBICOKOM YpOBHE (PIIyKTyHpYIOLIEH aCHMMETPHH
(naThIi 6ann naTUOaNIbHON LIKANbl OTKJIOHEHUH OT
HOPMBI, KPUTHYECKOE COCTOSIHME) Y ABYX HCCIENO-
BaHHbIX BUAOB pbI6 ¢eHOoeBHaHTbI He Oblinn OGHa-
pyxeHb! (3axaposB H fp., 2000a). Eie onux npumep.
Ilpu TOKcHYecKOM BO3[EHCTBMM KpailHE BBICOKOM
3BTpOo(HKaLUHU B BofoeMe B paiioHe r.Ofecchl Ob110
0OHapyXEHO pe3Koe BO3pacTaHME YacCTOThI Cepbe3-
HbIX aHOMAaJlMil pa3BUTHsl, NIPHYEM Yy COBEPILUECHHO
Pa3HbIX BUJIOB — y 6€CIIO3BOHOYHBIX U pbIO (3axapoB
1 1p., 2000a). TakuM o6pa3oM, peHoeBHALIUU OKa-
3bIBAIOTCS MOKa3aTeJeM Halu4Ms ONpEAcIeHHOro
cneu¢uIecKoro Bo3[eNHCTBUS U HE MOTYT CIIy>KUTb
IJIS XapaKTEPUCTUKH OOLUEe#d CTaOMIBHOCTU pa3BU-
THsA. B KauecTBe MpakKTHYECKH EHHCTBEHHOTO KPH-
TepUsi OLIEHKH CTaOMIBHOCTH Pa3sBUTHs BBICTYNAET
OHTOI€HETHUYECKHUH LLIyM.

KAK OHEHUTDH CTABUIIBHOCTbD
PA3BUTUA?

OxapakTepu3oBaTh CTaGHWJIBHOCTb  Pa3BHTHS
MOXHO NYTEM OLCHKU YPOBHSI OHTOT€HETHUYECKOTO
myma. 3afaya npy 3TOM CBOAMTCA K PaCCMOTPEHHUIO
JNIOOBIX OTKJIIOHEHHUH OT U3BECTHOM F'eHETHYECKH 3a-
BaHHOU HOpMbI. C 3TOH LIEIBI0 MOXHO HCIOJIB30BaTh
BCEBO3MOXHbIE BUAbI ACUHMMETPHH, Pa3NHUUs MEXAY
FOMOJAMHAMHUYHBIMU CTPYKTYpaMH U Apyrue nposiB-
JIEHUs CIy4alHO! U3MEHYMBOCTH Pa3BUTHUA.

I'naBHBIM NOKa3aTeseM NPH ITOM SIBIISIETCS BEIIH-
yuHa GIAYKTYMpYIOLIEH aCHMMETPHH, onpenesemMas
KaK He3HayHTeJbHble HEHaNpaBJeHHbIE OTKJIOHE-
HHS OT cTporoy OunarepanbHoi cummeTpuH. O6bIY-
HO 3Ta OpMa aCUMMETPHH NPOTHBOINOCTABIAETCS
HanpaBJI€HHOH aCUMMETPHH M aHTUCHMMETPHH, KO-
TOpBIE, KaK NPaBUio, MPEACTaBIAIOT cOO0H cylecT-
BEHHbIE pa3/Nyusi MEXAy CTOPOHaMU U SIBJISIOTCH
CTPOr0 HAacJEeCTBEHHO JeTepMUHHpoBaHHbIMH (Lud-
wig, 1932; Van Valen, 1962; Neville, 1976). I[1pu Bceit
MIPUBJIEKATEJNLHOCTH MPENINONOXKEHUS 00 IBONIOLH-
OHHOM CBA3H (PIYKTYUPYIOLIEH aCUMMETPHUH, aHTHU-
CHMMETPHUH U HampaBieHHOH acuMMetpuu (Mather,
1953), mns 3TOro HET HUKAKUX FeHETUYECKUX U MOp-
¢doreneruyeckux ocuoBanuit (3axapos, 1987). I1pu
HaJlMYUM MOP(OreHeTHYEeCKOro rpajueHra OT OCH
TeJla BJIEBO M BIIPaBO U €ro OTCYTCTBHHM CJI€Ba Hampa-
BO (IIYKTYMpYIOILasi aCHMMETPHS NIPECTABIAET CO-
60i1 TposBlIeHHE CIy4yailHOW M3MEHYMBOCTH pa3BH-
THS, HEKOTOPOT'O pa3/Iuyus B HE3aBUCHMO# (PEHOTH-
NMUYeCcKOH peanu3aluy NpU3HaKka ciesa u cnpasa. [1o
o6pa3HoMy Bbicka3biBaHUIO JleBoHTuHA (1978), u3-
BECTHA JIMIlIb OfiHAa Oe3ycrnelHas MONbITKAa BEACHUS
oTOopa y Apo3o¢uiibl — npeBpaileHue IyKTyHpyro-
el acMMMETpHHM B HampaBiieHHY10. IIpu Hapacranmm
cTpecca MACHTHYHAsl He3aBUCHMasl pealn3anys pU3Ha-
Ka CJIeBa U CIpaBa CTaHOBUTCS MAJIOBEPOSITHOM, BCIIEN-
CTBHE 4€ro 4acToTa ocodell C HeCKOIBKO GONBIIINM pas3-

3AXAPOB u ap.

BUTHEM IIpU3HAKa CJIEBa U CIpaBa CTaHOBHMTCH 3HA4U-
TENbHO OOnblIed, YeM YacToTa CHMMETPUYHBIX
BapuaHToB. Ilpennonarath, YTO NpU 3TOM BO3HUKAET
Kakoe-To ocoboe OHOJIornyecKkoe siBlieHue (aHTHCHM-
MeTpHs), HeT HUKAKUX OCHOBaHUH. TeM Gonee 4yToO Ta-
Kasi OMMOJIAJILHOCTb paclpefcICHUsi pasuyuil MEXy
CTOpPOHaMH (CO 3HaKOM) B MCCIIEAYEMO# BbIOOPKE OCO-
Oeii HEeM3MEHHO BO3HUKAET NIPH HApaCTaHUHU FeHETHYEC-
KOT'O WY CPEJOBOTO CTPecca U Mcue3aeT IpU ero ycrpa-
Henun (McKenzie, Clarke, 1988; Leary, Allendorf, 1989).

OueHka CTaOMJIBHOCTH Ppa3BUTHSI 1O KaXAOMY
MPHU3HAKYy COCTOMUT B yyeTe aCHMMETPHH, Pa3nniuil B
3HaYeHUsAX NpU3HaKa cieBa U cnpasa. [lpuHnynu-
aJIbHO [JI 3TOTrO rofsATcs M1006ble MOPGONTOrHYECKUE
NpU3HAKH, IPUrogHbIE AJI TOYHOro ydera. [Ins Me-
PUCTHYECKOTO NpH3HaKa BEJIMYWHA ACUMMETPHH Y
KaXJI0o#i ocoOu omnpenensieTcs Mo pas3Myvio Yucia
CTPYKTYp ClIeBa M CIIpaBa, a AJis J1aCTUYECKOro pac-
CUMTBIBAaETCAd Kak pa3jidyde B NMpoMepax cjieBa H
cIpaBa, OTHECEHHOE K CyMMe NIPOMEPOB Ha JIBYX CTO-
poHax. Micrionb30BaHue TaKOH OTHOCHTENBHOI BEIH-
YHHBI HEOOXOOUMO JIs1 TOrO, YTOObI HMBEIMPOBATh
3aBUCHMOCTDH BEJIMUMHbl ACUMMETPUHU OT BEJIHMUYUHbI
camoro mpu3Haka. [lonynsuuoHHad oneHKa BbIpa-
’KaeTcsl cpefiHell apuMeTUYECKOH.

1151 oLleHKH 001Iei cTaGUIBHOCTH Pa3BUTHSA Jyyllle
UCHONB30BaTh PAX  MOpPGONIOrHYecKUX IPH3HAKOB.
Ilpu ananu3e KOMIUIEKCa MPU3HAKOB HY>XKHO MCMOJb30-
BaTh MHTETPAJIbHBIE MOKa3aTe M CTaGHILHOCTH Pa3BH-
TusA. I MEpHCTMUYECKHX NPHU3HAKOB, CBA3AHHBIX C
HOJICYETOM 4MCJIa ONPEAEIEHHBIX CTPYKTYp, HauboJee
MPOCTOi U HafieXKHON MepOH SIBJISIETCSA CPEAHss YacTo-
Ta aCHMMETPHYHOrO NpOsIBJICHHs Ha npu3Hak (YA):

YA = (EX)/n,

rae X; — YMCIO aCUMMETPUYHbBIX IPU3HAKOB y KaX-
OON OcOOH, MOAEJIECHHOE HA YHUCIO HCNOJNb3yEMbIX
NIPHU3HAKOB, a n — YUCJIO 0coOell B BLIOOPKE.

JI71s nacTHYeCKUX NPU3HAKOB, CBSI3aHHBIX C MPO-
MepaMH, B KayeCcTBE MHTETPaJbHOro IMOKa3aTens
MOXHO PEKOMEHJOBATb CPEJHIOI BEJIHUHHY OTHO-
CHUTEJILHOTO pPa3lH4Msi MeX[y CTOPOHAaMH Ha MNpH-
3HaK (OP). OHna paccuuTbIBaeTcs 10 TOM Xe popMy-
Jie, HO NpHU 3TOM X; — CYMMapHOE€ OTHOCHTEJbHOE
pa3nyMe MeXy CTOPOHAaMH (pa3yiMyMe U3MEPEHHUN
ClleBa M CIpaBa, eJIEHHOE Ha CyMMY M3MEpeHHMH Ha
IByX CTOpOHAaxX) MO BCEM MpH3HaKaM, eJIEHHOE Ha
YHCJIO HCTIONIb3YEMbIX NPU3HAKOB.

OTH NOKa3aTeJH AalOT MHTErpalbHYIO XapakTe-
PHUCTHKY (IyKTyUpYIOLIEH acHMMETpUM MO BCEM
paccMaTpuBaeMbIM Npu3HakaM. OHH B 3HAYHTENBHO
MEHbILIEH CTENEHH, YeM Ipyrue NoKa3aTey, 3aBUCAT
OT BEJINYMHBI KOHKPETHOIO Pa3IH4usl MEXy CTOPO-
HaMH U OTAENbHBIX YKJIOHSIOLIMXCS BapHaHTOB. Ta-
KOW MOAXOJ yCTpPaHSE€T MHOTME 3aTpyAHEHHs, CBs-
3aHHble C IIMPOKO HCHONB3YEMbIMH paHee, B TOM
YyHcle M HaMH, BEJIMYMHAMU AMCIIEPCHM M CPEfHEH
apu(MeTHYECKOH abCONIOTHOrO Ppas3H4us MEXAY
CTOPOHAMH WJIH BEJTMYHUHON KOpPENSLIUA MEXAY CTO-
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poHamu (3axapos, 1987). CraTucruuyeckass 3Ha4yH-
MOCTb pa3jIMyMi MEXAY BbIOOPKaMH NO BEJIUYHHE
HHTErpaibHbIX MMOKa3aTenell cTabUIIbHOCTH pa3BH-
TUS onpefensiercs no -Kpureputo CThIONEHTa.

PacueT nokasarenedl Ha NpU3HAK AAET BO3MOX-
HOCTb CPaBHEHHsl PE3yJIbTaTOB, MOJyYaeMbIX MO pa3-
HOMY 4HMCITy Ipu3HaKoB. [TocKonbKy He Bce NpH3HAKU
MMEIOT CXOHYIO aCHMMETPHMIO, OLEHKH, NOJIy4yaeMble
[U1 OTAENBHBIX NPU3HAKOB, OynyT pa3nuuHbl. Ho ecnu
MBI HCTIOJIb3y€EM DS TPH3HAKOB, CKaXKeM IECITh, KOTO-
pblie He OTOGMPAITUCh CTIELMATILHO MO YPOBHIO H3MEHYH-
BOCTH M BEJIMUMHE aCUMMETPHH, TO TaKH€ UHTErpaJib-
Hbl€ OLIEHKM OKa3bIBAIOTCs conoctaBuMbIMU. Hampu-
MEp, OLIEHKYU CTaGHJIbHOCTH Pa3BUTH, IIOJTyYEHHbIE 110
NpH3HAKaM 4eperna, OKa3aluCh CXONHbIMU HE TOJIBKO
17151 6JIM3KHMX BUAOB, HO M AJIS CTOJIb Pa3IMYHbIX BUIOB,
KaK IOJIEBKH, TIOJIEHH U 3y6pbI (3axapos u ap., 20006).

I1pu cpaBHEeHHH BLIGOPOK MOXKET ObITh 3a(PUKCH-
pOBaHO OIpPENIEJIEHHOE pa3/IMyiKe U OLIEHEHa ero CTa-
TUCTHYECKasl 3HaUYUMOCTb. 3aTpyAHEHUE IIPH 3TOM
BbI3bIBAET OLIEHKA CTENEHH BbISBICHHBIX OTKJIOHE-
HHUH, UX MECTa B OOlIIEM Hana30He BO3MOXHBIX H3-
MEHEHMii Moka3arensi. Takasi oneHKa 0COOEHHO BaX-
Ha ISl CPABHEHHUS Pa3/IMYHbIX TCPPUTOPHI U BUJOB.
[1pu nony4eHuu JaHHBIX IO Pa3JIUYHbIM IPUPOIHBLIM
NonyJisiUsIM BO3MOXKHa pa3paboTka 6annpHOH 1Ka-
7Bl 17151 OLICHKH CTENIEHH OTKJIOHEHUS OT HOpMBI. ba-
30Bble NPUHIHINbI A1 €€ NOCTPOECHHS CIERYIOLIHKE.
/luana3oH 3HauyeHWH MoOKa3aTess, COOTBETCTBYIO-
U YyCIIOBHO HOPMajlbHOMY (POHOBOMY COCTOSIHHUIO,
NpMHUMAETCS 3a NepBbIA Oann (ycioBHasi HOpMa), a
COOTBETCTBYIOIIMH KPUTHYECKOMY COCTOSIHHIO — 3a
naThlfi. Bech AMana3oH MexXay 3TUMH NOPOroBbBIMH
YPOBHSIMH paHXXUpPYETCS B NOpSAAKE BO3pacTaHHs
3HayeHu# nokasarens. Ha mpakTuke nepBbiid Gann
COOTBETCTBYET YPOBHIO CTaOUIBHOCTHU pa3BUTHsI IIPH
ONTUMAJIbHBIX YCIOBUSIX Pa3BUTHUsI B 1aOOPaTOPHbBIX
3KCIEPUMEHTAaX U B IPUPOAHBIX NOMYJALUSIX, KOTO-
pble He NOABEPXEHbI KAKOMY-JIHG0 IBHOMY CTPECCH-
pytouieMy Bo3eicTBUIO. [1aThIi 6anyn cOOTBETCTBY-
€T pe3yJibTaTaM, NOJY4YEHHBIM B CIyYasX cepbe3HOro
CTPECCHPYIOLLETO BO3[CHCTBU C IBHBIM HEO/Iaronpu-
ATHBIM 3(deKTOM I Xu3HecnocoOHocTH. Ilo-
CKOJIBKY TPY 3TOM CYMMHPYIOTCsI JaHHbIE 1O PsIly HE-
3aBUCHMMBIX NOKa3aTesel, Mbl OJy4yaeM B IeHCTBH-
TEJbHOCTH MHTErpajbHYyI0 OLEHKY. JTa CHCTEMa
npefcTaBasieT coO0i 6alIbHYIO OLEHKY M3MEHEHHMM
COCTOSIHMSl OpraHM3Ma IO YPOBHIO CTaGHIIBHOCTH
pa3BuTus. Takne GajbHbIE CHCTEMbI OLEHOK K Ha-
CTOSILLIEMY BPEMEHH pa3paboTaHbl 10 BETHYUHE UH-
TerpajbHbIX NOKa3aTeJed CTaOMJIBbHOCTH pa3BUTHS
I psfa BHAOB pacTeHWH, pblO, 36MHOBOJHBIX H
miekonurtaroumx (3axapos u ap., 20006). Hexoro-
pble MpUMEPBI TaKUX OalNIbHbIX OLIEHOK IPENCTaB-
neHbl B AaHHOI paboTe.
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JETEPMHUHALINA CTABUIBHOCTH
PA3BUTHUS: TEHOTHIT U CPEJA

C camoro Hayaja aHajiu3 CTaGHIbHOCTH pa3BUTHUA,
r7IaBHbIM 00pa30M N0 (PIyKTYHpYIOLLEH aCHMMETPHH,
MPOBOJWICH Pa3feNIbHO MO OLIEHKE BO3ACHCTBHS reHe-
THYECKHX WM CpefoBbiX (pakTopoB. PaccMoTpenue
GayKTyHpyOIeH aCHMMETPUH KaK OHTOr€HEeTHYecC-
KOTO IIyMa NPHBEJIO K IMOCTAaHOBKE BOIPOCa O BO3-
MOXHOCTH BbISIBIICHHS €€ 3aBUCUMOCTH OT KaKHX Obl
TO HM 6b1110 pakTOpoB (Waddington, 1957), a npu ee
HAJIMYHMH — K HEOOXOIMMOCTH OTBETAa Ha BOIMPOC O
TOM, KaKoii U3 ¢akTOpOB, T€HOTHUI MU CpeEfia, ABJIS-
eTcsl OnpefessiOMM B U3BMEHEHUH YPOBHS LIyMa.

I'enomun

Emie ¢ nepBbix paboT no aHajau3y reHeTHYECKOH
feTepMUHALMA (PIYKTYHpYIOILEd acCUMMETPHU Obla
MIOCTaBJIEH BONPOC O BEPOSITHOM ee 3aBUCHUMOCTH f1a-
e 11 OTAENBHOro NMpu3HakKa (Haubosee NpHCTalb-
HOE€ BHMMaHHME ObLIO Y[EJIEHO 4YMCIy CTEpPHOIUIEB-
palbHbIX IETHHOK Y PO30(HIIbI) HE OT KOHKPETHO-
ro JIOKyca, a OT OOLIMX XapaKTEpUCTHK FEHOTHMA
(Mather, 1953; Thoday, 1958). B kauecTBe TakOBbIX
ObLJ pefoXKeH OOIUIA YPOBEHb TOMO3UTOTHOCTH, a
B JlaJIbHEMIIIEM — FeHETHYECKOH Koafantanuy (3axa-
poB, 1987; Zakharov, 1989; Clarke, 1993; Developmen-
tal homeostasis..., 1997). HecmoTpst Ha TO 4TO B psifie
ciy4daeB Ob110 OOHapY>KEHO BO3pacTaHue aCHMMETPHH
NpH BbICOKOH F'OMO3MIOTHOCTH, B 60ree obLLeM BHE
3aBUCHMOCTb CTaOWJIBHOCTH Pa3BUTHs OT IeHETHYEC-
KHX 0COOEHHOCTE MOXKET ObITh chOpMYTHPOBaHa KaK
3aBHCHMOCTb OT F€éHEeTHYECKO# KoafanTrauuu. B nonb-
3y 3TOr0 CBUIETENBLCTBYIOT CIIEYIOLIHE JaHHBIE.

B psige cnyyaeB noBblllIEHHE TOMO3UIOTHOCTH HE
NPUBOJUT K OLLYTHUMBIM U3MEHEHUSIM (PIYKTYHPYIO-
el aCHMMETPHH.

IIpu oueBMgHON 3aBUCUMOCTH (PAYKTYHpYIOLIEH
aCMMMETPHH pa3IMuHBbIX NPU3HAKOB OT FOMO3MIOT-
HOCTH OJIHHX JIOKYCOB TaKoii 3¢p¢peKT He HabntoaeT-
sl 10 {PYTUM JIOKycaM. TO NPHUBEJIO K 3aKIIOUYEHUIO
O TOM, YTO HAJIMYUE UITH OTCYTCTBUE TAaKOM CBSA3Y 3a-
BHCHUT OT BbIGOpa JIOKYCOB.

Bb110 MOKa3aHo, YTO B OTAEIBHBIX Cly4asix onpe-
[ieTIeHHble H3MEHEHUS! XPOMOCOM HIIH JlaXe OTHeJib-
HBIX JIOKYCOB MOTYT NPHBOAUTH K HAPYIIEHHIO CTa-
OWJILHOCTH pa3BUTHS, BbIPaXKaIOLIEMYCsi B BO3pacTa-
HHMH aCHMMETPHUH Pa3HbIX IPA3HAKOB.

MHorouncieHHble [aHHble N0 THOPHAM3ALNH
pa3nMyHbIX POPM NOKa3ajH, YTO CTaOMILHOCTD pas-
BUTHSL B OOJIbLIEH CTENEHHM 3aBUCHUT He OT OOIero
YPOBHSI T€TEPO3UTOTHOCTH, @ OT TOrO, KaKue reHbl
COYETAIOTCA B T'E€HOTHUIE. DTO MOXET ObITh Mpef-
CTaBJIEHO B CIIEAYIOILLIEM BHJIE.

CkpemuBanue 61U3KUX GOPM C JOCTATOYHO BbI-
COKO# CTaOHJIBHOCTBIO Pa3BUTHs HE MPUBOJMT K HM3-
MEHEHHIO 3TOW XapaKTEepUCTHKH (3TO HabmofaeTcs
IpH CKpeliBaHUuM OJMU3KUX J1aOOpaTOPHbIX JIMHUM,
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Puc. 1. 3aBHCMMOCTb CTaGHIIBHOCTH Pa3BUTHs OT TeMIEpa-
Typbl MHKYOalMH UL NPLITKON siuepHubl Lacerta agilis.
Mo ocu abcuucc: TeMnepatypa uHky6auuu, °C; no ocu
OpAMHAT: BEJMYMHA HWHTErpaJbHOrO MOKa3aTeNls CTa-
GHILHOCTH Pa3BHTHS (CPefHsAs YacTOTa aCHMMETPHYHO-
ro NpOsIBIECHHS Ha NMPU3HAK, OLEHEHHas No 13 MepucTH-
4YEeCKMM Npu3HaKkaM ¢onaunosa).

IIPUPONHBIX MONYISALUUA U Aaxe OJM3KHUX, B OCOOEH-
HOCTHY OJIM3HEIIOBbIX, BUIOB).

IIpu ckpemyBanumn 61u3kux GOPM C HU3KOM CTa-
OGMIILHOCTBIO Pa3BUTHS BCIEACTBUE MOBBIILIEHHON TO-
MO3UTOTHOCTH CTaOMIILHOCTb Pa3BUTHS MOBBIIIAET-
cs1 3a CUET CHATUS UHOpeqHON Aenpeccu (3TO OObIY-
HO HaOnmiojaeTcsi MNpPU CKpPEelIMBaHMM ONM3KHX
BbICOKOFOMO3HUT'OTHBIX J1aGOpaTOPHBIX JIMHUIA).

ITpu ckpeuBanuy ganekux ¢GopM, FreHETHYECKH
CYLIECTBEHHO OTJIMYHBIX, aJalTHPOBAaHHbIX K pa3s-
HbIM YCJIOBHSIM, IPOMCXOUT CHHKEHNE CTaGHIIBHOC-
TH pa3BUTHA (3TO HAGIIONAETCS NMPH CKPEIIWBAHUH
[aJeKuX JIMHWHA, BHYTPH- U MEXBHAOBBIX (POpM).
ITpu 3TOM MOXeT HabGnoaThes faxke oOpaTHas TEH-
NEHLUS — CHUXKEHUE CTAOMILHOCTH Pa3BUTHS TIPH 1O-
BblllIeHUH reTepo3urornoctu (Graham, Felley, 1985).

CnenyeT uMeTb B BHAY, UTO BbICOKasi TOMO3MIOT-
HOCTb caMa 110 ce6e He BEAET K HapYILEHHIO CTaOMIIb-
HOCTH pa3BHTHA U YXY[IIEHHIO OOLIEro COCTOSIHUSA
opranusMa. 3TO CB3aHO C NOBBILICHHOH 4YBCTBH-
TEJBHOCTbIO K U3MEHEHHIO YCJIOBUH pa3BUTHA U Ie-
peXo0OM B TOMO3HI'OTHOE COCTOSIHUE HEONIAronpHsiT-
Hbix anjenei. CneunanbHO MPOBEJEHHbIE IKCIIEPH-
MEHThl Ha Apo3oduie u wenkonpspge (AcTaypos,
1974; CtpynnukoB, CtpyHnukoBa, 2000) nokasanmy,
4YTO IPH OOECNEYEHUH BbICOKOTOMO3UIOTHBIX OCO-
6eil oNTUMaJIbHBIMHU YCIIOBUSIMH pa3BUTHS (TeMIepa-
Typa, KOpM, INIOTHOCTb IOCafIKH U IIP.) U yCTPAHEHNH
NyTEM CIEeLHaNIbLHOro 0Toopa “ninoxux”’ reHoB MOoKa-
3aTeNM UX XXKM3HECIOCOOHOCTHM OCTalOTCH Ha MpPEeX-
HeM ypoBHe. Takum 06pa3oM, OOHIMM UTOTOM 3TOrO
HanpaBJIeHHs MCCIIEJOBaHMUI SIBISETCS 3aKJIIOYEHUE
0 3aBHCHAMOCTH CTaOMJILHOCTH pa3BUTHUS, OLICHUBaE-
MO# 110 IYKTYHpYIOLIEed aCHMMETPUH OTAEIbHbIX
NPU3HAKOB, OT F€HETUYECKON KOAanTalH.

Cpeoa

OuleHKa BIUSHUS CpE€noOBLIX q)aKTOPOB IIO3BOJIMJIA
CeJlaTh BBIBOA O HAapYyLICHHH CTaGHUIIBLHOCTH pa3Bu-

3AXAPOB u np.

THS TIpH cpegoBoM crpecce. Ha puc. 1 npencrasien
NpUMEpP 3KCNEPUMEHTANIbHOH OLICHKH 3aBHCHMOCTH
CTaGHJILHOCTH Pa3BUTHS OT TEMIIEpaTypbl HHKYOaluK
AN npbITKOM suiepuubl Lacerta agilis (3axapos,
1987; Zakharov, 1989, 1993). OuyeBHAHO, YTO MHHH-
MaJibHasi (PIYKTYMpYIOIIasi aCHMMETPHUSI UMEET MecC-
TO JIMUIL TPH ONPENENIEHHOM peXHMe, Bo3pacras
KakK MPH MOHUXXEHHNH, TaK U NPH MOBBILICHNH TEMIIe-
paTyphl, YTO CBHAETEILCTBYET O CHUXKEHHHU CTaOUNIb-
HOCTH pa3BUTHA. CXOMIHbIE JaHHbIE ObLIM NOJYYEHbI
¥ TIPH HCCJIEJOBAaHMH BO3[EHCTBUS TEMIEPATypbl Ha
HEKOTOpble BUAbI HaceKoMbIx M pbi6 (Thoday, 1953;
Leary et al., 1992; Clarke, McKenzie, 1992). Cauxe-
HHUE CTaOUBLHOCTH Pa3BUTHUSI B TEYEHHE NpPEHATaNb-
HOrO M PaHHHUX 3TANOB MOCTHAaTAJbHOIO Pa3BUTHS
6b110 OGHApYKeHO JJIst MbllIe# U kpric (Siegel et al.,
1992) npu BO37eHCTBUN NMOHMXKCHHON M MOBBIIIECH-
HOM TeMIepaTyphbl, a TaKXKe y pa3HbIX BUIOB MIPH IO-
BbILIIEHHH TUIOTHOCTH NPH COLMaIbHOM cTpecce (Va-
letsky et al., 1997) u ipu BO3AEACTBUH Pa3INYHbIX XH-
Muyeckux 3arpsi3Huteneil (Valentine, Soule, 1971;
Graham et al., 1993; Borisov et al., 1997a).

OG61LM BBIBOTIOM SIBUJIOCH TO, YTO IIPH OLICHKE €CTe-
CTBEHHOrO (PaKTOpa, B JAaHHOM CITy4ae TeMINEpaTyphl,
3aBMCHMMOCTb NOKa3aTesicli HeCTaOMJIbHOCTH pa3BUTHs
uMeeT opMy KpHBOH ¢ MMHMMYMOM, KOTOPbIHA COOT-
BeTCTBYyeT onTuMyMy. [Ipn oLieHKe HEeGIaronpUsITHbIX
¢akTOpOB, ONTUMANBLHBIM 3HAYEHUEM KOTOPBIX MJIS
Pa3BUBAIOLIErOCs OPraHU3Ma SIBJISIETCS HYJIb (KaK B CITy-
Yyae XHMHYECKOTO 3arpsi3HEHUsI), 3aBUCMMOCTb MMEET
¢opMy NHIIL OHOH BETBH 3TOI KPHBOH. ITO COOTBET-
CTBYET CHIDKEHHIO CTaOHJIbHOCTH Pa3BUTHs! 11O MEPE Ha-
pacTaHMsi CTeNeHH BO3[CHCTBUSA HEeOJIarONpHATHOIO
¢akTtopa. [IpuyeM, 4TO BaXKHO OTMETHTS, IIPH HapylLe-
HHMY CTaGWILHOCTH Pa3BUTHS BO3pacTaHHe (IyKTyHpY-
IOLIEeH aCHMMETPHH MPOCJIEXKMBAETCS HE TONBKO IO UH-
TErpalbHOMY NMOKAa3aTeNlo, HO M MO OTAC/IBHBIM MpHU-
3HaKaM, OTHOCSILMMCS K COBEPILIEHHO pa3HbIM
MOp(QONIOTMYECKUM  CTPYKTypaM (3axapos, 1987,
Zakharov, 1989). O6 3TOM roBopsT pe3ynbTaThl, MOIY-
YyeHHble npu oueHke Bo3feicTeus I1XB Ha opranusm
Hopok (Borisov et al., 1997a). Hapyiuenue crabuibHOC-
TH pa3BUTHA HAOMIONAeTCs MO TPEM HE3aBHCUMBIM
rpynmaMm INpU3HaKOB: YHUCITy OTBEPCTHIl HA Yepene, YUC-
JIy HeOHBIX BAJIMKOB U JepMaTOrMugy HOCO-TyOHOro
3epkasia. OTMEUYEeHHOE B Psifie CIIy4acB OrpaHHYCHHE B
HaJbHeHIIeM BO3pacTaHUH NMoKa3aTenied IyKTYHpYIO-
LIei aCHMMETPUM NIPH HapaCTaHUH CTETIEH! CTPECCUPY-
FOLLIETO BO3[AEHCTBUS CPEfibI BbIILIE ONMPEAETICHHOTO KPH-
TH4eckoro ypoBhs (Clarke, McKenzie, 1992) npencras-
JISIeTCsl HE CTOJb CYLLIECTBEHHBIM, TaK KaK MOCTEICTBHA
CTOMb CWILHOTO BO3[ICHCTBHSI MOTYT ObITb OGHapyxXe-
HbI U NIPY UCNOJIb30BAHMHU HHbIX NOJAXOMOB.

3aBUCHMOCTb CTaGWILHOCTH Pa3BUTHS KaK OT reHe-
THYECKHX, TaK H OT CPEAOBBIX (PAKTOPOB MOXKHO MMPOHII-
JIIOCTPHPOBATh Ha MPUMEPE JIBYX 3KCTIEPMMEHTOB, ITPO-
BE[ICHHbIX Ha Pa3HbIX IPYyMMax >XMBOTHBIX: TYTOBOM

wenkonpsife Bombix mori v kpbice Rattus norvegicus.
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OHTOI'EHE3 Y Mnonynsiauus

Jast TyTOoBOrO 1IENKOonpsiaa 6bli1a MpOaHaIU3upO-
BaHa 3aBUCHMOCTb CTaGHJIBHOCTH Pa3BUTHS OT TEMIIE-
paTypbl MHKyOanuu [Jsi TPEX JIMHHMH, CyLLECTBEHHO
Pa3IM4YHBIX IO YPOBHIO FETEPO3UTOTHOCTH (3axapos,
Ienotkun, 1995). OnpenenexHblii ypoBeHb OO6IIEH
reTepO3UTOTHOCTH OB MONyYeH U 3aPMKCUPOBaH AJIs
3THX JIMHUHA IMyTEM MEHOTHYECKOTO U AMEHOTHIECKOTO
napreHoreHe3a. Okasajioch, YTO 3aBHCHMOCTb CTa-
OUIBHOCTH Pa3BUTHS OT TEMIIEPATYPbI AJISA BCEX JIMHUIA
OfiHAa ¥ Ta K€, HO KPMBbIE 3aBHCHMOCTH HOYT Mapa-
nenbHO. IIpH Bcex TeMnepaTypHbIX peXXuMax YPOBEHb
CTaOWJIBHOCTHY Pa3BUTHSI MUHHMAJIEH [/11 BBICOKOTOMO-
3MTOTHOM JIMHMM ¥ MaKCHUMAJICH [JIE F€TepO3UTOTHOM.

B apyrom akcnepuMeHTe Ha 1a60paTOPHBIX JIMHU-
X KpbIC ObliIa IOKa3aHa 3aBUCMMOCTb CTaOHIILHOCTH
Pa3BUTHA OT psifila FTEHETHYECKUX (PAaKTOPOB M COLM-
anbHoro crpecca (Borisov et al., 1997b). Ha unGpen-
HOM JIMHUHU GbLIO MOKA3aHO, YTO FOMO- U FETEPO3UTOT-
HOCTb 11O OTAEJILHOMY JIOKYCY HE CKa3bIBAaeTCs Ha CTa-
OWJTbHOCTH Pa3BUTHsl, a fAIbHEHILNA UHOPUAMHT BEJIET
K ee CHIKeHuto. CkpelMBaHue ONM3KMX JIMHUH CIO-
cOOCTBYET MOBBILIEHHIO CTAaOWILHOCTU Pa3BUTHS, B TO
BpeMsi KaK CKpeIlMBaHHUE AaJleKuX — cHIDKeHuIo. Ha roit
e JIMHAHU ObIJIO IOKa3aHO, YTO CHIDKEHHE CTaGHIbHOC-
TH Pa3BUTHUsI MMEET MECTO M ITPH COLMAJIBHOM CTpecCe.

Takum 06pa3oM, cTabUILHOCTL pa3BUTUSI OOHa-
PYXHBaeT 3aBUCHMOCTb KaK OT I'€HEeTHYECKOro, TaK
H OT cpefoBoro crpecca. [IpencraBneHns: o reHeTH-
YeCKOM M CPEIOBOM CTpeccax BO MHOTOM CMbIKAIOT-
csi. [Ipu U3MeHeHNH cpefibl MOXKHO CYMTATh HEelleHCT-
BEHHOMH INPEXHIOI0 F'eHETHYECKYI0 KOaJanTanuio H,
Hao60pOT, NpPH HAPYLICHHH KOANANTAlMH MOXKHO
CYATATh, YTO NMPEXKHUE ONTHMAINIbHbIE YCIOBUS CTa-
HOBAITCS1 HEONTMMANIbHBIMU IJI JaHHOrO I€HOTHIIA.
OtBeT Ha MIO6ble HeONaronpusTHbIE BO3JEHCTBHUS
KaK CO CTOPOHBI FT€HOTHIIA, TAK U CO CTOPOHBI Cpebl
0Ka3bIBAE€TCs] OMHMM H TEM XKE: U3MEHSETCH COCTOA-
HHE OpraHW3Ma, KoTopoe U (PUKCHpPYEeTCs MO Hapy-
LIEHNIO CTAOMIBHOCTH pa3BuTHs. Jluiub no npupone
(aKTOpOB, €ro BbI3bIBAIOLIUX, OHO MOXET ObITH OII-
penesieHO KaK CpefOBOM WJIM FeHETHYEeCKUH cTpecc.
CraGUNbHOCTb Pa3BUTHSA [A€T OLEHKY COCTOSHHS
OpraHMu3Ma, KOTOpPO€ 3aBHUCHT KaK OT MOIIM CaMoW
CHCTEMbl (reHeTHuYecKash Koajanrauus), Tak U OT
BHELIHUX YCJIOBHH (CpelOBOM CTpecc) U BBICTYNAET
KaK OHTOTr€HeTHYeCKasl XapaKTEPUCTHKA COCTOSHUSA
opranusMa, Mopdgonoryyeckasi Mepa reHeTU4eCKOu
KOaJlaNTalli¥ ¥ BO3[ICHCTBUS CPEJOBOrO CTpecca.

CTABUJIBHOCTDb PA3BUTUSA
B NMPUPOJHBIX ITOITYJIAIUAX

I/ICCJICIIOBaHHC CcTaOMJILHOCTH Pa3BUTHA B IIpH-
POAHBIX MOMYJISALHUAX MEPCIEKTUBHO IJIs 06Hapy)|(e-
HUSI U3MEHEHHS COCTOSIHHSI pAa3BHBAKOLICIOCs opra-
HU3Ma I[IPH TCHETHYCCKOM HJIA CPENOBOM CTpECCE.
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I'enemuueckuii cmpecc

BO3MOXHOCTH ISl OLEHKH FeHETHYECKHX M3Me-
HEHHH CBsA3aHbI C BbISIBIICHUEM CJIyyaeB HapyLIECHHUs
reHeTH4YecKoi Koapantauuu. B crnyyae ckpuHuHra
MPUPONHBIX NONMYNALUA TAKME CUTYallUH BCTPEYaloT-
cs peako. B nogaensioniemM 6ONbILIMHCTBE Cly4YaeB B
NPHUPOHBIX MOMYJSALMAX MONAEPXKUBAETCA TEHETH-
yeckas koapfantauus. Ee HapyiieHue MoxeT Habto-
HaThcd NpH ruOpUaM3alUH, B 30HaX BTOPUYHON HH-
Teprpajauiy reHeTHYEeCKH pa3iuyHbIX opM, aparn-
TUPOBAHHBIX K CYUIECTBEHHO Pa3JIMYHbIM YCIOBUSIM
(3axapos, 1987; Zakharov, 1993). B GonbumuHCTBE
CBOEM TaKHe 30HbI N3BECTHBI. 3aiaya MpH 3TOM CBO-
JMTCS He K X BbISIBJIEHHIO, a K IPOBEPKE TOr'O, IIPUBO-
OMT JIM 3Ta rUOpUAM3aLMs K HapYLIEHUIO FreHeTH4ec-
KOH Koafgantauuu. MI3BecTHbI KakK OTHAeNbHbIE MOJIO-
xurenbHble (Clarke, 1993), Tak 1 MHOTOYHCJIEHHbIE
oTpuuaTtenbHble npumepbl (Jackson, 1973; Felley,
1980; Lamb et al., 1990; Chubinishvili, 1997). Beino
Obl CTpaHHO OXMAAaTh, YTO HapylleHHe reHeTHYec-
KOii KOafianTauy AMEET MECTO NIPH Bcex popMax ru-
6pHuaM3aLMH U [ONMYCKAeTCs B NPUPOHBIX MOMYJISLHU-
SIX B TeYeHHEe O6OJIBILIOrO YKUCIIa NOKOJIEHUH.

I pyroi npu4MHOIi U3MEHEHHS CTaOUIILHOCTH pa3-
BUTHS MOXET ObITb BbICOKHI1 ypPOBEHb TOMO3UTOTHO-
cru. Takue cnyyau Takxke pegku. BONbIIMHCTBO U3-
BECTHBIX IPUMEPOB TaK UJIM UHA4Ye CBA3aHbI C aHTPO-
MOreHHbIM Bo3fedcTBueM. K HUM OTHOCATCA pe3koe
COKpaIlleHHe YUCIEHHOCTH BHUJA, MONMYUCKYCCTBEH-
HOE pa3BeficHHe, NONYJIALMHI, H30JIHPOBaHHbIE OT OC-
HOBHOIO HaceJieHHs BHAA. B 3TOM Kiloye MOXHO
IIPUBECTH JIMLIb OfMH NPUMEP — CHUXKEHUE CTaOUIIb-
HOCTH pa3BUTHs eBporneiickoro 3yopa B benoBex-
CKOM MNOMyJsiiUU BCIEACTBUE BOCCTAaHOBJIEHHUS CO-
BPEMEHHOHN NMOMNyJALMHM OT HEOGOJIBIION IPYINbI OC-
HoBaTteneil. CHUXKeHHE CTaOWIBHOCTH pa3BHTHS B
3TO MOMYNSLMH €lle HE CONPOBOXAAETCS M3MEHE-
HHEM [IpyTrUX NOKa3aTejiell NMPHCNOCOONEHHOCTH, B
TO BpeMs Kak B apyro#i, Ilnecckoii, nonynsuuu eue
6onee cepbe3HOE HapylIeHHe CTaOUIBLHOCTH pa3BH-
THS CONPOBOXMAAETCS SIBHBIM H3MEHEHHMEM XXHU3He-
croco6HOCTH (BeiencTBue eiie 6oJjiee BbICOKOTO
ypoBHsi HHOpuauHra) (Baranov et al., 1997). O6b1u-
HbIMH T€HETHYECKHMH METOaMH ObLIO MOKAa3aHo,
YTO B JaHHOM Cly4yae B [eHCTBUTENLHOCTH UMEET
MecTo BbIcOKass romo3urotHocts (Hartl, Pucek,
1994). B TO Xe BpeMsl B IpYTUx ciiy4asix HECOMHEH-
HO€ CHMKEHHE TOMO3UI'OTHOCTHU HE CONTPOBOXK/IANOCH
CHIXKeHneM crabunbHocTH pa3sutus (Fouler, Whit-
lock, 1994; Hartl et al., 1995). 3To BHOBbL NpHBENO K
HNOCTaHOBKE BOIIPOCA O TOM, HACKOJIBKO GIYKTYHPY-
I0111ast aCHMMETPHSI MOXKET pacCMaTpUBAaThCS B Kaue-
CTBe MMOKa3aTesl CTabUIbHOCTY Pa3BUTHSA M COCTOS-
HHUsI pa3BUBAIOLIErOCs OpraHu3Ma B LenoM. Ha ca-
MOM JIeJie 3TO O3HaYaeT JIHUIb TO, YTO MOBBLILICHUE
TOMO3HMI'OTHOCTH B IaHHOM CJIy4Yae He NPHUBEIO K M3-
MEHEHHIO COCTOSIHHMSI Pa3BHBAIOLIETOCS OPraHU3Ma.
3TO JHIIB ellle OfHO CBHAETEILCTBO TOTO, YTO JaJe-
KO He J100bie H3MEHEHNs T€TEPO3UTOTHOCTH IIPUBO-
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Puc. 2. [IMuHaMHMKa YHCIIEHHOCTH (a) M CTaGUIBHOCTb pas-
BHTHA (6) pa3HbIX BHJOB MEJKHX MJIEKOMMTAIOIIMX B
HentpanbHoit Cubupu (TypyxaHckuii paiion): I — KpacHO-
cepoii nonesku Clethrionomys rufocanus, 2 — KpacHo# no-
nesku Clethrionomys rutilus, 3 — BOcbMH BHIOB 3eMJIEPOEK.

ITo ocu abcumcc: rofibl, O OCH OPAHHAT: @ — NOKa3aTelb
TUIOTHOCTH NOMyNSLUMH (YHCIIO MOMMaHHbIX ocobeil Ha
100 uunuHApOB 3a 1 cyT); 6 — BEJIMYNHA HHTETPAIBLHOTO
nokasartesis CTaGMJILHOCTH pa3BHTHs (CPelHsAs 4acToTa
aCHMMETPHYHOTO NPOSBJIEHHS Ha MPH3HAK, OLEHEHHas
no 10 npu3HakaM uyepena).

AAT K YXYALICHHIO COCTOsHMsI opraHu3ma. OueHka
CTaOMJIBHOCTH Pa3BUTHs KaK pa3 U ABISETCI Hanbo-
Jiee NPOCThIM M afieKBaTHbIM CIOCOOOM OTBETa Ha
BOIIPOC, CONPOBOXAAETCS JIM B KaX/[OM KOHKPETHOM
Clly4ae M3MEHEHHE YPOBHS FeTEpO3UTOTHOCTH U3Me-
HEHHEM COCTOSIHUSI OpTaHU3Ma.

Ewe ofHa cuTyauusi, mpeCcTaBIsIOLIasi HHTEpeC
ISl TAKMX HCCIIEJOBAHUM, — 9TO BO3MOXKHOE Hapyliie-
HHe CTaGUIILHOCTH pPa3BUTHS BCIIEACTBUE H3MEHEHHUS
TEHETUYECKOU KOaJlanTalMi Ha ONpee/IeHHOM 3Tane
MHKPO3BOJIIOUMOHHBIX NPeoOpa3OBaHUM: MpPH TEHe-
THYECKMX W3MEHEHMSIX Ha NMyTH afanTalyd K HOBLIM
ycnoBusM. B xauyectBe mpuMepa MOXHO yKa3aTb Ha
M3BECTHYIO CHTYaLMIO HapyLIEHUS KOAaNTaluHu IpU
MOSIBIEHMH BO3MOXHOCTH CYyLIECTBOBaHHS IPH BO3-
neiictBun nHcektunuaa (Clarke, 1993). OueHka cra-
GMIBLHOCTH pa3BUTHS B 3TOM Clly4yae KakK pa3 M Mo3-
BOJIWJIAa OTBETHUTH HAa BONPOC, HaGMIOAAETCs JIH MPU
3TOM o0lee HapylleHHe FeHETHYECKOW KoajlanTa-
UM, KOTOPOE MOXET NPHBOAUTHL K N3MEHEHHIO 00-
IIEro COCTOSIHMS Pa3BHUBAIOLIErocs OpraHU3Ma, YTo
yJaBIMBaeTCs MO pa3HbIM NPU3HaKaM (peHOTHNA.

Cpeooeoii cmpecc

CymiecTBeHHO OONbLIME BO3MOXHOCTH TPH HC-
ClefOBaHUM NIPUPOAHBIX MOMYIALMA NPEAOCTABISAET
U3y4yeHHe CTaOMIIBHOCTH Pa3BUTHMs KakK MOKa3aTens
CpEnoOBOro crpecca.

3AXAPOB wu np.

Hunamuxa nonyaayuii. [IlnHaMUKa YUCIEHHOCTU
MONYJISIMIA NO-MPEXHEMY SBNISIETCS ONHON M3 KJIIO-
YyeBbIX Npo6JIeM NONyJISIHOHHOIH 6Guonoruu. B pac-
CMaTpUBAaEMOM 3€Ch ACTIEKTE B KAYECTBE OCHOBHBIX
BOIIPOCOB MOXHO yKa3aThb CIEQYIONIHE: KaK U3MCHSI-
€TCd COCTOSHHE NOMNYJSUMU B XOA€ MOMYJISLIMOHHbIX
LMKJIOB; KaKOBa CBSI3b 3THX U3MEHEHHUH C NONMYALH-
OHHO# IJIOTHOCTBIO; KaKOBa pPOJib OGHOTHYECKHX M
abuoTnyeckux PakTOpOB; KAKOBA POJIb IJIOTHOCTH B
U3MEHEHMH 4YMcieHHoctu nonyisuun? Hccnepgosa-
HHs ObITIN MPOBENIEHb]I HA OOLIKHOBEHHOM Oypo3ybke
Sorex araneus (Zakharov et al., 1991). B uuknnyec-
Ko# mnonynsiiuu LlenTpanbHoit Cubupu, Ansi KOTo-
po¥i MpeanonaraeTcsi aBTOPEryasaTOPHbIA MEXaHU3M
peryJsiiui 4YUCIEeHHOCTH, OOHapy>KeHa OTPHLATEb-
Hasl CBA3b CTaOMJIbHOCTH Pa3BUTHS C YHCIEHHOCTBIO.
3TO 03HayaeT, YTO NMPU OTHOCHUTENHHO HEBBICOKOMH
IIIOTHOCTH NOMNYJSALUH UMEET MECTO BbICOKAs CTa-
OGUIILHOCTb pa3BHUTHs, B TO BpeMs KakK Ha MHKe 4YHC-
JICHHOCTH BCIIC[ICTBHE NEPEYIUVIOTHEHUS MbI BUMIUM
HapylLIeHHe CTaOMILHOCTH pa3BUTHUsA, BeAyLIee K MO-
clefyloleMy coKpalleHuIo yucieHHocTH. [1o3nnee
CXO[IHbIE JaHHbIE ObLIH MOYYEHbI [JIsl IATH Pa3HbIX
BHJIOB 3€MIIEPOEK, UMEIOLUX CHHXPOHHYIO AMHAMH-
Ky YMCIIeHHOCTH (Zakharov et al., 1997a). bbinio npen-
MOJNIOXEHO, YTO BbICOKas YUCIECHHOCTbh MOXET OKa-
3bIBaTh CTPECCHUPYIOLLIEE BO3AEUCTBHE Ha 0cobeil He
TOJILKO 3TOTr0, HO M ApYyrux BuaoB (Zakharov et al.,
1997a; Dmitriev et al., 1997). 3to npeanonoxexnue
ObIJIO NOATBEPKACHO NaHHBIMH, NMOJYYEHHbIMHM MJIS
ABYX BMAOB nHoneBok. Oka3anoch, YTO U3MEHEHHE
CTaOUNBHOCTY PAa3BUTHS ITUX BUAOB IPOUCXOIMT He-
3aBHCHMMO OT MX YHCIIEHHOCTH, HO OOHapyXHBaeT
KOPPENALMIO C YHMCICHHOCTBIO BHAOB 3E€MIJIEpPOEK,
KOTOpBbIE ONpEAENsOT IMHAMUKY coo0llecTBa Mell-
KHX MJIEKOMHUTAIOUIMX B MCCIIEYEMOM MeCTOOOHTa-
HuH (puc. 2). Insa Heuukiauvyeckod nonynsiuun F0x-
HOH PuHNAHIUYN OblIM OGHAPYXKEHBI CBUIETEIbCTBA
MOJIOXKHUTENbHON CBSI3M CTAaOMJIBHOCTH Pa3BUTHA C
YHCIIEHHOCTBIO. 3iech HabuoaeTcst oOpaTHbIN ag-
¢heKT: npu CHHXKEHUHN YUCIIEHHOCTH BCIIEACTBHE He-
6J1aroNpHsTHBIX BHEILIHUX YCJIOBUH (HalIpUMep, KIH-
MaTHYECKHX yCJIOBUI) HaOJMIONAETCA CHUXKEHHE CTa-
6unbHOCTH pa3BuTHs. [loBblllleHHE 4YHCIEHHOCTH,
KOTOpPOE HE JOCTHTaeT NIOPOrOBOr0 YPOBHs NEpeyIn-
JIOTHEHHs], OKa3bIBAIOLIETO CTPECCUPYIOLIEE BO3-
AeicTBUEe, NpH OJaronpUsITHbIX YCIOBHMSX COIpO-
BOXKAA€TCs BbICOKOH CTaGUNBHOCTBIO pa3BuTus. Ta-
Kas CUTyallusi XapakTepHa U AJisi 6eClIO3BOHOYHBIX,
YUCIEHHOCTb KOTOPBIX BO3pacTaeT npu 6J1aronpusar-
HbIX BHEIHUX ycJI0BUsIX (3axapos, 1987). [TonyuyeHHble
pe3ynbTaThbl CBHUIETENLCTBYIOT O MEPCIEKTUBHOCTH
AaHHOTO NOAXOMA [UIs BbISBIICHHS MEXaHU3MOB INHAMH-
KM YHCJICHHOCTH: NIOJIOKHUTEJIbHASA CBSA3b CTaOWILHOCTH
Pa3BUTHA C IUIOTHOCTBIO CBUIETEIILCTBYET O GOJIbILEH
ponu pakTOpOB BHELIHEN Cpefibl, OTpHIATENbHAs — [0-
BOPDHT B TONb3Y aBTOPETYJISTOPHOH LMKJIMYHOCTH,
CTPECCHPYIOLLEM BO3[IEUCTBUH NEPEYILIOTHEHUA.
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B kauecTBe npumepa M3MeHEHHs CTaGUILHOCTH
pa3sBUTHsI BO BPEMEHHM TIPU CTpECCUpYIolLeM ¢akTope
AHTPOIOr€HHOr'0 BO3[IEACTBUSI MOXKHO B35Th HCCIIENO-
BaHue TroseHed banTuku. Ha ocHoBaHnu aHanu3a my-
3eHHBIX KOJUIEKUMH (CTaOUIBHOCThL Pa3BUTHS OLICHH-
BalM MO BEJMYMHE (PIYKTYMpYIOLled acUMMETpHUH
NPU3HAKOB Yepena) Obl10 OOHAPYKEHO, YTO Hapyllle-
HHUE UMEJIO MECTO NpH HamboJiee Cepbe3HOM YPOBHE
3arpsisHeHust bantuku B 1960-1970 rr. no cpaBHEHHIO
€O BpEMEHEM [I0 U nociie aToro nepuopa (Zakharov et
al,, 1997b). B kauecTBe riaBHbIX IPUYMH TAKOTO H3-
MeHEHUs paccMaTpuBaiioch 3arpsisHenue T u ITXB,
NOATBEPXKACHHOE PE3YIbTaTaMU SKCIEPUMEHTANILHO-
ro BosfercTBuss MHTOKcHMKauuu [IXB Ha crabunb-
HOCTb pa3BUTHs Y HOpKH. OKa3anock, 4YTO NOTOMCTBO
HOpOK, MHTOKCHLMpoBaHHbIX ITXDB, xapakrepu3syercs
NOHI>KEHHOMN CTaOMILHOCTBIO pa3BuTHs (Borisov et al.,
1997a). ToT @akT, 4TO OLleHKa CTaOUILHOCTU Pa3BH-
THsI MOXKET OBbITh OrpaHMu€eHa JIMLIb MOpgooruyec-
KHMH NIPH3HAKaMH, CBUAIETENbCTBYET O BO3MOXKHOC-
TH MOHHTOPUHIa U3MEHEHUN COCTOSIHUS MOMYJISLIMI
JlaxXe Ha OCHOBE aHaliu3a My3€HHbIX KOJUIEKIMHA.

Mexcnonyasyuonnwvie pa3auyusa. OnHOH U3 Hau-
0onee MHTEPECHBIX 3a/lay NPU UCCIEAOBAHUN MEX-
NOMYJNSAMOHHOM HM3MEHYHBOCTH SIBJISIETCS OLIEHKA
nepucdepuu apeasna, IpuueM He CTOJbKO reorpacdu-
YeCKOH, CKOJILKO 3Kosiorndyeckod. CHHXXEeHHMe cra-
OMIBHOCTH Pa3BUTHSI SIBJISIETCS WHAMKATOPOM YXYA-
LIEHHs] COCTOSIHUSL OpTraHM3Ma Ha 3KOJIOTMUYECKOi ne-
pudepun apeana (Soule, Baker, 1968; Kat, 1982;
3axapos, 1987). Hanpumep, npu HccleOBaHUH
NpLITKOH siniepuupl Lacerta agilis HapylieHue cTa-
OWIBHOCTH Pa3BHTHS ObLIO OGHApYXKEHO MO Mepe
NPOBHXXEHHS K CEBEPHOH 3KOJIOTMUYECKOi nepude-
puu apeana (puc. 3). [Ipu aToM Hago MMeThH B BUAY,
4TO CEMYac yCI0BHs IKOJOTHYECKOM nepudepnu Mo-
TYyT BCTPEYAThCsl IOBCEMECTHO 3a CYET AHTPOIOTEH-
Horo Bo3aeicreus. Ha ToM e npuMepe BHAHO, YTO
TPaiMEHT M3MEHEHMS CTaOUNBHOCTU Pa3BHTHS INPH
NPOABHKEHUH B CEBEPHOM HamNpaBJIeHUU pPe3KO Hapy-
IIAaeTCsl PH CTPECCHPYIOLLEM BO3[eHCTBUM aHTPONO-
reHHbIX (PaKTOPOB. BaXXHO OTMETHMTb, YTO YCIIOBHS
3KONIOrHYECKOi nepudepun apeana MOryT BO3HUKaTh
B pa3HbIX YacTsAX apeajla ¥ B CHIIy €CTECTBEHHBIX NIPH-
YUH; OCOOEHHO SPKO 3TO NMPOSIBISAETCA Y pPacTEHHUI.
Hanpumep, nns Oepe3bl nosucnoit Betula pendula
0blIO TMOKAa3aHO, YTO B 3aTEHEHHBIX YCIOBHUSX CTa-
OMIBHOCTB Pa3BUTHS CYLLIECTBEHHO HHXKE, YEM Ha OC-
BEIEHHBbIX yuacTKax (3axapos, Kpsicanos, 1996).

3TO roBOPUT O HEOGXONMMOCTH Pa3BUTHS MOMY-
JAIMOHHBIX MCCIIENOBAHMI, HallEJIEHHBIX Ha BLISIBJIE-
HHe ponu reorpaduyeckodl HU3ONSLUMH M YCIOBHHI
cpenibl B GOPMUPOBAaHHM BHYTPHBHUOBOrO (DEHOTH-
MMyecKoro pa3noo6pa3susi. CTabUNbHOCTL Pa3BUTHUS —
BAXHBIA ONepalMOHANIbHBIA KPUTEpUH OnpefeneHus
ONTHMAJILHBIX MECTOOOUTAHUH [J1s1 HCCIIENYEMOTO BH-
fia. ITO OCOOEHHO aKTYalbHO ISl LLUPOKO PaclpoCT-
PaHEHHbIX BHUJIOB C HESICHOM UCTOpUEH IPOMCXOXKJE-
HUA, JOCTATOYHO OOBIYHBLIX U MHOTOYHMCJIEHHBIX B
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Puc. 3. U3MeHeHne cTaGUNbLHOCTH Pa3BUTHs B HallpaBlie-
HHH CEBEPHOH 3KOJIOrHYecKo#i mnepucepnu apeana
NpLITKOH sitiepulbl Lacerta agilis; BbIGOPKU: a — U3 XH-
MHYECKH 3arps3HEHHOTO paioHa, 6 — C 3KOJOTHYECKOH
nepucgepus apeana.

ITo ocu abcumcc: HoMep NONyNSALHOHHOA BLIGOPKH B Ha-
npasjeHHH ¢ tora (PocroBckas 061.) Ha ceBep (JleHHH-
rpapckas o6u.); I-V — 6annbHas mkana (3nech 4 janee);
O OCH OPAMHAT — BEJJHYHHA HHTErPAJILHOTO NOKa3aTeNs
CTaGHIBHOCTH Pa3BHTHS (CPENHSAS YaCTOTa AaCHMMETPHY-
HOTO NMpOSIBICHUS Ha NMPH3HAK, OlleHeHHas no 13 Mepuc-
THYECKHM NpU3HaKaM onupgosa).

pa3HbIX JaHAIA(THO-KIUMaTHYECKUX 30Hax. Tako#n
aHanu3 Obl1 NPOBENEH AJIS UTAJNbIHCKOrO IIMTHHUKA
Graphosoma lineatum — BUia KJIONOB, IUPOKO pac-
[POCTPAaHEHHOTO B Pa3HbIX 30HaxX. Bennunna uHTET-
PajlbHOTO MOKa3aTeNss HeCTaOWIBHOCTH pa3BHTHA
MpH CpaBHEHHH pPa3HbIX MOMNYJIALUHA 3aKOHOMEPHO
YMEHBIIAETCA NpPH CHUXKCHHHM BIIAXXHOCTH U POCTE
HHCOJISILIAM, MPHYEM 3TO NPOCIIEXKMBAETCS Kak B Lie-
JIOM 1O apeajy BHAia, TaK M B MpefiesiaX KaXaou 30-
HBI: JIECHOMH, JIeCOCTENHOH U crenHoi (puc. 4). Ilpo-
MYCKHM B NPENCTABICHHON T'HCTOrpaMMeE COOTBETCT-
BYIOT OTCYTCTBHUIO OCTEITHEHHBIX 6HOTONOB B JIECHOI
30HE M JIECHbIX OMOTOIOB — B CTEIMHOMH.

BaxxHO, YTO MHOTHE MOMYJSILIMM, B TOM YHCIE H
NPOCTPAHCTBEHHO YJaJeHHbIE PYT OT ApYra, Xapak-
TEPU3YIOTCH CXOHBIM YPOBHEM CTaOMJIBLHOCTH pa3-
BUTHS. B TO XXe BpeMsi ero OTKJIOHEHHUs HabJIIoaloT-
sl IPH CYLLIECTBEHHOM M3MEHEHHH CPEfibl M Ha HE3Ha-
YUTEJIbHOM NPOCTPAHCTBE. DTO MPUBOAUT K BHIBOAY
O TOM, YTO MHOTHE MOMYJSIMU BUJA, HECMOTPS Ha
HEKOTOpbIE pa3yIn4yHsi, MMEIOT CXOAHbINA ONTHMYM IO
CTaGMIBHOCTH Pa3BUTHUS, YTO MO3BOJISET BBIJEIATD
NOMYJISALMH, CYyLIECTBYIOLUE ¥ NPH HEONTUMAJIbHBIX
ycnoBusix. Kaxpbiii BUI paccyMTaH Ha ONpefeseH-
Hbl€ YCIIOBHUS, U Ha nepugepun apeana MOTyT ObITh
BbISIBJIEHbI T€ NOMYJSALHUH, IJe “YTO-TO HAYaluoch”’, v
HapyllleHHe CTaGMJIBbHOCTH pa3BUTHSA 3[€Ch ABJISETCS
TUIaTOM 32 CyLECTBOBAaHHE B HOBbIX YCJIOBHSIX.

Pasnbie suobi. Hanbonee HHTEPECHO CpaBHEHUE
CHMIIaTPHUYECKUX NOMYJSUHUIA pa3HbIX BUIOB JJIs Bbl-
SIBICHUs] X PeaKLMH Ha OJJHU U Te Xe ycjoBus. Ta-
KM€ JJaHHble ObLIM NMONYYEHbI /11 HACEKOMBIX H pell-
T (3axapoB, 1987). PasHas peakuusi O3Hadaer,
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Puc. 4. CTaGUIBHOCTb Pa3BUTHS HTAJBLIHCKOTO LIMTHAKA
Graphosoma lineatum w3 pa3HbIX MECTOOGHTaHHIA.

ITo ocu abecumcce: a — necHast, 6 — JiecocTenHas, 8 — CTen-
Has 30Hbl; /-4 — pa3Hble MECTOOGUTAHHS, PACIOIOXEH-
Hble B HAaMpaBJICHMH BO3PACTaHHUsl HHCOJSALMH M CHHXKeE-
HHSA BJIAXKHOCTH (BblfIeJIEHbI HA OCHOBAHHH reo60TaHHYe-
CKOTO ONHKCAaHUA MECTOOOHTAHMST).

Mo ocu opauHAaT: BENMYHHA HHTETPAJILHOIO NOKa3aTeNs
CTaOMILHOCTH Pa3BUTHS (CPE/IHSAs YaCTOTa aCHMMETPHY-
HOTO MpPOSIBJICHHUS Ha NPH3HAK, OLEHEHHAs MO BOCHMH
NMPHU3HAKaM MUTMEHTALUH).

YTO OJJHH U T€ XK€ YCIIOBUSI OKa3bIBalOTCS ONTUMANIbHbI-
MH Uil OFHOTO M HEONTHMAJILHBIMU JIJIs1 APYTOrO BHJA.
Hannune Takux pa3nuyuii CBUIETENLCTBYET O TOM, YTO
“4TO-TO yXK€ NPOM3OILLIO”, U B CHIY ONpeAeJIEHHbIX
alaNTUBHBIX M3MEHEHUH NOMYNSALMS MOXeT 6Jiaromno-
JIyYHO CyLIIECTBOBATH B HOBbIX JJIs1 HEE YCIIOBUSIX.

CTABHUIIBHOCTBb PA3BUTHUA U OBLIEE
PEHOTUITMYECKOE PA3HOOBPA3HUE

IIpn nonynsUMOHHBIX MCCIENOBAaHUAX KpaiHe
BaXKHa OPMEHTHPOBOYHAs OLIEHKAa NMPHPO.bI Habio-
maeMoro ¢eHoTHnH4YecKoro pasHoo6pasus. Ilony-
YEeHHUE JlaXe TaKOH OLEHKH B IPHPOAHBIX MOMYJISLH-
X OOBIYHO 3aTPYNHUTENBHO. B KayecTBe OCHOBHOM
NpU4HHBI PEHOTUNHYECKOrO pa3HOOOpa3us 06bIYHO
nojipazyMeBaeTcsl FeHOTHIHYECKOe. ITO JIMIIb OTYa-
CTH BEPHO, a B psAfie cllyyaeB HeBepHO BoBce. OKa3a-
JIOCh, YTO 3HAYMTENbHAs KOs oOmed peHoTHITYEeC-
KO U3MEHYUBOCTH (70 50% u 6oisee) B NPUPOAHbBIX
MONYNSLUSAX MOXET NPOMCXOAUTH OT OHTOT€HETHYe-
ckoro mymMma (3axapos, 1987). OHa BO MHOrOM MO-
KET ONpefeNnsaTh U HabMIoJaeMyIo B IPUPOIHbIX MO-
NyNSUUsIX IMHAMUKY YPOBHS (P€HOTHIIUYECKOTO pa3-
HoOoOpa3usi. B kauecTBe /uumIb ONHOro IpEMeEpa
MOXHO Ha3BaTh YIIOMHHABIIHKECS BbILIE JaHHbIE MO A4-
HaMHKE YHUCIIEHHOCTH OOBLIKHOBEHHOH OYypO3yOKH B
pa3HbIX pernoHax. Ecin B HelMKIIMYeCcKO# Nomy sy
I0x#Ho# PUHISHANM YPOBEHb LIYMOBOH OHTOTM€HETH-
YEeCKOH HM3MEHYMBOCTH W3MEHSETCH MNapajljieNIbHO

3AXAPOB u np.

YPOBHIO 00111er0 (heHOTUNHYECKOTO pa3HoOOpa3us, TO
B HukiMyeckoi nonynsauuu LenrpansHoit Cubupu my-
MOBasi M3MEHUMBOCTb, PE3KO BO3pacTasi pH CTpecce,
BO MHOTOM oOIpefiensieT (peHOTHIMYECKOE pa3HooOpa-
3We Ha MMKe YucIeHHOCTH (Zakharov et al., 1997c¢).

CTABUIBbHOCTb PA3BUTHUA
M 9BOJIIOL S

Jlns OLEHKH MEXaHH3MOB MHUKPO3BOTIOLMOHHbIX
npeo6Gpa30BaHuiil BaXXHO YYUTHIBATh /IBa aCMEKTa ro-
MEO0CTa3a pa3BUTHA: HE TOJBKO CTaGUILHOCTD, HO H
KaHaJIM3HPOBAHHOCTb, WIIH TUIACTUYHOCTD, Pa3BUTHS
KaK CNocOOGHOCTb K Pa3BUTHIO CXOOHOrO (pEHOTHIH-
yeckoro 3¢dekra NpH pa3HbIX YCIOBHAX CpEfbl
(Mather, 1953; 3axapos, 1987). IIpu 3ToM BO3MOXKHa
3KCNEPUMEHTAIbLHAs OLIEHKA TOTO, YTO MPOUCXONMT
B NpHUPOJE, NMpPU yueTe onpefeleHHbIX (paKTOpPOB
cpenbl. HauGonee npocToit myTh TAKOW OLEHKH — HH-
KyOalusi IOTOMCTBa OT MPOM3BOAUTENEH U3 Pa3HbIX
yacTeil apeajna INpd pasHbIX TeMnepaTtypax (Za-
kharov, 1993). Hanpumep, oka3anoch, 4YT0O y niofo-
Boit Myuiku Drosophila subobscura w3 iByx nonyns-
muii (Hopermss u Hrtanusi) 3aBUCUMOCTb [JIMHBI
KpblJla OT TEMIIEPaTypbl OfJHA U Ta e, HO KpUBbIE
UAyT NapajliIeJIbHO CO CABMI'OM B HallpaBJICHUH MOJIH-
(bUKaLMOHHBIX U3MEHEHHUH, CXOIHBIX I O6eux mo-
nynsuui. 3HayuMble MEXIMOMNYISLHOHHBbIE pa3JiH-
YU NPH KaXKAOM TEMIIEPaTYPHOM peXUME CBHJE-
TENbCTBYIOT O F€HETHYECKON ACTEPMHUHALIMH HOBOH
HOpPMBI peakiui. CXOHbI€ laHHbIE ObLIM MOJYYEHb!
ans swepul popa Lacerta. 3aBucuMocTb yucia 6ef-
PEHHBIX MOpP OT TEMIEpaTypbl BHOBb OKa3ajach
CXO[HOHM JJIs1 BCEX MCCIIEAOBAHHbIX (pOPM, KpHBbIE
3aBMCHMOCTH UJYT NapaJuie/IbHO U CMEIIAOTCS B Ha-
[paBJle€HUH MOJH(PHKALMOHHbIX U3MEHEHHUH: Y NIPBIT-
KOH sepunipl Lacerta agilis OT IKPOKO pacnpocT-
PaHEHHOTrO NOABUAA L. a. exigua K 10XKHOMY IOJBUAY
L. a. boemica v panee K 10XXHOMY BHJly — N1OJIOCaTO}
swepuue L. strigata. 3Ty faHHbIE TOBOPAT B MOJb3Y
MeXaHH3Ma BO3HHKHOBEHHMS COBPEMEHHBIX MEXIIO-
MYJISALUAOHHBIX H MEXBUJOBBIX Pa3JIHYHi MYyTEM re-
HETHYECKOM leTEPMHUHALIUH HOBOH HOPMbI PEaKI|H.
BO3HHUKalOWIeH Ha OCHOBE MOU(PHUKAIMOHHOTO OTBE-
Ta. [1pu onileHKe CTaGUILHOCTH Pa3BUTHs OKa3aJoCh,
YTO TO, YTO JOCTHUTAETCA y OMHOM (POPMbI JHILB NPH
NOBBILICHHON TEMIEPAaType U HAPYILIEHUHN Pa3BUTHS,
y Ipyrofi HMeeT MeCTO yXXe NpH 6osiee HU3KOH TeM-
nepartype 4 Ha poHe BbICOKOIi CTaGMILHOCTH Pa3BH-
TuA. [IpuBegeHHbId paHee NMpUMeEpP CpaBHEHHS MABYX
BUJOB B NPUPOAE — CBHAETENLCTBO IPOXOXKIACHHUS
yKa3aHHOTO MHUKPO3BOJIIOLMOHHOTrO Ipoliecca, B pe-
3y/lbTaTe KOTOPOro NEPBOHAYaJIbHO HEONTHMAlb-
HbIE YCIOBHS CTaJId ONITHMAJIbHbIMH.

Takum 06pa3oM, MexaHH3M IBOIOLMOHHOTO Mpe-
o6pa30BaHus MOXET HAUMHAThCA HE C MyTalMi, a C
OHTOreHeTHYeCcKHX u3MeHeHui. CorjacHO Kiaccuye-
CKHUM MOMYJSUMOHHO-TEHETHYECKHM MOJENSAM, NpH
3TOM BOOOLIE HHYEro He NpoucxonuT. OCHOBHbBIE 3Ta-
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bl IBOJIFOHHOHHOI'O npeoﬁpasoBaHml B 3TOM Cliy4yae
MOXHO NNPEACTABUTL B CIAENYIOLLIEM BHJE.

H3HavanbHas cuTyalusi XapaKTepU3yeTcs BbICO-
KO# CTaGUIBHOCTbIO PAa3BUTHUA MPHU CYILIECTBOBAaHUH
NONYJISILUK B ONTHMANBHBIX YCIOBHSX H IIPH BBICO-
KO reHeTHYeCKOW KoajfanTauuu (mepBblfi 3Tam).
B cnyyae cTpeccupyroilero Bo3jeicTBHs HOBBIX YC-
noBMH HabIOJaeTCsl CHUXKEHHE CTaGMILHOCTH pas-
BHTHS, IPHYEM YK€ B IEPBOM NOKOJICHUU Ha OCHOBE
TOTO K€ FeHOTHUINA B BUJIe NPAMOIi peaKllU! OpraHu3-
Ma Ha BO3JelcTBHE cpenbl (BTopo# atamn). I1pu gnu-
TEIbHOM, B TeYeHHE GOTBIIOro YUCiia OKOJIEHHH, Cy-
LleCTBOBAaHUY MOMYJISILIUY B 3THX YCIIOBHUSX OOBIYHO Ha-
OM0ar0TCs ajanTHBHbIE TEHOTUITHYECKHE H3MEHEHHS,
KOTOpbIE NO3BOJISIIOT HE TOJILKO BEXKHUBATD, HO U MPHU-
cnocabMBaThC K HOBBIM YCIIOBHSIM, B pe3ylbTaTte
cTpeccHpylolliee BO3AEACTBHE Cpefibl CYIIECTBEHHO
caipkaeTcst. Ho yimyunieHust romeocrasa eliie He NpoMc-
XOJIUT, BUTUMO, B OOJIbIIIEH CTENEHH 3a CYET FEHETHYE-
ckoro crpecca. [IpuunHa 3TOro B TOM, YTO T€HOTHITH-
YyecKHe W3MEHEHHUs1, KOTOpbIe MO3BONSIOT BLIKUBATh B
HOBBIX YCJIOBHSIX, MPUBOJAT K HApPYLIEHUIO NpEeXHEN
TeHeTU4ecKOH KoanantauuM (Tpetuil 3tam). B xope
NalbHEHIIMX FeHOTUITMUYECKUMX NMpeoOpa3OBaHMil BO3-
MOXHO JIOCTHXKE€HHE HOBOW INeHETHYECKOH KoajanTa-
I 1 BOCCTAHOBJIEHUE BBICOKOTO IOMEOCTa3a pa3BH-
THS, YTO 3HAMEHYeT co0Oii peBpallleHHe HEOTITUMATTb-
HbIX YCIIOBUH B ONTUMAJIbHbIE (YETBEPTHIH 3Tal).

Bech nporecc, BKIHOYalOUUH ONUCAHHbIE YEThI-
pe 3Tana, NpeacTaBiasieT cOO0H MUKPOIBOIMIOLUOH-
HOe mpeoOpa3oBaHUE HA NMYTH ajanTalMd K HOBBIM
ycnoBusM. IIpy 3TOM NPOMCXOAUT CMEHA ONITUMYMa,
T.. K3HAYaJbHO HEONTHUMAJIbHbIE YCIIOBHS CTAHOBSIT-
¢ ONITUMANILHBIMU. ITOT NPOLIECC, BAAMMO, JaJIEKO He
BCErAa 3aKAHYMBAETCA U MOXET CTaOMIIM3MPOBaTHCA
Ha 1000 U3 ONMUCAHHBIX cTafiui. Takue cuTyaluu Mbl
00bIYHO XapaKTepH3yeM KaK IKOJIOTHYECKYIO NepH-
¢eputo apeana. [loHuXeHHbI# rOMeOCTa3 B 3TUX O-
NyISUUSX SBASETCS MIaTON 3a BbIDKHUBAHUE B HOBBIX
YCIOBUSIX Ha Mpefesie BO3MOXHOCTEH BHAA.

K coxanenuto, npocnenuTs BECh NpOLECC OT Ha-
Yajla 10 KOHLA 3aTPYOHUTENbHO, NPEXJe BCEro B
CBSI34 C OOJBIIMMHM BPEMEHHBIMU MHTEpPBaNaMH, He-
06xoMMbIMH 151 aToro. Ho B peanbHOCTH OnucaH-
HOTO Npolecca MOXHO yOeUThCs IyTEM CpaBHEHHs
Pa3snMYHBIX NOMYNSUMHA, HaXOAALIMXCA Ha pa3HBIX
cragusix. HeoqHOKpaTHO oTMeuaBlieecsi HapylleHue
CTaOMJILHOCTH Pa3BUTHsI Ha 3KOJIOTMYECKOH nepu-
(epun apeana 1o CpaBHEHHIO C NOMYJISLMAMHU, OOH-
TAIOIMMH TIpH OOBbIYHBIX ycnoBusx (Soule, 1967;
Soule, Baker, 1968; 3axapos, 1987), cooTBeTCTBYET
HavyalbHbIM 3TanaM (BTOpPOMY U TPeTbeMYy) ONHCaH-
Horo mpouecca. Pa3dnuuue B ypoBHe CTaOMIIBHOCTH
Pa3BUTUS MEXJIY CHMIIATPUYECKMMHU MOMYISALMAMHU
0MM3KUX BUMIOB C OONBIION 0Jell BEPOSITHOCTU CBH-
IETENBCTBYET O BO3MOXHOCTH Nlepexojja OT Hapyllie-
HU K BOCCTAHOBJIEHHIO CTaOWJILHOCTH pa3BUTHS B
pe3ylibTaTe npouecca afanTauuu (OT TPEThER K YeT-
sepToit ctagny). Hapyimenue cTraGuIbHOCTH pa3BH-
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THS Ha 3KOJIorHueckoi nepudepuu apeana Ajis Liu-
POKO pacnpOCTPaHEHHOIO BHJIa H BbICOKasi CTaOMIIb-
HOCTb [UIsl CHELHAJM3UPOBAaHHOTO BUJA TOBOPAT O
pa3HO# peaklMH Ha OJHH M Te Xe ycJIoBHA. 30Ha
CHMMNATPHH, SBJISSACH ISl OAHOTO BHAA 3KOJIOTHYeC-
KOi nepucepuelt, BbI3bIBaIOLEld HapyllIeHUE CTa-
OHJILHOCTH pa3BHTHs, OKa3bIBa€TCs AJIs APYroro Bu-
[a ONTHMAJIbHBIM MECTOOOMTAHMEM, XapaKTepH3ye-
MbIM BbICOKOW CTaOMJIBHOCTBIO Pa3BHTHSI.

YTO O3HAYAET
CTABUJIBHOCTb PA3BUTHUA?

ITonyuns gocTaTo4yHO 60/1B110H 06BEM JAHHBIX O
BO3MOXHbIX H3MEHEHHMSX CTaOUNBHOCTU pa3BHUTHS,
OLIEHHBaeMOH N0 (PIYKTYUPYIOLIEH aCHMMETPHH OT-
ACIbHBIX NPU3HAKOB, BIIONHE €CTECTBEHHO IIOCTa-
BUTBb BOIIPOC O TOM, YTO OHM O3HAYAIOT: XapaKTEPHU-
3YIOT /11 B 6oJibllel cTeneH:n 0COOEHHOCTH Pa3BUTHUS
ONpEAE/ICHHOro NpH3HaKa W1 MopgoreHes B Ue-
JIOM, B KaKOH CTENEHH rofsATCs [/ XapaKTePUCTHKHU
OOLLETrO COCTOSIHUSI OPraHMu3Ma M MOTYT Jii ObIThb HUC-
NOJIL30BaHbI [IJ151 OLICHKH COCTOSIHHS NONYIALUH Olpe-
AEJIEHHOTO BU/Ia, COOOLIECTBA M 3KOCUCTEMBI B LIEJIOM.

Cea3v oyenox cmabuabrocmu pa3eumus
no pa3nbiM NPUIHAKAM

Onpenenennas uHgopMauus 06 obuiei cTabusb-
HOCTH pa3BMTHS MoXeT ObITb MOJyyeHa Aaxe INpH
KCNOJIb30BAaHUM OTHACIbHBIX NPU3HAKOB, HO IS IO-
nydeHus 6oJee Hale>)KHON OLEHKH J1y4lile UCIONb30-
BaTh psAf Npu3HaKoB. OCOGEHHOCTHIO PIYKTYHPYIO-
el aCHMMETPHH SIBJISIETCS TO, YTO BEJIMUMHA pa3iiu-
YU MEXJY CTOPOHAMHU OKa3bIBAETCSl HE CBS3aHHOM
Jaxe y BbICOKOCKOPPEJIHPOBaHHbIX MPH3HAKOB OT-
HeNbHbIX 0co0el, Kak, HapHUMep, y TPOMEPOB JIMCTa
pacreHuit. [Ipyro# sipkuii npumep — 4ucno xabep-
HbIX TBIYMHOK Ha 4YeThblpex XabepHbIX Ayrax y pbiO.
Ilpu ckoppenMpOBaHHOCTH 3THX IPH3HAKOB, O/H3-
KOH K eJUHHLE, CBA3b UX aCHMMETPHHM 3HAUMMO HE
oTnMyaeTcs ot Hyns (3axaposB H Ap., 20006).

B TO Xe BpeMs Ha ypOBHE MOMYJISILIMOHHBIX Olie-
HOK aCMMMETPHs Pa3HbIX NPU3HAKOB OOBIYHO OKa-
3bIBaETCH BbICOKOCKOpPpeNHpoBaHHOi1. CornacoBaH-
HOCTb MX U3MEHEHHH KaK pa3 U SABISETCA HaleXKHbIM
CBHJIETEJILCTBOM TOTO, YTO B HCCJIElyEMOH rpymme
BbIOOPOK B [IEHCTBUTENBHOCTH CYLIECTBYIOT pa3iiu-
yns no obmei crabuibHOCTH pa3uTus. M, Hampo-
THB, NP OTCYTCTBUH TaKUX Pa3NU4YUA OTKIOHEHHS
BEJIMYMHBI ACHMMETPHH IO OTAENbHBIM MPU3HAKAM
HOCAT Cly4YalHBIA XapaKTep U, ECTECTBEHHO, OKa3bl-
BalOTCsA HecoryiacoBaHHbIMHU (3axapos, 1987). B ka-
YecTBE JIMIIb OJHOrO NMpUMEpa MOXHO YKa3aTh Ha
HaHHbIE, NOJNyYEHHbIE NPU HCCIENOBaHUM BO3[IEHCT-
Bust [1XB Ha HOpOK (Borisov et al., 1997a). Cornaco-
BaHHble HM3MEHEHHs BETHMUYUHbI ACHMMETPHHM NPHU
3TOM ObLTH BBISIBIIEHBI HE TOJILKO B Npefesax Kaxnon
U3 UCCIIEJOBaHHBIX MPYIII NPU3HAKOB, HO M 110 Pa3HbIM
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Puc. 5. Bennunna noka3sareneil roMeocTasa pa3BUTHS B
BbIGOpKax Gepe3bl noBucnoi Betula pendula w3 pa3nbix
Touek (p-oH r. Yanmaescka Camapckoii 0611.); jieconouo-
cbl: ] — Ha TEPPHTOPHH rOpofia (MeXAy 3aBOJIOM XHMHYe-
cKkMx ynoGpenuit U 3aBogoM “Ilonumep”), 2 — y 3aBopa
XHMHYECKHX ynobpeHuit, 3 — y 3aBona “Ilonnmep”, 4 — B
3 KM OT ropopia (yClOBHbIH KOHTPOJb), 5 — B 10 KM OT ro-
pona (yCIOBHBIN KOHTPOJIb).

ITo ocn opnaMHAT : @ — BETMYHHA HHTErPAJIBHOTO MOKa3a-
TeJNs CTaGMIBLHOCTH Pa3BUTHs (CpefiHee OTHOCHTENLHOE
pa3inyne MeXay CTOPOHaMH Ha NPH3HaK, OLEHEHHOE MO
NATH NpoMepaM JIKCTa); 6 — BeIMYMHA MoKa3aTens 3¢-
(peKTUBHOCTH (POTOCHHTETHYECKHX NPOLECCOB (OTHOLLIE-
HHe NepeMeHHOM (IyopecleHIMH K MAaKCHMAaJTLHOM).

rpymnaM (CorjiaCOBaHHOCTb 3THX H3MEHEHHMH MHOf-
TBepxXpaaercsd Kpurepuem Ppuamana, p < 0.05).

Cea3b oyenok cmabuabHocmu pazeumusn
C OpyuMu noKa3amenamu :0Meocmasa pa3eumusn

KpaiiHe BaxKHbIM 17151 BbIICHEHHS] 3HAYHMMOCTH U3-
MEHEHHI CTaGUILHOCTH Pa3BUTHs SABISETCS MX CO-
IJIaCOBaHHOCTb C U3MEHEHHEM APYTuX NokasaTelnei
COCTOSIHMSI OpraHM3Ma, KOTOpbIe C pa3HbIX CTOPOH
XapaKTePH3yIOT FOMEOCTa3 Pa3BUTHSI.

MoxHo npuBectu psap npuMepos. Hapymenune
CTaOWJILHOCTH Pa3BUTHS NPH CHHKEHHHM IeTEpO3H-
FOTHOCTH M CTPECCUPYIOLIEM BO3/IEHCTBUU TOHMKEH-
HOY MJIY NOBBILICHHON TEMINEpPaTypbl pa3BUTHS Y TY-
toBoro menkonpsga (3axapos, llenotkuH, 1995)
COIPOBOXMAETCS CXONHbIM M3MEHEHHEM TaKol ¢u-
3HOJIOTHYECKON XapaKTEPHCTHKH roMeocTas3a, Kak
3KOHOMHYHOCTb 3HEPreTH4YecKoro obMeHa — CyMm-
MapHoe noTpe6iieHne KHCIopofa, Heo6xoqumoe st
NPOXOXJIEHHs ONpeNleJIEHHON CTaju¥ Ppa3BUTHUs
(Anekceesa, I'y6anoB, 1993). HecMoTpst Ha TO uTO
OPONOJIKUTENBHOCTh Pa3BUTHS NPH NOHWXKECHHU
TEeMIEepaTypbl YBEIHYMBAETCS, 8 HHTEHCUBHOCTb 00-
MEHa CHMKaeTCsl, MUHMMAJIbHOE CyMMapHoe NoTpe6-

3AXAPOB #u pp.

JIEHUEe KHCJIOpOJia BO3MOXHO JIMLIb [TPH ONpENeeH-
HOM TEMINEpPaTypHOM pexXHMe, KOTOPbIA M MOXET
OBITh OXapaKTEPH30BaH B KaYeCTBE ONTHUMAJBLHOTO.
Oka3anochk, YTO 30Ha ONTUMYMa MO 3KOHOMHYHOCTH
9HEpPreTHYeCKoro oOMeHa COBINAJlaeT C TaKOBOW NO
cTaGMILHOCTH pa3BUTHs. TakuM oOpa3oM, B JaHHOM
cnydae Habniofaercs CBI3b aCHMMETPHM NPOMEPOB
KpblIa C CyMMapHbIM noTpe6ieHHeM KHCIOpPOja.
B kauecTBe Apyroro nmpuMepa MOXHO YKa3aTb Ha
CBsI3b BO3pacTaHUs aCHMMETPHHM NPU3HAKOB 4epena
C NOBBILIEHUEM YaCTOThI abeppanuil XpOMOCOM B CO-
MaTUYECKHX KJIETKaxX NpH BO3AEHCTBUM TMOBbIILEH-
HOM NJIOTHOCTH B NOMYJISILIMAX MEJIKMX MJIEKOMUTAIO-
mux (Dmitriev et al., 1997). B skcnepuMenTax no co-
IIMaJILHOMY CTpecCy y KpbIC OblJIO NMOKa3aHO, 4YTO
BO3pacTaHMEe acCMMMETPHMM NPH3HAKOB Yepena co-
IPOBOXJAETC H3MEHEHHMEM HMMYHHOIO cCTaTyca
(Valetsky et al., 1997; Pronin et al., 1997).

MHoro4ucneHHbie NpUMepbl TaKUX COrJIacCOBaH-
HBIX U3MEHEHHMH COBEPIICHHO Pa3HbIX NOKa3aTenei
roMeocTasa opraHu3Ma ObIJIM NOJy4Y€eHbl IPH HCCIIe-
JNOBaHHM BO3/ICHCTBUSI AHTPONOTrEHHBbIX (PAKTOPOB
(3axapos u ap., 2000a):

— BO3pacTaHUe aCHMMETPHH NPOMEPOB JIKCTA CO-
MPOBOXJAJIOCh CHUXXEHHMEM HHTEHCHBHOCTH (DOTO-
CHHTETHYECKUX IIPOLIECCOB Y pacTeHui (puc. 5);

— BO3pacTaHMe acCHMMMETpHUHU NPU3HAKOB yepena
CONMPOBOXMANOCh BO3PACTaHHEM YaCTOThl XPOMO-
COMHBIX abeppaliii B COMaTHYECKHX KIIETKaX, U3Me-
HEHHEeM IoKa3aTesieil IMMYHHOIO CTaTyca, akKTUBHO-
CTM CYyNEepOKCHAIMCMYTa3bl B KayecTBe MOKa3aTens
OKCHJIAHTHOT'O CTpecca M POCTOBBbIX IPOLECCOB Y
MJIEKOMHUTAIOMHUX (pHC. 6).

B nenomM, BUAEMO, MOXXHO FOBOPUTbL O COIJIAco-
BaHHBIX U3MEHEHHUSIX Pa3/IMYHbIX TapaMeTPOB Opra-
HHM3Ma 1O NATH OCHOBHBIM NOAXOAaM: MOp@OJoruye-
CKOMY, OHOXMMHUYECKOMY, FT€HETHYECKOMY, HMMYHO-
noruyeckoMy u usuonorunueckomy (buorecr...,
1993; 3axapos, KpwicaHoB, 1996; 3axapoB u ap.,
2000a). ITpn HapylIeHMH roMeocTasa pa3BUTHS Op-
raHu3Ma HeU3MEHHO HabIIofaloTCs COriacOBaHHbIe
U3MEHEHMs] BCEX 3THX NokKasaTeseid. JTa corjiaco-
BaHHOCTD M SIBIISIETCS HAICXKHBIM CBHACTENBLCTBOM U3-
MEHEHHUs TOMEOCTa3a pa3BUTHs U OOLIEro COCTOSIHUS
OpraHu3Ma IpH1 FeHETHYECKOM WY CPEJOBOM CTpecce.
Bo Bcex uccneqoBaHHbIX HaMH NIpUMEpPax M3MEHEHUs
pa3NMYHBIX TOKa3aTeNeil (PYHKUHMOHUPOBAHHMS Opra-
HM3Ma CONPOBOX/AIUCh U3MEHEHUSIMU CTaOMIILHOCTH
pa3BuThs. M3 3TOro cnepyeT KpaiiHe BaXKHbIN BbIBOJ O
TOM, YTO BbISIBJISIEMbIE NPU UCCIIEAOBAHUHN CTaOUIIBHO-
CTH pa3BUTHUsI U3MEHEHHs B ACHCTBUTENIBLHOCTU OTpa-
3KalOT U3MEHEHHs OOLLETO COCTOSIHUA OpraHu3Ma.

Cea3vp oyenok cmabuabnocmu pazeumusn
€ nokaszameaamu npucnocodaennocmu

MHorouucieHHbIE NpUMEPLI BbLISIBJICHUS CBS3U
CTaOUJILHOCTH pa3BUTHA C OOBIYHO HCNIOJIb3YEMBIMHU
nokasaTeJisiMu HpHCHOCOGHCHHOCTH OopraHu3ma CBu-
JAE€TCNABCTBYIOT O BO3MOXKHOCTU MCIIOJIb3OBAaHUS Ta-

OHTOTEHE3 Tom 32 N6 2001
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KOro MeTofa AJIsi OPHEHTHPOBOYHOH ONLECHKH IIpH-
cnocobamenHoctu (Clarke, 1995; Moller, 1997). 3To
NpefCTaBNSAETCA NEPCHEKTUBHBIM, HO HE B CMbICIIE
y4€Ta YHCJIa OCTaBISEMBIX NMOTOMKOB M BKJafia B
clefyrolee NOKoJlieHHe (YTo KpaiHe 3aTPYHUTENb-
HO TIpH paboTe ¢ MPUPONHBIMU NOMYIALUAMHU), a IS
XapaKTEPHUCTHKU COCTOSIHHUS, 3JOPOBbS OpraHM3Ma.
[IpeumyniecTBaMu TaKOro NOAXOMAA SBJISIIOTCSA HHTE-
TPaIbHOCTh ¥ YyBCTBUTEJILHOCTh OLEHKH, ONepau-
OHANbHOCTb M MPUTOTHOCTH ISl LIMPOKOTO UCNOINb-
3oBaHus. [Toka3aTh 3HaYUMOCTB MOAXOJA MOXKHO Ha
npUMepe pe3yJabTaTOB, NMONYYEHHBIX IPH 3KCIEPHU-
MeHTaJILHOM oueHke Bo3peicTBus [1XB Ha amepu-
KaHCKUX HOPOK Mustela vison (Borisov et al., 1997a).
Ecnu B kOHTpONE cTaOUIBHOCTh Pa3BUTHS Y MEPTBO-
POXJEHHBIX HOPOK ObLlIa CYIIECTBEHHO HUXE (BBICO-
Kag aCUMMETpHsS), YEM Y JKHBOPOXACHHBLIX, TO B
onpiTe NPU MWHTOKCUKALMU WU T€ M APYrHEe HMeEd
CXOIHO BbICOKHH YpOBEHb HapylIeHHii pa3BuTHa. Ta-
kM 00pa3oM, HapylleHUe CTaOUNBbHOCTH pa3BUTHUSA
HMEET MECTO NPHU YXYALICHUH COCTOSIHUSA OpraHu3Ma
B CHJIy pa3Nu4HbIX (PaKTOPOB, HO HE SBISAETCS MPH-
YyuHOH ero rubenn. ITO OTKPbHIBAET BO3MOXKHOCTh
AN UCHONBb30OBAHMUS JAHHOW XapaKTEPUCTHKH B Ka-
YecTBE TOHKOI'O [IOKAa3aTelisi COCTOSHUsI OpraHU3Ma.

Hcnonbs3oBaHue pa3HbIX NOAXOHOB K OLIEHKE rO-
MeocTa3a pa3BUTHA NOKa3aJio, YTO OHM U3MEHSAIOTCS
COrJIACOBAHHO C OLEHKOH CTaOWJIBHOCTH pa3BHTHUA
(3axapoB, KpnicaHoB, 1996; 3axapos u ap., 2000a).
CnepoBaTenbHO, aHaNuW3 CTAOMJIILHOCTH pa3BUTHUSA
J3aeT HE TOJIBLKO XapaKTEPHCTHKY MOp(oreHeTnyec-
KHX TPOLIECCOB, HO U OOILIETO COCTOSIHMSI OPraHU3Ma.
KpoMe TOro, 3TH OLEHKH OKa3aJIuCh CKOPPEIHpO-
BaHHBIMU U C COOCTBEHHQ MOMYJISIUOHHBIM MOKa3a-
TeneM, ycnexom pa3MHoXeHus. Takast Koppensuus
ObL1a OOHApy>XKeHa B XOJie MOMYJISIMOHHOTO UKA Y
00bIKHOBEHHOM 6Ypo3y6KH Sorex araneus (Zakharov
et al., 1991). Kpome Toro, o6Hapy>Xe€HHOE B XOJi€
NaNbHEHNIINX HCCIEOBAHMI HEOXHUIAHHOE U CHH-
XPOHHOE JJISl TISITH MCCIIElOBAaHHBIX BUOB 3EMJIEPO-
ek-6ypo3yboK popia Sorex CHHKEHHME CTaOMIBLHOCTH

Puc. 6. BenuunHa nokasaTeneit romeocrasa pa3sBUTHsA H
BMIOBOTO Pa3HOOOpa3us MEJIKUX MIJIEKONMHTAIOLIMX B
Toukax /-5 (cM. Ha puc.5).

[To ocu opauHAaT: a — CTaGHIBLHOCTL Pa3BHTHS B BbIGOP-
Kax pbike#t nonesku Clethrionomys glareolus, BenuynHa
MHTETPaJIbHOrO MOKa3aTessl CTaGMILHOCTH PpPa3BUTHA
(cpenHsisl 4acTOTa aCHMMETPHYHOTO NPOSBJIEHHS Ha NPH-
3HaK MO JIECATH KPAaHHOJIIOTNYECKHM NPU3HaKaM); 6 — -
TOreHeTHYECKHI roMeocTa3 B BbIGOPKaX pbIKEH NOJNEBKH
Clethrionomys glareolus; 1yacrora aGeppaHTHBIX KJETOK,
%; 6 — MMMYHHBIH CTaTyC B BbIOOpKaXx pbIXEH NOJNEBKH
Clethrionomys glareolus, cpenHnii WHAEKC OTKJIOHEHMH
3HaYeHHH psAfa WMMYHOIIOTMYECKHMX MOKa3aTenel; 2 —
cTaGHIIBHOCTb Pa3BUTHA B BEIOOPKaX Masioi MbIlK Apo-
demus uralensis, BeNWYMHa MHTETPAJILHOTO NOKa3aTess
CTaOWILHOCTH Pa3BUTHUs (CPEHss YaCTOTa aCHMMETPHYHO-
T0 NMPOSIBJIEHHS Ha IPU3HAK, OLIEHEHHAs! MO IECSITH KPaHHO-
JIOTHYECKUM MPH3HaKaM); O — BUIOBOE pa3HooOpasue, BeH-
YHHA TOKa3aTesIs BUIOBONO Pa3HOOOpa3usi MENKMX MIIEKO-
MTAOLIHMX, OLIEHEHHas O BOCkMH BUiaM (Muiekc lllenona).

OHTOTEHE3 TtoM 32 N6 2001
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Puc. 7. CTabunbHOCTbL pa3sBUTHs B BbIGOpKax nea Abra-
mis brama (a) v nnotBbl Rutilus rutilus (6) (Be1UYHHA UH-
TEerpajibHOro MNOKa3aTeNss CTaGHUIBHOCTH pa3BUTHUS
(cpegHsAs YacTOTa aCHMMETPUYHOIO NMPOSBJIEHUS HA NPH-
3HaK, OlleHEHHasl M0 CEMH MEPUCTHYECKHM MPH3HaKaM))
H BHJOBOE pa3HooOpa3sue pbib (8) (BeIMYMHA NOKa3aTe-
nisi, oueHeHHas no 11 sBupam) (Mupekc llleHoHa) B pa3HbIx
TOYKaXx:

I — yyacToK pekH BbIllE 10 TEYEHHUIO OT FOpofa, 2 — 03e-
PO Ha TEPPHUTOPHH ropoaa, 3 — y4yacToK peKH y 3aBoja
XHMHYECKHX yRoOpeHHuit, 4 — y4acTOK peKkH B MecTe c6po-
€a CTOYHBIX BOJl, 5 — y4aCTOK PEKH HHXKE MO TEUEHHUIO OT
MecTa c6poca CTOYHBIX BOA.

pa3BUTHUSI NOATBEPAWIOCH CHUXKEHHEM IOKa3aTenen
ycnexa pasMHoxXeHust (Zakharov et al., 1997b). B ue-
JIOM 3TO CBHMETENbLCTBYET O 3HAYMMOCTH TaKOMH
OLIEHKH /ISl XapaKTEPUCTUKH COCTOSIHUS MOMYJISILMiA
npH ee 60JbLIEN YYBCTBUTEIBHOCTH 110 CPABHEHHIO C
APYTMMH MOXOMlaMH.

Ce6a3b oyenok cmabuabHocmu pazeumusn
Y Pa3nbix 6u006

Ecnu oneHuBaemoe crpeccupyloliee BO3JEHCT-
BHE Cpefibl 3aTparuBaeT JUIIb JaHHBIA BUJ, TO U3MeE-
HEHHE CTaOUIBHOCTH pa3BUTHUSA MOXET ObITb OOHa-
PYXEHO UL Y Hero. B To e Bpems, eciu Bo3aeH-
CTBHE OlpefesieHHOro ¢akTopa 3aTparuBaeT rpyniny

3AXAPOB u pp.

BHJIOB, TO CXO[IHasl peaKLysi MOXET ObITh OOHapyxXe-
Ha y pa3HbIX BHI0B. B KadecTBe Nnullb OHOTO NpH-
Mepa MOXHO YKa3aTh Ha CXOIHYIO PEAKIHIO Pa3HbIX
BU/IOB MEJIKMX MJICKONHMTAIOIIMX Ha NEpeyloTHe-
HHE, 4TO HabnlofaeTcs B Cllyyae CHHXPOHHOM MHA-
MHMKH YHCJIEHHOCTH 3THX BHIOB (Zakharov et al.,
1997b). Enie 605ee 4ETKO 3TO NMPOCHEKUBAETCS NMPU
HaJIMYMHM BO3[ACHCTBUS, KOTOPOE OKa3bIBAETCS CTPEC-
CHPYIOLUMM NPaKTHYECKH AJIS BCEX BHJOB OLIEHHBae-
MOWM 9KOCHCTEMBI, OCOOGEHHO APKO 3TO BUIHO NPH HC-
CJIEAOBAHUH TOCIENCTBHA AHTPOMNOre€HHOTO 3arpss-
HEHMs (XHMHYECKOTO MJIM pajHallMOHHOrO). B 3TOM
clly4ae MOXHO BHIETb CXOJHOE€ HapylUEHHE CTa-
OUJILHOCTH Pa3BUTHs y CaMbIX Pa3HbIX, HE TOJbKO
O6/IM3KHMX, BUIOB OJHOW TIpyMNIbl, HO W Y Pa3HbIX
rpynn. K HacrosiiieMy BpeMeHHM HaKOIUIEHO JOCTa-
TOYHO MHOT'O TakHX ¢akToB (3axapos u jp., 2000a),
HanpuMep, B paloHe XUMHYECKOTO 3arps3HEHHUs Ha
Cpenneit Bonre. Hapyuienue ctaGunbHOCTH pa3Bu-
THS, B OOLLIEM CXO[IHOE MO BeNWuYUHe, HabmogaeTcs
[0 Ha3€MHBIM 3KOCHCTEMAaM JJIsl PaCTCHUH U MJIEKO-
MUTAIOIMX, @ N0 BOAHBIM — [ pbi6 u aMdubui
(puc. 5-8). CornacoBaHHOCTL U3MEHEHHsI TIOKa3aTe-
Jeil COCTOSIHMSI OPTaHU3Ma JIIs Pa3HbIX BUIOB CBUJiE-
TENbCTBYET O HafleX)KHOCTH NIOJIy4aeMOro pe3yJibTara
1 MO3BOJISIET Ha OCHOBE aHalHu3a CTaGUIBLHOCTH pa3s-
BUTHUS pa3paboTaTh OLUEHKY 3X0POBbsl CPefibl MO CO-
CTOSIHUIO HaCeJNSIOIIMX €€ BHIOB.

CTABUIBHOCTb PA3BUTHS
N OLIEHKA 30OPOBbs CPENbI

IlepcneKTHBHBIM MOAXOA OKA3aJICs U AJIs IPaKTH-
KM — 17151 POHOBOI'O MOHMTOPHHT'A (B ECTECTBEHHBIX YC-
JIOBMSIX) U OLICHKH MOCJICACTBUI aHTPOMOr€HHOro BO3-
AeicTuA. [IpHHUMIIMANBHBEIM MPEUMYIIIECTBOM TaKOro
OHTOrE€HETUUYECKOrO MOAXOAA SBJISAETC BO3MOXHOCTDh
BBISIBJICHUS M3MEHEHUH COCTOSIHUS OpraHu3Ma MpH pas-
HBIX BUJIaX 3arpsi3HEHUs], KOrAa HHA MO NoKa3aTensM Ou-
0pa3Ho00pa3us (Ha ypOBHE COOOLIECTB), HY MO MOMyJis-
LMOHHBbIM MOKA3aTENSIM H3MEHEHHUsI OOBLIYHO HE HaOmto-
marorcs (3axapos, Kpeicanos, 1996; 3axapos, 2000a).

ITOT NOAXON AaeT BO3MOXHOCTb OLCHUTD 3A0PO-
Bb€ CpeJibl, IOHUMas NOJ] 3THM OLIEHKY ee GiaronpH-
SITHOCTH JJ151 XKMBbIX CyLLIECTB, BKJIIOYas ¥ YyeJIOBeKa.
IToyemy 3n0poBbA? TloTOMYy 4YTO OLiEHKa KauyecTsa
cpenbl MPOBOJAMTCS MO 3AOPOBbIO HACENSIOIIUX ee
KUBbIX opraHu3mMoB. CyTb npepnaraeMoro nomxofa
COCTOMT B OLIEHKE COCTOSIHMS XKMBBIX CyLIECTB IO To-
MeOocCTa3y pa3BUTHs Kak Haubosee oOIel XxapaKTepuc-
THKE (pYHKIIMOHHMPOBAHHS XHMBOI'O OpraHu3ma. B Hayy-
HOM IUIaHE 3TO HalPaBJIEHUE MOXKET ObITh ONPENENIEHO
KaK OLIEHKA COCTOSTHUsI IIPUPOAHBIX NOMYJISLHHA 10 Co-
CTOSIHMIO 3[I0POBbSI COCTaBIISIIOLLMX €€ XKUBbIX OPraHH3-
MOB, B IPAKTHYECKOM — KaK OLIEHKA 3[[OPOBbsI CPEfibL.

B kayecTBe MpUMepa MOXKHO OMSITh Xe MPHUBECTH
pe3yJbTaThl, MOJNyYEHHBIE NPU UCMOJNIb30BAHUH Pa3-
HBIX OAXOMOB AJIs pa3HbIX BUAOB Ha CpenHeii Boinre
(puc. 5-8). B nenom Takue oueHKH ObLIM POBENEHBI
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B pa3HbIX paiiOHaXx NPH pa3HbIX aHTPONOreHHbIX BO3-
IEACTBHSX, BKIIOYAasi XMMUYECKOE M PafiMallMOHHOE
BO3ACHCTBUE, NMPOMBIIIJIEHHOE M CENbCKOXO3SMCT-
BEHHOE 3arpsi3HEHHE M KOMIUIEKCHOE aHTPONOreH-
Hoe Bo3feiicTBHE. [IpHHIMNIHATIBLHO Ba>KHBIM MOMEH-
TOM SIBJISIETCSL OLICHKA CTENIEHH OTKJIOHEHHS OT HOp-
Mbl. [IsTn6annepHas mkana 6b1na pa3paboraHa s
OCHOBHBIX IIOXOOB IIpEAJIaracMoOd METOMOJIOTHH.
B pesynbTaTe B paMKax KaXkfioro nojgxoyfa Mbi MOIJIN
TOBOPHTB O CTENIEHH U3MEHEHHs COCTOSIHUS OPTaHM3-
Ma N0 JJaHHOW XapaKTEPUCTHKE (MOP(OIOrHYecKoH,
TeHETHYECKOM, MMMyHonorndeckou). Ilpu comocras-
NeHMy OaJIJIOB 1O pa3sHbIM MOAXO/laM y pa3HbIX BUIOB
0Ka3aJ0Ch, YTO B GOJILIIMHCTBE CJIy4yaeB LIKaJia YHH-
BEpcasibHA ISl pa3HbIX BUAOB, a pe3yJbTaThbl, NONyYa-
€MbI€ [IPH UCTIOIb30BAHUH Pa3HbIX MMOAXOM0B, OOBIYHO
JAI0T CXOAHYIO KapTHHY. 9TO MO3BOJISIET T'OBOPUTH O
BO3MOXKHOCTH OaJlJIbHOH OLEHKH COCTOSIHHS >KMBOTO
oprau3Ma B 1iejioM (3axapos H fip., 2000a).

B pesynbTaTe, HECMOTpPSi Ha HEKOTOpbIE pa3Jiu-
Y4 MEXAY AAHHBIMH, NTOJIy4a€MbIMH 10 Pa3HbIM Ma-
paMeTpaM M BUAaM, BbISBIsieMasi KAPTHHA OKa3bIBa-
eTcd cxonHoit. BMecTo 0ObIYHONM MO3auMKH OHOJIOTH-
4eCKMX OTBETOB IO Pa3HbIM METOAAM U [JIsl pa3HbIX
00BbEKTOB OCHOBHBIE MOKa3aTelu MNpejIaraeMoro
nogxopa AAalT CKOPPENHPOBAHHbLIA OTBET. JTa CO-
ITaCOBAHHOCThL OTBETOB SBNAETCSI ONHUM H3 0a3o-
BbIX PMHIIMIIOB NpeJJjlaraéMoil METONOIOTUYU OLCH-
KH 3[10POBbsI CpPeAibl U HEM3MEHHO MMEET MECTO NPH
c00JII0€HNH IBYX YCIIOBHI: €CIU BCE UCMOJIb3yEMble
NOKa3aTeIM XapaKTEpPHU3YIOT COCTOSHUE OpraHu3Ma
10 FOMEOCTa3y pa3BUTHS U ECIIH B pacCMaTpUBaeMO#
rpynne BbIGOPOK HMEET MECTO pealibHOe H3MEHEHUE
aToit XapakTepucTHKH. COriiacoBaHHOCTb H3MEHe-
HUS pa3sHbIX MOKa3aTeJleld OHTOr€HETHYECKOro IIyMa
AN pa3sHbIX MOP(OJOrHYECKUX NPHU3HAKOB CBHIE-
TENLCTBYET OO0 U3MEHEHHH OOLLel cTaGHUIbHOCTH pa3-
suTHsA. CornacoBaHHOCTh U3MEHEHHUS NOKa3aTenen nist
Pa3sHbIX MOAXONOB K OLIEHKE OMEOCTa3a pa3BUTHS IO-
BOPMT 00 M3MEHEHMM OOLLErO COCTOSIHUS OpraHu3Ma.
CornacoBaHHOCTH OTBETOB Pa3HbIX BHOB CBHUIETENb-
CcTByeT 00 H3MEHEHHH 3[JOPOBbSI CPENbI.

Ilpepnaraemasi METOONOrUsS OLIEHKH COCTOSIHUSA
(310pOBbBS) XKMBbIX CHCTEM M0 TOMEOCTa3y pa3BUTHSA —
He MPOCTO OfAMH M3 METOAOB, a NPHHUMIUANBLHO HO-
Bl MOJIXOf], MO3BOJISAIOLLMI NMO-HOBOMY MONOWUTH K
PEILIEHHIO BOIIPOCA OLICHKHM H MOHUTOPHHIa CPENbI.

OueHka 300pOBBbSl Cpefibl MO3BOJSET BBHISBISATH
NoCnefCcTBUs BO3AECHCTBHSA Aaxe B TEX CIIy4asix, Kor-
a OHM HE BUJHBI NPHU MCMOJIb30BAHUM MHbIX MTOXO-
1oB. Cepbe3Hble H3MEHEHUSI COCTOSIHUS OpraHHU3Ma
3a4acTyl0 HaGnionaloTcs Ha (POHEe HEU3MEHHOrO
6uopazHooOpa3msi. O6IKMM BBIBOJOM TaKHMX 3KOJO-
THYECKHMX MCCIEIOBAHUH SIBISAETCS TO, YTO YPOBEHb
0uopa3HooOpa3us ¥ YMCIEHHOCTb OTAENIbHBIX BUIOB
B 30HaX XMMHYECKOTrO WJIM pafiMallHOHHOIO 3arpss3-
HEHHUsl COXPAHsIETCs Ha PEXXHEM YPOBHE UJIH OKa3bl-
BAETCS Jaxke BbIllIe, YEM Ha OKpYXKalollei TEppHTO-
pun. Hanpumep, BOMM3K XUMHUYECKHUX NMPERNPUATUI
2 OHTOrEHE3 N 6
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Puc. 8. BennunHa HHTErpalbHOTO NOKa3aTes CTabuib-
HOCTH pa3BHTHA (CPENHAA 4acToTa acMMMETPHYHOTO
NPOSIBJIEHHs] HA NPH3HAK MO 13 MEPHCTHYECKHM NpH3Ha-
KaM) B BbIGOpKax 03epHOM JarywkH Rana ridibunda u3
Pa3HbIX TOYeK (CM. Ha puc.7).

B HCCJIElOBaHHOM paiioHe Ha Cpenneit Bonre Ha ¢o-
HE KpaWHe Cepbe3HbIX HapyleHWA CTaOUIBLHOCTH
pa3sBUTHUSI YPOBEHb OHOpPa3HOOOpa3HsA MENKUX MIle-
KOMUTAIOLHUX U pbI6 OKa3alcs BbIlIE, YEM Ha YCIIOB-
HO KOHTPOJIBHOH TeppuTOopuM (pHuc. 6, 7). MoxHO
yKa3aThb Ha psifi Npu4yuH Takoro addgekra. [Ipexne
BCEro, OOMTAIOIIME 30€Ch BUMIbI HE OLUYILAIOT ITOrO
Bo3fencTBus. KpoMme Toro, oHu He MOTyT ObITh 3aMe-
LIEHbl IPYTUMH BUJaMH, TaK Kak HH JJIs1 KaKHX Jpy-
IMX BUJIOB TaKHE YCJIOBHS HE SBISIOTCS ONTHMAJb-
HbIMH. I'1aBHBIM (paKTOpPOM HMCUYE3HOBEHHUS Oompefe-
JIEHHBIX BHUJOB SIBISETCS (PU3HYECKOE H3MEHEHHE
MECTOOOHMTaHHMsl, a B 30HaX 3arpsA3HEHHUs TakKas fes-
TEJIBHOCTb YeJIOBEKa OObIYHO KpailHE OrpaHHYeHa.
IIpoMbiliieHHBbIE NPEANPHATHS 4acTO CTPOATCH B
MecTax, IMpeCTaBIAUUX co60il KpaiiHe 6oraTbie
MECTOOOHMTaHUs (HAalpUMEp, NMOMMEHHbIE Y4YacTKH).
Eme opHuM BakKHBIM (PakTOpOM ISl TOAEPKAHUS
6oraToro pa3HooOpa3us SIBISETCS TO, UTO B TAKHX Me-
cTax OObIYHO MMEET MECTO IBTPO(HUKAIMSA, YTO TaK-
K€ BJISIeTCS IPUBJIEKATENbHbBIM 1JISI MHOTHX BHJIOB.

He sBnsieTcs yHuUBepcaJbHBIM H NMOOXOM, OCHO-
BaHHBIN Ha OLIEHKE BUJOB-MHAMKATOpOB. Tak, mupo-
KO U3BECTHbIE BHABI-UHAUKATOPHI — IATYLIKH U PAKH
B CHJIBHO 3arpsAi3HEHHOM pailoHE B OKPECTHOCTAX
r. Yanaescka ObIIM KpaiHE MHOrOYHCIIEHHbl. Baxk-
HbIA MOMEHT, KOTOpBI MOXET OBbITh BbISBICH MpH
OLIEHKE 3[JOPOBbS CPEMbl, ITO TO, YTO Ha (POHE HEU3-
MEHHOTO J1aHAI1a¢Ta MHOMOYHCIIEHHbIE TIPECTaBHTe-
JIY pa3NUYHbIX BUMIOB, BBIMOJIHAA CBOKO 3KOCUCTEMHYIO
¢byHKIMIO, MOTYT HAXORUTHCS B I1A4EBHOM COCTOSTHHH.

CxofcTBO pe3ynbTaToB, MOJY4YaeMbIX MO pa3sHbIM
MOJIXOJ]aM, CBHAETENLCTBYET O BO3MOXKHOCTH MOJTyye-
HHMSl PEKOrHOCLMPOBOYHOH OLEHKH COCTOSIHHSI Opra-
HHM3Ma MPH UCMOJIb30BAaHHU HEMHOTHX MITH IaXKe OIHO-
ro noaxopa. B kauecTBe TaKOBOro MOXHO PEKOMEH-
AoBaTh MOpP(GOIOrHYECKUH, OCHOBaHHBIA Ha OLIEHKE
CTaGUIILHOCTH Pa3BUTHA, KOTOPBIA B CHUITy BbICOKOH
4YyBCTBHUTEJILHOCTH, OTHOCHTENILHOW NMPOCTOTHI H CO-
rJIaCOBAaHHOCTHU C IPYTHMH IMOAXOJAaMH B OLIEHKE CO-
CTOSIHMSl OpraHu3Ma IpeACTaBISeTCs OCOOEHHO nep-
CMEKTHBHBIM /ISl CAMOT'O IUIMPOKOTO UCIIOJIb30BAHUS.
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XAPAKTEPUCTHUKA TTOOXOIA,
OCHOBAHHOI'O HA OLIEHKE
CTABUIIBHOCTH PA3BUTHS:

SATPYOHEHMS U IEPCIIEKTHUBbI
JAJIBHEMHIIETO PA3BUTHUSA

Bce Bo3pacrarolee 4ucio paGoT, MOCBAIIEHHbIX
HCCIEIOBAaHUIO CTaOMIBLHOCTH DPa3BUTHs, C OJHOM
CTOPOHBI, ¥ HECMOJIKAIOIIask AUCKYCCHS O 3HAYHMMOC-
TH TaKMX MCCIEIOBaHUN U MPABOMOYHOCTH MCIOJNb-
30BaHust (PIIyKTYMpYyIOlIeld aCHMMETPHH B KayeCTBE
NIOKa3aTelisi CTabUIBHOCTH Pa3BUTHS, a CTAOHIbHOC-
TH Pa3BUTHS B KAYECTBE XapaKTEPUCTHKH COCTOSTHUS
OpraHu3Ma — C Ipyroii, roBOpsiT O HEOGXOTUMOCTH
CeNHANLHOTO PAaCCMOTPEHHUS 3TOrO METOfA.

Mouip ¥ nepcneKTUBHOCTD MCIOIb30BaHus 11060-
ro MOAXOfa, BHAMMO, ONPEAENSIOTCS YCIELIHOCTBIO
pELIEHUs] METOOUYECKUX BOMPOCOB U OOOCHOBAHHOC-
ThIO NPENCTABICHUNA O IPUYNHHOH O00YCIIOBIEHHOCTH
paccMaTpUBAEMBIX MIPH 3TOM XapaKTEPHCTHK.

IlepBoii, a BO3MOXHO, U ITaBHOH NPUYMHON NO-
Jy4yeHHUs IPOTHBOPEYMBBIX JAHHBIX NPH HCCIENOBa-
HMHM CTAOMNBHOCTU Ppa3BUTHA (IJIaBHBIM OOpa3oM
CBSI3aHHBIX C OLCHKON (PIyKTYHpYIOLEd acCMMMET-
pHM) SIBIAETCS HEOAHO3HAYHOCTb MOJNYYEHHs Mep-
BUYHBIX JaHHBIX, T. €. U3MEPEHHUI ¥ POCYETOB MOP-
¢donorudeckux npusHakos. [Ipu gocratoyHo 60ib-
LIOM BHMMaHHM K TEOPETHYECKOMY OOOCHOBAHHIO
paboThl ¥ OCOGEHHO K MHTEPIPETALNH ONyYaeMbIX
pe3yJNbTaTOB, a TaKXKE K METOAM HX CTATHCTHYEC-
KO 0OpabOTKU CIOCOOBI MONYYEHHS NEPBHYHBIX
OaHHBIX OOBIYHO He 00cyxpaloTcs. Meton B IeicT-
BUTEJbHOCTH NIPOCT M NpenoiaraeT JUIlllb pOBefie-
HHE aKKypaTHbIX MOACYETOB MJIM U3MEPEHMH NpH-
3HaKOB Ha [IByX CTOpOHax Teja. B To xke BpeMs kax-
AbIA, KTO 3aHUMAJICS 3TUM Ha NpaKTHKE, 3HAET, YTO
[IpH IPOCTOTE NOCTAHOBKY 3aia4yM €€ MpaKTU4YeCcKoe
OCYLUECTBJICHHE MJIS KaXJOro 00'beKTa CONPSKEHO
€O 3HAYMTEJBHBIMH TPYRHOCTSIMH. TOUYHOE omnpepe-
JIEHHe TPaHuI] I NPOBECHUA IPOMEPOB HIIM KPH-
THYECKOTO pa3Mepa CTPYKTYp AJi MpocyeTa 3ayac-
TY10 3aTpyAaHUTENBHO. [Ipeofonenune atoro npexpmno-
JaraeT Kak 4YeTKOe OINHMCAaHHE METONMKH YydYeTa
MOp(}OIOrHYeCKHMX NPU3HAKOB, TAK M HAJIMYHE NPaK-
THYECKOTO OMbITa B NPOBeAeHUU TakoH pa6oTsl. Ec-
JIM TIpH KCTOJIb30BAHUU JIPYTMX METOJOB, CKaXKeM,
ydeTe 4acTOThl XPOMOCOMHBIX aGeppaluil comaTuyec-
KHMX KJIETOK, BPSAR JIM KTO-TO OTBAXXUTCS NONYy4aThb
60nb1IMe 06bEMBI JaHHBIX U MyOGIIMKOBATh pe3yJIbTa-
Tbl, B OCOOEHHOCTH MIPOTHUBOpEYallie OOLENPUHATHIM
NPENCTaBJIEHUsAM, O€3 CTAXKUPOBKH B OJHOM U3 1abopa-
TOPHH, NPO(eCCHOHATILHO 3TUM 3aHUMAIOLLUXCS, TO B
CBSI3M C KaXyUIEHCsl MPOCTOTOM OLEHKH (PIIyKTUPYIO-
el acMMMETPUM KaX[bld 3a4acTyl0 MNOJy4YaeT
6oJbliIe 06 beMbI TaHHBIX CaM MJIM C IOMOLLIbIO CBOUX
aCCHCTEHTOB 0€3 OIKHOIO BHUMAHUS K HaleXXHOCTH
nony4yaeMbix JaHHbIX. [IpoBeaeHue pabot no HHTEpKa-
mMbpalil METOMOB MOJyYeHHs NEPBUYHBIX JAHHBIX
AJIsl MOCTIDKEHMSI CONMOCTaBUMBIX pe3yJbTaTOB MyTEM

3AXAPOB u np.

COBMECTHOH WIM NapajiielbHOi 0OpabOTKH ORHOTO H
TOrO XK€ MaTepHuaia NpeCcTaBUTEISIMU Pa3HbIX IPymI
HccliefioBaTeNiell, 3aHMMAIOLMXC  MCCIIEIOBAaHUEM
GIyKTyUpYyIOLIeH aCHMMETPHH 110 ONPEAEJICHHON CUC-
TeMe NPU3HAKOB Y CXOHBIX OO'EKTOB, BO MHOIOM Obl
CHSUJIO TEOPETUYECKYIO JUCKYCCUIO O BO3MOXKHbIX F€HE-
THYECKMX W MOP(OreHETUYECKHX MEXaHM3Max CTa-
OWILHOCTH pa3BUTHsL, HEOOXOOMMYIO JJIsl OO bSICHEHHA
NPOTHBOPEYUBbLIX PE3YJIBLTATOB.

BaxnocTb 2T0# npo6ieMbl U3BECTHA M3 OMNbITA
paboTbl Hamell naboparopud. MHorue crneuuanuc-
Thl 00palLalOTCsA K HaM 32 METOAMYECKO MTOMOILIBIO.
O6mumit uTor 3Toi paboThl: MOJTYyYEHHE HAJEXKHBIX
Ppe3yJabTaTOB, IPUTOAHBIX [JIi CPABHEHHS! C JPYTHMH
rpynnamMi HKcciiefoBaTejield, BO3MOXHO JIMILIb IIPH
NPaKTHYECKOM HaBbIKe. JIIOObIX MPAaKTUYECKUX pe-
KOMEHJAIMil B 9TOM I1aHE OKa3bIBAECTCS SIBHO HENO-
cTaToyHO. B KauecTBe mpuMepa MOXHO NPHUBECTH
Hall NOCJENHUIA ONbIT MO PacCHpOCTPAHEHHIO METO-
OMKHU OLIEHKH CTaGUIbHOCTH Pa3BHTHs B JECCSITH 3a-
noBefHuKax. OHU HCNONB30BalM B cBOed pabore
pa3Hble OO'BEKThI HUCCIENOBAHUN — OT PACTEHUH 0
miekonuralowmux. ITpoBepka nokasaina, 4yTo JHUIIb B
TpeX 3anoBeJHUKAX, IIe OONbIINHCTBO HCCIIEN0OBATE-
JIell MMeJIN paHee ONbIT TakKoi paboThl, ObLIX MOMY-
YyeHbl HafleXKHbIE pPe3yJIbTaThl, B OCTaJIbHbIX — COBEP-
LIEHHO NpOTHBOpeuuBble. Hanagute HOpMasbHOE
NOJIyYEHHE pe3yJIbTaTOB yAANOCh JHIb MOCIE COB-
MEeCTHOU paboThl C HaUIMMM crenuanucTaMmu. bes
MPOBECHUs] TaKOH CrEeUUaJIbHON METONUYECKOH pa-
60TbI MOXKHO Ob1110 ObI NOArOTOBUTH PSfl OIMKaLIUN
O TOM, YTO MbI HE NOJIy4aEM OXXHMAAEMBIX PE3yJIbTa-
TOB, U €llle pa3 MOCTaBUTh BONPOC O IPAaBOMOYHOCTH
HMCHOJIL30BaHus Takoro noaxona. Heo6xognumo MeTto-
AuYecKoe OOOCHOBaHME MOAXOAa, NpUYEM aKUEHT
HOJKEH ObITh CHENaH He Ha CTaTHCTUUYECKOW oOpa-
60TKe NaHHBIX, KOTOpPasi, KaK MOKa3bIBaeT NMPaKTHKa,
MOXET ObITb AOCTaTOYHO NPOCTOH M HE BbI3bIBAET
6OJbIIKMX 3aTPYAHEHHI B UCNIONbL30BaHNH, a Ha MOJY-
YeHHE NEepBUYHBbIX AaHHbIX. [anbHeilee pacnpocT-
paHeHHUe NOAXOfia JOJIXKHO ObITh CBSI3aHO HE TOJBKO
C HOATOTOBKOY METOAMYECKHX PEKOMEHAALMM, HO U C
OINpefeIEHUEM OCHOBHBIX LIEHTPOB [JIsI MPOXOXJe-
HHs1 CTa>KMPOBKH CIIELIHAJIUCTOB.

Ilpu MeTonMUYecKOM OOOCHOBAHUM MOJXOMA ECTeCT-
BEHHO BCTaeT BONPOC O cpepe ero BO3MOXKHOTO IMTpHMe-
HEHUs1 U BO3MOXKHOCTU HMHTEpHpEeTalHyd NOJy4yaeMbIX
pe3ynbTaroB. JIto60i nogxon TpeGyeT TaKoro TeopeTy-
yeckoro 060cHOBaHUsA. [1Jis METOTUYECKHM CJIOKHOIO
HCCIENOBaHUsT HEOOXOAMMOCTb TEOPETHUYECKON 0060c-
HOBAHHOCTH HEPENKO OKa3bIBAETCSA OYEBUAHOM, 1151 60-
Jlee MPOCTOro — MNPEACTABISETC OCOOEHHO BaKHOW.
HMeHHO K TaKHM METOJIaM OTHOCHTCS OLIEHKA CTaOWIb-
HOCTH Pa3BUTHA 110 MOPGOIOrHYECKOi U3MEHUYHUBOCTH.

IlepBoe, 4TO HEOOXOAMMO OTMETHUTbD, 3TO TO, Ha-
ckonbKO o6ocHoBaH noaxon. Ham mpencrasnsercs,
YTO K HAaCTOSILLIEMY BPEMEHH NOAXOJ], OCHOBAHHbIH Ha
OLICHKE CTaOMJILHOCTH pa3BMTHs, B JOCTaTOYHOMR
cTeneHu 0OOCHOBAaH KaK TEOPETUYECKH, TaK H MOJ-
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TBEPXKJEH pe3yNbTaTaMM NMPAaKTHYECKUX HCCIENOBa-
mi (3axapos, 1987; 2000a; Moller, 1997; Develop-
mental homeostasis..., 1998). Janbueiinee Hapamu-
BAHME YHCNIa NPUMEPOB BpSAA JIH HMEET CMBICIH.
O61uit UTOr: CTAOUNBHOCTH Pa3BUTHS SBISETCS OH-
TOr€HETHYECKOH XapaKTEPUCTHKOM COCTOSIHHS Opra-
HU3Ma, KOTOPOE U3MEHAETCS NIPU FEHETHYECKOM UITH
CPEROBOM CTpecce. TO O3HAyaeT, YTO OTCYTCTBHE
HCKOMOTO pe3y/bTaTa — pa3iiyuil o CTaGUIbHOCTH
Pa3BUTUS — AOJKHO pacCMaTpHBAaThCA KaK CBUje-
TEJILCTBO OTCYTCTBHS BIIMSIHMSI MCCIIEAYEMBIX eHe-
THYECKHMX MJTH CPEOBbIX Pa3JIMYHMil HA COCTOSHHE Op-
raHu3Ma, XapakTepu3yeMoe Mo CTaGUILHOCTH pa3-
BuTHst. T1OMBITKM K€ BCAKMN pa3 B TaKOH CHTyal[y
CTaBUTh MOJi COMHEHME NPAaBOMOYHOCTb HCIOJb30Ba-
s QIyKTYMpPYIOLIEH aCHMMETPHH IJISE XapaKTEPUCTH-
K# CTAOWIBHOCTH Pa3BHTHUS M, B CBOIO O4epefb, CTa-
6WILHOCTH pa3BUTHS KaK XapaKTEPUCTHKH COCTOSIHUS
OpraHM3Ma ceffuac BBITJISAT KaK JKeJIaHUe NPU OTCYT-
CTBUH Pa3/IMuMii IO UMTOr€HETHYECKUM WM OGHOXUMH-
YeCKMM METO[aM IOCTaBUTh NOJ COMHEHHE BO3MOXK-
HOCTb MX MCTIOJIb30BaHUs JJI1 XapaKTEPUCTHKH KapHo-
THIA WK OHOXUMMYECKUX npoueccoB. TakuM o6pa3oM,
OLIEHKY CTaOMIIBHOCTH Pa3BUTHsI HE CIEAYET UCIONb30-
BaTb AJIsl NIONTBEPKMACHUS YK€ U3BECTHOH CHUTYyaluH,
OHa JOJDKHA HOCUThb TaKO¥ K€ MOMCKOBBIA XapakTep,
KaK M HCMIONb30BaHHUeE J1I060ro Apyroro Nogxoxna.

Hanee, Hano YETKO MPEACTABJIATH KPYT BOIPOCOB, Ha
KOTOPbII MOXKET AaTh OTBET OLICHKA CTaOWIBHOCTH Pas3-
uTHsA. ECTb nonoxxurenbHble MpUMEpbl U3MEHEHHMS CTa-
AIBHOCTH Pa3BUTUSI TPYU rHOPUIM3ALIH H 3aIPSI3HEHHH.
Ho 310 BOBCE HE O3HAYaET, YTO CTAGHILHOCTD Pa3BUTHS
MOXET OBITh MCIIONIL30BaHa 151 BbISIBJIEHHMS 30H THOpH-
JWM3aLMHM WIH OLIEHKH CTENCHH 3arpsI3HEHHSA. ITO MOXKHO
CienaTh ropasgo 6onee HANEXKHO, HMCIOJb3Ysl Apyrue
nofxopbl. ITpu onieHKe CTaGUIBHOCTH pa3BUTHA MOXET
ObITb IOJTyYCHa JIMIIbL YHUKAIbHast HH(OpMAal|s O TOM,
COMPOBOXKAAIOTCSI JIX ONpefie/IEHHbIE TeHETHIECKHE HITH
CpenoBbIEC M3MCHEHMSI U3MEHEHUEM COCTOSHUS pa3BUBa-
IOLLMXCsl OpraHu3MoB. IMEHHO B 3TOM M COCTOHT 3Haye-
HHE MCCIIEeloBaHUs1 cTabuWiIbHOCTH pa3BuTusi. Omnpepe-
NIeHHbIE FEHETUUECKME U CPEAOBbIE H3MEHEHMS, TOCTIEN-
CTBHSI KOTOPBIX OYEBH/HBI IPH HCTIONB30BAaHUM APYTHX
TOAXOZIOB (HANpuUMep, NpU HCCIIEAOBaHNM (hbeHOfeBHa-
1), MOTYT M HE OKa3bIBaTh BIMSHMA Ha OOILLylO CTa-
OWTLHOCTB pa3BHTHSI, B TO BpeMs KaK NOCTIEACTBHsI FeHe-
THYECKOT'O M CPEIOBOTO CTpecca [isi OOLIETO COCTOSTHMUS
OpraHM3Ma MOTYT OBbIThb OIpefiefieHbl IMEHHO IO CTa-
GHIBHOCTH pa3BUTHSL. Y HUKAJIBHOCTB IOIXOJIa KakK pa3 H
COCTOHUT B IIPOCTOTE ¥ OMHO3HAYHOCTH OLICHKH, KOTOpast
MOXET MPOBOAMTBCS AAKE B MPUPONHBIX MOMYJISIMSX.
[Ip1 HaIeXKHOM pellIeHNM YKa3aHHBIX BbILLIE METOMYE-
(KMX BOIPOCOB BO3MOKHOCTH HCTIONIb30BAHUSI OLICHKHU
CTaOMJILHOCTH Pa3sBHMTHS Ul PEILICHMs] 3THX 3afad OT-
KpBIBalOT GOJIBILIE NIEPCIEKTUBDI.

Hano uMeTs B BUITy, YTO I71aBHBIM OKA3aTENEM CTa-
GWIBHOCTM Pa3BHTHS SIBJISIETCS OHTOI€HETHYECKUA
wyM. Bpsin 1M nepcneKTHBHO MPOC/IEXUBATh afjaliTHB-
HYIO 3HAYMMOCTb KaXKJIOTO CJIy4asi OIPENIeNIEHHOrO pa3-
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JIYYS BEJIMYMHBI MOPGOJIOrHYECKOro MPU3HAKa MEXHTY
CTOpOHaMM TeJ1a WM TI060ro H3MEHEHMs1 YPOBHA IIIyMa.
Tem 6onee yto camu no cebe HabMoAaeMble IPU 3TOM
MOPp¢OJIOrHYeCcKHE pa3IiiKs BPSi JIM MOTYT BECTH K CY-
IIECTBEHHOMY CHIDKEHHUIO XKU3HECTIOCOOHOCTH OpraHH3-
Ma, a BaXKHbI JIMIIIb KaK MHAWKATOPbI H3MEHEHMs OOI1Ie-
FO COCTOSIHMSI OpraHu3Ma. MoXHO TOJNBKO YIUMBISTHCS
9HTY3Ha3My TeX, KTO NpeqIIpHHUMAET TakHe MOMbITKA K
flaxXe NOoNy4yaeT NOJIOKHATENbHbIE pe3ylbTaTbl. 31ech
YMECTHO NMPHUBECTH BbICKa3bIBaHWE 3HAMEHWFOrO pOC-
caiickoro reHetuka YerBepukosa (1968): “Cucremaru-
Ka 3HaeT ThICSUM IIPUMEPOB, ITiE€ BUbI PAa3INYaIOTC He
aflaliTUBHbIMM, a Oe3pa’iNyHbIMM (B OHOIOrHMYECKOM
CMbIClIe) TPU3HAKAMHU, ¥ CTapaThesl MOMIbICKATh MM BCEM
aflaNiTMBHOE 3HAYE€HME SIBJISETCS CTOJb XKE MaJIONpOH3-
BOIUTENBHOM, KaK 1 HeOnarogapHo# paboTo#, rae noa-
4ac He 3Haelllb, YEMY YAMBISITHCA — OECKOHEUHOMY JIH
OCTPOYMMIO CaMMX aBTOPOB WIM HMX Bepe B HEOrpaHH-
YEHHYIO HAMBHOCTb uMTaTelNieil”. B To xxe Bpems cyiue-
CTBEHHbIE U3MEHEHUS YPOBHS LIIyMa, KOTOPbIE MOTYT H
He ObITb OGHapYXXECHbI APYTMMH METOfAMH, SIBIIIOTCI
HECOMHEHHBIM CBUJICTEJILCTBOM HAa4YaJIbHbIX H3MEHEHMH
0011ero COCTOSIHMA OpraHM3Ma, KOTOPbIE B AaJIbHEHIIIEM
HECOMHEHHO CKaXKyTCsl M Ha IpYTHX OObIYHO HCTIOJNb3Ye-
MBbIX NIOKa3aTeJIsIX NPHCNIOCOOIEHHOCTH.

Bce 3T0 m ompepenseT NMepcneKTUBbI Pa3BUTHUSA
HCCeOBaHUA CTaGMIILHOCTH Pa3BUTHA. DTOT MOJ-
XOJI TaK XK€, KaK u J110060i gpyroi, IUMEeT 4YeTKO Ol-
pEeACIEHHBI KPYT 3afiay, /1S peLIEHUsI KOTOPbIX €TI0
nejecoobpa3Ho ucnonb3oBath. Ha ¢oHe yxe nony-
YEeHHBIX MHOI'OUMCIICHHBIX IPUMEPOB B JlaJIbHEHIIEM
Bpsi JIM HYXKHO MX HapauuBaTb. He BbI3bIBaeT co-
MHEHHH, YTO NPU KOPPEKTHOH NMOCTAaHOBKE 3a1a4H U
METOUYECKOH rPaMOTHOCTH €€ PEIIECHUs] HCKOMBIH
addexT Oyaet nonyueH. 'naBHOe — 3TO afieKBaTHOE
HCnoNb30BaHKe noaxoaa. Ha Hamn B3rasij, 3TO HaM-
6oinee felicTBEHHas: Mepa JJIsl CHATHS AMCKYCCHOHHO-
CTH IOfIXOfia M o6ecnevYeHus ero MPOKOro NpaKkTu-
YECKOro Hcnoib3oBaHus. CTaOWIBHOCTb pa3BHTUS
BBICTYNIAa€T KaK Mepa FEHETHYECKOTrO U CPEAOBOrO
cTpecca. B cOOTBETCTBHH C 3TUM NOAXOM NPEACTaB-
JSE€TCS NMEPCHEKTUBHBIM [UISl PELIEHHUs L[ENoro psna
3aflad KaK B 9KCNEPHMEHTAIBHBIX YCIOBUSIX, TaK U B
NPUPOAHBIX MOMYIALHAX. Y YHTIBAs, YTO CIIy4aH FeHe-
THYECKOTO CTpecca, B OCOOEHHOCTH B MPHPORHBIX IO-
MyJISILMSIX, BUAMMO, BCTPEYAIOTCA AOCTaTOYHO PENKO,
3Ta XapakTEpUCTHKa BBICTYNIAET IMaBHBIM 00pa3oM
Kak noka3saTenb cpefioBoro crpecca. Haubonee nep-
CIIEKTHBHBIM HaIpaBJICHHEM HCIIONIb30BaHMs MOAXOAA
MPEACTAaBIAETCS OLEHKA 3A0POBbS CPENBI 10 OHTOreHE-
THYECKON XapaKTEPHUCTUKE COCTOSIHMSI OpraHM3Ma Co-
CTaBIISIOIIMX €€ BUIOB XKUBbBIX CYLLECTB.

3AKIIIOYEHHUE

CoBceM HeaBHO Mbl ObLIM CBUIETENSIMH KpaiiHe
BAXKHOI'O BHE[IPEHMS '€HETUYECKUX NPENCTaBIEHHH B
NOMYJISIMOHHbIE HKCCIIEOBaHUsA. 3BydYaBllee 4acTo
IPeoCTEPEXKEHHE O TOM, YTO OPraHU3M — HE MEIIOK
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¢ 606aMu (reHaMH), BO MHOT'OM BOILUTOTHJIOCH B XXH3Hb.
B TO ke BpeMsi HaCTOATENbHbIN MPU3bIB HAAETD ‘TCHE-
THYECKHE OYKHM~ TPHUBEN K CYILIECTBEHHOMY HCKaXe-
HHIO 3pEHHs Y LEJIOTO psfia NOMyNSLHOHUCTOB — 3a JII0-
6bIM (peHOTHITMYECKMM H3MEHEHHEM CTaJId MEPELLUTDb-
cs1 u3MeHeHus reHotuna. Ceityac Bce 6oJiee 0ueBHIHOM
CTaHOBUTCS BAaXKHOCTb ‘‘OHTOr€HETHYECKMX OYKOB”, a
HOMYJISIIMOHHbIE UCCIEAOBATENH MMOHMMAIOT, YTO BU-
paT 6e3 HUX Bce Xyxe M Xyxe. Oco3HaHHE TOro, YTO
IyTb OT FEHOTHUNA K (PeHOTHUITY ONpefeNsieTCsl CTabWIIb-
HOCTBIO U KaHAIM3MPOBAaHHOCTBIO Pa3BUTHUA, TO3BOJIS-
€T MOHSTb, 32 CYET YEro He BCE U3MEHEHHS B FEHOTHIIE
MPOSIBIISAIOTCA B (hbeHOTHIIE U HE BCe (PEHOTHIIMYECKUE
M3MEHEHUS! IPOMCXOMAT OT U3MEHEHMI B FeHOTHUIE.

Bo3MoxHO, 4TO HanbHeiiiee pa3BUTHE TaKOTO MOA-
xofa GyAeT CTUMY/IMPOBaTh HOBOE OXXHMBJICHHE OIS~
LMOHHBIX HCCIIEIOBaHMM, IBHBIM CIafi KOTOPBIX HaOMIO-
AaeTcs cedyac Ha OCHOBE TPAJMLUMOHHOIO NOIYJSIH-
OHHO-TEHETHYECKOro mnopxona. B uenoM passuTHe
NOAXOfla, OCHOBAHHOIO Ha aHaJu3€e NMPUPOAHBIX MOIy-
JAUMA TpY Y4YeTe OHTOINCHETUYECKHMX W3MEHEHMH,
MPEACTABISIETCA KpaiiHe BaXKHbIM Ha ITyTH JaJIbHEHILEe-
ro pa3BUTHs NOMYJIALMOHHBIX UCCIIENIOBAHUH OT (peHO-
MCEHOJIOTMH K MEXaHH3MaM H BbISBIICHUIO MPUYHHHON
00YCIIOBJIEHHOCTH HabJIIOaeMbIX pa3jiMyHii, nepexona
OT BbijieJIEHUsI TOMYJISILAIA ¥ BUAOB, IOMYJISILIMOHHO-TE-
HETHYECKHMX MOJIeTIel 9BOIOLMH M BHAOOOpa30BaHUs K
OLICHKE COCTOSIHUSI MOIY/ISLMHA ¥ ero AMHaMMKH, MeXa-
HM3MOB 3BOJIOLMOHHBIX NpeoOpa3oBaHuUil.

Mpb1 uckpenne npusnameavnbt compyoHukam aa-
6opamopuu nocmramaabHo20 oHmozene3a Hucmu-
myma 6uoaozuu pazsumus PAH 3a HeoyeHumyro
nomMowb 8 8bitnoaHeHuu pabomot u 06¢cynoerHuu pe-
3yabmamos. Mot 6aaz00aphbt [Imumpuio lllenom-
KUHy 3a no020moskKy pucynkos u Matie Bopobbesoti —
34 NOMOWb 8 N0O20MO8BKe mekcma.
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Abstract—Ontogenetic and population studies traditionally develop independently. At the same time, the relevance
of specific analysis of a specimen as ontogenesis for both correct assessment of populations and their dynamics in
time and space and understanding the mechanisms underlying population processes is becoming more and more
clear. Developmental stability serves as the most general description of the developing organism status. The level of
developmental noise commonly evaluated by fluctuating asymmetry is the main index of developmental stability.
High developmental stability is maintained on the basis of genetic coadaptation under optimal developmental condi-
tions. Coordinated changes in developmental stability and other homeostatic indices, including genetic, physiological,
biochemical, and immune indices suggest that we consider the general status of the organism by evaluating its devel-
opmental stability. Evaluation of developmental stability as a measure of environmental stress, apparently, is the most
promising. In practical terms, this allows us to evaluate and monitor environmental health under both natural and var-
ious anthropogenic conditions. Outlooks of this approach as relates to studies of developmental stability are discussed.

Key words: ontogenesis, population, developmental stability, population variability, environmental stress, ge-

netic coadaptation.
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BO3MOXHOCTb UCIIOJb30BAHUA MOKA3ATEJIEN
CTABWJIBHOCTH PA3BBUTHUA U ®OTOCUHTETUYECKON
AKTUBHOCTHU ]I MCCJIEOJOBAHUA COCTOAHUM IMTPUPOIHBIX
NONYJALMA PACTEHUN HA NIPUMEPE BEPE3bI IIOBUCJIOMN!

© 2001 r. E.K.Yucrakosna, H. I'. Kpsixxesa

Hncmumym 6uonozuu pazeumusn um.H.K.Koavyoea PAH
119991 Mockea, I'CII-1, ya.Basuaosea, 0.26

IMocrynuna B pepakumio 23.04.2001 r.

B pa6GoTte npuBefeHo 06001eHe MaTepHuaa, IOJIyYeHHOTO IPU NONMYISLHOHHO-(PEHOTEeHETHYECKHUX HC-
crefoBaHusIX 6epe3bl NOBUCION B 3aBUCUMOCTH OT pa3NMYHbIX BO3AECHCTBUI OKpYKaloUIEH Cpeibl METO-
IOOM aHanu3a CTaOUIBLHOCTH Pa3BUTHS U U3MEPEHUSA (POTOCHHTETHYECKOH aKTHBHOCTH.

Karoueswie caosa: pacTenus, HOMyJsilusi, CTaOMIBHOCTB Pa3BUTHS, QIYKTYUPYIOLIas acCHMMeTpus, QoTo-

CUHTETHYECKHE pE€AKIIUH.

CraGuIbHOCTL pa3BUTHUS — OfiHA U3 Haubonee 06-
IIMX XapaKTePUCTHK WHAMBHAYAJIbHOIO Pa3BUTHS, O3-
Hayarolasi CnocOGHOCTb OpraHu3Ma K MHHHUMHU3aLHU
cilyyaiiHbIX HapylueHu# pa3sutusa (Mather, 1953). ITo-
Ka3aHO, YTO MaKCHMaJlbHblil YPOBEHb CTaOUIBHOCTH
pa3BUTHs HAOIIONAETCS B YCJIOBHUSIX, ONTHMANbHBIX
AN CyLIECTBOBaHMs XXHMBBIX OPraHuM3MoB (3axapos,
1982). CTaGUIBHOCTb pa3BUTUS CHIXKAETCS MPHU Cpe-
IOBOM M r€HOTHIIHYECKOM cTpecce (3axapos, 1987).

OneHka cTaOUIBHOCTH Pa3BUTHA Oblja Mpeasio-
’KeHa B KayecTse oOLuedl 1 HecrieuuuecKoi Mepbl
cocrosinusi opranusma (buorecr..., 1993). ABTOphbI
BBICKA3aJI4 NIPEJNIOJIOKEHUE O TOM, YTO OLEHKH, T10-
Jy4aeMble NpH HCIOJb30BaHUHM MOKa3aTejed cra-
OMIIBHOCTH Pa3BUTHS], JOJIKHBI XapaKTepU30BaTh CO-
CTOSIHME OPTaHM3Ma B LIEJIOM.

Lenb paGoThl — IPOBEPHUTH 3TO MPERNONOXKEHUE.
[l peiieHus OCTaBlIeHHON 3afayu TpebyeTcs na-
pajjieIbHOE MOJIyYeHUEe OLEHOK C MCNOJb30BaHUEM
Pa3NUYHBIX MOAXOAOB. MBI aHAJIM3NPOBAIU CTaOHIIb-
HOCTh Pa3BUTHS B NPUPOAHBIX MOMynsuusix Gepesbl
noBucioit Betula pendula Roth., 3aTem pe3ynbTaThl
CPaBHUBAJIM C JAHHBIMH, MONYYEHHBIMH C HUCTIOJNB30-
BaHHEM METOJa MHAYKINH ObICTpOil QuyopecueHIH
xjopodunna. ITOT METOA IIUPOKO NpHUMEHSIETCA
IJIS MCCIIEIOBaHUSl COCTOSIHUSL PaCTHTENbLHOrO Opra-
HHM3Ma no ero ¢oTocuHTeTHYECKOMY annapaty (Ka-
paneTsH, byxos, 1986; Lichtentaler, Rinderle, 1988;
BecenoBckmii, Becenoma, 1990; Jlesenko u pp.,
1990), 1 noaToMy, Ha Halll B3IJISI, AABJSETCS HAanObO-
nee yNoOHbIM JJIs pelleHus! TOCTaBIEHHON 3aavHn.

I Pa6ora nopaepxana PoccuiickuM (oHOM yHRaMEHTANBHBIX
uccnepoBanuit (mpoext Ne 0-15-97792).

MATEPHUAIJl U METOJUKA

B kaudecTtBe 06'beKTa HCCIEROBaHuUs Oblla BbIOpa-
Ha Gepe3a nosucnas Betula pendula Roth. — Bup, -
poKo pacnpoctpaneHHbId B EBpa3uu. [Ins aHanusa
OoTOGUpaNH JHUCTBhSI C YKOPOUEHHBbIX MOOETrOB M3 HH-
JKHEW 4acTH KpOHbI TEHEPATHUBHBIX 6Gepe3, pacnoio-
SKEHHBIX Ha OMNYLIKaX JIECOMONOC U Ha JIECHBIX NOJIS-
Hax. Co6upanu o 5 (unu 10 — B Be16OpKax u3 r. Ya-
naescka) JucTbeB ¢ 9-10 nepeBbeB B Kaxkuod
BbIGopKe. K MoMeHTy c6opa BeIGOpOK MOpPOJIOTH-
Yyeckasi CTPYKTypa JIUCTheB Oblla MOTHOCTBIO COop-
MHupoBaHa. [I1s aHanu3a cTaGMJIBHOCTH Pa3BUTHS H
i oueHKM 3GEKTHBHOCTH NPOTEKAHMsI NEPBHY-
HbIX (POTOCHHTETHYECKHX MPOLECCOB ObUIH MCIOJb-
30BaHbl Of{HU H T€ XK€ JIUCTDS.

JInsi BBISICHEHHS BJIUSIHUS €CTECTBEHHBIX CTPECCO-
BbIX YCJIOBHH Ha CTaGHJIBHOCTb Pa3BUTHUSI U COCTOS-
HHEe (POTOCHHTETHYECKOro anmnapaTa B NPUPOAHBIX
nonynsAuMax 6epesbl NOBUCIOH CpaBHUBAIM BbIOOD-
KH TMCcTheB Gepe3 n3 OKCKOro rocylapcTBEHHOrO 3a-
MOBEJHMKA, PACTYIIUX Ha NOJISIHE (2) B YCIOBHAX
MaKCHMMallbHOIO OCBEILEHUS U U3-TOJ NOJIora Jieca
(1). B Bb160OpKY 1 Bomno 50 nucThEB, B BLIGOPKY 2 -
45. Bbi6opKH 6b111 cOOpaHbl B ceHTsA0pe 1995 r.

®du3znonornyeckoi 0COOEHHOCTBIO OEpE3bI ABI-
ercsd BbICOKass MHTEHCUBHOCTb AbIXaHus (LlenbHu-
kep, 1978). YpoBeHb 3HepreTMYEeCKMX 3aTpaT He
HO3BOJISET €if IJIUTENbHO CYUIECTBOBATh MOJ MOJO-
T'OM Jieca, AOBOJILCTBYSICh HEOOJBIUMMH IIPHPOCTaMH
6romMacchel, B TO BpeMsl Kak B yCIIOBHSIX CBOOOJHOT0
pocTa B NMTOMHHUKE IIPH AOCTaTOYHOM YBJa>KHEHHH
6epe3a OTIMYAETCS BbICOKOH MHTEHCHBHOCTBIO ¢ho-
TOCHHTE3a, U, COOTBETCTBEHHO, BBICOKOW NPOAYK-
TuBHOCTBIO (EBcTHrHees, 1991, 1994). Takum oGpa-
30M, Gepe3a o6safgaeT y3KMM AMaNa3oOHOM MpOAYK-
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UMOHHBIX BO3MOXHOCTEH, T.e. oOJiamaeT HH3KOH
TEHEBBIHOCIIMBOCTBIO M BBICOKMM CBETOJIOOHEM M,
CIIEAOBATENBHO, €€ CYLIECTBOBaHHE B JIECHBIX COO0-
IECTBAaX BO3MOXKHO TOJILKO B HauboJiee CBETJIIbIX
Mecroobutanusix (UuctsakoBa, EBcruruees, 1994),
I03TOMY Mbl NPEANIONIOXWIN, YTO YCIOBHUS 3aTeHe-
HUs1 OYAYT SIBJIATHCS VI HEE CTPECCOBBIMH.

YToO6BI ONpeaenuTh 3aBUCHMOCTb CTaGHIIBHOCTH
Pa3BHTHS M COCTOSHUS (POTOCHHTETHYECKOrO amma-
paTa OT pa3JIMYHbIX H3MEHEHHH B OKpYKalollei cpe-
Ji€, BAXKHO OLIEHHTD TaKXK€ BO3MOXXHOE BIIMSIHUE aHT-
PONOreHHOIO BO3[EHCTBUS KaK OIHOTO U3 Haubonee
PacnpOCTPAHEHHBIX B HACTOsSIIIEE BPEMSI CTPECCHPY-
1o1Hx ¢akTopoB. [I1s1 peleHus 3TOM 3ajayu Mbl UC-
CIIE{OBAJIM BIIMSIHUE XMMUYECKOTO 3arps3HEHHs cpe-
bl ¥ BO3JICACTBHS HEHOHH3MPYIOLIETO M3JIy4CHHS Ha
CTaOWIbHOCTb Pa3BUTHA B MPHPOAHBIX MOMYJIALMAX
6epe3bl MOBUCIIOMN.

J1Jis OLEHKM BJIMSHUS XMMHYECKOrO 3arpsa3HeHHUs
cpenbl Ha pacTeHHus ObUTH IPOAaHAM3UPOBAHbI CEPHH
BbIOOpOK K3 ropopa Yanaescka Camapcko# obnacru
(cOop MaTepuasa IpOU3BONUIN B Mae—HutoHe 1994 r.).
l'opon YanaeBck — ObIBILIMI LIEHTP 1O NIPOU3BOACTBY
XHMHYECKOTO M [pYrMX BufioB opyxus (Penopos,
1994). B Hacrosiiiee BpeMsi B rOpojie TakKe AEHCTBYET
PSA XMMMYECKMX mpeanpusatuil. [Ins aHanu3a ObuH
B35Thbl BbIOOPKHM JINCTHEB U3 [ISITH TOYEK, HAXONSALINXCHA
Ha pa3HOM YJaJIEHMU OT UCTOYHUKOB XMMHYECKOTO 3a-
rpsi3HeHus B r. YanaeBcke U ero okpectHoctsx. Tou-
Ka 1 6b11a BoIOpaHa Ui OLIEHKH CUTYallH, CKJIaibIBa-
IolIeicsl P OAHOBPEMEHHOM BO3[I€HCTBUH [IBYX 3a-
BOIOB U OOILEro aHTPOIOreHHOro mpecca ropoja.
Toukm 2 u 3, HaxopslMecs B HENMOCPENCTBEHHOM
6IM30CTH OT OCHOBHBIX NPEANPUATUI, BbIOpAHBI I
XapaKTEePUCTHKH BO3[EHCTBUS OCHOBHBIX HCTOYHHKOB
XHUMHYECKOro 3arpsa3Henus. Touku 4 u 5 (30HBI OTABI-
xa, Haxopsmuecs B 2 1 10 kM OT ropofja COOTBETCT-
BEHHO) ObLIIM MCTIONbL30BaHbl B KaYeCTBE YCIOBHOIO
koHTpons. Becero B Toukax 1-5 6b1710 H3MEPEHO COOT-
BeTCTBEeHHO 69, 74, 100, 99 u 99 nucThes.

Jns uccnenoBaHHus BIMSHUAS HEHOHHU3UPYIOLIETO
H31y4YeHHs Ha pacTeHus B 1995 r. 66111 npoBeieH 3KC-
nepuMeHT Ha 6a3e JKyKOBCKOH 3KCIepUMEHTAILHON
craHuuu B Kanyxckoii o6nactin. Hamu 66114 uccneno-
BaHbl BbIGOPKH JIMCThEB Gepe3bl Ha IBYX COCENHMX y4a-
CTKax onylky 6epe3nsika. OMH y4acTOK NOfiBEpracs
BO3[CHCTBMIO 3JIEKTPOMAarHUTHbIX monei (1), mpyro#
B3sUIM B KauecTBe KOHTpoJA (2). [Inst aHanu3a 6b11u uc-
NOJIb30BaHbl BBIOOPKM C OMBITHOIO U KOHTPOJBHOIO
y4acTKOB 1o 50 TUCTHEB B KAXKION TOUKE.

OnbITHBIA YYacTOK TOJBEPrajcs BO3JIEHCTBHIO
3NIeKTPOMarHUTHBIX NOJEH paguoAnana3oHa no cie-
nyrowieit cxeme. O6ydyeHre MPOBOAMIHN B HMITYJIbC-
HOM pexuMe (mnmurenbHocTb 0.6 MKcC, yacToTa mo-
sropenus 1 kI'u, MomuocTs 120 xBT) exxegHeBHO ¢
28 anpens no 10 urons u 3ateM c 1 no 10 urons. Bpe-
M 00y4yeHHst cocTaBisino 4 4 B cyTku (c6 o 8 u c
17 po 19 4). Takoit pexum paboTbl NO3BOJSN B MO-
MEHT NPOXOXKMCHAA JIyya MONYYUTh HHTEHCUBHOCTh
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u3ay4yeHusi, pasuylo 30 MkBT/cM? B eHTpe paboueit
30Hb1 ¥ 15-20 MKBT/cM? — Ha Kpasix.

B kadecTBe noka3sarensi CTaGMILHOCTH Pa3BHTHSA
HCTIO0JIb30BaIM BENU4MHY hIyKTyUpPYIOIIEH aCHMMET-
pHH, ONpefesieMyI0 KaK pe3ylbTaT HECTIOCOOHOCTH
OpraHM3MOB Pa3BHBAThLCS 110 TOYHO ONPEAEIIEHHOMY
NyTH YU MPOSIBIAIOIIYIOCS B MEJKHMX HEHalpaBJiCH-
HbIX OTKJIOHECHHSX OT HACaNbHOrO CHMMETPUYHOrO
cocrosiHus (3axapos, 1987). Paznuuns B mposisne-
HUH NIpH3HaKa, HabniofaeMble pH PIyKTYHpYyIOLeH
aCMMMETPHH, HE MOTYT ObITb MOJHOCTBIO CBEACHBI
HH K F€HOTHIIMYECKHM, HH K CPEAOBBIM, NOCKONBKY
pa3BUTHE NMpPH3HAKa NPOMCXOAUT NPH MACHTHYHBIX
BHEIIHHX yCJIOBHSIX M Ha OCHOBE OJHOrO r€HOTHIA.
Takum o6pa3oM, nposiBneHue QIYKTyHpyromen
aCMMMETPHHM MOXHO CYHMTaTbh CJIECACTBUEM Cly4ai-
HbIX HapylLICHW#, MPOUCXOMSAILNX B XONAE MHIMUBUIY-
aJIbHOTO Pa3BHUTHS, a caMy (PIYKTYMPYIOIIYIO aCHM-
METPHIO — NPOSABIICHHEM Cy4aHHOH N3MEHYHBOCTH
pa3BUTHS U MEPOH CTaGUIBLHOCTH pa3BUTHA (AcTay-
poB, 1927, 1930).

Mb! oueHMBaIM BeIMUYMHY (DIYKTYMPYIOLIEH acuM-
MeTpyM OWIaTepaibHbIX NPU3HAKOB MOPGOJIOrHH JIHC-

Ta, YTO MO3BOJISUIO NMPOBOUTL HCCIEN0BaHUA 6e3 HaHe-
CeHMsl 3HAYUTENBHBIX NMOBPEXACHHI DAaCTEHHIO, H HC-
TIOJIb30BATY MPU3HAKH, NOTHOCTBEO C(hOPMHPOBABIINECS
K MOMEHTY y4eTa U JAlOI{e BO3MOXKHOCTb TOYHOH U Ofi-
Ho3HauHO# oueHKY (KpsokeBa u ap., 1996).

INockonbKy pa3sMepbl JTUCTHEB CUIILHO BapbHpY-
IOT, BEJIMYHHBI (IIYKTYMpYIOLIEH acHMMETPHH s
KaXJIOro NMpU3HaKa OLCHUBAJIM MO BEJIWYHHE OTHO-
IIeHUsT Pa3HOCTH MeXHay npomepamu cinesa (L) u
cnpasa (R) k cymme npomepos (L — R)/(L + R).

B kauyecTBe HHTErpajbHOro NoKa3aTeis QIyKTy-
Upylolleil aCHMMETPHMH HCHONb30BAIH BEIHYUHY
CpPEJHErO0 OTHOCHUTEJIBHOI'O Pa3IiyMs MEXAY CTOpO-
HaMH Ha NpH3HaK (cpefgHssi apudmeTHYEcKas BEIH-
YHHA OTHOLUEHHUS Pa3HOCTH K CYMME NIPOMEPOB cJie-
Ba ¥ CIIpaBa, OTHECEHHAs! K YHUCITy IPU3HAKOB).

JI1s1 BbISBIIEHHS 3HAUMMBIX PAjIMUMii N0 BEJIMYMHE
KCTIOJIb30BAHHOIO MOKA3aTeNs B pa3HbIX BHIOOPKAxX MC-
nons30Bay -Kpureprii CrotopenTa (Sokal, Rohlf, 1981).

J171s OLiEHKH COCTOSIHUS (POTOCHHTETHYECKOTO all-
napaTa pacTE€HHH HCIONb30BAIH METON HHAYKIHM
6bicTpoit nyopecueHuu xaopoduina. Perucrpu-
poBaiu ¢GyopeClEHTHbIH OTBET C BEPXHEN MMOBEPX-
HOCTH JIHUCTa, (pnyopecUEeHIHUIO OMNpeensand ¢
NOMOIILI0 MOPTATHBHOTO KOMIBLIOTEPU30BaHHOIO
¢dnyopumerpa CF-1000 (“Morgan”, CIIA). ®nyo-
pecleHIuIo Bo30yXaAanu cOKyCHPOBaHHBIM CBETOM
rajJoreHoBoi JaMmbl MolHocTbIO 35 BT, BcTpoes-
HbIl MHKPONPOLECCOP aBTOMAaTHYECKH YYMThIBAJ
napaMeTpbl HHAYKIMOHHOH KpHBOH ¢yopecueH-
uuu. Tlepen usmepeHueM GayopecueHIAH KaxXIbli
JIKCT aflanTHPOBAJIA B TEMHOTE B TEUEHHE 5 MHH, HH-
TEHCHUBHOCTh MPOTEKAHUS (POTOCHHTETHYECKHX pe-
aKIyii OLEHMBAJIM IO BEJIHYMHE OTHOCHTEJIBHOIO
BbIxofa nepeMeHHoi ¢puyopecuenuun (Fv/Fm).
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Pac 1. Bennunna $paykTyupyrolleil acHMMeTpHH (Cpen-
Hee OTHOCHTENIbHOE pa3iH4yMe MeX[Ay CTOPOHaMHM Ha
npH3HaK) (a) ¥ noka3saTtes 3¢GeKTHBHOCTH (POTOCHHTE-
THyeckux mpoueccoB (Fv/Fm) (6) B BbiGopkax Gepe3sl
nosucioit Betula pendula Roth. npu nn3ko# (/) 1 BbIco-
KO# OCBEIIEHHOCTH (2).
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0.05
0.04
0.03f
0.021-
0.01

0.87
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0.84F
0.83r
0.821
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Bs

Parc. 2. BennunHa ¢nykTynpyioLieii acHMMETpHHE (cpeni-
HEE€ OTHOCHTEJIbHOE pa3llIMyHe MEXAY CTOPOHaMH Ha
npH3Hak) (a) ¥ noka3sarens 3¢ ek THBHOCTH PoTOCHHTE-
TAYecKHX npoueccos (Fv/Fm) (6) B BeiGopkax (/-5) Ge-
pes3bl noBHco# Betula pendula Roth. npu pa3HoM ypoBHe
AHTPOINOTreHHOro BO3ACHCTBHA (CM. TEKCT).

Jlns BbISBJIEHHS 3HAYMMBIX Pa3IHYMi MO BEJIHYH-
HE HCIMOJIb30BaHHOI'O MOKa3aTelNs B pa3sHbIX BbIGOP-
Kax Hcnojab3oBanu t-kputepuit CrbiofgeHta (Sokal,
Rohlf, 1981).

PE3YJIbTATHI U OBCYXIEHHE

Ouyenxa 8030elicmeus ecmecmeeHHbiXx Hebaazo-
NpUAMHbBIX haKmopos Ha cMabuAbHOCMb Pa36UMUSL.
BennuuHa HHTErpanbHOro MokKa3sareis CTabuiIbHOC-
TH pa3BUTHUsA cocTasiseT B Boibopkax 1 u 2 0.055 =
+0.0047 1 0.035 * 0.0029 cooTBeTcTBeHHO. O6GHapY-
KEHHbIE HAaMM Pa3JIM4Msi CTATHCTHYECKH 3HAYMMBI
(p < 0.01). Bonee BbICOKHH YypOBeHb (PIYKTYHPYIO-
e acMMMeTpHH B BbIGOpKe Gepe3, pacTyluX NOp
ronorom neca (puc 1, a), CBUAETENBCTBYET O CHHXKE-
HUM CTaGMIIbHOCTH Pa3BHTHSI B YCJIIOBHAX CHILHOTO
3aTEHCHHsA, KOTOpPOE COMPOBOXAAIOCh CHIDKEHHEM
3¢ ¢PEeKTUBHOCTH IpolueccoB poTocAHTe3a (pHC. 1, 6).
BeanunHa ucnons3oBaHHOro nokasartens Fv/Fm B
BbIOOpKE C 3aTEHEHHbIX y4acTkoB (1) cocraBmia
0.798 + 0.0051 m 6b1na 3HayNMO HHXKe (p < 0.001),
4YeM y AEPEBbEB, PACTYIIMX Ha MOJSAHE B YCIOBHAX
MakcumainbHoro ocseieHus (2) (0.867 +£0.0027), uro
TOBOPHUT O HapylIeHUH paboTh! (POTOCHHTETHYECKOTO
amnmaparta y 6epe3, BLIPOCIIHX B YCJIIOBHSX 3aT€HEHHMSI.
Hcnonn3oBaHHbIE HaMM MMOKAa3aTeNd CTaOWILHOCTH
pa3BHTHA H 3(PEKTHBHOCTH MPOLIECCOB (POTOCHHTE3A
RaJId CXOIHbIE pe3yJIbTaThbl M MO3BOJIAIOT OLEHUTH yC-
JIOBHA 3aTE€HEHHUs AJis1 Gepe3bl KaK CTPeCcCOBbBIE.

Ouyenka 8030eliCmeUsl XUMUHECK020 3a2PA3HEHUSA
Ha cmabuabHocmb pazsumusn. Benuunna cpegHero or-
HOCHTENILHOTO Pa3jiMyMsi MEXTYy CTOPOHaMHM Ha MpH-
3HaK B BbIGOpKax U3 r. YanaeBcka COCTaBIsSET B TOYKAX
1-5 0.057 = 0.0040, 0.053 = 0.0033, 0.051 = 0.0031,
0.044 + 0.0026 u 0.044 £ 0.0022 COOTBETCTBEHHO.
KoHTpONbHbIE TOYKH 4 U 5 CTATHCTHYECKH 3HAYUMO
OTJIMYAIOTCSA OT BbIOGOPOK U3 To4ek 1 (p < 0.01) u 2
(p < 0.05) (puc. 2,a).

Ilo BenuuMHE MCNONBL30BAHHOTO [OKA3aTelNs
CpaBHHBaeMble BbIGOPKH MOXHO pa3fie/IUTh Ha TPH
rpynnbl. B HamieM ciiyyae MakcHMallbHbI YPOBEHB
HapyIlICHH# CTaOUILHOCTH pa3BUTHs HAOMIONAETCS B
Hauboliee 3arpsA3HEHHOH TOYKe, MOABEpraioueics
OHOBPEMEHHOMY BO3[ECHCTBHIO JIByX XHMHYECKHX
MpEeANpHATUI U O6IIEro aHTPONOreHHOTO Npecca ro-
pona (1), HeCKOJNBKO MeHbllIe — B 30HaX BO3AEHCTBUS
KaXxjporo u3 npegnpustuii (2, 3), a MUHMMaJLHBIA
YPOBEHB — B KOHTpoOIe (4, 5).

Hcnonb3oBaHHbIN MOKa3aTenb 3(PEPEKTHBHOCTH
NEPBUYHBIX (POTOCHHTETHYECKAX peakiuil Iof-
TBEPXKJAET pe3yJbTaThl, MOJYYECHHbIE PH aHaJIU3€e
CTaOMJIBHOCTH pa3BUTHA. BennuuHa OTHOMIEHMs
Fv/Fm nosbimaercs ot Toykd 1 (HEHTp fopopa) K
TO4Yke 5 (paccMaTpuBaeMoOi B KaueCTBE YCIOBHOT'O
KOHTpoOJA), (pHc. 2,6) u paBHa B Toukax 1-5 0.808 +
+0.0057,0.835 £ 0.0067, 0.835 £ 0.0055, 0.855 £ 0.0032
1 0.865 +0.0035 coorBeTcTrBenHo. Touka 1 craTucTH-
YecKd 3HaYMMO OTIM4aeTcs oT Touek 2 1 3 (p < 0.01)
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H OT KOHTPOJBHBIX To4YeK 4 1 5 (p < 0.001). Toukn 2
H 3 TakKe craTHCTHYecKH 3HayuMo (p < 0.01) oTnu-
4al0TCA OT KOHTPOJIbHBIX TO4YEK (4 1 5). ITo Benuyn-
He mnokasartens 3(@PEeKTUBHOCTH MpoueccoB PoTo-
CHHTE3a CpaBHMBaeMble BBIGODKH MOXHO TaKXe
pa3fesHuTh Ha TpH rpynnbl. HanMeHblilee 3HaueHne
nokasareiis HabGarofanoch B Haubosiee 3arpsi3HEH-
HOHM TOYKe 1, HECKOJILKO BBINIIE OHO B 30HaX BO3MEH-
CTBHS KAXXIOI0 M3 IPEANpUATHIA. Bb1I60pKH U3 TOYEK 4 U
5 (yCnOBHBIH KOHTPOJIb) HMEIOT CXONHbIE BBICOKHE
3HayeHus. Mcnonb3oBaHHble HaMu Mopdonoruyec-
KA ¥ (PU3MOJIOTHYECKHH IIOKa3aTENd OKa3aluCh
BBICOKO CKOppeiuiHpoBaHbiMu (r = —0.905, p < 0.01).
YpoBeHb CTaOUIBHOCTH pa3BuUTHS U 3¢EeKTHB-
HOCTb NpOLecCOB (POTOCHHTE3A CHUXKAIOTCA B yCJIO-
BHSAX XHMHYECKOIO 3arpsi3HEHUS.

Oyenka 8030elicmeus HeUOHUIUPYIOUWe20 U3NY-
YeHus Ha cmabuabHocmb pazeumun. BenwunmHa
CPElHEro OTHOCHTEJILHOIO Pa3IMyUsi MEX]Y CTOpO-
HaMH Ha IPM3HAK 0Ka3aJ1ach BbIlllE HA ONBITHOM y4a-
crke 1 (0.053 + 0.0038), yeM Ha KOHTPOJBLHOM 2
(0.042 + + 0.0034) (puc. 3,a). Ha6niogaemsble pa3nu-
4yHs cTaTUCTHYecKH 3Ha4uMbl (p < 0.05). ITonyyen-
Hbl€ PE3yNbTaThl CBHUJIETENLCTBYIOT O HapyLICHHH
CTaOUIBLHOCTH Pa3BHTHA NO]] BIUSHAEM HEHOHH3UPY-
I0IIEero o6ay4YeHus.

AHanu3 KpuBbIX (PIyOpECUEHIHH Ha KOHTPOJb-
HOM M ONBITHOM, NOABEPriieMcsl HEHOHH3UPYIOIEMY
0o6ny4eHnI0, ydacTKax NpOBOUICS ABAXKAbI: 3 HIONS,
4epes 2 4 nocjie OKOHYaHHS MOCIIENHEro 06ydeHns
(mepBast cepust BIGOPOK) U 7 HioNd, yepe3 4 cyT no-
cne o6ny4yeHus: (BTopasi cepHsi BbIGOPOK).

B nepBoii cepuu BbI6GOPOK 6bLTH OGHAPYKEHBI CY-
IIECTBEHHbIE pa3/IM4yusi MeEXJAYy KOHTPOJIBHBIM H
ONBITHBIM y4acTKaMu (p < 0.01). Bennyunna ucnons-
30BaHHOT'O [TOKa3aTeJIst 0Ka3aJiach BbIIIE B KOHTPOJIE
(0.839 + 0.0043), yem B onniTe (0.821 + 0.0041). Bo
BTOPO# CEpHH pPa3lHM4Hs MEXAY ONBbITHbIM M KOH-
TPOJIbHBIM Y4YaCTKaMH OKAa3aJUCh CTaTHCTHYECKH
He3HauuMbl. Bennuuna noka3arens Fv/Fm cocraBu-
na B koHTpone 0.834 + 0.0035, a B onbiTe 0.832 +
+0.0034 (puc. 3,6). Pa3znuyus, nony4eHHbIE NPU U3-
MEpEeHHH NOKa3aTeJiell KpUBBIX (PiIyopecieHIMH He-
MOCPEACTBEHHO MOCJE OKOHYaHUS OONy4YeHHs, CBH-
HETENbCTBYIOT O CHUXKEHHH 3¢ dexTHBHOCTH pabo-
Thl 3JIEKTPOHOTPAaHCNOPTHOM Lenu ¢orocucrembi 1
noj ACHCTBHEM 3JIEKTPOMArHUTHbIX noiei. OTcyT-
CTBHE 3HA4YMMbIX Pa3JIM4Ydii BO BTOPOM H3MEPEHHH
(4epe3 4 cyT nocne OKOHYaHHUs 06J1y4YEHHs ) TOBOPHT
0 BO3MOXHOM BOCCTaHOBJICHHH IOBPEXJEHHbIX pe-
aKIMOHHBIX LIeHTPOB oTocucremsl I 1 Hopmanu3za-
MM paboThl 3JIEKPOHOTPAHCIIOPTHOMH 1end (3¢ dexk-
THBHOCTB paboOThI He OTIHYAETCA OT KOHTpos). Ta-
KAM 00Opa3oM, MOXHO TOBOPHTb 00 OOpaTMMOM
MHTHOMPOBAaHNM (POTOCHHTETHYECKHX IPOIECCOB
nof| AEHCTBHEM 3JIEKTPOMArHHTHOTO MOJIA.

B LI€JIOM MOJTY4YCHHBbIC HAMH NAHHBIC TAKXKE NOBOPAT
O NapayiCJIbHOM CHIDKCHUH CTaOMIBLHOCTH pa3BHUTHS K
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Pauc. 3. BennynHa ¢paykryupylomed acHMMeTpHH (cpea-
Hee OTHOCHTEJbHOE pa3IMyHe MeX[y CTOPOHaMH Ha
npu3HaK) (a) ¥ noka3saTeis 3pPeKTHBHOCTH POTOCHH-
TeTAyecknx npouecco (Fv/Fm) (6) B BbI6opkax Gepesbl
noBucio# Betula pendula Roth. c ysactka, nogsepriuero-
cs1 3JIEKTPOMarHHTHOMY O0Ty4eHHIO (/) H C KOHTPOJIBLHOTO
y4acTka (2) uyepe3 2 (@) 1 4 4 B) nocie oGIyYeHusI.

acexTHBHOCTH paboThl (POTOCHHTETHYECKOTO arma-
paTa 1oy AeHCTBIEM HEMOHU3UPYIOLIETO W3TTYYEHHS.

B pesynbTaTe NONMyJIsLIMOHHBIX HCCIEAOBaHHA
nokasartesei CTabHJIbLHOCTH Pa3BUTHA Y 6epesbl I10-
BHCJION GB1N10 OOHAPYXXEHO, YTO HaubOJIEE€ BLICOKHM
€€ ypOBEHb XapaKTEpeH [Jisl NOMyIslHiA PaCTCHHH,
HE NOJBEPXKEHHBIX SBHOMY CTPECCHPYIONIEMY BO3-
pe#ictBuio. CTaGHILHOCTb Pa3BUTHS CHHXAETCs
[P BO3pAcTaHUU BO3AEHUCTBHS HEOJIAronpHATHbIX
¢axkTOpOB pa3IMYHONH MPHPOALI (CHIBHOIO 3aTEHE-
HHsl, XAMMYECKOTO M PafiMallHOHHOTO 3arpsi3HEHHUs
cpenpbl).

B cB#i3M ¢ TeM, YTO pacTeHus, NPUHaAIeXallue K
OJHOM MOMYJISILUH, MOTYT PacTH B CyLLIECTBEHHO pa3-
JIMYAIOLIMXCS YCIIOBUAX CPefibl, YTO OOYCIIOBIEHO HX
MPHKPEIUIEHHBIM O6Gpa3oM XXHM3HM, NOMyIsuMs MO-
XET ObITh FeTEPOreHHa MO YPOBHIO CTaOHJILHOCTH
pa3BuTHA (Tak, HanpuMep, 6epesbl, pacTylLIHe B Te-
HH, MMEIOT MOHMXKEHHbIH YPOBEHb CTaOHJILHOCTH
Pa3BHTHS N0 CPAaBHEHHIO C XOPOLIO OCBEILECHHbIMH
pacteHusiMu). CpaBHEHHE pe3ylbTaTOB, MOJNY4YEH-
HBbIX IPH aHaJIM3e CTaOHWILHOCTH pa3BUTHA H (oTo-
CHHTETHYECKOH aKTHBHOCTH B NPHPOJHBLIX MOMYJIsi-
nugx 6epe3bl NOBHCION NMOKa3ao, YTO B LIEJIOM HC-
NOJb30BaHHbIE  MMOKA3aTeNd  [AalOT  CXOJHYIO
HH(pOpMaLHIO O coCTOssHHM pacTeHui. [loBbienne
ypoBHsi MOpcdONOru4ecKux HapylueHH# (Bo3pacra-
HHE BEMYMHBI PIYKTYHpYyIOLed aCHMMETpHUH) NpU
HeO61aronpHusTHbIX BO3EHCTBHAX Pa3IMYHOM IPHPO-
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bl CONMPOBOXJAETCH CHIKEHHEM 3¢ (EeKTUBHOCTH
NepBUYHBIX (POTOCHHTETHYECKUX peaKlMil (CHUXKe-
HueM BeauuuHbl Fv/Fm). O6a mokasatensi cBuje-
TENLCTBYIOT OO0 YTHETEHMH COCTOSIHMS OpraHM3Ma
NpH HapaCTaHHHU CTENEHH CTPECCHPYIOIIEro BO3[EH-
CTBHS.

BrisBeHHOE NapaiensHoe U3MEHEHHE CTOMb pas-
JIMYHBIX NIOKA3aTeNel, KaK aCHMMETPHS IPOMEPOB JIH-
CTa ¥ HHTEHCHBHOCTbD IpoLieccoB (POTOCHHTE3A, CBHJIE-
TEJIBCTBYET O TOM, YTO CTAOWIBLHOCTD Pa3BUTHSA B ICH-
CTBHTENILHOCTH SBJSETCA OOLIel XapaKTepHUCTHKON
opraHu3Ma, U3MEHEHHMs KOTOpPOH NMpOSIBISIIOTCA B OT-
KJIOHEHHMH CaMbIX Pa3IMYHbIX MapaMeTpoB (PYHKLHO-
HHpOBaHUs opraHu3Ma. B MeToyeckoM IU1aHe nomy-
YeHHbIE pe3yJIbTaThl CBHAETENBCTBYIOT O BO3MOXHOC-
TH HCTIONIb30BaHNs MOP(OreHETHYECKHX OKa3aTenen
715 OLEHKM OOIIero COCTOSTHUS OpraHu3Ma.

Onnako B psifie ciiyyaeB AaHHbIE, OJyYEHHBIE C
HCNOJIb30BAaHUEM JIBYX NOXONOB (CBSI3aHHBIX C OLICH-
KOH CTaGHJIBHOCTH pa3BUTHS H POTOCHHTETHYECKOM
aKTHBHOCTH), MOTYT He coBnagaTb. Halmiogaembie
HECOBNAJICHUSA, BO-NIEPBbLIX, SABJISAIOTCA CIEACTBHEM
Pa3NHYHO# NpPHMPOABI MCNONbL30BaHHLIX NOKa3aTe-
nei. [Tokasarenb OTOCHHTETHYECKOH aKTHBHOCTH
B Oonbliell CTENEHH XapaKTEpPH3yeT NPOAYKTHB-
HOCTb pacTeHMs, HeXeJM obllee COCTOSTHHE Opra-
HU3Ma. B TO ke BpeMsi OHO3HAYHOM CBSI3M MEXNY
HPOAYKTHBHOCTBIO H CTaGMIIBHOCTBIO Pa3BUTHS IPH
crienHaJbHOM HCCIeJOBaHMH He Oblno HaieHo. Ca-
kau ¥ lllumamoro (Sakai, Shimamoto, 1965) o6Hapy-
XHIIH Y BICOKONPOAYKTUBHBIX COPTOB Tabaka cpefi-
HUH ypOBeHb CTaGMJIBHOCTH Pa3BHUTHsA, a HE BBICO-
KH#, KaK NpeAnoaraim.

Bo-BTOpBIX, MOKa3aTenb POTOCHHTETAYECKOM aK-
tuBHOCTH (Fv/Fm) Gonee muHamMuuyeH, OH OTpaxaer
cocTosiHie (POTOCHHTETHYECKOTO anmnapaTa pacCTeHus
B IaHHBINl MOMEHT BPEMEHHU H MOXET JOCTATOYHO ObI-
CTPO M3MEHSITHCS NOJ AEHCTBHEM BHELIHUX (paKTOPOB
(Kapaners, Byxos, 1986). BoamMoxHO TakXe BoccTa-
HOBJICHHE CHIDKEHHOH (POTOCHHTETHYECKOMN aKTUBHO-
CTH NOCJIE YCTPaHEHHs HapyHIalollero BO3[CHCTBHSA,
KakK 3TO HabJII0fjaNioch HaMM NpH AEHCTBUM HEHOHHU3H-
pylouiero u3nydeHus. Mopdosornyeckuii mokasa-
TeNb CTaGWIBLHOCTH Pa3BHTHUs — BeJM4YHHA IyKTyH-
pylolLel acHMMETpUH — OpMHPYETCs B TEUECHHE [JIH-
TENILHOTO BPEMEHH M B MEHbILEH CTENEHH 3aBUCHT OT
Cly4aiHbIX KOJI€GaHHI BHEIIHUX (DaKTOPOB.

Takum o6pa3oM, Gojee [eTanbHOE CpaBHEHHE
CBHAETENLCTBYET O NMPEHMYIIECTBE HCIOJIb30BAHUS
noKa3aTeJisi CTaOWILHOCTH Pa3BUTHs JIsl OLCHKH CO-
crossHUs pacTeHnil. OneHKa ypOBHS CTaGHIIBHOCTH
Pa3BUTHS MOXET ObITh PEKOMEHAOBAHA K HCIOJIB30-
BaHMIO B KayecTBe MH(OPMATHBHOIO MOKa3aTess
JUIs MOHHTOPHHTIa IPHPOAHBIX MOMYJISLMA PaCTEHHUH,
OOHTaIOMMX KaK B €CTECTBEHHBIX, TaK H B aHTPONO-
TeHHBIX YCIIOBHSX.
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Possible Application of the Indices of Developmental
Stability and Photosynthetic Activity for Studying the States
of Natural Plant Populations Using the Weeping Birch as an Example

E. K. Chistyakova and N. G. Kryazheva

Kol'tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119991 Russia
E-mail: anzuz@online.ru

Abstract—We have generalized the materials of population-phenogenetic studies of the weeping birch in dif-
ferent environmental conditions using developmental stability analysis and photosynthetic activity measure-
ments.

Key words: plants, population, developmental stability, fluctuating asymmetry, photosynthetic reactions.
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HIUTOTEHETHYECKHE 1 AHATOMMYECKHE OCOBEHHOCTH
BEPE3bI IOBUCJION U3 TPHIUNATHKWIOMETPOBOH 30HbI
HOBOBOPOHEXCKOMHM A3C
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394693 Boponex, Ynusepcumemckan naouyaov, 0.1

INoctynuna B pegakunio 23.04.01 r.

Pe3ynbTarhl HCCIETOBaHUH NMOMYYEHbI IPH H3YYEHHH OCOGEHHOCTEH pa3sBUTHA BEreTaTHBHOMH M reHepa-
THBHO# cep y Gepesb! nosucioit u3 30-kunomerpoBoii 3061 HoBoBopoHexckoi AIC. SABnssick Hanb6o-
Jiee YyBCTBUTEJILHBIMH CTaJUsIMH OHTOr€HE3a, MUTOTHYECKHE U MEHOTHYECKHE IIPOLIECChI CNIOCOGHDI pea-
THPOBAThb Ha BIMsSHHE Pa3IHYHbIX (haKTOPOB, B TOM YHCIIE H HA HEOIAroNnpHsATHbIE BO3AECHCTBHS OKpYyXa-
toweit cpensl. MccnegoBanus npoBopuiu ¢ 1998 no 2000 rr. Ha TeppuTopun r. HoBoBOpoHeKa B yClIOBHSX,
NPENCTaBIIAIONINX TOTEHUHANBHbBIN PACK I HOPMAJILHOT'O Pa3BUTHS OPraHU3MOB (IIPH BO3MOXXHOM KOM-
TUIEKCHOM BO3[€HCTBHH XPOHHYECKOIO HOHH3UPYIOLLEro 00aydeHUs: MaJibiMA fo3amu oT HoBoBopoHex-
ckoil ADJC H NOBBIIIEHHbIX KOHUEHTPALMIA HEKOTOPbIX XAMUYECKHUX BELIECTB B Ka4eCTBE NMOOOYHbIX NPO-
AYKTOB e€ paGOThI) M Ha IKOJOTHYECKH YUCTON TEPPUTOPHH OHOCTaHIMH BOPOHEXKCKOro roCyHUBEpCUTE-
Ta BeHeBHUTHHOBO. BbnM BbIsABIEHBI 3HAYMTENBHbIE OTKJIOHEHHS OT HOPMAJIBHOIO NPOTEKaHUs
NPOIIECCOB MHTO3a U Meii03a y 6epe3bl B ONBITHOM BapHaHTE, YCTAHOBJIEHBI clielgHYECKHE THIIbI Hapy-
uwieHui. B pa6ore BbICKa3bIBaETCS MPENNOJIOXKEHHE O HEKOTOPbIX MEXaHH3MaX, KOTOPble MOTYT HrpaTth
BaXHYIO pOJib B aflaNTaluy 6epe3bl NOBUCION K HE61aronpUsTHBIM yCJIOBHSM Cpefibl (B YaCTHOCTH, BbISB-
JIeHa MUKCOIJIOM/{HAas PUPOJia H3Y4YEeHHBIX fepeBbeB). ITonoOHBIE HCCIENOBaHHS B paiiOHE ONHOM U3 CTa-
peitinx A9C B Poccus 0 3TOro He MPOBOJHIIHNCE.

Karouesvie caoea: 6epesa nosucias, HoBoBopoHexckass AJC, MUTO3, MEHO3 NMPH MHKPOCIIOPOreHese,

MHTOTHUYECKHHA HHIEKC, SAAPBILIKOBAask aKTHBHOCTD, NNaTOJIOTHH MUTO3a, MUKCOIJIOHIHA, YCThHLIA.

B ycnoBusix noTeHIMANbHON 3KOJIOrH4eCKO# yrpo-
3bl CO CTOPOHbI aTOMHBIX 3JIEKTPOCTaHUHH ocoboe
3HayeHHe NPpHOOpeN UMTOT€HETHYECKHH MOHHUTO-
PHHI, IPOBEJiIeHHE KOTOPOrO NO3BONSET C GONBIIOH
HoJiell BEPOATHOCTH KOCBEHHO OLIEHHTb COCTOSIHHE
okpyxatoei cpenpl (buorecr..., 1993; Bonbmakos
u ap., 1995; MexxkepuH, 1996; Bbix, Mankusna,
1996). Kak npaBuno, npUMEHEHHEe B Ka4eCTBE TECT-
06BbEKTOB JIPEBECHBIX PACTEHHI JaeT XOpOILUHE pe-
3yNbTaThl NPH IHArHOCTHKE TEXHOTEHHOro 3arpsi3-
HEHMs, TaK KaK OHU — yJOOHbIH OO BEKT it GUOMO-
HATOPUHIa M KaK MHOrOJIETHHKHM TOJIBEpraloTcs
XPOHHYECKOMY BO3[IEHCTBHIO 3arpsi3HUTENEH Cpefibl
(Buorecr..., 1993; [Imutpuena, 1996). Ilpuuem Bo3-
REACTBHIO HEONArONMPHUATHBIX aHTPONOTEHHBIX (hak-
TOpOB GOJIbIIIE TOABEP>XKEHbI HCKYCCTBEHHbIE PaCTH-
TeNbHbIE MOMYJISAIMH, TaK KaK eCTeCTBEHHbIE 6olee
CTaOUNbHEL.

Pa3znuyHble cTaguM OHTOreHe3a PpaCTHTENIbHbIX
06 bEKTOB 00JIalalOT U Pa3JIMYHON YyYBCTBUTEIBHOC-
THIO K BO3[IEHCTBHIO CTPECCHPYIOIHMX (PaKTOPOB.
Haubonee 4yBCTBHTENBHBIMU SBISAIOTCA CTagHH
NPOXOX[EHHUs Meii03a U MHTO3a B Ipoliecce audpde-
peHIanyy TKaHei. M3yyeHne HMMEHHO 3TUX CTafui
OHTOTeHe3a MpEACTaBiIsieT GONBLION HMHTEpPEC, TaK

KaK M03BOJISIET [0 COCTOSTHMIO FeHEPAaTUBHOM cdepbl
[epeBbEB M BEreTaTHBHOM cepbl HX NOTOMCTBA MO-
Jy4YUTh NPEACTABICHHE O COCTOSTHMM OKpYXaloLle
cpenbl M BBIIBUTb HEKOTOpblE MEXaHHM3Mbl ajlaNTa-
[[M PACTE€HHUI Ha KJIETOYHOM YPOBHE B 3KCTpEeMallb-
HbIX ycnoBusax. Mcxonst U3 3THX cOOOpaXKeHHil MblI
HCCIIEIOBAIM XapaKTep NPOTEKaHHS YKa3aHHBIX
nmpoueccoB y 6epe3bl H3 HCKYCCTBEHHbIX HaCaXKACHUM
B YCJIOBUSIX KOMIUIEKCHOTO 3arpsi3HEHHUs! Cpefibl pa-
AHOAKTHBHBIMH M XMMHYECKMMH BellecTBamH. Mc-
clieOBaHUs NPOBOAMIHN Ha TeppHTOpuH r. HoBOBO-
POHeXa, HaXOJAIIErocs B HENOCPEACTBEHHOM 6:1H30-
ctu ot HoBoBopounexckoit ADC (HB A3C) (4 kM Ha
BOCTOK), Ha npoTtskeHnn 1998-2000 rr. ITogo6HbIe
HCCIIeIOBaHUA B palloHe OfiHOH U3 cTapeinx B Poc-
CHH aTOMHBIX CTaHLUH 1O 3TOr0 HE MPOBOJAHIINCH.

MATEPHUAIl U METOJJUKA

Ha nam Bb160p TeppuTopuu r. HoBoBopoHexa B
KayecTBe MOTEHUMANIbHO ONMAacHOH B 3KOJIOTHYECKOM
OTHOILUEHUM MOBIUANM cienylouue gakropbl. Bo-
NEePBBIX, HMEIOTCS CBEACHUS O PaJlHOAKTHBHOM 3a-
rpsi3sHeHHOCTH noy4B peruoHa HB A3C paauonyk1n-
namu '3Cs u '¥’Cs 4epHOGBLIBLCKOTO MPOMUCXOXKIE-
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LHUTOTEHETUYECKUE U AHATOMHUYECKWUE OCOBEHHOCTH BEPE3bI [TOBUCIION

HHSI, @ TAKXKE PAJMOHYKJIMaMH, IPUCYTCTBHE KOTO-
pbIX omnpepgenseTcs paboToil caMoil CTaHIUHM, —
NepHOAMYEcKH BCTpevarommmucs >’Mn, %Co, 38Co,
Fe (MX aKTHBHOCTb HE3HAYHTENIbHA) U TIOCTOSHHO
npucyrcrByromumu ‘K, ?2Ra, 22Th (JpHectoBa u
ap., 1993; EropoB u pp., 1994; Be3omnacHocTs...,
1994; Herpo6Gos, 2000). MbI pomyckaeM BO3MOX-
HOCTb, 4TO 3a 37 net pa6otel HB A3C Mor Bo3HHUK-
HyTb KyMYJATHBHbIA 3((EKT XpOHUUYECKOro 00ny-
YeHHs1 MaJIbIMH 103aMH HOHU3HPYIOIIEH pajiHaLiH.

Bo-BTopnix, Tepputopusi HoBoBopoHeka B 3Ha-
YUTEIBHOM Mepe 3arps3HeHa 1 XHMHYECKMMH Bellle-
CTBAaMH: 3arpA3HEHHOCTb aTMOC(EPHI NbLIbIO 3HAYH-
TeJIbHA U NpeBbIlIaeT 64 eqUHULLI CyMMapHOToO NO-
Kazatens 3arps3HeHus (CII3), ocHOBHOH BKiiaj B
3arps3HeHHe aTMOC(epbl BHOCAT COEUHEHHS I[UH-
Ka, 0J10Ba, cBHHIA U ¢ocdopa (92% ot CII3); B He-
KOTOPBIX paifioHaxX ropojia NOBLILIEH YPOBEHb COlEP-
KaHHg OKCHAOB a3oTa. O6LMi ypOBEHb 3arpsi3He-
HUA MOYBEHHOT'O MOKPOBA COOTBETCTBYET CPETHEMY
(14.8 en. CII3), a yyacTKH C aHOMalbHO BbICOKHMH
3HayeHussMH (cBbime 32 en. CI13) TAroreroT K 3anaj-
HOH 4aCTH ropofia, NPHMbIKAIOIICH K NPYAY-OXJIafgu-
temo HB A3C (umenHo B 3Toi yactu HoBoBopone-
’Xa HaMH ObLiIa 3aJI0XEHa ONbITHas IUIOWIAfKa IS
uccienoBaHui). OCHOBHbIMU MeETallllaMH-3arps3Hu-
TENSMH SBISIOTCS CTPOHLMH, CBHHEL], LIMHK, XPOM,
mtuit (Ko3nos, 1993). 3To no3ponsieT roBOPpUTH O
KOMILIEKCHOM 3arpsA3HEHHH HMCCIIEAYEMOH TEppHTO-
PHMH PalHOAKTUBHBIMH H XAMHYECKHMH BEIECTBAMH.

B kauecTBe KOHTpPOIBLHOM 6bLiIa BbIOpaHa 3KONO-
THYECKH 4YHCTas TEppPHTOpHS OHOocTaHuuH BeHeBu-
THHOBO, TJieé IPOM3PaCTalOT €CTECTBEHHbIE MOMYJs-
uuH 6epe3bl NOBUCIION. 3aN0XKEHHas Ha TEPPUTOPUH
HoBoBopoHeka onbITHas IUIOLAJIKa HaXOMUTCS BIa-
J¥ OT NpOE3KeN YacTH, YTO MPAKTUYECKH MCKITIOYa-
€T BO3MOXKHOCTb YaCTHYHOTO OOBACHEHHUS MTOTy4EH-
HBbIX pe3y/lbTaTOB BIMSIHHEM BBIXJIONHBIX ra3oB aB-
ToTpaHcnopta. [Ins uccinenoBaHuil 6b1IH OTOOpPaHbI
XOpOILIO Pa3BHThIE AEPEBbS C HOPMAJILHBLIM (PEHOTH-
TIOM, IO IISITh B ONBITHOM U KOHTPOJIbHOM BapHaHTaXx.
C6op cemsiH 6epe3bl MOBHCIIOH AJISE M3yYEHHs NTPOLEC-
COB MHTO3a NMPOBOAWJIH B KOHIIE aBryCTa—CEpElMHE
ceHTAOps B TeueHue AByx JeT (1998 u 1999 rr.) ¢ on-
HOro sipyca jepeBbeB. CBexecoOpaHHbIE CEMEHa
npopamBanyd B 4amkax IleTpu npu KOMHaTHOM
TeMrepaTtype ¢ qo6aBieHHeM HEGOIbIIOrO0 KOMUYe-
CTBa IEpMaHraHarta Kauusi. Marepuan ¢ukcupoBanu
B aueroankorone (3 4acTH 3TWIOBOrO CIHpPTa M
1 yacTb nefsHON YKCYCHOH KMCNOTHI) B 9 4 yTpa (MUK
MHTOTHYECKO# aKTHBHOCTH). Kopeuiku 6epesbl npo-
KpalllMBaJIM B PacTBOpE alleTOr€MaTOKCHIAHA B Te-
yenue 3540 muH. 13 npopocTKOB ObLIO H3rOTOBIIE-
HO ¥ IpocMOTpeHO 40) BpeMEHHbIX aBJIEHbIX MHKPO-
npenapatoB (20 — u3 mpopocTkoB ceMsiH 1998 r.
c6opa, ocranbHble — 1999 r.); Bcero npoaHanu3upo-
BaHO 19033 knetku. Tak ke 6bUIO M3TOTOBJIEHO U
npoaHanu3upoBaHo 40 MHKPOIIPENapaToB U3 IPOpo-
CTKOB CeMsiH, COOpaHHbIX Ha 3KOJIOTHYECKH YHUCTOH
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TepputopuH (20 — 3a 1998 r., ocranbHble — 3a 1999 1.);
Bcero npoa”anusupoBaHo 17 532 knetku. [Ins xa-
PaKTEPACTHKH MHTOTHYECKHX NMPOLECCOB UCTIONb30-
Balld TaKMe MOKa3aTesH, KaK MHTOTHYECKas U sfi-
PBIIIKOBasi aKTHBHOCTh, YaCTOTa U CHEKTP MaTOJIO-
T MATO3a, MUKPOSIIEPHBIA TECT, KOTOPblE MOTIH
CITY>KHTh KPHTEPUSMH IIUTOI€HETHYECKOTO MOHUTO-
punra (UYepencanoBa, Anekcaxus, 1971; Buorecr...,
1993; Apxunuyk, 1995).

CO60p MyXCKHX CepexXeK A H3yYeHHs MpoLec-
COB Mei03a Npu MHKpoOcnoporeHese y 6epe3bl npo-
Boauny B 2000 r. Kak npaBuino, Meiio3 y 6epesbl no-
BHCJIOH HaYHHAETCS B nocienHei gekane utons (FOp-
keBudY, ['enpT™man, 1963; lllumaniok, 1964; Epmakos,
1986), Ho B 2000 r. aToT Npouecc Hayajucs 3Ha4H-
TENbHO paHbllIe, YTO MOXKHO OO bSICFHTH NOrOAHBIMH
ycIOBHSMHY (paHHsS H Telwias BecHa). Myxckue ce-
PEXKH TakXXe (PUKCHPOBAJIM B alleTOAJKOrone B 9 4
yTpa. [Insi npeaBapUTEIbHOTO IMPOCMOTPA, YTOOBI
ONpEAENNTD, Ha KAKOH CTafiNl HaXOJATCS NbIIbHUKH,
Hcnonb3oBaiu Metoguky CmupHoBa (1968). B okoH-
YaTeJbHOM BapHaHTE CEPEXKKHU OKpallMBaJId PacTBO-
pOM aleToreMaTokcuiuHa B reyeHnue 1012 4. Bcero
OBI10 H3rOTOBJIEHO U MMPOCMOTPEHO 85 MUKpomnpena-
paToB, U3 HUX 41 — 110 ONBITHOMY BapHaHTYy (IpoaHa-
IU3MPOBaHO 9613 KiIeTOK) H 44 — IO KOHTPOJILHOMY
(npoananu3upoBano 7403 knerkm). CraTucruuec-
Kyl0o 06pabGOTKy NOJIyYE€HHBIX PE3yJbTaTOB MPOBO-
JAMIM C HCNOJNIL30BAHMEM IaKeTa CTaTHCTHYECKHX
nporpamuM “STADIA”.

PE3YJIbTATBI 1 OBCYXIEHHUE

LinToreHeTHyecKuii aHaiKu3 NPOPOCTKOB CEMSH
6epe3bl noBucioi (1998 r. c6opa) nokasal, a cTaTH-
ctuyeckas o6paboTka NOATBEpAUIA CTAaTUCTHYEC-
KYIO 3HAYMMOCTb OTKJIOHEHHI OT HOPMaJILHOTO NMPO-
TEKaHHs MUTO3a y NMPOPOCTKOB CEMSH, COOPaHHBIX
Ha Tepputopun HoBoBopoHexka. OTMeueHO NoBbI1LIe-
HHE MUTOTHYECKOH aKTUBHOCTH ITO CPaBHEHHIO C NPO-
POCTKaMH U3 3KOJIOrHYECKU YucTOH 30HbI (p < 0.05):
MHTOTHYECKHI HHAeKC cocTaBua 9.83 £0.59 u 8.60
+ 0.22% cooTBeTCcTBEHHO. 13BECTHO, YTO TaKOM CTH-
MyJaupyromui 3¢p¢ekT MOXeT BO3HMKATDh NOJ BIIHA-
HHEM MOBpeXAaoWuX GakToOpoB (B YaCTHOCTH, €r0
MOXET BbI3BaTh HOHH3HpYylolllee O6NyyeHHe yMe-
peHHbIMH pro3amu) (JIu, 1963; Canaes, JlazapeHKo,
1989). 310 sAIBNIEHHE MOXET HMETH AJJalITHBHOE 3HAYe-
HHAE: NMO-BHAMMOMY, B OOJIACTH MSTKOTO H3TyYECHHS
MPOUCXOIMT MaKCUMYM Iiepefay IHeprul — Habmiona-
€TCsl aNIUTHBHOE JCHCTBHE IIOTJIONMIEHHON MO3bI U
JHEPIrHH Y-KBaHTOB, YTO MPOSBIISIETCHA B POCTE BEJINYH-
Hbl MHMTOTHYecKOro uuaekca. Ha crumynmpyromee
AEHCTBHE MAJBIX NO3 OOJy4EHUS YKa3bIBAIOT TaKXKe
AaHHble O HEKOTOPOM CHIDKEHMH 4YHCiIa npogas (4To
MOXHO paccMaTpMBaTh. KaKk YCKOpPEHHbIH nepexof B
cnenymolyto a3y KJIETOYHOIO IHUKIIA) U YBEJIHYeHUE
HONMH MeTa-, aHa- ¥ Tenoga3. CTaTUCTHYECKH HOCTO-
BEPHOTO NOBBIIICHUS SIAPHIIIKOBON aKTUBHOCTH Y IPO-
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IluToreHeTHYECKHE B aHATOMHYECKHE aHOMaJIMH y Gepe3bl moBucnol u3 r. HoBoBopoHexka: a — MHKpOsiipa B uHTepda3e Mu-
TO3a; 6 — OCTaTOYHOE SAAPBILIKO B MeTacda3e MUTO3a; 8 — TPHAAa siep; 2 — BLIGPOC Y4aCTKOB XpPOMaTHHA B MUKPOCTIOPOLIUTE Ha
craguu MeTacassi II; 0 — sIBIeHHEe IMTOMHKCHCA Ha CTalMH TETPajbl SEp; € — 3aMbIKaloIIHe KJIETKH YCThHII Pa3HOro pa3Mepa.

POCTKOB ceMsiH Gepe3bl MOBUCIION M3 ONMBITHOI'O BapH-
aHTa 10 CPaBHEHHIO C KOHTPOJIbHBIM HE YCTAHOBIICHO.

BbIsiBJICHO 3HAaYUTENbHOE MOBBILIEHHE YaCTOThI
BCTPEYAaEMOCTH NATOJIOTHA MHTO3a y NPOPOCTKOB
ceMsiH 6epe3bl, coOpaHHbIX Ha TeppuTopun HoBoBo-
POHEXa, N0 CPaBHEHHUIO C MPOPOCTKAMHU C 3KOJIOTH-
YeCKH YACTOH TEpPPUTOPHH (€€ cpefHee 3HaYeHHUE B
1998 r. cocraBuno 9.47 + 0.53% B onbITHOM BapuaH-
te U 3.41 £ 0.24% B KOHTpOJNE (OTINYHSA OATBEPXK-
[aloTCs Ha BLICOKOM ypoBHe 3HauyuMocTH (p < 0.01),
B 1999r.-9.63+0.69 u 3.02 + 0.14% cooTBETCTBEH-
HO (pa3HMLa JocToBepHa, p < 0.01)). Cpenu Hanbo-
jiee 4acTO BCTPEYaIOLNXCS aHOMANHil Y MPOPOCTKOB
6epesbl 13 HoBoBOpOHEXa ObIITH OTMEYEHBI MEKPO-
Anpa (PUCYHOK, @), OTCTaBaHHUsI XpPOMOCOM, MOCTHI,
¢parmMeHTanusi xpoMatuHa. SIBneHue cparmMeHTa-
IIMH MOXET ObITh XapaKTEePHbIM OTBETOM KJIETOK Ha
BO3JICHCTBHE HOHU3NPYIOILEro H3Ty4eHUsT; OOJIbILIMH-
CTBO BO3HHMKAIOILIUX (PparMEHTOB — allCHTPHYECKHE,
MIO3TOMY OHM OCTalOTCSl HEMOABHIKHBIMU U OTCTalOT
NpH [IBIDKCHHH XPOMOCOM BO BpeMsl METaKHMHE3a U
NP PacXOXMAEHHUH K NOJI0caM. XpOMOCOMHbIE H XpO-
MaTHAHbIE MOCTBI SIBJISIOTCS CIEACTBHEM pparMeHTa-
A XxpoMocoM. OTcTaBaHHE XPOMOCOM, KaK IPaBUIIO,
OTpaxaeT BO3[EHCTBUE KaKUX-THOO NAaTONOrHYeCKUX
yCIIOBHH, B Teloga3e TakKue XpOMOCOMBI THOO oTTeC-
HSFOTCSl IMTOIIa3MaTHYECKOH NEPETAXKKON B OHO
U3 IOYEPHHUX Aaep, TH60 06pa3yioT fo6aBOYHOE SfI-
po (Anos, 1972). YacToTa BCcTpe4aeMOCTH MHKPO-
saaep [ias cobpaHHbIXx B 1998 r. ceMsiH cocraBuia
0.24 £ 0.18% B onbite u 2 X 1073 £ 103% B KOHTpOINIE
(OTIMYMS FOCTOBEPHBI HAa BHICOKOM YPOBHE 3HAYNMOC-

™, p<0.01),B19991.—1.26£0.21% n4 x 103+ 103%
COOTBETCTBEHHO (pa3/iMyusl CTATHCTUYECKH JOCTO-
BepHbl, p < 0.01). [loka3zaHO, YTO MPUCYTCTBHE B KJIET-
KaX MUKPOSIJIEp MOXKET CBUAETENILCTBOBATh O XPOHUYE-
CKOM MyTareHHoM Bo3pedcTBuM (MNBHHCKMX 4 1p.,
1988; ApyTionsH, 1990; Hepcucsn, 1996). Tak kak Mu-
KPOSIIEPHBII TECT CPaBHUTENLHO OLICTP U MPOCT B MPO-
BEICHUN, OH SBIIETCA YHNOOHBIM NpENBapUTEIbHLIM
METOJIOM OLICHKH LIMTOr€HETHYECKUX HapylueHui. Lle-
Jiecoo0pa3Ho, OJHAKO, HCMONb30BaThb [AaHHBIA TeCT
COBMECTHO C IPYTMMH MOKa3aTeNs MU (MUTOTHYECKUM
HMHJIEKCOM, SIPBIIIKOBON aKTHUBHOCTBHIO, YaCTOTOH H
CIEKTPOM MNAaTOJOTUi MUTO3a) AJI OLEHKH BO3MOXK-
HBIX MyTareHHbIX 3(pPeKTOB, TaK KaK MHKPOSIAEPHbIA
TECT HE NMO3BOJIIET TOYHO YCTAHOBHTHL THIT XPOMOCOM-
HbIX aGeppaumit (Anos, 1972; buorecr..., 1993).

YTo KacaeTcs cneKTpa MUTOTHYECKHX aHOMAJIH,

y NPOPOCTKOB CEMSH 6epe3bl ¢ 3KOJOTHYECKH YHC-
TO¥ TEPPUTOPUH B OCHOBHOM MMENH MECTO OTCTaBa-
HHSI XpOMOCOM, MHOTJIa — MOCTbI, T.€. NPOSIBICHUM
cnenuUYECKNX XPOMOCOMHBIX abGeppauuii, Xapak-
TEPHBIX JJIS1 CTPECCOBbIX YCIOBHUI, HE HAOMIOAANOCh.
Heo6xonuMo TakXe OTMETUTH BBICOKHH NPOLEHT
KJIETOK C TaK Ha3bIBa€MbIMU OCTAaTOYHBIMH SIIPBILI-
KaMH Ha ctagui MeTagasbl-Tenoga3bl MUTO3a (pH-
CYHOK, 6) y IPOPOCTKOB CeMsiH 6epe3bl U3 ONbITHbIX
BapuaHTOB (B 1998 r. B onbiTe — 7.56 + 0.49% u
103+ 103% B xoutpone, p < 0.01, u B 1999 r. —
13.43 + 1.08% B omnbiTe, B KOHTPOJIBHOM BapUaHTE
KJIETKH C OCTaTOYHbIMH SIPbILIKaMM He BCTpeyYa-
nuce, p < 0.001). 3T0 MOXHO paccMaTpHBaThb Kak
cnenuduyeckunit nypUHT XxpOMOCOM, OTpaXaloIHii
OHTOTI'EHE3 Ne 6
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COCTOSIHME TPaHCKPMIIMOHHOH aKTHBHOCTH MX OT-
JENbHBIX YYaCTKOB NPU HApyLICHHH B3aUMOJEHCT-
Bust [IHK—-6enok B pailoHax sApBIIIKOBBIX OpraHu-
3aTOPOB IIO]] BIUSIHHEM HOHHU3UPYIOLIETO O6TyYEeHHUs
(Butorina et al., 1997).

Tax>ke ObLIM OTMEYEHBI YaCThle ClIy4aH BaKyoJH-
3alMM LUTONJIA3Mbl KJIETOK B OIILITHOM BapHaHTe: B
1998 r. yacToTa BCTpE4aeMOCTH BaKyOJIH3HPOBaHHbIX
KJIETOK B onbITe coctaBwia 8.03 + 0.15, B 1999 r. —
5.79 £ 0.44%, B KOHTPOJILHOM BapHaHTe CJIy4aeB Ba-
KyOJIM3al[M¥ LIUMTONJIa3Mbl KJIETOK He BBISIBJIEHO.

Takum 06pa3oM, aHaIU3 MPOTEKAHUS MUTOTHYE-
CKHX IPOLIECCOB Y NPOPOCTKOB CEMSIH 6epe3bl NOBUC-
JI0#, cobpaHHbIX Ha TeppuTopuu HoBoBOpoHEXKa, 1o-
Ka3aJl 3HaYMTeNbHbIE N3MEHEHHS TOMEOCTaTHYECKHX
MPOLIECCOB B PACTHTEJILHBIX OPraHU3Max, T. €. MOXKHO C
YBEPEHHOCTBIO TOBOPHTb O IIPUCYTCTBHHU CTPECCHPYIO-
LIMX areHTOB B OKpy»Katollei cpefie. [TonyyeHHble Ha-
MU PE3YNbTaThl KOPPENUpYyIOT ¢ AaHHbIMU (Ko3710B,
1993) 0 NpuypOYEHHOCTH NOBBLIIIEHHOTO YPOBHS JET-
CKoii 3a6071€Ba€MOCTH MIMEHHO K To# yacT HoBoBopo-
Hexa, KoTopasi Oblia BbIOpaHa HaMH JUIS MCCIIE[IOBa-
HUi (IPUMBIKAIOLLAs K MPYAY-OXJIaiUTENIO).

YTo6bI MONYyYUTH GOJIee MOJTHOE NpECTaBICHHE
O MeXaHW3Max ajlaNTali¥ PACTUTENbHbIX OpraHHM3-
MOB K BO3[€HCTBHIO HeOJIaronpHsaTHbIX (PaKTOPOB,
u3yyanu ocOGEHHOCTH Pa3BHUTHUS MYXKCKOW reHepa-
THUBHOM c(epbl y HCCIEIOBAaHHBIX JepeBbEB O6epe3bl
NOBHUCIOH. SIBISASACH NOBOJNBHO ‘‘4yBCTBHTEIBHOM”,
CTajiss MHKpOCNOpOreHe3a CocoOHa pearnpoBaTh
Ha BIMSIHME HeOJIaroNnpHusTHBIX BO3AEHCTBHH CO CTO-
poHBI OKpyXarolei cpenbl. [Iponecc meiosa y ne-
peBbeB Gepe3bl moBHcoi U3 HoBoBopoHeXka npoxo-
AUI JOBOJIBHO HEPETYNSPHO. BbISABIEHBI CTaTUCTH-
YeCKH [IOCTOBEPHBbIE pa3iHyus MO OOLIEMY YHCIy
HapylIeHU#i B Me#03€ MeXJy ONBbITHbIMH H KOH-
TPOJIbHBIMH IEPEBbSIMHU Ha BLICOKOM YPOBHE 3Ha4HM-
MocTH (p < 0.01). Yucno HapymieHu# o61Iero Tuna B
onbiTe Konebnercs ot 9.3 go 19.3% (cpenHee 3Haue-
Hue 13.62 + 1.67%), B TO BpeMsl KakK o611iee YHCIIO Ha-
PYLIEHHH TaKOro TUIA y lEPEBbEB H3 KOHTPOJIBHOIO
BapHaHTa HaMHOro MeHblie (1.6-3.2% npu cpegHeM
ypoBHe 2.42+0.29%). B npoda3se 1 y onbITHBIX fiepe-
BbeB Oepe3bl HabJI0AaIOCh NPUCYTCTBHE B KJIETKAX
3HAYUTENbHOTO KOJIMYECTBA YHM- M NOJIHMBAJIEHTOB,
XOTs UX MOACYET 3aTPYAHSJICS MaJIbIMH pa3MepaMH
XpoMOCcOM. MakcuManbHOE 4HMCIO HapyuwieHHH o006-
merQ tuna B npogase I cocrasuno 36.3 (nepeso 4),
MHHUMaNbHOE — 2.4% (nepeBo 3). Y nepeBbeB Oepe-
3bl C 3KOJIOTUYECKM YUCTO! TEPPUTOPUH CllydaeB 00-
pa3OBaHUA YHHM- M TNOJHUBAJICHTHBIX accOLHalMi
NpakTHYeCKH He OTMe4eHO. OTKJIOHEHHs B Ipogase
NePBOTO ieIeHUs1 MeHo3a y 6epe3bl U3 ONBITHOTO Ba-
pHaHTa BJIEKJIH 32 co60# HapylueHus B MeTadase I: B
TO BpeMsi Kak OMBaJIEHTbI NMPaBUILHO paclpepens-
JIMCh Ha 9KBAaTOpE BEpETEHa [IeJICHHs, YHH- H NIOJINBa-
JIEHTbI HapyllIaJii 3TOT npouecc; B Metadase I yacto
MOXHO GBbLIO BUIETh pa36pOC YHHBAJICHTOB 11O aXpo-

OHTOT'EHE3 N 6

TOM 32 2001

MaTHHOBOMY BEpPETEHY AeJieHHs. [[pyrAMA THITHYHD{-
MH OTKJIOHCHHSIMH Ha 3TOH CTajiuH EJICHHUS B ONbITE
6b11M BbIGpOCHI M 3aberanHusa. O6luee Yuciao Hapy-
IIEHUH TaKOTO THIIA B ONILITHOM BapHaHTE KOBOJILHO
BbICOKO (OT 8.6 y nepeBa 3 o 32.8% y nepeBa 1 npu
CpefHeM 3Ha4eHMH 3Toro nokasarens: 20.68 +0.37 -
B omnbITe U 6.36 £ 0.19% B KOoHTpONE, p < 0.01).

JIpyrue THIBI OTKJIOHEHHH OT HOPMAJILHOTO NPO-
TEKaHHUsl Meio3a y iepeBbeB Oepe3bl MOBUCIOH U3
ONBITHOTO BApHAHTa — 3TO NPOCTbIE H MHOXECTBEH-
HbIE MOCTBI, OTCTaBaHHA XPOMOCOM, B GOMBIINX KO-
JIMYECTBaxX BCTpeYaloliyecs Ha cTaguax anadasbl I u
II; HanpuMep, YKCII0 HapyLUEHHH 3TOro THIA Y ONbIT-
Horo fiepeBa 1 Ha craguu aHada3ssbl I cocraBuio 25, a
Ha crajiun aHadassl II — 40.9% npu cpennem 3Haue-
HHUHY YPOBHS TaKMX HapylLlUeHHH Ha cTafuH aHagassl I:
19.62 + 1.08 B onbiTe ¥ 3.24 + 0.40% — B KOHTpOJE
(oTnuuus gocroBepHs! npu p < 0.01), Ha cragum aHa-
a3 I-19.50 £ 0.67 n 8.90 £ 0.15% cooTBeTCTBEH-
HO (p < 0.01)). Eme onuH XxapakTepHblil THI Hapylle-
HHH B Meiio3e y 6epe3bl OBUCION U3 ONBITHOIO Ba-
pHaHTa COCTaBUIIM TPH- U NOJIMANIbI SIAEp B Tenodase
II Meit03a (pHCYHOK, 6), 4TO 00YCIIOBHIIO 3aTeM 06pa-
30BaHHUE CMOPaf C AHOMAJIbHBIM YMCIIOM MHKPOCIIOP
(TpHazp! cnop, nonManbl), B HEKOTOPBIX CHOpajax
ObLIIO OTMEYEHO NIPUCYTCTBME MUKpOsiaep. ¥ Aepesa 4
U3 ONBITHOrO BapHaHTa Habirofanach HauGonbIuas
cTeneHb MyTabHIBHOCTH Ha cTafuu Tenodassl 11, roe
OTKJIOHEHHS cocTaBuiu 9.3% (Tpuaps! sifep, [ONnoi-
HHUTEJIbHBIE SIPa), ¥ Ha CTaiui cnoporeHe3a — 12.8%
(monuanbl, TPHAABI, AMAAbI CIOP; MOHAMbI HIIH TETPa-
AbI ¢ MUKpoOsifipaMH). OTINYMS Ha CTa{M TETPareHe-
3a MO ypOBHIO HaO/IONABIIMXCS AaHOMAJMN MeXAy
ONBITHBIMH U KOHTPOJILHBIMH [€PEBbAMH CTATHCTH-
YEeCKH MOATBEPXKAAIOTCA Ha BLICOKOM YPOBHE 3Ha4H-
MocTH (p < 0.01), ob11ee YUCIO OTKIIOHEHHN Ha CTa-
i Tenodassl II B onerte coctaBuno 5.02+0.13,a B
KoHTpone — 1.02 + 0.04%.

Kpome o6uux THIOB HapylLICHUH BCTPEYAJINCh H
crenyguyecKkie OTKIOHEHHS! OT HOPMAJILHOrO Npo-
XOXJeHus Meio3a. OfHO U3 HMX — MHOXECTBEHHbIE
BbIOpPOCHI Y4aCTKOB XpOMaTHHA B KJIETKE (PUCYHOK, 2).
3T0 siBIeHME Mbl HaOIIIOAANH y lepeBbEB Gepesbl U3
ONBITHOTO BapHaHTa (NpUYeM, €CId Ha Npenapare
BCTPEYAJIUCh TaKHE BbIGPOCHI, TO OHM OBbLIH NPaKTH-
YeCKHU BO BCEX MUKPOCIIOPOLHTAX). 3TO MOXKET ObITh
clefcTBUEM paboThbl HEKUX 3aIMTHBIX MEXaHHU3MOB
KJIETKH [IPH BO3[I€ICTBUH CTPECCOBBIX YCIOBHH, U Ta-
KM 06pa3oM MHKPOCHOpPOHHTHI, BblOpachiBast 3TH
y4aCTKH XpOMOCOM (BO3MOXHO, CHJILHO H3MEHEH-
HbI€ NOJ AeHCTBHEM HeGaronpuaTHbIX (akToOpoB),
“npenoxpaHsaioT’ ceGs OT KakuUx-To Goyee cepbes-
HBIX nocneacTsuil (u paxe rubenu). ITo-BugumMomy,
HaOmionasmieecs: HaMH SBIICHHE — 3TO JUMHHYLUS
XpOMaTHHa, KOTOpasi UMeeT aflaliTHBHOE 3HAaYeHHE
Aasi 6epe3bl noBUCON. OHa MOXeT ObITh CBSI3aHa C
aKTHBalMel MUTPHPYIOIIMX F€HETHYECKHX 3JIEMEH-
TOB B HEONaronpusTHHIX YCIOBHAX, MPH KOTOpPOH
MOXET NMPOMCXONHUTH ‘‘BBIKJIIOYEHHE” Y4aCTKOB re-
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Bapbnponalme Ppa3MEpPOB 3aMbIKAIOUMX KJIETOK YCTBHL HUXKHETO IMMUEPMHUCA JIMCTHEB Y IEPEBLEB U3 ONbITHOIO BaApHAHTA

Howmep nepeBa Yeronua, % KoapduuueHr
menke (11.25-24.15 mxm)|cpemnne (24.15-37.05 Mxm)|kpynHbte (37.05-50.00 mxm)| Bapuaumu Cv, %

1 22 76 2 15.73

2 18 75 7 17.39

3 11 81 8 7.55

4 20 61 19 30.84

5 1 60 39 18.78

HETUYECKOro amnmnapara 1 BblﬁpOC 9THUX Yy4aCTKOB B
HATOIJIa3MY KJIETOK.

Crnepyrommit cnenucuyeckmii THN HapylieHUH
HOPMAJILHOTO TPOXOXKJEHUs Meio3a y 6epesbl mo-
BHUCJIOH, KOTOPBIA MblI HaOmofganu, — LUTOMHKCUC
(pUCYHOK, 0). MHOrie aBTOpbI OTMEYalOT LIUTOMHK-
CHC KaK THIl HapyIIeHUM, XapaKTEePHBIH 7151 6epe3bl
nosucnoii (Woodworth, 1929; Brown, Al-Dawoody,
1977, ByropuHa, 1985). B Hammx onbITax HUTOMHUK-
cuc Habnrofancs B BUE MIMPOKHUX LUTOMIa3MaTHye-
CKHMX KaHaJIOB, IO KOTOPbIM OCYLIECTBISIIICS OOMEH
LMTOIUIa3MOM U SIIEPHBIM BELIECTBOM MEX/Y MHKPO-
cnopouyTaMi. BoJblIOro BHUMaHHMS 3acly>KUBaeT
runore3a Tapkosckoi (Tarkowska, 1966), cornacHo
KOTOpOil LIMTOMHKCHC SIBJISETCS CJIEACTBUEM OOJIb-
LIMX MEepenajoB MEXaHHWYECKOro [aBJICHUS MEXAY
Oau3eKalMMH KIETKaMH, CO3[aI0IMXCS B NIPOLEC-
ce pa3BUTHs NBUILHUKOB, a TaKXe runoTe3a Benana
(Whelan, 1974) o cuaxpoHu3anuu Meio3a 3a cuet 06-
pa30BaHUS MEXMEHOLUTHBIX CBSI3el. 3aciyKUBaeT
BHMMaHusA U fgpyras runote3a (George, Greethamm,
1983), cornacHo KOTOPO¥ IUTOMHUKCHC KOHTPOJIHPY-
€TCs T€HaMH, CO3JAIOIIMMHU NATOJOTHYECKHE YCIIO-
BUS B MAaTEPUHCKUX KJIETKaX NbLIbLbl. PyHKIMH Ta-
KHX T€HOB, MO-BUJUMOMY, MOTYT BBINOJIHATD IE€pe-
MEIIAIOUIHECT TeHETHYECKHE 3JIEMEHTHI, BKJIIOYas
BUPYCHI, 00yCIOBIHBAIOIIME HEIIOCTOSHCTBO FT€HOMA
(Xecun, 1984). A HaciencTBEHHast H3MEHYHBOCTD Ie-
HOMa, OCHOBaHHas Ha NEPEMENIEHNAX MOJABUXHBIX
FeHETHYECKHUX JIEMEHTOB, KaK ObIJIO OTMEYEHO BbI-
111e, UTPaeT BaXXHYIO POJb B Mpoliecce afanTaluu op-
rann3MoB. To ecTb, IpUpofa SBIEHHS IUTOMUKCHCA
MOXeT GBITh pa3HOM, HO NPH 3TOM HE UCKIJIIOYAEeTCs
onpefneneHHasl poib B 0OYCIIOBIEHHOCTH €ro nepe-
MEIAIOIIUXCA TEHETHYECKUX 3JIEMEHTOB.

N3yyeHue nmpoxoxkpaeHUs Meio3a y 6epesbl Io-
BHMCJIOH U3 ONbITHOrO BaApHAaHTa MO3BOJIMJIO HaM Bbl-
JBHHYTb NPENOJOXEHHE O MHKCOIJIOUIHON NPUPO-
zie nepeBbeB, pactyux B HoBoBopoHexke: OBONLHO
BbICOKasi YacCTOTa BCTPEYAaEMOCTH YHH- M MOJIMBa-
JIEHTOB MO CPaBHEHHUIO C KOHTPOJIEM; NPUCYTCTBUE
MHKPOCTIOPOLMTOB Pa3HbIX pa3MepOB Ha BCEX CTaiU-
X JieIeHUus1 Y 06CIeOBaHHbIX ONBbITHBIX EPEBbCB;
BbICOKasi CTENIEHb HEBbIPAaBHEHHOCTH IbLIbIbI (AHa-
METP NbIIbIEBLIX 3€PEH B ONbITE cocTaBuil 55.75,a B
KOHTpoJe — 2.50 MKM). [171s IpPOBEPKH 3TOrO MPENIO-

JIOXKEHHUSI MCCIEAOBaJN BEINYMHY 3aMbIKAIOLIMX
KJIETOK YCTBHL[ HHXKHErO JIMHAECPMHCA HUX JIUCTHEB.
Pe3ynbTaThl BIYMCIEHUN NpUBEEHBI B TaOIHLE.

Kak cnepyer u3 Tabnuubl, BEIMYHHA 3aMblKalo-
IUX KJIETOK YCTBHUI| Y ONbITHBIX ACPEBbEB 3HAUM-
TENbHO BapbHpPYeT (PHCYHOK, e). Pa3Mephbl 3aMbIKa-
IOIIMX KJIETOK YCTbHI, MOTYT CIYXXHTb KOCBEHHBIM
KpPUTEPHEM MHKCOIUIOMJHONH MPHPOb! HCClefOBaH-
HbIX AepeBbeB (Bypna, lllenotees, 1973). U3BecTHO,
YTO MMKCOIUIOHAUSI — JAOBOJIbHO 4YacCTOE SIBJIEHHE Y
JIMCTBEHHBIX JPEBECHbIX PACTEHUH, TaK KaK OHHU SIB-
ngoTcs 6osiee MOJIONOM B 3BOJIIOLMOHHOM IUIaHE
IPYNIOHA M HIMEIOT HECTaOWIbHBIA FreHOM. MHKCOIION-
IHsI MOXET OBITH CBsI3aHa C ajanTamnyuei K Hebnaro-
IPUATHBIM YCIIOBHSIM Cpefibl: 0o0jafiass AOCTaTOYHO
CcTaOMIbHOH T€HETUYECKOH CHUCTEMOM (3a CYeT pe-
3epBa MOJNMIUIOUHBIX KJIETOK), MUKCOIUIOH/bI B TO
K€ BpeMs IUIaCTHYHee, TaK KakK Ipe[CTaBJeHbl U
AMIUIOMAHBIMH KileTKaMu. [1o-BugumoMy, onTuMans-
HOE COYeTaHHE KJIETOK pa3HOro YpOBHS IUIOMAHOCTH
obecneynBaeT Haubosee 3PPEKTHBHYIO PEATH3alHIO
¢ YHKIMHU reHOB B KOHKPETHBIX YCIIOBUSAX Cpefbl.

Ha ocHOBaHMH NOJIyYEHHBIX Pe3yJbTaTOB MOXHO
cheJIaTh BBIBOJ O TOM, YTO BIIMSIHHE HA MOMyJsuuH Ge-
pe3bl MOBUCIIOH KOMILUIEKCHOTO 3arpsi3HEHHsI Cpefibl B
30-kwiomeTtposoit 3o0He HB ADC BefeT HE TOIBKO K
3HAYUTENIbHBIM OTKJIOHEHHUSIM B Pa3BUTHH MYXKCKOH re-
HEPaTHBHOM cpepbl, HO U K BO3HUKHOBEHHMIO Y IEPEBb-
€B psAfla MEXaHU3MOB aflaliTaliiy K HEOIaronpusiTHBIM
ycioBusiM. HecoMHeHHOe ajaliTHBHOE 3HAYEHHE HMEET
6oJiee YETKO BbIPaXKEHHAsi MUKCOIUTOUIUSA Y AEPEBLEB
6epe3bl TOBUCIION U3 ONBITHOTO BapuaHTa. Bo3MoXHO,
KaK MEXaHH3Mbl afianTalldd MOXHO pacCMaTpuBaTh U
HEKOTOpbIE APYTHE IUTOreHETHYCKHE STBJICHHU (B 4acT-
HOCTH, MUMHHYIIMIO XPOMaTHHA): T. €. HECTAOWIBHOCTD
FEHOMa Yy OpPraHM3MOB B 3KCTPEMAJIbHBIX YCJIOBHSIX
obecnieunBaeT GOJIbIIHE BO3MOXKHOCTH AJIsi OTOOpAa.
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Cytogenetic and Anatomic Features of the Weeping Birch in the 30-km Zone
Surrounding the Novovoronezh Nuclear Power Plant

A. K. Butorina and E. V. Kormilitsyna
Vorone:zh State University, Universitetsaya pl. 1, Voronezh, 394693 Russia

Abstract—We studied the development of the vegetative and generative spheres in the weeping birch from the
30-km zone surrounding the Novovoronezh nuclear power plant. Being the most sensitive ontogenetic stages, the
mitotic and meiotic processes are capable of responding to the effects of various factors, including unfavorable
environmental factors. Studies were carried out from 1998 to 2000 in Novovoronezh under conditions of potential
hazard for normal development (a possible joint effect of chronic ionizing irradiation at low doses from the No-
vovoronezh nuclear power plant and elevated concentrations of some chemical substances as side products of the
plant activity) and in the ecologically pure territory of the Biological Station Venevitinovo of the Voronezh State
University. Significant deviations from the normal course of mitotic and meiotic processes have been recorded in
the experimental variant and specific types of disturbances have been described. A suggestion has been put for-
ward concerning some mechanisms underlying the weeping birch adaptation to unfavorable environmental con-
ditions. Specifically, it was shown that the trees studied were of a mixoploid nature. No such studies have ever
been carried out in the region of this nuclear power plant, one of the oldest in Russia.

Key words: weeping birch, Novovoronezh nuclear power plant, mitosis, meiosis during microsporogenesis, mi-
totic index, nucleolar activity, mitosis pathologies, mixoploidy, stomata.
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OINEHKA CTABMIBHOCTH PA3BUTUA U IUTOTEHETUYECKOI'O
TOMEOCTA3A B NONYJIALUAX EBPOIIEMCKHUX 3EJEHBIX JIATYIIEK
(KOMILIEKC RANA ESCULENTA) B ECTECTBEHHbBIX
U AHTPOIIOTEHHBIX YCIOBUAX!

©2001r. A.T.Yyounnmsniu

Hncmumym 6uonozuu pazeumusn um. H.K. Koavyosa PAH
119991 Mockea, I'CII-1, ya. Basunaoea, 0. 26

IMocrynuna B pepakuuio 18.04.01 r.

ITpou3Benena ouenka cocTosHUst aMHuOUii B MOMyNsALKAX, MOABEPXXEHHBIX aHTPONIOTEHHOMY BO3[EHACT-
BHIO pa3iM4HOM npupopsl. MccnenoBany BIMSIHHE KOMIUIEKCHOTO aHTPOIIOT€HHOIO BO3IEACTBHS, XMMHYe-
CKOTO M pajiualMOHHOrO 3arpsa3Henns. CocTosHue ocobeil B NONyNsLHUsIX OLEeHHBAJIH MPU NoMoLU Mopdo-
JIOTHYECKOro (OLEHKa CTaOUILHOCTH Pa3BUTHUSA IO YPOBHIO IIYKTYHPYIOLIEH aCHMMETPUH) U UUTOTEHETH-
4eCcKOro (MHKpOSiIEpHBINA TECT) METOAOB. B nonynsuusx, noaBepXXeHHbIX BO3EHCTBHIO aHTPONOTr€HHbIX
¢akTOpOB, OOHApYyKEHbI HapyLLEHUs! CTAGHJIBHOCTH Pa3BUTHS U LIMTOT€HETHYECKOTO FOMEOCTasa, CBUJE-

TEJbCTBYIOLIIUE 06 U3MEHEHHUH COCTOSIHUS OpraHu3Ma.

Kawuesble caosa: cTaBUIBHOCTb pa3BUTHS, [UTOTEHETHYECKHUI TOMEOCTa3, PIYKTYHPYIOLAsi aCHMMET-
pHsl, MUKPOSITIEPHBIN TECT, XUMUYECKOE U PaiMallHOHHOE 3arpsi3HEHHE.

CraGuIbHOCTh Pa3BUTHS — 3TO CIOCOOHOCTb Op-
raHu3Ma K ()OpMHPOBAHUIO '€HETHYECKHU JETEPMH-
HUPOBAHHOTO (peHOTHIIAa NPU MHHHUMAJILHOM YPOBHE
OHTOTCHETHUYECKHX HapyuieHuii (3axapos, 1987).
Ona onpepensieTcss reHeTHYECKUMH (paKTOopaMu U
¢axTopamu oKpyxkaroliei cpeabl. B HacTosiee Bpe-
Msl B CBSI3H C BO3PACTAIOLLMM HEraTHBHBIM BIIUSTHUEM
aHTPONOreHHbIX (PaKTOPOB Ha MPUPOAHbIE COOOLLE-
CTBa MMEHHO BOIIPOC O BIIUSIHUM CPefibl Ha CTaOUIIb-
HOCTb Pa3BUTHS SIBJISIETCS HAaHOOJIEE aKTyaIbHbIM.

Binsinue xuMuyeckoro 3arps3sHeHHsl cpefibl Ha
YPOBEHb CTAOMJILHOCTH pPa3BMTHs ObLIO MOKAa3aHO
JKCNEpUMEHTANBHO ANd psaga o6bekToB (Clarke,
Ridsdill-Smith, 1990; Clarke, 1992; Graham et al.,
1993; Borisov et al., 1997; Hardersen, Wratten, 1998;
Chowdhury, Bromage, 2000).

B HacTosiniee BpeMs nmokasaTenb CTaGMIBLHOCTH
pa3BUTHSl JOCTaTOYHO IIMPOKO NPHUMEHSIETCS s
OLIEHKH COCTOSIHUSI IPUPOAHBIX MOMYJISIMI, TOBEP-
JKEHHbIX aHTPONOT€HHOMY BO3JIEHCTBUIO pa3IMYHOMN
npupoabl. DTO M XMMUUecKoe 3arpsisHeHue (Panka-
koski et al., 1992; Yy6unuumsunu, 1998a,6; Kozlov,
Niemela, 1999; 3axapos u ap., 2000a,6; Eeva et al.,
2000) u BAusiHME HOHU3UPYIOLIETO U HEUOHH3UPYIO-
mero usnydeHus (ITocnepcrBud..., 1996, Freeman
et al., 1999; 3axapos u ap., 20006).

Mepoii cTaGHIbHOCTH Pa3BUTHSA MOXET CIYKUTh
¢aykTyupyiomas acCMHMMETpHUs, KOTOpasi IpeiCTaB-

I PaGora noppepxkana Poccuiickum ¢oHnoM dyHIaMEHTaNbHbIX
Hccnepopanuit (npoekt Ne 00-15-97792).

asieT co60i He3HaYUTENbHbIE HEHaNpaBleHHbIE OT-
KJIOHEHHUS OT cTporoi cummeTpuu (Van Valen, 1962).
IMon BnusiHNEM faxe c1aboro HeraTHBHOTO BO3AEHCT-
BHSI CO CTOPOHBI OKPY>KAIOLLEH cpefibl TyTH Pa3BUTHS
OpraHMU3Ma HECKOJIBKO OTKJIOHSIOTCS OT FeHETUYECKHU
€ TEPMHUHAPOBAaHHOM TPaEKTOPHH, BCIIEACTBHE YETO U
BO3HHKAeT (IYKTYHpYIOIasi acuMMeTpusa. Takum
006pa3oM, OlieHKa YPOBHsI (PIyKTyHpYIOILEN acCHMMe-
TPHH MO3BOJIET CYIUTh O TOM, HACKOJIbKO OJaro-
NpUsATHA cpefla OGUTaHMs [JIsl AaHHOTO OpraHU3Ma.

IIpyruM nokasaTesneM COCTOSIHUSI OpraHu3ma siB-
JgeTcs UUTOreHeTHYecKHii romeocTas (MabUHCKUX U
ap., 1992). XpoMocoMHble, XpoMaTHAHbIE NEPECT-
pO¥KH, TaKH€ KaK aCUMMETPHYHbIE U HEMONIHbIE 00-
MEHbI IPH MUTO3€, BbI3bIBAIOT NOSBIEHHE aLlCHTPHU-
YecKHMX (pparMeHTOB, KOTOPbIE 4acTO NOCJIE AEJICHUS
KJIETKH OCTalOTCs 3a IMpefiejlaMi AOUYEPHEro siipa B
BUJIe MUKposiiep. MuKkposigpa MOTyT TakXe cofep-
’KaTh LEJbIE XPOMOCOMbI. JTO NPOUCXOAHUT, €CIHU
MOl ICCTBHEM MyTareHa NMoOBpEXIaeTcs BEPETEHO
AeneHuss. MUKpOsiiEpHbIA TeCT ObL1 MPEANOXKEH B
KayecTBEe METO[a OLEHKH YPOBHSI LUTOr€HETHYeC-
kux nospexaenuit (Evans et al., 1959). Pagom skcne-
PUMEHTAJIbHBIX paboT Gbla NOKa3aHa 3aBUCUMOCTD
YacCTOThI KJIETOK C MUKPOSIAPaMHU OT KOHLEHTpaLUH
MyTareHa u BpeMeHH 3Kkcno3unuu (Hooftman, Raat,
de, 1982; Jaylet et al., 1985; Van Hummelen et al.,
1989; Scarpato et al., 1990a, 3axupos u ap. 1993). Bbi-
JIa NPOJEMOHCTPHPOBaHAa BO3MOXHOCTb IpUMEHe-
HUS 3TOro MeTofa Anisi GMOMOHUTOpHHra (Scarpato
et al., 1990b; Xynesa, [ly6unus, 1994).
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OLIEHKA CTABUIIBHOCTH PA3BUTHA

B nanHoit paboTe npuBeeHbl pe3yabTaThbl, NOTY-
YEHHbIE 32 HECKOJIBKO JIET HCCIIEAOBaHH, B XOfie KO-
TOPBbIX OLEHHBANM COCTOsIHUE aM(pHOUil U3 MOmysi-
1Mi, HIOABEP>XXCHHbIX aHTPONOT€HHOMY BO3[I€CTBUIO
pasIuyHON NMPHPOAbI — 3TO KOMILIEKCHOE aHTPOMO-
TEHHOE BO3JCHCTBUE, XUMMUYECKOE M pafiHallMOHHOE
3arpsasHeHue. Kpome mnonynsiiuii, noaBepXEHHbIX
XPOHHYECKOMY BO3[ICHCTBHIO, aHAJIU3 NPOBEACH H
IJIS IONYJISILMM, UCTIBITAaBLIEH pa30BOe BO3AEHCTBHUE.

MATEPUAII U METOJJUKA

O6BEKTOM HCCIEeOBaHUH SBJISAIMCH NMPENCTaBH-
TENH KOMIUIEKCA €BPONEHUCKHX 3eJIEHBIX JIAryLIeK
(Rana ridibunda, Rana esculenta, Rana lessonae). [Ins
OLECHKHN CTaOMILHOCTH Pa3BUTUS KaXNOrO U3 3THX
BHIOB OblJIa HCIIOJIL30BaHa OJHA M Ta XeE cCXeMa IMpu-
3HaKoB. PaHee ObLJIO MOKa3aHo, YTO, OOMTast B OOHU-
HAKOBBIX YCIIOBUSIX, BCE TPH BUJIA 3€JICHbIX JIATYHIEK,
BKJIIOYas (popMy, HMEIOLIYIO THOPUIHOE MPOUCXOXK-
NE€HHE, XapaKTEepHU3yIOTCs CXONHBIM YPOBHEM CTa-
6unbHOCcTH pa3utHs (Chubinishvili, 1997). 9To gaer
HaM NpaBO CpaBHHUBATb MeXJy co60ii JaHHbIE, TOTY-
YEeHHBIE JJIs1 KCClIelyEMBbIX BUOB.

Onenka cTaGMIBHOCTH pa3BUTHUsI POBOAMIACH B
pasnuyHbIX peruoHax Poccuu, mopBepXeHHBIX XH-
MHUYECKOMY M pafilallMOHHOMY 3arpsa3HeHuIo. Mare-
puan Obu1 cobpaH B AcrtpaxaHckoi, Camapckod,
Bpsnckoit o6nactax U B YyBalcko# pecnyGiHke.

Acmpaxanckasn obaacme. B ActpaxaHckoii o6a-
CTH HCCJIEOBAIY BbIOOPKH O3€PHOM JNArYLIKH Rana
ridibunda. O6uTtarouue 31ech MOMYJISLUM NOJBEp-
JKE€Hbl KOMILJIEKCHOMY aHTPONOI€HHOMY BO3HeHCT-
Bu10. CO60p MaTepuasa NpOM3BOAKIU B KOHLIE CEHTSI-
Ops 1993 r. B yeThIpex TOUKax: 1 — jeBbiil Geper pe-
ku Bosnry, 160 kM BblLIe IO TEYEHUIO OT ACTpaxaHH;
2 —npaBbiii 6eper peku Boinru, 40 KM HIKe 1o Teye-
HUIO OT AcTpaxaHH (6eper peKd — 2a U OPOCUTEIb-
HbId KaHan — 26); 3 — neBblil Geper peku Bouruy,
80 KM HUXKeE IO TEYEHHIO OT ACTpaxaHH.

Touky 1, pacnonoXeHHy!o BbIlIE MO TEYEHHIO OT
OCHOBHBIX MCTOYHHMKOB 3arpsi3HEHHMsl, pacCMaTpUBa-
JIM B KaYECTBE YCIOBHOrO KOHTPOJIsi. Touka 2 pacno-
JIOXXEHa B paliloHe cOpOoca CTOYHBIX BOJ, AcCTpaxaHH U
IPOMBIILUJIEHHBIX NPENNPHUSITAN U Obli1a BbIOpaHa AJist
OLIEHKM CHTyallu¥ NMpPH CHJIBHOH KOMIUIEKCHOH aHT-
ponoreHHol Harpy3ke. Touka 3 BbiOpaHa s OLEH-
KM CHUTyallMM Ha 3HAaYUTEJIbHOM yJaJeHHH OT OCHOB-
HOTr'O UCTOYHHMKA 3arpsi3HEHUs] — ropofia AcTpaxaHH,
HO pacnoJIoXeHa B palloHe HHTEHCUBHOM CEJIbCKOXO-
3SIICTBEHHOM €S TEIbHOCTH.

O6beM BbIOOPOK AJISE OLIEHKH CTaOUIBHOCTH pa3-
BUTHS COCTAaBMJI: TOUKa 1 — 26 ocobeit, 2 — 27 ocobei,
2a—23 ocobmu, 3 — 16 ocobeit; 1 UUTOrEHETHYECKO-
ro aHanusa — B Toukax 1 u 26 nmo 10 ocobeii, B TOuke
2a — 8 ocobeit ¥ B Touke 3 — 4 ocobu.
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O06eM BbIGOPOK IJIs IUTOT€HETHYECKOrO aHaji3a
COCTaBWJI: TOUKH 1, 2a, 26 — mo 10 ocobeit, Touka 3 —
4 ocobHu.

Camapckan o6aacme. B YanaeBckom paiione Ca-
MapcKOi 06JaCTU M3yvalu CTabUNbHOCTb Pa3BUTHS
U IUTOr€HETHYECKUI rOMeoCcTa3 O3€pHOH JISTyIUKH
Rana ridibunda. B npouinom 3gech NpOU3BOAHIIN XH-
MHYECKOe OpyXue. B HacTosiliee BpeMst B 3TOM paii-
OHE pacrnoJjlaraeTcst psf XMMHYECKUX NPEANpPHITHIL.
C6op MaTepuaja NpOU3BOAKIM B Mac—HIOHE 1994 1.
B TpPeX TOuYKax: 1 — ropojickasi 30Ha OT/AbIXa, 03€pO
HnbMeHb; 2 — y4aCcTOK PEKH, TPUMBIKAIOLIMH K 3aBO-
Ay XUMHYECKHUX ynoOpeHuii; 3 — mecro c6poca CTou-
HBIX BOJ NIPEANPHUATHUS.

Touka 1 paccMaTpuBanach B KaueCTBE YCIOBHO
KOHTpOJBbHOH. MecTo c6opa MaTepHaa B 3TOH TOY-
Ke, XOTS ¥ PacloJioXKeHO B IByX KHIOMETpax OT 3a-
BOJa, HO, G6iarofapsi rocrnojcTBYIOLIEMY HalpasJe-
HMIO BETPOB, HE MOJIBEPraeTCsi HHTEHCUBHOMY aTMO-
cepHOMY 3arpsi3HeHHUIO. Bb160pKa U3 To4kH 2 6bl1a
B3sITa JJIs1 OLEHKH BO3[EHCTBUSI XUMUYECKOrO Npef-
npusATHs Ha aMmpubHi B HEMOCPEACTBEHHOH 6i1M30c¢-
TH OT HEro, a U3 TOYKH 3 — JJIs1 OLEHKH BO3[IEHCTBUS
COpPOCHBIX BOA MPEANPUATHSL.

J1y1sl OUEHKH CTabMIIBHOCTH Pa3BUTHsA OOBEM BbI6O-
POK cocTaBuiI: To4ka 1 — 14 ocobeit, Touka 2 — 11 oco-
6eit, Touka 3 — 9 ocobeil. [ HUTOr€eHETHYECKOTO
aHayM3a GbLIN UCCIIeJOBaHbl BbIGOPKH M3 TOYEK 1 M 2.
O6beM BbIGOPOK Npu 3TOM cocTaBui 11 1 12 ocobGei
COOTBETCTBEHHO.

Yysawckasn pecnybauka. B UyBanickoi pecny6-
JIMKE UCCIIENOBaNN CTaOMIBHOCTb Pa3BUTHS M LIMTO-
reHeTHYECKHI FOMEeoCTa3 O3€pHOH JATYILKH (Rana
ridibunda). BcnepctTBue Xejae3HOAOPOXHON aBapHH,
npousowenei B 1996 r., TeppuTOpHs, Ha KOTOPOH
MPOBOAW/IM MCCIEOBaHue, Obla 3arpsisHeHa (eHo-
J0M H HedrenpoayKkTamu. Takum oO6pa3oM, B JaHHOM
cliyYae UCCIIEOBaHO COCTOSTHUE OCOOEN B MOMYJISALMH,
NoJBepruieicss pa3oBOMy BO3[AECHCTBHIO XHMHUYECKOTO
3arps3Henusi. COOp MaTepHajla MPOU3BOJUIHN B CEH-
Ts6pe 1997 r. Boi6opku 66114 cOOpaHbl B IBYX TOY-
Kax: 1 — 3aMkHyTbI# BooeM B lllymepanHCcKOM Jsec-
xo03e, 2 — pyuyeii Mbicnel, okpanHa pa3be3fa Mpic-
nen. Todky 1 paccMaTpuBaiH B Ka4€CTBE YCIOBHOTO
KOHTPOJISl, TOYKA 2 PACMOIOXKEHA B MECTE XKEJIE3HO-
HOpOXHO#H aBapuH. O6beM BbLIOOPOK MJIsI OUEHKH
CTaGWILHOCTH pPa3BUTHUS COCTAaBUII: To4Ka 1 —20 oco-
6eil, Touka 2 — 7 ocobeit. O6beM BBIOOPOK U181 OLIEH-
KM LIUTOr€HETUYECKOIO FOMEOCTa3a COCTaBHII: TOY-
Ka 1 — 10 ocobeit, Touka 2 — 6 oco6ei.

Bpsanckasa obaacmb. O6BEKTOM HCCIENOBaHHS B
BpsiHCKO# 06JIaCTH CIY>KHJIH NOMYJNSIMH NPYAOBOA
nsrywku Rana lessonae n rubpugoreHHoro suaa Ra-
na esculenta. C60op matepuana nposoauics B 1993 u
1994 rr. BoiGopku Opan¥ U3 MECT C pa3jHYHbIM
YPOBHEM pajHalMOHHOrO Y-POoHa.

B 1993 r. 6b1H B39Thl BBIOOPKHU M3 [ABYX TOYEK:
TOYKa 2 — [TeTpATHHKA, MOILHOCTb 3KCIO3HIHOHHOH
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IMoka3aTenu cTabUILHOCTH Pa3BUTHS — YaCTOTa aCHMMETPUYHOTO NPOSABICHHA Ha NMPU3HAK (N0 BEpTHKaH cieBa (3)) — U LK-
TOreHEeTHYECKOr0 FOMEOCTa3a — 4YacTOTa IPHTPOLUTOB C MUKPOSIPaMH, %o (110 BEPTHKAJIM cNipaBa (M)) — B MOMYJISILUSX €BPO-
MeNCKHUX 3eIeHbIX NAryuiek (KoMmiekc Rana esculenta) u3 pa3Hbix perHoHOB Poccun. 1 — yClIOBHBIH KOHTPOJIb, B3SThIH B HC-
ClIelyeMOM perHoHe U3 OTHOCHTEJILHO YHCTbIX MECTOOGMTAHHH, OCTaIbHbIE TOUKH — CM. B TEKCTE.

mo3bl uznydyenus 0.021 x 10#-0.100 x 10~ MxA/kr,
Toyka 3 — Cennoe, 0.057 x 10%-0.301 x 10~ MKA/KT.
O61beM BbIGOPOK 11 OLEHKM CTaGMIBHOCTH pa3BH-
TUsA coctaBun: IleTpaTunka — 26 ocobei (Rana lesso-
nae), CeHHoe — 33 ocobu (Rana esculenta).

B 1994 r. 6b11a B3siTa BbIOOpKa U3 OKPECTHOCTEMH
3anoBefiHuKa “BpaHckuil nec” — akonoruyecku 6ia-
ronojy4yHoro paiioHa bpsHcko# o6nactu (Touka 1).
3Ty BLIGOPKY pacCMaTPUBAJIH B KaYECTBE KOHTPOIIb-
Ho#l. O6beM BBIOOpPKH MJisi MOP(GOreHeTHYECKOTO
aHanu3a cocraBui 16 ocobeit (Rana esculenta).

Kpome mopdoreneTuyeckoro 6b11 MpoBeleH H
UUTOreHeTH4YecKuil aHanui. O6beM BbIOOPOK, HMC-
NOJIb30BAHHBIX ISl NPOBENEHUS LUTOr€HETHUECKO-
ro aHanu3a, coctasui: “bpsHckuit nec” — 9, ITerps-
THKa — 6, CeHHoe — 9 ocobeit.

OueHKy cTaGMJIBHOCTH Pa3BUTHS MPOBOAUIH MHO
BeIMUYUHE PIYKTYUPYIOLLEH aCHMMETPUH, il 60Jb-
el TOYHOCTM paccMaTpHUBald TPU3HAKH Tpex
TpyNn — OKPacKH, KOXKHbIX IOKPOBOB U OCTEOJIOTUH
(3axapos u ap., 2000a). Bcero 6b1710 npoaHanH3upo-
BaHO 13 npu3HakoB. Hu no opHoMy U3 HUX He GbLIO
06Hapy>KeHO HaNnpaBJICHHOH aCHMMETPUH, WJIH aHTH-
CUMMETPHH, YTO AAET BO3MOXXHOCTb YTBEPXAATb,
YTO Mbl HM€EM J1EJ10 C DIYKTYUPYIOLIEH aCHMMETPH-
eid. [IpoBepka cCKOppeNUPOBAHHOCTH NMPH3HAKOB MO
aCHMMETPHH HE fiaJia MOJIOXKUTENBLHOrO pe3yJibTara,

YTO MNO3BOJIAET paccMaTpUBaTh KaX[bli IIPU3HAK
KaK HE3aBHUCHMYIO XapaKTEPUCTHKY aCHUMMETPHH.
B kauecTBe noka3aTensi ypoBHsI CTaOUIIBHOCTH pas-
BUTHUS ObllIa HCNOJIb30BaHA CPEAHSAS 4acTOTa acCHM-
METPUYHOrO TMpOSIBJIEHUs] Ha TMNpU3HaK, KOTOpasd
NpeAcCTaBAseT COO0H YUCIIO aCHMMETPHYHBIX IPH3HA-
KOB Ha 0cO0b, MOCJIEHHOE Ha YUCJIO MPOaHaIu3Npo-
BaHHbIX NpU3HAKOB. CTAaTUCTHYECKYIO 3HAYMMOCTH
pa3iuyuil MeXNy BbIOOpPKaMH OLICHUBAJIHU TPU NIOMO-
i -kpurepus CrbrogeHTa (Sokal, Rohlf, 1981).

JIns OLEHKH LUTOrEHETHYECKOro TOMEOCTa3a
ObLI1 HCNIOJIB30BaH MUKPOSAEPHBIN TecT. MUKposiipa
YYUTBIBAIM B 3PUTPOLHUTAX nepudepuyeckoin Kpo-
BHU, 7 3TOrO Jiejlaji Ma3KH KpOBH, KOTOpble (PHK-
cupoBaiu B TeyeHue 10-15 MUH B MeTaHoJe, nocne
yero okpawmuBany 10—12 MuH npu noMoIM Kpacure-
a1 I'uM3bl. YueT MUKpOsSAEp NPOU3BOAMIIM NOJ MHK-
pockonom npu yBeauueHuu X 1000. Y kaxpgoit ocobu
aHanu3uposainu no 2000 sputpouuTos. I1pu cpaBHe-
HHM 4YacTOT KJIETOK C MHKPOsiipaMH HMCIOJIb30Ba/lU
t-kputepuii CTblOiecHTa c (-npeoOpa3oBaHueM du-
wepa (Sokal, Rohlf, 1981).

OnpepesneHye BUAOB MPOU3BOAUIM NPU NTOMOLLHM
anekTpocgopesa B nonuakpunamugHoM rene (Tun-
ner, 1973; Mexxepus, Ileckos, 1992) u npoTo4yHo#i
NHK-uuromMerpun (Vinogradov, Chubinishvili, 1999).
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OLEHKA CTABUJIBHOCTHU PA3BUTHS

PE3YJIbTATBI 1 OBCYXIEHHUE

OueHka CTaGUILHOCTH Pa3BUTHUS B MOMYJSALMAX
3 AcTpaxaHCKOH 0OiacTH fana cilefgylolue pe-
3yabTaThl. CpegHsis 4acTOTa aCHMMETPUYHOTO IIPO-
sIBIEHHs] Ha MPU3HAK OKa3ajlach paBHa: To4Ka 1 (yc-
J0BHBbIA KOHTpONBb) — 0.49 *+ 0.03; Touka 2a — 0.65 £
+0.03; Touka 26 — 0.67 £ 0.03; Touka 3 - 0.60+ 0.03
(pucyHOK). 3HaueHHe MoKa3aTeNsi aCHMMETPHUH, NO-
Jy4eHHOe sl BbIOOPKU M3 YCIOBHO KOHTPOJBHOM
TOYKH (TOYKa 1), CTATUCTHYECKH 3HAYHUMO OTJIMYA-
eTci OT 3HAUYEHUH, MOJYyYEHHbIX B JPYIMX TOYKaX
(p< 0.01). EcTb Takke CTaTHCTUYECKHM 3HAYMMbIE
pa3nuuus Mexay Toukamu 26 u 3 (p < 0.05).

CpenHsisi 4acTOTa IPUTPOLMTOB C MUKPOSAPaMH
COCTaBUJIa: B YCJIOBHO KOHTPOJIbHOM TOYKE (TO4Ka 1) —
1.15, B Touke 2a — 1.68, B Touke 26 — 3.00, B TOUKE 3 —
1.87 %o (pUCYHOK).

Cratuctnyeckd 3HauMMble padnuyus (p < 0.001)
ObLITH BBISIBIIEHBI MEX]y TOUKaMu 1 1 20, a Takxke 2a
u 26.

Kak BHAHO M3 MONyYeHHBbIX pe3yJ]bTaTOB, HaH-
MEHbIIIME HapylleHHs OblM 3a(PMKCHPOBaHbl B Bbl-
60pKe U3 YCIOBHO KOHTPONBHOH TOYKHM (TOuka 1),
HauOoJbIlIME — B BBIOOPKaX, MOABEPKEHHbIX Haubo-
Jiee CHIbHOMY BO3[IEHCTBHIO aHTPOINOreHHbIX (hak-
TOpOB (TOYKH 2a 1 26). Y pOoBeHb HapyLIEHUH B TOYKE
26 HECKONIbKO BbIllEe, YeM B TOYKe 2a. IIpuumnoi
3TOro, OYEBHIHO, ABJSETCSI TO, YTO Ha 0cobei, 06u-
TAIOUMX B OPOCUTEJIbHBIX KaHallaX, OKa3bIBaeT BO3-
AeACTBUE OMOJHUTENbHBIA (PAKTOP — XMMHYECKHE
ynoO6peHusi. ITo Mepe ynaneHHs OT MCTOYHHMKA 3a-
rpsA3HeHus (Tovka 3) cTaGHIIbHOCTD pa3BUTHUS OOHUTa-
IOIMX 37ieCh 0COOEH, XOT M HECKONbKO MOBbBIIIAET-
csl, BCE XK€ OCTAaEeTCsl Ha AOBOJIbHO HU3KOM YpPOBHE.
OueBugHO, B TOYKE 3 MPOUCXOAMT HEKOTOpPOE CHH-
>KEHHE YPOBHS 3arpsi3HEHUs1 peKH Ojarofgapsi caMo-
OUYHMILEHHUIO, OIHAKO AaHTPOINOICHHOE BO3J[EHCTBHE
OCTAaeTCst AOCTAaTOYHO CHJILHBIM, YEMY CIOCOOCTBYET
WHTEHCUBHAs CEIbCKOXO3sIICTBEHHAs! 1€ATENbHOCT,
Befylliasics B HCCIEJOBAaHHOM PETHOHE Ha BCEM IIPO-
TSXKEHHHU PyCJia PEKH.

B YanaesckoM paiioHe Camapckoi o6nacTH UH-
TerpaibHbIfl MOKa3aTelb CTAaOUILHOCTH Pa3BUTHS
OKa3zaJcsi paBeH B TOYKe 1 (YCIOBHBIA KOHTPOJIb)
0.50 £ 0.04, B Touke 2 (B HeOCpeACTBEHHOH OJM30cC-
Ti oT npegnpusarusa) — 0.55 + 0.04, B Touke 3 (MecTo
cOpoca crouHbIx Bof npeanpusitusi) —0.66 + 0.04 (pu-
cyHoK). CpaBHEHME NOJNIYYEHHbIX PE3YyJIbTATOB BbI-
SIBUIO CTAaTHCTHYECKH 3HAYMMbIE pa3IMuUs MEXAY
Toukamu 1 u 3 (p < 0.05).

[Ipu npoBeeHUH MHKPOSIEPHOrO TecTa ObLIH
NOJIyYeHbl CefyolIMe pe3yabTaThl: B TOYKe 1 ya-
CTOTa KJIETOK C MHKpOsSijpaMH cocTaBuia 1.5, B
TouKe 2 — 5.33 %c (pPUCYHOK).

Mexpy nosy4eHHbIMH pe3y/bTaTaMH €CTh CTaTH-
CTHYECKH 3HauuMble pa3znuyus (p < 0.001).
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Cpenn o6cnenoBaHHbIX BbIOOpOK Hambosee Oia-
TONMONYYHBIM OKa3aJIOCh COCTOSIHME OCOOEH M3 TOUKH
1 (ycnoBHbiit KOHTpONb). Eciiu kakoe-n1M00 HeraTus-
HOE BJIMSIHME aHTPONOreHHble (paKTOphl U OKa3blBa-
10T Ha 3Ty NOMYJALHIO (YEr0 TPYAHO NOJHOCTBIO U3-
6ekaTh B YCIOBHSX TOPOAA), TO OHO HE3HAYUTENBLHO.

Y ocobeit U3 TOYKH 2, pacrnoNOXKEHHOU BONHU3HU
MPEANIPUATHSA, BbISIBIIEH BbICOKMH YPOBEHb Hapylle-
HUA CTaGUNBHOCTH Pa3BUTUS U LUTOrEHETHYECKOIO
roMeocra3a. O4eBHAHO, NPUYMHOH 3TOro SIBNSETCH
HETaTUBHOE BIMSIHHE MPENIIPHATHS.

KpaiiHe BbICOKUMI YPOBEHb HapylLUEHHH CTaOHJIb-
HOCTH pa3BUTHS, 3a(PMKCHPOBaHHbIA y aMpuouit us
TOukH 3 (MecTo c6poca CTOYHbIX BOA MPEANPHATHS),
TFOBOPHUT O 3HAYUTENbHbIX OTKJIOHEHHSIX B COCTOSIHUH
ocobeii, OOUTAIOLUX B 3TOM paHoHe.

ns nonynsuuil aaryumek u3 Yysauickoi pecny6-
TUKH ObUTH NOJIyYEHBbI CIEAYIOLME pe3yNbTaThbl:
CpefHss 4acToTa aCUMMETPUYHOrO MpPOSIBICHUS Ha
NpHU3HAK B YCJIOBHO-KOHTPOJBHOH TOouke 1 oka3a-
nacek paBHa 0.54 + 0.07, B Touke 2 (MeCcTO aBapMu) —
0.61 £ 0.02 (pucyHoK).

Ilpn mpoBefeHHWH LUTOT€HETUYECKOro aHajau3a
ObLIM MONYYEHb! CIEAYIOLIHE PE3YNbTAThl: CPENHSIS
YacTOTa IPUTPOLUTOB C MHKpOSApPaMH B Touke 1
oka3ainack paBHa 1.67, B Touke 2 — 3.59 %o (PHCYHOK).
Mexny pe3ynbTaTaMH, MOJTy4YE€HHBIMH B IBYX HCClle-
HOBaHHBIX TOYKaX, €CTb CTATHCTUYECKH 3HAUYHUMbIE
pa3nunuus (p < 0.001).

Takum 06pa3oM, y ocobeil, NOABEP>KEHHbIX BIIHS-
HHMIO XUMHYECKOro 3arpsi3HeHus (Touka 2), o6Hapy-
3KEHO KaK CHMXKCHME YPOBHSI CTaOMJIBHOCTH pa3BH-
THS, TaK H HapyllIeHHEe LUTOT€HETHYECKOTO roMeo-
cTasza.

J[ns nonynsumit U3 bpsinckoi obnactu 6pLIH 110-
Ny4YeHbl Clefylolue pe3ynbTaThbl: y 0cOOeH U3 KOH-
TPOJILHOH TOYKH (TOYKa 1 — 3anoBenHuK “BpsHCKHA
nec”) MHTerpajbHbIi TNOKa3aTelb CTaOMIBHOCTH
pa3Butus pasHsics 0.45 + 0.03; nnst BbIGOPKH, B34-
TON M3 MECT C OTHOCHTEILHO HEBBICOKMM YPOBHEM
pafMalHOHHOTO 3arps3HeHus (Touka 2 — [leTpsaTun-
Ka), aTa BennuuHa coctasmia 0.54 + 0.03, a B Touke 3
(CenHoe) c 605ee BbICOKHM YPOBHEM paiMallHOHHO-
ro 3arpsizHenus — 0.64 + 0.03 (pucyHOK).

CpaBHeHHE MOJIyYEHHbIX pe3y/lbTaTOB BBISABHIO
CTaTHCTHYECKH 3HAYMMBblE Pa3/IMuUsi MEXAY BCEMH
BblGopKami (p < 0.05).

Ilpu nmpoBegeHMH MMKPOSIAEPHOrO TecTta ObLIU
NOJIyYeHbI CEeAyIoUHe pe3ynbTaThl: YaCTOTa 3PHUT-
POLMTOB C MHKpOsSApamMM B TOYke | (3amoBegHMK
“Bpsiackuit nec”) — 0.22, B Touke 2 (IleTpsaTuHka) —
1.33, B Touke 3 (Cennoe) — 1.55%o (pucyHOK).

EcTb cTaTHCTHYECKH 3HaYMMbIE PA3THYHs MEXAY
BbIOOpKamH “BpsaHckwii nec’—IleTpaTHHKa U “bpsiH-
ckuit nec’—-CenHoe (p < 0.001).

Takum 06pa3oM, B TOYKE C HAaUOOJBIIMM YPOB-
HEM pajUallMOHHOrO 3arpsA3HEHHs BbISIBJIEHO Hanbo0-
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JI€€ CHWJIBHOE€ HApYyLICHHUE CTaOUNBLHOCTH pa3BUTHUS H
IUTOTCHETHYECCKOro roMeocrasa.

W3 npuBeneHHbIX BbILLE AAHHBIX BUAHO, YTO MOKA-
3aTeH CTaOMIBHOCTH Pa3BUTHS M IATOI€HETHYECKO-
ro roMeocTa3a M3MEHsIUCh cornacoBaHHo. [lomyns-
1IUH, NIOf{BEpraBIInecss Haubosiee CUILHOMY BIIUSTHUIO
HeONaronpusiTHbIX BHEIIHUX (PAKTOPOB, XapaKTepH-
30BaJMCh Hanbosee BbICOKAMH YPOBHSIMM KaK MOp-
¢onoruyeckux, Tak U HMTOT€HETHYECKHX Hapylle-
Huil. HanMeHb1MiA ypOoBEHb OTKJIOHEHHH Habroaan-
cs1 Ha HanboJsiee 6/1aronoy4YHbIX TEPPUTOPHSX.

YT06bI OPHEHTHPOBOYHO OLUEHUTHL CTENEHb OT-
KJIOHEHHSI COCTOSIHUSI OPraHu3Ma OT HOPMbI, yAOOHO
BOCIIOJIL30BaThCsl OaJIJILHOM cHUCcTeMO# oneHkKH. Ha
HaIll B3IJISAM, ROCTAaTOYHOH MH(OPMATUBHOCTBIO 00-
najaer nsaTHOaIbHAs CHCTEMa, IAe NepBbId Gann
COOTBETCTBYET YCIIOBHO HOPMAaJIbHOMY, (DOHOBOMY
COCTOSIHMIO TMOMYJISILIMY, a NATbIA — KPUTUYECKOMY.
Becb nuana3oH 3HaYeHHMH MEXAy 3TUMH MOPOroBbI-
MH YPOBHSIMH PaHXHPYETCs B OPSAAKE BO3pacTaHHs
3HaueHu#. [lonydyeHHble HaMM [aHHbIE [JalOT BO3-
MOXHOCTbD JIs1 pa3paboTKu Takod cucteMbl. IToka-
3aTelsib CTaOMIBHOCTH Pa3BUTHS ISl 0OCIEOBaHHbIX
HaMH BbIGOpoK BapbupoBain ot 0.45 go 0.67. IToT
AMana3oH 3Ha4eHHUH Mbl pa3OMIIM Ha NSATh YCJIOBHBIX
rpymmn, Kaxpjas U3 KOTOpPbIX COOTBETCTBYET Ompefe-
neHHoMy 6anny. Takum o6pa3oM, peanaraeMasi Ha-
MH GaJlsIbHasi CHCTEMa OLEHKH COCTOSIHUSI MOMYJs-
IUA MMeeT CIeAyIOIIMiA BUA: 3HAYCHUsl MOKa3aTens
crabunpHocTH pa3BuTus HIXKe 0.50 cooTBeTCTBYIOT
nepsoMy 6aminy, ot 0.50 go 0.55 — BTopomy, ot 0.55
mo 0.60 — TpeTremy, ot 0.60 go 0.65 — yeTBEepTOMY,
BbIwe 0.65 — naToMy Gany.

Hawm npencrasnseTcs, 4To npeaioxeHHas: 6anib-
Hasl CHCTEMA aJIEKBaTHO OTPAXKAaET peajibHYIO CHTYa-
muio. Tak, B Hanbosee 3arpsi3HEHHbIX pailoHax (TOY-
Ka 2 B AcrpaxaHcKoii o6iacty, Touka 3 B Camapckoi
00J1aCTH) COCTOSIHUE TOMYJSLMH XapaKTepH3yeTcs
OATbIM 6allJIOM, YTO COOTBETCTBYET KPHUTHYECKOMY
coctossulo. COCTOsIHME MONyJISIUK, OOMTAIOIIEN B
MecTe Hanbonee CHIBHOTO pagHalOHHOrO 3arpss-
HeHus (CenHoe) B BpsiHCKO#i 0051acTH, XapakTepHu3y-
€TCsl YETBEPTHIM 6ajlyioM, YTO COOTBETCTBYET BbICO-
KOMY YPOBHIO HapylIeHHH CTaGHILHOCTH pa3BUTHS.
Takxe yeTBepTOMY 6ajly COOTBETCTBYIOT JJaHHbBIE,
NOJIy4EHHBIE B MECTE XKEJE3HOROPOXKHOH aBaphy B
Yysanickoit pecnyonuke. B yc10BHO KOHTPOIBHBIX
TOYKax B BpstHCKO# M AcTpaxaHCKOH o6nacTsix co-
CTOSIHME MONYNALMIA XapaKTepu3yeTcsi IepBbIM Oall-
1oM (YCIIOBHO HOpPMallbHOE COCTOsiHUE), a B CaMap-
ckoil obnactu U YyBauickoii pecny6iiKe — BTOPBIM
(HM3KHi ypOBEHb HapyLIEHUH).

ITpuMeHeHne KOMIUIEKCHOrO MOAX0fa, Koraa co-
CTOSIHHE OpraHu3Ma OLIEHHBAETCs HE IO OJIHOMY, a 110
HECKOJILKMM NapaMeTpaM (B JaHHOM ciydae 1o Io-
Ka3aTeJsiM CTaGUILHOCTH Pa3BUTHSA U HUTOrE€HETH-
YeCcKOro roMeocras’a), No3BOJSIET MOJy4yaTh Oonee
00 bekTUBHYI0 HHGopMaiuio. Cnegyer OTMETHTH

YYBHVHHWIIBUIIN

0COGEHHOCTH MCIOJIb30BaHHbIX mopxonos. Toka3a-
TEJIM HUTOT€HETUYECKOrO FOMEOCTasa SIBISIIOTCS OT-
pakeHneM (PU3MOJIOrMYecKOi peakuyMud OpraHu3ma
Ha CTPECCHPYIOLIHH (paKTOP ¥ NPU €ro CHATUU MOTYT
BEPHYTbCS K HOpME. B TO ke BpeMs ucciegyemble
HaM# MOpP(ONIOrN4eCKUE XapaKTEPUCTUKH OpraHU3-
Ma 3aKJIafbIBalOTCA Ha PaHHHUX CTaJMsAX OHTOTeHe3a,
COXPaHSIOTCS B TEUCHHE BCE JKU3HU U SBIAIOTCS He-
cnenpuyeckoll peakuueii OopraHu3Ma Ha CTPECCH-
pyroiee Bo3fencTBue. IMeHHO MopdonornyecKkui
MOJXOJ NpecTaBiaseTcs Hauboee NOAXOASIIIMM AJIs]
HCNOJIb30BaHUs B 3KOJIOTHYECKOM MOHUTOPHHTE.
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Evaluation of Developmental Stability and Cytogenetic Homeostasis in Populations
of European Green Frogs (Rana esculenta-Complex) under Natural
and Anthropogenic Conditions
A. T. Chubinishvili

Kol tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119991 Russia
E-mail: anzuz@online.ru

Abstract—The status of amphibians in populations subjected to anthropogenic influence of various natures has
been evaluated. We studied the effect of complex anthropogenic influences as well as chemical and radiation
pollution. The status of the specimens in populations was evaluated by morphological (developmental stability
as the level of fluctuating asymmetry) and cytogenetic (micronucleus test) methods. Disturbed developmental
stability and cytogenetic homeostasis have been observed in populations affected by anthropogenic factors,

which indicates the changed status of the organism.

Key words: developmental stability, cytogenetic homeostasis, fluctuating asymmetry, micronucleus test, chem-

ical and radiation pollution.
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OHTOTEHETUYECKHWH MOAXO0J K HCCIEAOBAHHIO
MPUPOIHBIX ITOITYJISIIIANM IITHUL
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TMocrynuna B pepakuuio 23.04.01 r.

H3yyanu GaykTyupyomyo acuMMeTpHIo (oiuao3a najabLeB # KOPPEJSALMIO IKCTEPbEPHbIX IPU3HAKOB
y 20 BuioB BopoObuHOOOpa3Hbix. [Toka3aHo, 4YTO ypoBEeHb aCHMMETPUH NPHU3HAKOB 3aBUCHT OT CTENECHH
¢unonaTpun M 3aKOHOMEPHO BO3PACTaeT y BHOB, CKJIOHHBIX K €XKEIOJHOH CMEHE MECT HE3[[OBaHHS.
ITpeanonaraeTcs, YTO BbISIBIEHHAas! N3MEHYNBOCTb OTPAXKAET CTENEHb MEXIONYIALMOHHOIO NOTOKA re-
HOB. B koppensuusix npu3HakoB 06GHapy>XeHbl BO3PacTHbIE, I0JIOBbIE, @ TAKXKE GMOTONUYECKUE Pa3IHyus,
cBsi3aHHbIe ¢ yp6aHu3anuei. I1Tuupl cTapiux BO3pacToB OTIMYAIOTCA 6osiee CHIBHOH Koppensiuuei npu-
3HaKOB, OHa XK€ B O0JbllIel Mepe CBOMCTBEHHA caMIiaM, 4eM caMkaM. B ropojckux nonynsiuusix nTu, npo-
UCXOOUT CHHXKEHHE KOppensiuyii MPU3HAKOB. YKa3aHHbIE pa3inyis HHTEPNPETUPYIOTCS C MMO3ULHI JEHCT-
BHUs CTaOHIIM3UPYIOLEro OTO0Opa BO BHYTPUBUIOBbIX I'PYNITHPOBKaX.

Karouesvie caosa: pnykTyupyrolas aCHMMETPHS, KOPPEISILIUH MOP(OIOrHYeCKUX NPU3HAKOB, BOPOObH-

HbIC IITHILbI.

INonynsauuoHHbIe 0COOEHHOCTH POCTA U Pa3BUTHSA
oco6eil MTHLl H3y4yalH Maso, XOTS Ha BUAOBOM YPOB-
He NofoOHbIE UCCIEAOBAHUA MPENCTaBIEHbl MIHPO-
KO, B TOM YHCJIe B OTEYECTBEHHON JUTEPATYpE (CM.
HanpuMep: [1o3nanus, 1979). [Ipyrumu OHTOreHEeTH-
4eCKUMH XapaKTepHUCTHKAMHU, H3y4aeMbIMH Ha MOMy-
JSIMOHHOM YPOBHE, CIYKaT (PIyKTYyHpYIOLLlas aCUM-
MeTpusi OWnaTepalbHbIX CTPYKTYp M KOpPpeJsLHMu
MOpP@OIOrMyecKuX NPU3HAKOB. DTHM [IByM aclek-
TaM NOCBAIIEHa HacTosA1as paboTa.

HeoGxoguMocTh u3yueHus (IyKTyupyrouei
ACMMMETPUH COCTOUT B TOM, YTO OHA CIIY>XXHT MIPOSIB-
JeHneM 0co60# HOpMbI H3BMEHYUBOCTH — BHYTPHUHH-
AUMBUAYaNbHOM U SIBISETCS OTHMM M3 rJIaBHbIX MOKa-
3aTenell cTabUIBHOCTH (TOMEOCTa3a) UHAUBHAYaIb-
Horo pa3sutus. Kpome Toro, ypoBeHb acCHMMETPUHI
OTPaXaeT CTeNeHb FeHEeTHYECKOMH KOa/JanTalluy, 1o-
CKOJIbKY 3aMETHO BO3pacTaeT Npu ruOpuau3auuy Ha
YPOBHE FeHETHYECKHN Pa3IMYarOLIMXCcs BHYTPUBHIO-
BbIX (hopM UM GJIU3KOPOACTBEHHBIX BIMIOB (Mather,
1953; 3axapos, 1987; buorecr..., 1993).

AHanu3 BHYTPUMHIUBUAYANbHBIX pa3nuyMil OH-
JlaTepajbHbIX NMPU3HAKOB ONEPEHHUs, BHITOJIHEHHBIN
Pa3HYHbIMHU UCCEOBATENSIMH, 1aJl CIEAYIOLINE pe-
3y/NbTaThl: BbIABUHYTA THIOTE3a O CYLIECTBOBaHMM
OTPHLIATENILHONW KOPPENSLMH MEXIY YPOBHEM acHUM-
METPHH HEKOTOPbIX BTOPUYHBIX MOJIOBBIX NPA3HAKOB
CaMLIOB M MX IFeHETHYECKUM KauyeCTBOM Yy JepEeBEH-
ckoit nacrouku Hirundo rustica v 3e6poBOi aMajiuHbI
(Moller, 1990; Swaddle, Cuthill, 1994); o6HapyxeHa
3aBUCHMOCTb YPOBHSI aCHMMETPHH OT KayecTBa Mec-
TOOOUTaHUsl, B YCIOBMAX KOTOpPOTO MNPOUCXOOHI

POCT U pa3BHTHE OHIATEPaANbHbIX CTPYKTYp Y NITEH-
OB yepHoro apo3na Turdus merula (Moller, 1995);
MOKa3aHa pa3sHOBPEMEHHOCTb OCEHHEW MHUTPALUHU Y
CaMOK TEeHOYKHU-BECHUYKH Phylloscopus trochilus,
pa3nuyaronMxcs BeIuYuHoi acummetpun (Rintama-
ki et al., 1995).

3TO CBUIETENLCTBYET O MEPCIEKTUBHOCTH HCCIIe-
poBaHus peHOMeHa hIYKTYUPYIOLIE#l aCHMMETPHH Y
IITHI B pa3HbIX 9KOJIOTrMYecKHX acnektax. Ee usyye-
HHE He MOXET OrpaHMYUBaATLCS NIPU3HAKAMH Onepe-
Hus. [locTaTOYHO HH(OPMATHUBHBIMU B 3TOM OTHO-
[IEHUH MOTYT ObITb OCOGEHHOCTH (hONUAO03a HOT.
Yucno poroBbIX IIUTKOB HAa OTHEJILHBIX 3JIEMEHTAaX
NpaBoil U JIEBOI HOT HEPEIKO He COBMAJaET, JaHHas
acCMMMETPHSI COOTBETCTBYET THUIY (PIIYKTYUPYIOLIEH
(Benrepos, BanoBa, 1995).

Koppensuus, uMeromas cTaTHCTHYECKHH Xapak-
Tep, B GHOMETpUH O3HAYAET COOTHOILIEHHE WM B3a-
HMOCBSI3b NEpEMEHHbIX BelU4yuH. B Ouonorum nop
KOppeJsuyeil NOHMMAaIOT B3aMMOCBS3b Pa3HbIX MPH-
3HAKOB B IIEJJIOCTHOM opraHusme. BoigensitoT aBa 6u-
ONIOTHYECKHMX YPOBHS B3aHMO3aBHCHMOCTEH 4YacTel
opranu3ma. [lepBblIii U3 HUX — OHTOIr€HETHYECKHH, Ha
KOTOPOM B3aMMO3aBHUCHMOCTH HpOSIBIAIOT cebsi B
npolecce HHAUBUYANBHOTO (POpMOOOpa3OBaHus;
OHM TOJIyYMJIM Ha3BaHHWe Koppeasuui. Bropo# ypo-
BEeHb — (PMIOreHETHYECKHH, 3[1eCh B3aUMO3aBHCUMO-
CTH NPOABJAIOTCA B MPOIECCE 3BONIOLUOHHOrO Tpe-
o0pa30BaHMs yacTeil OpraHu3Ma; OHH MOJy4YMIIM Ha-
3Banue koopauHauuii (IlImanbrayzen, 1982). Ectb
OCHOBaHWUsI MOJIaraTh, YTO BhISIBJIIEMbIE CTATHCTHYE-
CKMM NyTE€M KOppensuud NeHHATUBHBIX 3HAYEHHI
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OHTOIEHETUYECKUH NMOOXOM K UCCIIENIOBAHUIO

3KCTEPbEPHBIX MPHU3HAKOB XUBOTHBIX SIBISIOTCS OT-
pakeHHEM OHTOrE€HETHYECKHX KOpPpeNsiHi, OCHO-
BBIBAIOIUXCS HA MOP(POreHeTHUECKHX U 3prOHTHYE-
CKHX B3aHMO3aBHCHMOCTSIX pa3BHMBAIOLIUXCH Opra-
HOB M YacTeH Tea.

N3syueHne koppensuuil 4yeTbIpeX METPHYECKHUX
NPU3HAKOB BOPOOBMHOOOpa3HbiXx (Passeriformes)
[I0Ka3aJI0 X HEKOTOPYIO BUOBYIO crienuduKy, CBs-
3aHHYIO C JIeTHbIMH KayecTBaMH (TepeHTtneB, 1970).
[pu ananu3e 18 akcTepbepHBIX PU3HAKOB Yy NOJIEBOrO
BOpoObst Passer montanus BbISIBIIEHbI OCHOBHBIE KOppE-
JIMpPYIOLIME TPYIIbi, OTMEYEHBI MOJIOBbIE Pa3jiMuMs B
CHJIe CBS3M MEXNY 4acTsMM JIeTaTeJbHOrO ammapara
(PocroBa, YerBepukosa, 1981; YerBepukona, 1985).

B comnpsixkeHHOH HM3MEHUYMBOCTH 3KCTEPHEPHBIX
npusHakoB cu3oro rony6st Columba livia oGHapyke-
HO BbICOKOE COOTBETCTBHE (PEHOTHIIHYECKHUX KOppe-
nammii reHotunuyeckuM (Johnson S., Johnston R.,
1990). CnepgoBaTenbHO, MHTEpNpeTanus pa3aH4Yui
BHYTPUBHAOBBIX IPYNNHPOBOK MO YPOBHIO U CTPYK-
Type KOpPPEeIsALHOHHBIX CBSA3€H C MO3MLMHA [EeHCTBHUS
oT6opa BIOJHE MpaBOMOYHA. PaKkThl HU3MEHEHMS
Koppensiuuii MOpgONOrn4ecKMX NMPU3HAKOB BbISAB-
JieHbl NP CPaBHEHHMHU JUKOH U OXOTHHYbeH (popM
KpAKBbI Anas platyrhynchos (®Poxkus u up., 1990), a
TaKXe BbIXKMBILIUX U NOTUOILUX B IEPHON MHTpaLMi
¥ 3UIMOBKH CaMI[OB OObIKHOBEHHOM YeueBHLbl Carpo-
dacus erythrinus (Bjorklund, 1992). YunTbiBast BbICO-
Kyl0 HacjeyeMOCTb OOJIBIIMHCTBA METPHYECKHX
NPU3HAKOB, MOXHO NPEANOoNaraTh, 4TO y NTHL peHO-
THIHYECKHE KOPPENSLUHA OTPaXKaloT FeHETHYECKHUeE.

MATEPUAJI U METOJHUKA

Marepuan co6pan B BoponexckoM 6uocepHOM
3anoBeJJHAKE, PacloNOXEHHOM Ha rpaHuune Bopo-
Hexckol M Jlunenkoi agMHHHMCTPaTUBHBIX o6jac-
TeH, ¥ yacTHYHO B BopoHexe.

Ouenka puykTyupyromei aCHMMETPHH MEPHCTH-
YeCcKUX MPU3HAKOB (POJINI03a HOr Npou3BefeHa y 18
BH/I0B BOPOOBLHMHBIX, KOPPESILIMA 3KCTEPbEPHBIX KO-
JIMYECTBEHHbIX NPH3HAKOB U3yuyeHbl Yy 20 BUOB 3TO-
ro xe otpana. CpenHsis BeJIHYHHa BBIGOPKH COCTaB-
Jsi1a: s NpU3HaKkoB onuno3a — 49 ocobei, ais IKc-
TepbePHBIX Npu3HaKoB — 30 ocobeit. I3MepeHus u y4eT
MEPHCTHYECKMX IPHU3HAKOB BbINOJHEHb! Ha >KWBbIX
NTHILAX, KOTOPBIX NOCNE KOJIbLEBAHMS BbITYCKaH.

Y BOpOOGBUHBIX NTHI, POrOBble IIMTKH NOKPbIBA-
IOT NEPENHIOI0 U 3a[IHIOK0 YaCTH LEBKU U BEPXHIOIO
cropony nanbleB. [logBepruyTa aHaau3y TOJNbKO U3-
MEHYMBOCTH YHCNA LIMTKOB Ha BTOPOM, TPETHEM H
YETBEPTOM IaJibliax, Kak Haubounee Jierko u 6e301u-
604YHO YUUTHIBaEMbIX. XapaKTep NUTKOBAHUS HOT Y
M3yYEHHBIX BUIOB IPHHIMNHAIBLHO CXOAEH, YTO NO3-
BOJISIET MPOBOAMTH HE TOJIBLKO BHYTPH-, HO M MEXBH-
IOBble CPaBHEHMS B Mpefesiax OQHOTO COOOIIeCTBa.
AHanuzupyemble BbIGOPKH COCTaBJIE€HbI M3 CAMIIOB U
caMOK Bo3pacTta ad (NTHlbl OT ABYX JeT U Gonee) U
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sad (okono ropa). O6begUHEHNE MOJIOBBIX TPYII
BIIOJIHE NIPABOMEPHO, MIOCKOJIbKY 110 BENIMYHHE U Xa-
paKkTepy aCHMMETPHUH OHH He pa3inyalorcs. B urore
NOJIyYHJIK OOLIenonyJsSLHOHHbIE XapaKTEPHCTUKH
¢ayKkTyHpyloliei aCHMMETPHH, KOTOPbl€ CYMMHDY-
10T B ceOe ee NPOsiBIIEHHS Y pa3iMiHbIX IOKOJICHHI;
KOJINYECTBEHHbIM KPHUTEPHEM CIYXKUJIO CpefHee
YHCIO aCMMMETPHYHBIX NMPU3HaKOB Ha ocobb (ITo-
CleAcTBUA. .., 1996). OH onpenenseTcs MyreM CyMMH-
POBaHUS YHCIIa aCHMMETPHYHBIX IPU3HAKOB MO KaX-
Aoi 0coOM C MOCITEAYIOIMM JIETIEHHEM Ha BEJTUYMHY
BBIGOPKH (C y4eTOM 0CO0€H, Y KOTOPbIX aCHMMETpHS
OTCYTCTBYyeT). B HalieM nmpuMepe IpH Tpex U3y4aeMbix
MpU3HaKaxX MaKCHMaJibHas BeJIMYMHA AaHHOTO 10Ka3a-
TEJsl HE MOXET NpeBbILIATh TPEX CAUHHULI.

[t u3yyeHust Koppensuui Oblu BbifieIeHbl clle-
AyHoLIHe METPUYECKUE NPU3HAKHU: AJHHa (1) v IHMpH-
Ha Kpblia (2), jimuHa npenmieybs (3), lUUpHHA, ITHHA
Y BbICOTA KJIIOBa (4-6); nyivHa: Kujs rpyaussl (7), ro-
nenu (8), uesku (9), Tperhero nansua (10), xsocta
(11), BTOporo u 4yerseproro nansues (12, 13). Cno-
coObl U3MEPEHHUS NMEPEYHCIICHHbIX NPU3HAKOB B 00-
I[EM COOTBETCTBYIOT METOIMKAM, U310XEHHBIM Bu-
HorpapoBoi 4 ap. (1976) u Yemsaxunoim (1988). Bee
HU3MEPEHUA BBINOIHEHbI C TOYHOCTHIO 10 0.1 MM.

AHanus cTpyKkTypbl Koppensiyii Mopgoorndec-
KHX MPU3HAKOB OCYIIECTBJIEH MO METOAY KOoppeJs-
uuoHHbIX mwiesny TepertoeBa (1959, 1960). ITnesns!
BbISBJISIIM HAa KOPPEJISALMOHHOM LHMJIHHAPE CIOCOO0M
MOIBHXHOrO ypoBHA. Ha KOppesiiMOHHOM KOJIbLIE
M300paxkayu Bce CBA3M IaHHOT'O YPOBHS CEYEHHs JH-
HUAMH Pa3IMYHOM TONIUHBI, YTO OTPAXKaeT UX JUd-
¢depeHuupoBky no cuie. [JToMumo MeTopa Koppens-
LMOHHBIX IJIes] M3yYE€HHE CHCTEMbl B3aMMOCBs3ei
MPU3HAKOB BO3MOXHO C IOMOIIbIO (PaKTOPHOTO aHa-
nu3a. Haubosnbllee NpUMEHEHNE HAXOOMUT ONUH U3
€ro BApHaHTOB — METOJI [JIaBHBIX KOMIOHEHT. Pak-
TOPHBIE IUIESiibl COBNAJAIOT KM CXONHBI C KOppeJsi-
LJMOHHBIMH, HO NpH c1ab0# KOHTPACTHOCTH YPOBHEH
B3aUMOCBSI3e#l B CHCTEME OHH MOTYT HMETh CAMOCTOSI-
tenbHbli uHTEpec (IImuat, 1985). CnenanHblil HaMH
paHee napasuie/bHbli aHAIH3 CTPYKTYPbI KOppesiuyi
MOp¢OJIOTHYECKUX TPU3HAKOB MTHL HAa3BaHHbIMH
ABYMsI METOJlaMH AEHCTBUTENHHO MOKa3an Goblioe
CXONCTBO pe3yinbTaTtoB (Benrepos, 1997). IToaTomy B
Hacrosiulei pabore Mbl OrpaHMYMINCH TOJIBKO METO-
JAOM KOPPEJSIMOHHBIX IUesiy TepeHTheBa.

PE3YJIbTATBI U OBCYXJIEHUE

MuHuMaNbHOE 3HaYEHHE CPEAHEro YMclla achuM-
METPUYHbBIX IpU3HaKoB Ha 0co6b (CHYAII) cocTaBns-
et 0.18, makcumanbHoe — 0.75, cpeHee fisi Bcex
18 BupoB — 0.46 (Tabauua). Paznenum paccMaTpuBa-
€Mble BHILI Ha TPU IPYNIIbI, COOTBETCTBYIOIHE HU3-
kuM (0.18-0.39), cpeguum (0.4-0.59) u BbICOKHM
(0.6-0.75) 3nauenussM acumMMeTpHuH. B nepBoii rpyn-
e HaXOAsATCsl OOBIKHOBEHHBIH MTONOJI3eHb Sitta euro-
paea, nesumii npo3n Turdus philomelos, 336wk Frin-
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BennynHa acHMMETPHH NpPH3HAKOB (OJIMA03a Y pa3niuy-
HbIX BUIOB BOPOGBLUHBIX

I'pynna, Bup ;IC:;%J:;% a(czgzxnl«"e?r?p;z;i?x
NIPU3HAKOB
I
Sitta europaea 33 0.18 £0.08
Turdus philomelos 48 0.21+0.08
Fringilla coelebs 122 0.29 £ 0.05
Passer domesticus 66 0.32+0.07
Parus major 87 0.38 £ 0.06
Emberiza citrinella 21 0.38£0.13
I
Sylvia atricapilla 42 0.42 +£0.09
Turdus merula 43 0.421+0.08
Carduelis carduelis 27 0.44 £ 0.12
Sylvia borin 41 0.49 £ 0.11
Chloris chloris 32 0.5+0.13
Coccothraustes coccothraustes| 44 0.52+0.12
Lanius collurio 52 0.54 £0.08
Riparia riparia 65 0.57+£0.09
Phylloscopus collybita 37 0.57 £0.10
111
Erithacus rubecula 33 0.61 £0.12
Ficedula hypoleuca 59 0.64 £0.10
Spinus spinus 24 0.7510.15

gilla coelebs, nomoBblit Bopo6eit Passer domesticus,
6onbluas cuHULA Parus major 1 OGBIKHOBEHHAsi OB-
cssHKa Emberiza citrinella; B TpeTbelt — 3apsiika Erith-
acus rubecula, myxonoBka-necrpymka Ficedula hy-
poleuca v uux Spinus spinus; OCTaBUINECS IEBATDH BU-
RoB (pOPMHUPYIOT caMyl0 GONBLIYIO BTOPYIO FpyNmy.
Mexny BUufaMH IepBO# U TPEThEH TPYIN pa3Inyus B
GOJIBIIIMHCTBE CNy4YaeB CTATUCTUYECKN 3HAUUMBI.

Kak BHAHO, B onpefiesieHHble IPYyNbl NONafaloT
3KOJIOTHYECKH U CHCTEMaTHY€CKH Pa3HOPOJIHbIE BH-
Abl, OMHAKO MPOCMATPUBAETCS UX CXOACTBO MO OfJHO-
MY BaXXHOMY CBOMCTBY — creneHH ¢unonatpuu. ITon
nocnegHe il MOHUMaeTcs BO3BpAlleHHE NTHL B PaliOH
POXMIEHHS MIIU TNPEXHEro THe3[0BaHUs MNOCNIe 3H-
MOBKH; palOHOM POXJEHHS AJIsE MEJIKHX IITHI] CYUTA-
€TCsl TEPPUTOPHUS PaiMyCOM JI0 5 KM BOKPYT y4acTKa
o6uTtanus (Cokonos, 1991).

JIBa mpepcraBUTENs TpyNNbl C MUHAMAJIbHBIMH
3HaYCHUSIMH ACHMMETPHH — OOBIKHOBEHHBIH MOMOJI-
3€Hb U JOMOBBIH BOpOOEH — OTHOCATCS K OCEIJIbIM
MM YaCTUYHO KO4YyHoIuM ntunaM. CreneHb CBA3M C
paliOHOM POXKJIEHHSA WM THE3[OBAaHUS y HHUX HaH-
6osblIas cpegu BCEX paccMaTpPHBAaEMBbIX BHJOB.
ban3ka K HHM B 3TOM OTHOILIECHHMH 0OJIbLlIas CHHUIIA
U B MEHblIIei Mepe — 0ObIKHOBEHHAas1 OBCSIHKA. 36/1HMK

BEHI'EPOB

¥ TIEBYHUI APO3[ — NepelieTHbIE BUbI, ATIs IEPBOTO U3
HHX CBOMCTBEH OJIMH U3 CaMbIX BbICOKMX YpOBHEH pH-
nonarpun (Cokosnos, 1991). [JaHHBIX mO neBYEMY
ApO3AY ISl OKOHYATENbHbIX BEIBOJOB HEJOCTATOYHO,
HO MO KpaiHed Mepe OH He OTHOCHUTCS K BHJIaM CO
cnaboii punonarpuei.

HamnpoTuB, y 3apsHKM, OTHOCSLIENCS K TpeTbeH
rpymnmne, MOJIOfblE€ NTHLbI HE BO3BPAILIAIOTCA B pailoH
CBOETO POXK/IEHHS, a B3POCIIbIE €XETOJHO MEHSIIOT Me-
cTa rHe3foBaHusi. IlocTosiHHas cMeEHa MECT THe3/I0Ba-
HMSl CBOMCTBEHHA HEKOTOPLIM BbIODKOBBIM NTHUILIAM, B
TOM 4MCJIE YHKY, Y KOTOPOrO aCHMMETPHsI BbIpaXkeHa
B HaOONbILEH CTENMEHN. Y MYXOJIOBKH-NIECTPYLIKH Ya-
11Ie PETUCTPHPYIOT CPENHIOIO CTENEHb (PHIIOTIATPUH.

TakuM 06pa3oM, UMEIOLIUICI MaTEpHan CBHie-
TENbLCTBYET O CYLIECTBOBAaHMM TEHACHLUU MEHbILIEH
BbIPa>XCHHOCTH aCUMMETPHMH Y NITHL C TECHBIMH TEp-
PHTOpHANbHBIMY CBA3SIMH. OT cTeneHu puUIonaTpuu
3aBMCUT TAaKOH Ba’KHEHIUMIA MOMYJISLMOHHBIA MOKa-
3aTelb, KaKk ypOBEHb OOMEHa reHaMH MeXJy MpocCT-
PaHCTBEHHbIMHU rpynnupoBkami. Kaxpas nomyns-
L[Us1 9KOJIOTMYECKH M FeHETHYECKH afanTHpPOBaHa K
MECTHBIM ycnoBusiM. I'eHeTnyeckas afjantauus nop-
pa3ymeBaeT  oOpa3oBaHHE  COalaHCHPOBAHHbIX
KOaJaTUPOBAaHHBbIX MCHHbIX KOMIUIEKCOB, HaMlyy-
muM obOpa3oM ob6ecneyuBaloiuX (POPMUPOBAHHE
OINTUMAJIbHBIX B JaHHBIX YCNIOBUsAX peHOTHNOB. O6-
MEH TeHaMH MeEXAy NONyJsLUsMH MMEET BaXKHoe
3Ha4YeHME U NOAJEPKAHUS LIEJIOCTHOCTU BHA, a
TaK>XXe IS paclpOCTPaHEHUs] MOJIE3HbIX HACHEeACT-
BEHHBIX H3MEHEHUI, BOSHUKLINX B OMHOH U3 NMOMyNs-
uuid. BMecTe ¢ TeM npH CKpeLMBaHUU JOCTATOYHO
pa3IMyYHbIX F€HOTHMIIOB KOajanTalus IeHHbIX KOM-
IJIEKCOB B ONpefeeHHoN Mepe HapyiaeTcs. OxHuM
U3 BHEIIHUX NPOSIBJICHNI HapylL€HUs sIBIsieTCS yBe-
JIMYEHUE acHMMETPHHM OunaTepajbHbIX CTPYKTYP,
peructpupyemoe y rubpunos (3axapos, 1987).

MoxHo nonaraTh, 4TO HaOJIIOZaeMoOE yBeluye-
HHE aCUMMETPUH Yy NTHUI] cO cnaboii punonatpuei u
U3BECTHOE MOBBILIEHHE ACUMMETPHH y TUOPHUAOB —
SIBJIEHUS1 OGHOPOAHbIE, pa3NHyalolKecs TULIb O CH-
ne nposiBieHusi. OGHapyXeHHOe MOBbIILIEHHE aCHM-
METPHH HEBEJIMKO 10 aBGCONIOTHOMY BbIPAXKEHHIO, He
3aTParuBacT XXKM3HEHHO BaXKHbIX CTPYKTYpP U TEM Ca-
MbIM BpSJ] I HapyllaeT NMPUCNOCOOIEeHHOCTb OCO-
6eii. BunpuMo, UMEHHO 3TO U OOYCIOBWIO NpOsBIE-
HUE JAHHOH aCHMMETPHH, 10 APYTUM XKE XKECTKO Ka-
HaJU3UPOBAHHbIM B Ppa3BUTHM XapaKTEPHCTHKaM
MpUd TaKoM OJIU3KOM CXO[ACTBE CKpEILMBAaIOLIUXCA
NTUI] OHA Oblj1a ObI HEBO3MOXHOM.

Eme ogHOA NMpHYMHOH MEXBHAOBBIX pa3iuyMi
[ITHL] IO YPOBHIO aCHMMETPUH MOXKET OBITH HEONH-
HAKOBOE MMOJIOXEHHE BUIOB B UCCIIEyEMOM COOOIIE-
CTBE OTHOCHTEJILHO IPaHHLl COOCTBEHHBIX apeasioB.
Ionynsuuu BHAOB, pacloNOXEHHbIE y TPaHULL apea-
JIOB, HAXOJATCSA B ME€Hee 61aroNpHUATHBIX 3KOJIOrHYe-
CKMX YCJIOBUSAX, YTO MOKET IIPHBOAUTD K YBETHYEHUIO
acMMMETPHM TIpU3HAKOB. Y Tpex M3 BOCEMHAMLATH

OHTOTEHE3 TomM 32 N6 2001



OHTOTEHETMYECKHWH NMOOXOO K UCCIEJOBAHUIO 443

paccMaTpMBaeMbIX BUIOB BOJIU3M pailoHa UccleoBa-
HUSI NPOXOAUT 1I0XKHAasi rpaHuIia apeana (OObIKHOBEH-
HbI NOMON3€Hb, MYXOJOBKa-NECTPYILKa, YUXK), HO
CpefiM HUX eCTb BUMbI C HaubOoJee HU3KUM U Haubo-
Jiee BICOKMM YPOBHEM aCHMMETPUH. Y XKe 3TO JOJIXK-
HO YKa3bIBaTh Ha OTCYTCTBHUE B JaHHOM CJIy4ae BaX-
HO¥ POJIM PACMONOXEHUS MOMYJISIIMA OTHOCUTENBHO
apeana. K atoMy crnenyeT no6aBUTh, YTO OOBIKHO-
BEHHBIH MOMOJI3€Hb U MYXOJIOBKA-NIECTpyLIKa O0ObI4-
Hbl Ha THE3IOBbE M IOKHee BopoHexkcKoro 3amo-
BEJJHUKA, a B MOCNEHEM Y HUX CYH[ECTBYIOT MHO-
rOYUCIEHHbIC, YCTOWYMBbIE M NPONYKTHUBHBIE
nonynasiuuu. YTo KacaeTcs 4MxKa, TO Kak pa3 mo
TEpPPHTOPHH 3aNOBEAHNKA IIPOXOAMT I'PaHULa €ro
pacnpocTpaHeHMs Ha 0T B rHe31oBo# nepuoi. On-
HAKO OTJIOBJIEHHbIE HAMH 0COOM He NMpUHaJJIeXaT
K MECTHOH MONYJSIMH, MOCKOJIbKY OTJIOB IPOH3-
BOIMJICA OCEHbIO, KOT[la B 3aMOBEHUKE YXKE MO-
SIBUJIMCh MHOTOYHUCIIEHHbIE ITULBI 60Jee CEBEPHO-
IO NPOUCXOXKIEHHUS.

TakuM o6pa3oM, OnHcaHHbIe MEXBUIOBbIE pa3-
JINYMS ITUL IO YPOBHIO aCUMMETPUH YHCJla pOrOBbIX
IMTKOB HA MaJibllaX MOT'YT ObITh O0YCIOBNIE€HbI HEO-
OMHAaKOBOH CTENEHbIO OOMEHa reHaMU MeXJy Nony-
TISIUASIMH.

Ha BHYTpUBMIOBOM YypOBHE OCOOBbIii HHTEpec
NpeAcTaBIseT H3yYEeHHE YPOBHS aCHMMETPUH y NIPO-
CTPaHCTBEHHbIX TPYNIUPOBOK, OOMTAIOUIMX B pa3-
JIMYHBIX YCNIOBUSIX cpefibl. Takue [aHHbIe MMEIOTCA
No JOMOBOMY BOpoGbi0 M3 BopoHexckoro 3ano-
BelHuKa U Boponexa. [Ins cpaBHEHHMsS HCNOJb30-
BaJIi UHTErpaJIbHBIN NMOKa3aTelb — CPEIHEE UUCIIO
aCHMMETPHYHBIX IPU3HAKOB Ha 0co6b. Ero 3HaueHue
nis 3anmoBegHuka cocrapiaseT 0.32 + 0.07 (n = 66), B
ropojfie Xe ypoBeHb aCHMMETPHUH CYLIIECTBEHHO BbI-
me - 0.62 £ 0.08 (n = 76), pa3nuuus JOCTOBEPHDI
(» < 0.01). B pe3ynbTaTe MOXHO 3aKJIIOYUTb, YTO
CTabUIBLHOCT MHAUBUAYAJIbHOTO Pa3BUTHSI IOMO-
BOro BOPOObsl B YCIIOBUSIX TOPOJia HMXKE, YEM B 3a-
MOBEAHHUKE.

[MomMuMoO payKTyUpylolied aCHMMETPHH BHYTPH-
MHAUBU[yalIbHasi K3MEHUYUBOCTb Y ITHL MOXKET ObITh
H3yYyeHa Ha MpUMepe BHYTPHKJIIAJKOBON U3MEHYHBO-
cru aul. PopMupoBaHue MOpGOIOrudecKux, GUoXu-
MHMYECKUX ¥ JPYrUX NPHU3HAKOB Silla NPOMCXOOUT
TOJIbKO Ha OCHOBE I'€HOTHIIa CaMKH, MO3TOMY siila
OIHOMH KJIaIKi MOT'YT paccMaTpHUBaThCsl KaK FOMOJIO-
TMYHble CTPYKTYpbl opraHu3Ma. COOTBETCTBEHHO
H3MEHYUBOCTb AAHHBIX CTPYKTYP HE OTpaKaeT reHe-
TUYECKHE Pa3IMYUsl UHAUBHIOB, a CIY>KUT NPOsIBIIE-
HHEM OfiHOH U3 ¢OpM BHYTPMMHJUBUYaJIbHOH H3-
MeHuuBocTH (Benrepos, 1991).

Koppensiuumn 3kcTephepHBIX NMPU3HAKOB PACCMO-
TPHUM Ha NPUMEPE BO3PACTHBIX, IOJTOBBIX U GHOTOMNH-
yeckux ocobeHHocTeld. CpaBHEHHE pa3HOBO3paACT-
HbIX BbIOOPOK 3510JIMKa (NTHL JAHHOTO r'Ofia BbUIYI-
aeHus (juv) M NTHL OT [BYX JeT M Ooinee (ad))
M0Ka3ano, YTO YPOBEHb KOppeslUui MpU3HAKOB B
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Jjuv, mm

Puc. 1. KoppensuuoHsHble Mmiesabl 3KCTEPbEPHbIX NMpH-
3HAKOB Y BO3PACTHBIX KJIaCCOB CaMLIOB 36/11Ka. 3/1ech U Ha
puc. 3: KoadduuueHt xoppeasuuu r = 0.5 (-—-), 20.6
(—), 20.7 (—).

3pech U Ha pHc. 3, 4: 1-12 — MeTpUYecKHe NIPU3HAKH (CM.
B TEKCTe); mm — caMubl, ff — caMK#u.

IUIeAax y NTHL CTapLIMX BO3PAacTOB NOBLIIAETCH
(puc. 1). Ckopee Bcero, 3TO SIBISETCA CIEACTBUEM
3JIMMHMHALMU 0COO€EH ¢ HapyUIEHHbIMH NPONOPLUMS-
MH, Ha YTO yYKa3bIBA€T TOT (PAKT, YTO HauOOJbIIHKE
OTJIMYUsI OOHAPYXKUBAIOTCS BO B3aHMOCBS3sX HaH-
6osee (PYHKUMOHANBHO 3HAYHUMbIX NPU3HAKOB, a
MMEHHO B IUIEsifiE JIeTaTeNbHOro annapara. Bapoc-
Jple NTHIBI YK€ NPOLUIH CKBO3b XECTKHA OTOOp B
npoLecce MUIpalMi, BHyTPUBHIOBOH KOHKYPEHUMHI
3a TEPPUTOPHIO, IIPECC CO CTOPOHBI XHIHUKOB.

IlonTBepKAEHUEM ITOMY CIIYXKaT Cliefytolie 06-
CTOsITENbCTBA. IIpH THHBKAX UMEIOT MECTO U3MEHE-
HHSl pa3MepOB NEPbEB KpblJla B XBOCTA, B TOM YHCIIE
1 y itun Bo3pacrta ad. Hanpumep, y camios 3s16111Ka,
BIEPBbIE OCMOTPEHHBIX B 3TOM BO3pacTe, CNyCTH
OfMH-[IBa rofla MpPH BTOPHYHOM OTJOBE H OCMOTpE
AJIMHA Kpblja OKa3anach HHOM. [1ig onpeneneHus yc-
TOWYUBOCTH KOPPESALMIA BaXXHO BBISICHUTD, COTJaCco-
BaHbI JIH MeXAY co00il W3MEHEHHUs! pa3MepoB vacTel
JIETaTeNBHOTO anmnapara IpH JAHbKax. 3TO BO3MOX-
HO OCYILLECTBHTB ITyTEM COINOCTaBJICHHSA NPONOPLUH
NPU3HAKOB Y OMHUX M TEX e ocobeli B pa3IuyHble Iro-
abl. OKa3zanoch, YTO OCTPOTa Kpblila (OTHOLUEHHE
IIMPHHBI KPbLJa K €ro JJIMHE) H OTHOCUTEIIbHAS [JTH-
Ha XBOCTa (OTHOLICHHE JJIMHBI XBOCTA K IJIUHE KPbI-
J1a) POSIBIISIIOT CHIIBHYIO YCTOWYHBOCTD (PHC. 2), YTO
KOCBEHHO MNOJATBEPXKJAeT HX XECTKYI0 I'eHeTHyec-
Kyl oOycnoBneHHocTb. IlocnegHee npeanonaraer
HECITy4alHOCTb BHYTPHIIOMYJSILIMOHHON HU3MEHYUBOC-
TH [0 JaHHBIM XapakTepucTuKaM. CTpyKTypa 3To# u3-
MEHYMBOCTH MOXET NpeoOpa3oBbIBaTHCA B TEUYEHHUE
>KU3HHU NOKOJIEHMIA NIOJ AeiCTBHEM OTOOpa, O YEM CBH-
AETENLCTBYIOT Pa3iiMyks MO YPOBHIO KOPpEISLMH
MeX]y IOBEHWIbHBIMHU U B3POCIIBLIMU OCOOSIMH.

B xoppensuusx MOp@OIOrHYECKHX NPHU3HAKOB
NTHL TAKXKE CYILECTBYIOT pa3jIiyHs, CBSI3aHHbIE C O-
noM. [l caM1ioB XapaKTepHbI 60Jiee CWiIbHas Koppe-
JALUMS OPU3HAKOB (pUC. 3), YTO HaBGMIORAETCs MOYTH Yy
BCEX MCCIIElyeMbIX BUJIOB, H HEPEAKO OONbIIast UX U3-
MEHYMBOCTb. [JaHHOE SIBJIEHHE MOXKHO paccMaTpUBaTh
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Puc. 2. CxofcTBO HHIEKCOB OCTPOKPBUIOCTH (4) M ANTMHBI XBOcTa (6) y 12 caMLOB 356/11Ka B NEpHOAbI MeXAy JuHbKaMu. [1o
OCH OpPJIMHAT — NEPBLIA OCMOTP, MO ocH abcuuce — BTopoi; r = 0.96, 0.98; p < 0.01, 0.001.

KaK 4acCTHbIA ciydail nonosoro aumopgusma, KoTo-
PbIil NPOSIBJISIETCS Y MHOTHX, HO HE Y BCEX BHIOB.

HcxonHylo NMpHYMHY pacCMaTpHUBaeMbIX pa3iiu-
YM#, BUINMO, COCTABIIAIOT 3KOJIOTHYECKHE OCOOEH-
HOCTH NONOBbIX rpynn. M3BecTHO, YTO caMIbl H caM-
KM y BOPOOLHMHBIX NTHI| BBINOJIHSIOT HEOMHHAKOBBIE

IleHOuYKa-TeHbKOBKA

10 __/7 10 —_ 7
9 8

Puc. 3. KoppensiuHoHHble Miesabl 3KCTEPbEPHBIX MPH-
3HAaKOB Y pPa3/IMYHbIX BHAOB.

(yHKIUH B BbIBEJIEHHMU U BOCIIUTAHNM NOTOMCTBA, Y
HUX MOTYT HE COBINajaTh CPOKHM M NyTH KOUEBOK H
MHrpaluii. 3TH U IPyrHe CyLIECTBEHHbIE 3KOIOrMyYe-
CKHE OCOOEHHOCTH MOJIOB HEU30EXKHO CKa3blBAKOTCS
Ha JIEACTBUHM CTaOMIM3UPYIOLIEro oTbopa — OCHOB-
HOro ¢akTopa, peryJupyolero BeJIuYHHy U3MEH-
YMBOCTH U KOPpeJsLUH MPU3HAKOB.

OrTclopa cnenyer, YTO pa3IMyus MEXAY caMLiaMH
U CaMKaMHM paccMaTpUBaeMbIX BHIOB BOPOOBHHBIX
NTHIL 10 CUJIE U CTPYKTYpE KOpPpesilHil MpU3HAKOB
00yCI0BJIEHbI HEOIMHAKOBOH MHTEHCHBHOCTBIO CTa-
6unu3npyrolero or6opa B NOJMIOBbIX IPYNNHUPOBKaX.
¥ camuoB crabunu3upyolimii oT6op coxpaHser ce-
HOTHNBbI B 60Jjiee IIMPOKOM pa3MepHOM [uana3oHe,
HO TOJIBKO NpPH YCIOBMM HX JOCTAaTOYHO BbICOKOWM
MOp}OIOrH4eCKOH HHTErPHPOBAHHOCTH.

B aHanu3MpyeMbIX NokasaTensiX CyLIEeCTBYIOT M
6HoTONUYEeCKHe pa3uyus, CBI3aHHble C ypOaHH3alH-
eil. B naHHOM acnekTe NMpoBeNeHO CpaBHEHHE BbIOO-
POK 0MOBOro BopoObsi U3 Boponexa u Boponex-
ckoro 3anoBefHuKa. Ilo BenuuMHe H3MEHYMBOCTH
3KCTEPbEPHBIX NMPU3HAKOB CYIIECTBEHHBIX Pa3Inyuii
He oOHapyxkeHo. OHaKO pa3n4Hs 3HaYUTEJIbHbI 110
KOppeJsLiUsIM NPU3HAKOB: y TOPOACKHMX MNTHI] OHU
cnabee ¥ 061a0aI0T HHOM IUIEAAHON OpraHUu30BaHHO-
ctbio (puc. 4). [le3unterpauuss MopgoIOrn4ecKux
IPHU3HAKOB Y IOMOBbIX BOpPOObEB YKa3bIBa€T Ha OC-
nabneHue faBleHUs CTabHIM3Npyolero orbopa Ha
yp6aHu3upoBaHHO# TeppuTopuu. IlpuMepHo B on-
HOM U TOM K€ AHana3oHe H3MEHYUBOCTH B YCIIOBHSIX
3anoBEeJHUKA OTOOPOM COXPaHSIIOTCSA TOJNBKO 0COOU
C AOCTaTOYHO BbICOKOH HHTErpPMPOBAHHOCTBIO MOp-
¢ONOrHYecKNxX CTPYKTYp, B TO BpeMs Kak B ypOaHu-
3MpOBAHHOM Cpefie MOT'YT BBXKMBATh OCOOH € AUCTap-
MOHHMYHBIM (PEHOTHNOM. YCJIOBUS Cpeflbl B ropofe
110 MHOTUM aOGHOTHYECKUM U OHOTHYECKHM NapaMeT-
paM CYLIECTBEHHO OTJIMYAKOTCS OT TAKOBBIX 3a €ro
npefienaMy H BO BCEll CBOE COBOKYTHOCTH M3MEHS-
10T ilaBleHue oTOopa.

B 3aknroueHue XoTenoch 661 OTMETHTB, YTO PIIyK-
TyHpYIOLIasi aCHMMETPHS HE MPOSBISET crienudniec-
KOH peakly MO OTHOLIEHHIO K )aKTOpaM BHELIHE
cpenbl. [11s1 BbISCHEHUs TPUYHH H3MEHEHHS €€ YPOBHS
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B NPHPOAHBIX MOMYJISALUMAX NTHL, HEOOXOAMM pa3Ho-
CTOpOHHHH 3Kkonoruyeckuii ananus. [Ipu aToM uncio
pa3sHOHaNpaB/ieHHbIX (PaKTOPOB, CMIOCOOHBIX MOBJIHU-
ATb Ha aCHMMETPHIO, 10 BO3MOXXHOCTH [OJIKHO ObITh
CBEMIEHO K MUHMMYMY. MeXBHIOBbIE CPaBHEHUS HaH-
6onee 3(pdeKTHBHBI B NPEfieNax OQHOr0 COOOILEeCTBa
WM Ha OTHOCHTEJIbHO OTPaHMYCHHOM reorpaguyec-
KoM npocrpaHcTBe. Jlyuile ux NpoBOJUTH B paMKax
OIHOI CHCTEMATUYECKOM rpynibl, 00J1afaloen cCxoa-
HbIMH MOP(ONOrH4ECKUMH CTPYKTYpaMu.

O0MeH 0co0sIMH (FeHHbIH IOTOK ) MEXY NOMYJISILH-
SIMH Y Pa3IM4YHbIX BUAOB NITUL, HEOIMHAKOB, YTO {OKa-
3aHO pe3yJIbTaTaMM KOJbLEBaHU. MHKPO3BOIOLMOH-
HbI€E MPOIIECCHI B “3aMKHYTBIX’ M “OTKPBITBIX  HOMYJIS-
IMSX CYLIECTBEHHO pasnnyaiorcs (Maiip, 1968),
NO3TOMY BaXKHOCTb OLEHKH CTENEHH OOMeHa reHaMH
oyeBHHA. BO3MOXHOCTH HMCMONB30BaHUSA IS 3TOTO
NpsSIMbIX METOAOB y MITHI] CWJIBHO OTPaHUYEHbI, a KOC-
BCHHbIE OLICHKHM, OCHOBaHHbIE Ha KOJbLEBAaHUU H MO-
BTOPHBIX OTJIOBaX, KpaiHe TPYROEMKH. B cBsI3H ¢ 3aTUM
ypoBeHb (IYKTYUPYIOLIEH acMMMETPHM, Kak O6olee
IOCTYTHbIH KOCBEHHBIH MOKa3aTelb FEéHHOro MOTOKa,
MOXET OKa3aTbCi JOCTaTOYHO MEPCNEKTHBHBbIM ISt
CpaBHEHHS NOMYIALMA pa3HbIX BUIOB.

BHyTpuBHIOBO# acnekT uccnefnoBaHus GIyKTyH-
PYIOILEH aCHMMETPHH NITHI] B HACTOsALLEE BPEMS CBO-
AUTCS K BBISICHEHUIO [IBYX OCHOBHBIX OTHOILIEHHI:
YPOBHSl aCHMMETPHH — NPUCTIOCOOJIEHHOCTH OCOOH U
YPOBHS aCHMMETPHHU — Ka4eCTBa Cpefibl [JIs MOMyJis-
uuu. 3aTpoHyThle B paboTe GHOTONMUYECKHE pa3iiu-
4usl CBSI3aHBbI C COCTOsIHMEM cpepbl. [1logo6Hble uc-
CJIEOBaHUsA HA APYTHX IPyIMIax OPraHu3MOB B OTJIHYME
OT OTHL, pacnpocTpaHeHbl IIUPOKO (3axapoB H .p.,
2000). IToka3aHo, 4TO NpH XMMUYECKOM, pafHaLIUOH-
HOM 3arpsi3HEHUH, BIMSHUM JPYrHX HeOarompusr-
HbIX (paKTOpPOB YPOBEHb ACMMMETPHHM BO3pacTaer.
JTOT moka3aTejlb MMEET 3HAYUTENbHYIO LEHHOCTb
IJ1ss GHOMOHUTOPUHIA, OXpaHbl OKPY>Kalollleil cpebl.
Hcnonp3oBaHue B KayecTBE TeCT-OOBEKTOB HTHI]
NPECTaBISAETCS NEPCIEKTUBHBIM, BBUAY UX IIUPOKOH
pacnpoCTPaHEHHOCTH, TOMOHOTEPMHOCTH, BO3MOX-
HOCTH U3y4YE€HHUs NPUXKU3HEHHBIMU MeTolaMu. Hau6o-
Jiee NOAXOASILME HHANKATOPHbIE BUAbI — AYIJIOTHE3]I-
HHMKH, KOTOPBIX MOXKHO IPUBJIEKATh B ONpEeIeHHbIE
MECTa MyTEM pa3BECKH HCKYCCTBEHHbIX THE3[OBHIi.
Hccnenyrorces nreHubl no Mepe pa3BUTHS Y HUX aHa-
JH3HPYEMBIX MOP(ONIOrHYECKUX CTPYKTYP.

Y BOpOObUHBIX NTHL[ B HauOoONbIIEHd CTENECHH
KOPpEeNHpYIOT NpU3HaKH, GOpMUpYIOLIHeCcS U3 CXONI-
HbIX 3aYaTKOB M CBSI3aHHbIC BBINOJTHEHHUEM ONpefe-
NEeHHbIX (PYHKUMH (IPU3HAKYU JIETATEJILHOrO amnmnapa-
Ta, 3JIEMEHThI 3aJHEH KOHEYHOCTH). ITO 06CTOSATEND-
CTBO, a TaKXK€ M3BECTHasl BbICOKasi HaCleJyeMOCTb
KOJIMYECTBEHHBIX XapaKTEPUCTUK MTHL, MO3BOJAIOT
noJjlaraTh, 4YTO MaTeMaTHYECKHE KOPPENSILMU OTpa-
JKalOT OHTOT€HETHYECKHE.

Koppensiumuu nposiBIsiioT U3MEHUYHBOCTD Ha BHYTPH-
BHMJIOBOM (BHYTPHIIONYJISALMOHHOM) ypoBHe. Bo3spact-
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Puc. 4. KoppensuuoHHbie Miesfibl 39KCTEPbEPHbIX NpPH-
3HaKOB IOMOBOro BopoGbs U3 BopoHexckoro 3anosef-
HHKa (a, 8) u Bopounexa (6, 2); r 2 0.6 (——-), 20.7 (—),
20.8 (—).

HbIE, MOJIOBbIE, OHOTONMUYECKHE Pa3nuyusi 06pa3yrorcs
B pe3yjbTaTe JAEHCTBHS CTaOWIN3MPYIOLEro oTéopa.
Crapiye Bo3pacTHbIE KJIAcChl COCTOST U3 0Ocobed ¢
HPONOPLMOHANBHO CPOPMHPOBAHHBIMH CTPYKTYpamy,
0COOH C HapYIIEHHbIMH MPONOPLMAMH JTMMHUHHPYIOT-
csi. Pa3nuyusi mosoBbIX H GMOTONMYECKUX rpynn obyc-
JIOBJIEHBI MX IKONOTHYECKOH criel¢uKoi, pa3Hoi Ha-
NPsDKEHHOCTBIO 6OpHObI 3a CYILIECTBOBAHHE.

Ha3sBaHHbie CBOWCTBa NO3BOJIAIOT MCNONb30BaTh
KOPpeSIMOHHbIA aHaNu3 AJi U3YUCHHUS CTaOUIH3H-
pyroiiero orbopa B nonynsauusax ntul. Ero npeumy-
LIECTBA COCTOSIT B OONbIIEH YyBCTBUTEIBHOCTH IO
CPaBHEHHUIO C aHAJIM30M M3MEHYHMBOCTH OTHAEJNbHbIX
NPHU3HAKOB. [leJIo B TOM, YTO FapMOHHYHO cOpMH-
pOBaHHblE (PEHOTUNBI MOTYT HAaXOOUTHCH B JIHOGOH
4acCTH pacnpefesiCHUs M0 KaKOMY-Tu00 NMpHU3HaKy, a
He 00s13aTeNIbHO B MOIAIbHOM, YTO yXKe ObLIO npofie-
MOHCTPDUPOBAHO [JIfi MEJKHUX MJEKOMUTAIOIIMX
(MexokepuH  ap., 1991). [ToaToMy npu oTcyTCTBHM
pa3nuyMii MeXAYy CpaBHHBacMbIMH BbIOODKaMHM B
pacnpefiefieHusiX NMPU3HAKOB OHHM MpOSIBAAIOTCS B
KOppensiuysix nap Npu3HakoB Uiy ux rpynn. [1penno-
YTEHHE NPU aHAJIK3€ CeyeT OTAaBaTh KOPPENALUsiM
¢(byHKHMOHANBHO CBA3aHHBIX NPH3HAKOB, HEMOCPEN-
CTBEHHO B3aUMOJICHCTBYIOILIMX C BHELLHEH cpefo.
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Ontogenetic Approach to Studying Natural Avian Populations

P. D. Vengerov
Voronezh State Biosphere Reserve, st. Grafskaya, Voronezh, 394080 Russia

Abstract—The asymmetry of digit folidosis and the correlation of exterior characteristics have been studied in
20 passerine species. The level of the characteristic asymmetry depends on the phylopatry level and regularly
increases in the species disposed to annual change of the nesting site. We assume that the revealed variability
reflects interpopulation flow of genes. Age-, sex-, and biotope-related changes associated with urbanization
have been revealed in the correlation of characteristics. Older birds have more pronounced correlation of char-
acteristics; it is also more specific for males than females. Correlation of characteristics is less pronounced in
the urban avian populations. These differences are interpreted in terms of stabilizing selection within intraspe-

cific groups.

Key words: fluctuating asymmetry, correlation of morphological characteristics, passerine birds.

OHTOTEHE3 Tom 32 N6 2001



OHTOTEHE3, 2001, mom 32, Me 6, c. 447454

YK 575.175;575.224.23,;504.054

OLOEHKA IIUTOTEHETUYECKOI'O TOMEOCTA3A
B MIPUPOJHBIX MOIIY/AIINAX HEKOTOPBIX BU1OB
MEJIKUX MBIMEBUIHBIX I'PBI3YHOB!

© 2001 r. C.T.[Imurpues, B. M. 3axapos

Hucmumym 6uonozuu pazsumus um. H.K. Koavyosa PAH
119991 Mocksa, I'CII-1, ya. Basunosa, 0.26

ITocrynuna B pegakuuto 18.04.01 r.

OLeHKa LUTOreHETHYEeCKOro rOMEeOCTa3a B IPUPOIHbIX MONYJISILIMAX B €CTECTBEHHBIX YCIOBHAX M [IPH aHT-
PONOTreHHOM BO3AEHCTBUM NPOBEACHA YTEM MCCIIEOBAHUS YaCTOThI XpPOMOCOMHBIX abeppanii B coMaTHye-
CKMX KJIETKaX JUIsl LIECTH BUAOB MEJIKMX MJIeKONMHMTaoUMx. OGHapy>KeHO HapyllleHHEe LIUTOr€HCTHYECKOTO
roMeocTrasa [pH CTPECCUPYIOLLEM BO3[ECHCTBUM MOBLILIEHHOH INIOTHOCTH B XOfi€ MOMYJISIMOHHBIX LMKJIOB,
Ha 3KOJIOrHYecKoii nepudepuu apeia, pU XUMHYECKOM U PaiMallMOHHOM 3arpsi3HeHMH cpenbl. [Tokasana
CBSI3b HapyIlIEHHIl LIMTOreHETHYECKOro rOMeoCcTas3a ¢ M3MEHEHHEM JIPYTHX MoKa3aTeNlel roMeocrasa (cTa-
OMIBHOCTH Pa3BUTHA M HMMYHHBIH CTaTyC OpPraHW3Ma), CBHAETENbCTBYIONIAsi O BO3MOXHOCTH MCIONb30Ba-
HHSl LIUTOT€HETHYECKOrO MOIXO0/a sl OLEHKH O6LIEro COCTOSSHHS OpraHu3Ma B NPUPORHBIX MOMYJISUMSIX.

Karuesbie croea: INTOreHETHYECKHHA rOMEOCTa3, XpPOMOCOMHbIe abeppaluH, MPHPOAHbIE MOMYISLHH

TPbI3YHOB.

ITpuMeHeHne LUTOrEeHETHYECKOTO MOAXofa AJisi
HCCJIEJOBAaHUs] NMPUPOIOHBIX NMOMYJIALUA MJIEKONMTA-
IOIIMX OBIIO CBSI3aHO TNpeXKAe Bcero ¢ paboTaMu B
0051acTH CUCTEMATHKH, (PUIOreHETUKH H XPOMOCOM-
HOW 3BONIOUMM (pa3BUTHUE Pa3NUYHbIX KOHLEILUN
XPOMOCOMHOTO BHA006pa3oBaHusi). [laHHbIe no pa3-
HbIM TUNAM LUTOT€HETUYECKUX NpeoOpa3oBaHuM, HX
reorpagpuueckoi USMEHYUBOCTH B IIPUPONHBIX OMY-
JAUMAX NPEACTaBIs/IM 3HAUYUTENbHBIA HHTEPEC NpPH
W3y4eHUH MHKpO3BodOLuH. B mocnepHue ropp! B
CBSI3U C OYpHbIM Pa3BUTHEM MOIIEKYJISIDHBIX METO-
NOB HCCIEJOBaHUs] T€HOMa YHCIIO Hay4HbIX pabor,
KOTOpbIE MCMOJNB3YIOT METOJ KApUOTUIIUPOBAHHUS U
(puKcalMI0O XPOMOCOMHBIX NEPECTPOEK, CHU3UIOCH.

B Hacrosiiuee Bpemsi UCNONb30OBAaHUE LIMTOTEHETH-
YECKOro MOAXOAa MPEACTABISETCs] BXKHbIM JUISI OLEH-
KH BO3MOXKHBIX U3MEHEHHMH COCTOSIHUSI OPraHU3MOB B
NPHUPOAHBIX NOMYJNSALMSAX B NPOCTPAHCTBE M BO BpeMe-
HH, NIOCKOJIbKY H3MEHEHHE IKOJIOTHYECKOM CTPYKTYPbI
NOMYNSLMY PACCMaTPUBAETCS B KaUeCTBE BaXKHEMNILIETO
(akTOpa MHKpO3BOMIOLMOHHOrO npouecca (IlBapu,
1980). I1pu u3yyenuu nonumMopgu3mMa NpUPOAHBIX MO-
NyJIsIUMA B Pa3IMYHBIX YacTsIX apeana, i B 0COOEHHOC-
TH Ha 3KOJIOTHYECKON neprdepuH, BbISBIISIOTCS H3Me-
HEHMS1 B COCTOSIHMH TOIYJISILMH, BbI3BaHHbIE CTPECCH-
PYIOLLMM BO3AEHCTBHEM HEOOBIUHBIX YCJIOBHH Cpefibl.
ITonynsuuu, HaXoOpsILMECS Ha IKOJIOTUYECKON Nepu-
(depuy, Ha3bLIBAIOT ‘TIPUPOAHBIMH JlabGopaTOpUsMH”,
rae “kak Obl MPOBOJATCA [E€HETHUECKUE IKCIIEPUMEH-

! Pagora nogaepxkana PoccuiickuM donnom pyHpaMeHTaNbHBIX
uccnenoBanmii (mpoekT Ne 00-15-97792).

TeI” (JleBouTHH, 1978; SI6nokoB, 1987). OTn momyns-
I[MY — 9KOJIOTUYECKHH aBaHTapy| BUJa, B KOTOPOM MOX-
HO OXHUJaTh GoJiee pe3KHMX U3MEHEHHH HaNpaBJICHHA
oTOOpa U NPOSIBJIECHUS 3BONIOLUMOHHBIX MEXaHU3MOB
(Soule, 1973). ITockonbKy MX M3y4EHHE BAXKHO IS I10-
HUMAaHUS 3BOJIFOLMOHHOM CyAbObI BCEH CHCTEMBI BUJIO-
BbIX nomyJisiumii (16;o0koB, 1987), oleHKka UTOreHETH-
YeCKOro roMeocTrasa, Wil HMTOreHETHYECKOM CTaOub-
Hoctu (MnbuHckux u ap., 1986; Broom, Johnson, 1993;
Buorecr..., 1993; Kronenberg, 1994; Holmberg et al,,
1995; 3axapos u fp., 1996), npencraBisieT caMOCTOsI-
TeNbHBIH WHTEPEC NI XapaKTEPHCTHKHM COCTOSTHHS
3TUX nomynsuui. He MeHee BaxkHa LiuTOreHeTHYECKast
OLIEHKa BO3MOXHbBIX HF3MEHEHMII COCTOSIHUSI OpPTaHH3Ma
BO BPEMEHH, MpEXIE BCEro, B XOA€ NOMYJSALMOHHBIX
uukioB (Tumodees-PecoBckuit u ap., 1973, 1977,
IlIBapu, 1980; s1610K0B, 1987). [IpMHUMIIHAILHO BaX-
HbIMHM TIpH UCCIICIOBAHUN NUHAMUKHU MOMYJISIUMHA Mite-
KOINHUTAKIIMX ObUTH JJaHHbIE O TOM, UTO NEPEYILIOTHE-
HHE MPUBOJUT K Pa3BUTHIO OTYETIHMBO BhIPaKEHHON
peakimu crpecca (Christian, 1955, 1956; Thiessen et al.,
1971; Andrews et al., 1972; Hlunos, 1977). OnHoit u3
NepBbIX paboT MO U3YyYEHHIO BIUSIHUS CTPECCa Ha LIUTO-
FEHETUYECKYIO CTaOWIBLHOCTb OpraHu3Ma GbLIo Ucclie-
noBanue Cepepenusa u ip. (1980). ABTopbl noka3any,
YTO IMOLMOHAJIbHBINA CTPECC y IMHEHHBIX MBILUEH, BbI-
3BaHHbII EPEYIUIOTHEHUEM, 3HAYNTENLHO YBETHYHBA-
€T YHCJIO aHOMAJIbHBIX KJIeTOK (0T 1.3% B KOHTpOJIE 10
4.8% — B onbiTe). B paboTe, BbINOIHEHHON Ha BOASIHBIX
TMOJIeBKaX, B3ATHIX U3 PUPOAHON NOMYJISILMY, IAE B Ka-
YyecTBe OJIHOH M3 MofeNeil cTpecca UCTIOb30BAIH CO-
Aep>XaHUe XXHMBOTHBIX NPU MOBBILIEHHON IJIOTHOCTH,
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Puc. 1. JIMHaMHMKa 4YHCIEHHOCTH — 4YHMCJIO ocobeil Ha
100 n/cyT (a) — ¥ yacToTa abeppaHTHbIX KJ1€TOK, % (6) Ma-
TEPHKOBBIX (/) H OCTPOBHBIX (2) MOMyJALMA KPacHO#H mo-
neBkH (C. rutilus) B LlentpanbHoit CHOMpH B pa3Hble rofibl.

6bIIO MOKAa3aHO YBEJIWYEHHE YAaCTOThI KJIETOK KaK CO
CTPYKTYPHbIMH HApYILIEHUSIMH XPOMOCOM, TaK U C U3-
MEHEHHBbIM  YHUCJIOM XpOMOCOM  (TNOJHIUIOMAMEN)
(Ckoposa nip., 1986). B oTBeT Ha cTpeccupyloliee Bo3-
AEACTBHE BO3PACTaET 4aCTOTa KPOCCHHTOBEPA M CIIOH-
TaHHoro MyrupoBanus (bensie, boponun, 1982), un-
rubupyrorcst cucrembl penapaumu [JHK (Bopopun,
1987), NpoUCXOOUT MHAYKLMS TPAHCIO3ULMI MOOUIb-
HbIX TEHETHYECKHX 3jneMeHToB (BacunbeBa u fp.,
1997), 4TO MOXET NPUBOAUTDH K YCKOPEHHIO 3BOJIIOLH-
oHHbIX npoueccoB (Mmaiesa, 1999). B ces3u ¢ aTum
OLIEHKA BO3MOXXHBIX M3MEHEHHH IUTOT€HETHYECKOrO
roMeocTasa B XOfi€ MOMYJISIMOHHBIX LIMKJIOB PENCTaB-
JISeT 3HAYUTENbHBIA HHTEPEC.

B npakTuieckoM IJlaHe aHaJN3 [UTOreHETHYECKOrO
rOMEeoCTa3a NpeACcTaBIsAeTCs BaXKHbIM U1l POBECHUS
6uoMonuToputra (Kpeicanos, [mutpues, 1993; Za-
kharov, 1994; 3axapos u fp., 1996). 3apgauu, crosuuue
NpH OpPraHU3aldl MOHWTOPHMHIA, BKIIIOYAIOT OLIEHKY
BO3MOXKHbIX W3MEHCHUI COCTOSIHMS NPUPOAHBIX MOMYy-
JSIIMIA B €CTECTBEHHBIX YCIIOBUSIX ((POHOBBI MOHHUTO-
PMHT) ¥ BbISIBIICHUE MOC/IENCTBMM Pa3HOro pofia aHTpo-
MIOreHHBIX BO3ECUCTBUN (BKJIFOYAsk XMMHUYECKOE, paiua-
IMOHHOE M T.4.). Micnonb30BaHie LIATOr€HETHYECKOTO
NOAXOfia ITPH PELLICHNHM 3THX 3ajiay IPEACTaBIIsIeTCs Nep-
CNEKTUBHBIM KaK [IJIsl XapaKTEPUCTUKU F€HOTOKCUYHOC-
TH CPEfibl, TaK U [JIsi OLIEHKH COCTOSHUS OpTaHU3Ma.

Ouel-n(y LHUTOr€HETHYECKOro roMeocra3a npoBo-
AWK IIYTEM HMCCIIENOBAHUS YaCTOTbl XPOMOCOMHBIX

IMHUTPHUEB, 3AXAPOB

abeppaLuii B KJIETKaX KOCTHOTO MO3ra Ha CTaJiJuM Me-
Tada3bl. IIpurorosnenue npenapatoB MeTagasHbIxX
XPOMOCOM KOCTHOTO MO3ra IIPOBOJHJIM 110 CTAHAAPT-
HOH METOAMKE, YYET 4aCTOTbl XPOMOCOMHBIX Hapy-
HIEHUMH — C TOMOIIBIO MUKpOcKona “Amplival” (Iep-
MaHus) npu 1000-kpaTHOM yBenuueHnH. boino npo-
aHAJIM3UPOBAHO He MeHee 25 MeTada3HbIX KJIETOK
KaXJ0oro >XMBOTHOrO. [171s1 BbISIBJIEHUS MEXIOMYJIsi-
LIMOHHBIX Pa3/IN4Mil HCMIONIL30BAIH ONHO(AKTOPHBIA
AMCIIEPCHOHHBIN HenapaMeTprieckuid aHanu3 Kpac-
K3JJ1a—Y3JIuca, s NapHbIX CPaBHEHUH 4YacTOT
abeppaHTHbIX KJIeTOK — f-KpuTepuit CTblOfieHTa ¢
¢p-npeobpasoBanreM nonei Puiepa. Knaccuduka-
LUIO U YYET XPOMOCOMHBIX abeppanuii IPOBOIMUIH B
COOTBETCTBHHU C OOLIENPUHATHIMU PEKOMEHALMSMH.
B nacrosie# paboTe K “UCTHHHBIM” abeppaLysM OT-
HECEHbI CTPYKTYPHbIE MOBPEXIECHUS XPOMOCOM (fie-
JeUMH, AMLEHTPUKH, KOJIbLIA U HHBEPCHH) U KOJHYe-
CTBEHHbIE XPOMOCOMHbIE HapyllLeHHs (aHey- H IoNu-
IUTOM[IHBIE KJIeTKH). Takum oOpa3om, aGeppaHTHbIMH
CUMTAJIU KJIETKH, HIMEIOLLME XOTs Obl OIHO CTPYKTYp-
HOE WM KOJMYECTBEHHOE HapyuieHue. B kavecTtse
aHEYIUIOMAHBbIX KJIETOK YYMTBIBAJH TOJbKO THMEp-
TUTOUHbIE, TaK KaK B MPOIECCE PUTOTOBJIECHHUS TIpe-
[apaTOB HE UCKJIIOYAJIMCh IOTEPH XPOMOCOM.

OLIEHKA COCTOSIHUSA TOMYJISLINN
B ECTECTBEHHBIX YCIIOBUSX

MBI NpOBOAMIH OLIEHKY YaCTOTbI XPOMOCOMHBIX
a0eppauu#l IpH pa3HON NONYJIALMOHHON IIOTHOCTH
y OCTPOBHBIX M MAaTEPUKOBBIX NONYJIALMIA KPacHBIX U
pbikux nonesok (Clethrionomys rutilus v C. glareo-
lus) B LlenrpanbrHoit Cubupu (Imutpues u gp., 1996;
Dmitriev et al., 1997).

J[Inst OCTPOBHBIX nmonmyJasuuMid 060MX BHAOB MoJe-
BOK HEraTHBHOE BJIMSHHE MOBLIIICHHOW MJIIOTHOCTH
ObIJIO YyCTAHOBJIEHO YK€ Ha BTOPOH roj nocie 3ace-
JIEHUs OCTPOBA, YTO MOXKHO OObSCHUTDH HEOOJI LIIUMU
pa3MepaMH 3TOH M30JUMpOBaHHON TeppuTopuH. Of-
HAKO y OCTPOBHOH MONYNSLUN KPACHON NOJIEBKY Ha-
pYLIEHHE LUTOr€HETHYECKOro romeocrasa (no 7.11%
abeppaHTHBIX KJIETOK B 1994 r.) oTMeueHo NpH IoT-
HOCTH, OJTM3KON K TaKOBOW Ha NMHUKE YHUCIEHHOCTH B
IUKJIMYECKOH MAaTEpUKOBO#M nonyssiuuH (puc. 1). Pa3-
JIUYMS N0 YAacTOTE abeppaHTHBIX KJIETOK Yy KPacHOH
MIOJIEBKH B rOfibI BLICOKOH YNCIEHHOCTH CTaTHCTHYE-
CKH 3Ha4UMO Bbile (p < 0.05), yeM B nepuop HU3KO#H
YUCIEHHOCTH. Y pbIXKeW MOJIEBKH NMOBbILIEHHAS Ya-
CTOTa XpPOMOCOMHBIX HapyleHu# (1o 7.9%) Habimio-
HAaeTcsd NMPH OTHOCHTEIBHO HH3KOW YHCIEHHOCTH.
B03MOXHBIM OGbSICHEHHEM 3TOTO SIBJISIETCSA BbICKA-
3aHHOE paHee MPEeAINoNOXEHHE O TOM, YTO CTPECCH-
pyroluM akTOPOM MOXKET ObITh BO3pacTaHUE YHC-
JIEHHOCTH HE TOJILKO 0cO6€eil CBOero, HO M JPYTHX BH-
noB (Zakharov et al., 1991). IToBbilieHHass YacToTa
abeppaHTHBIX KJIETOK B MaTEpPHUKOBOH MNOMYJIALMH
pbIxei noneBkH (0onee 5%), YUCNEHHOCTb KOTOPOH
BCErja 3HaYUTEJIbHO HUXE, YEM Y pPyroro GJIu3Koro
BUfia — kpacHoil nonesku (lIsapy u gp., 1987), mo-
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XKeT ObITh CBA3aHa C TEM, UTO UCCIIEeyeMbIii pafiOH sIB-
nseTcs nepudpepueil apeana anas faHHOro Buja. Bos-
MOXHBIMM IPUYHHAMM YXYALIEHUS (PU3HOTOTHYECKO-
o COCTOSIHUSI OpraHu3Ma, KOTopoe U PUKCHpPYETCs O
HapyLIEHHIO LUTOT€HETHYECKOr0 roMeocTa3a, MOryT
ObITh KaK HeOJyaronpusaTHblie abuoTuuyeckue gakro-
pbl ¥ OTPaHMYEHHOCTD NPUroAHbIX IJI1 OOMTaHHUs OH-
OTOIIOB, TaK U KOHKYPEHTHbIE OTHOLIEHNUS € OJIN3KUM
BHIOM-IOMHHAHTOM — KpaCHOM MOJIEBKOM.

OLEHKA COCTOSIHUA
IMPUPOTHLIX IMOITYJIALINN
MPU AHTPOITOI'EHHOM BO3JEUCTBHUU

Pan paboT 6611 NOCBSILIEH U3YYEHUIO HAPYILICHUSA
LUTOr€HETHYECKOrO FOMEOCTa3a IPH pa3HbIX BHAAX
aHTponoreHHoro Bo3paeiicreusa (Jmutpues, 1997a,6;
Zakharov et al., 1997; 3axapos u gp., 2000).

Hoszopoockas o6aacme. [I1s1 OUEHKH NMOCIENCT-
BHIi XUMUYECKOrO 3arpsisHeHHs ObL MPOBEJICH aHa-
N3 TpeX BUJOB IPBI3YHOB: Maloii MbIIIM Apodemus
uralensis, MbIILIU-MANIOTKU Micromys minutus U pbl-
xei noneBku Clethrionomys glareolus B paiioHe xuMu-
4eCcKOro NpeAnpusiTHs B oKpecTHocTsXx . HoBropopa.
IMockonbKy Ha JAHHOM NPEANPHUATHH IS Ha3EMHbBIX
9KOCHCTEM OCHOBHYIO ONACHOCTb NPEACTABISIOT aT-
MocdepHble BbIGPOCHI, cO0p MaTepualia IPOBOJUIH
B pAAfic TOYEK, BEIOPaHHBIX M0 TPAHCEKTE, COOTBETCT-
BYIOIEH OCHOBHOMY HallpaBJIEHUIO BETPOB B Hcclie-
AyeMOM paiiOHe: C IOro-3amaja Ha CeBepO-BOCTOK.
Touka 1 pacnonoxeHa Ha TEppPUTOPUHU 3aBOJia, TOY-
K4 2—4 HaxOfsTCd Ha yhaajJeHud 2 (30Ha OTBAJIOB 3a-
BOACKHX NPOU3BOACTB), 9 M 20 KM OT 3aBOfia COOTBET-
CTBEHHO. B KauecTBe YCIOBHOIO KOHTpPOJA JJf Xa-
PaKTEPUCTUKH (POHOBOrO COCTOSHMS Cpefbi B
HcclegyeMoM palioHe HCIIONIb30Bald TOUKY 4 KakK Ha-
uboJsiee ynaJeHHYIO OT 3aBOJia.

MOo2HO 3aKJIOUUTD, YTO Y BCEX TPEX HCClleJOBaH-
HbIX BUAOB HaliiofaeTcss BO3pacTaHUE YacCTOTHI
abeppaHTHBIX KJIETOK MO Mepe NpHOIUXKEHUS K HC-
TOYHHKY 3arpssHeHus (puc. 2). Yacrora abeppaHT-
HBIX KJIETOK B palOHEe HanOOJIBLIErO 3arpsAi3HEHHS Y
Manoit MpiH (ToukH 1, 2) — 11.3 u 12%, Ha 3Ha4u-
TeNbHOM yhaneHuu (Touka 4) — 4.6%. Paznuuus
Mexay BbIOOpKaMHU U3 TOo4YeK 2 U 4 CTaTHCTUYECKH
3HayuMbl (p < 0.02). Y MBIUA-MaTIOTKH 4YacTOTa
abeppaHTHBIX KJETOK B Touykax 1 2 — 18.5 u 15.5%
COOTBETCTBEHHO, B TOUKE 4 — 5.0%. Paznuuus Mexny
BbIOOpKaMH U3 TOYEK 1, 2 U 4 CTATHCTHYECKH 3HAUH-
Mbl (p < 0.01). BrisiBneHHble HUTOT€HETHYECKHE Ha-
PYLLEHHSI BOJIM3M HCTOYHUKA 3arpsi3HEHUST CBUIIETETb-
CTBYIOT O HAJIMYMH 3[IECh CUIbLHBIX KJIaCTOT€HOB XH-
MHUYECKOH MNpHpOAbl. 3HAYUTENbHbIE HapyLUEHUs,
TaKHe KaK XpOMOCOMHbIE [eJiellHH, ObLIH OTMEYEHDI
TOJILKO Y 3KUBOTHBIX, OTJIOBJIEHHbIX BONIU3U NIpeNNpH-
stus. KpoMe Toro, y Mblie-MaitoTOK C TEpPHTOPHH
3aBofia Obl1M OOHAPYKEHbI KJIETKM C IpyObIMH Hapy-
HIEHUSAMU CTPYKTYPbI XPOMOCOM — C IULICHTPUKAMH.
4 OHTOI'EHE3 Ne 6
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Puc. 2. Yacrora aGeppaHTHbIX KJIETOK (1O BepTHKaH, %) B
BbIGOPKAX IPHI3YHOB: a — Apodemus uralensis, 6 — Micromys
minutus, 8 — Clethrionomys glareolus (no ropu3oHTanm) u3
pa3HbIX ToueK (cM. B Tekcre) B HoBropopckoit ob6nacTu.

Huxcnaa Boaza (oxkpecmuocmu 2. Acmpaxans).
B paitone Huxneit Boarm ouenuBanu Haubonee
MaccoOBbli BUJI MbILLIEBUIHBIX PbI3yHOB — JOMOBYIO
Mbib Mus musculus (puc. 3, a). Cé6op MaTepHaia npo-
BOJIWIM B TpeX TOUYKax: TO4YKa | — mecocTenHon yyac-
TOK Ha JieBoM Oepery p. Bonrn, 160 kM Bbliie 1O Tede-
HHIO OT I'. ACTpaxaHH ; TOYKa 2 — CENbCKOXO3UCTBEH-
HBIE NOJIs Ha paBoM Gepery p. Boury, 40 kM HUXe No
TEeYEeHHIO OT I'. AcTpaxaHH (B paiiose noc. ikpsiHoe) n
TOYKa 3 — CeNBCKOXO3AUCTBEHHBIE MO Ha JIEBOM Oe-
pery p. Bonry, 80 kM HiuXKe IO TeYEHHIO OT I'. AcTpa-
xaH#. Touku 2 u 3 BbIOpaHbl [JIs1 OLIEHKH CHTyalyu B
30HE MHTEHCHBHOIO aHTPOINOr€HHOIO BO3/IEHCTBHS,
TOYKa 1 — B KauecTBe yCJIOBHOrO KOHTpois. YacroTa
aGeppaHTHbIX KJIETOK MaKCUMajbHa B padOHE Hau-
Goibliero 3arps3HeHns (To4ka 2) — 6.62%, MUHUMab-
Ha Ha 3HAYUTEJILHOM yAJIEHHH OT I. ACTpaxaHH (TO4-
Ka 1) — 1.72%. Pa3nuyusi no yacrore aGeppaHTHbIX
KJIETOK Y MblLLEeH U3 ToyeK 1 U 2 CTaTUCTUYECKU 3HAUHU-
MBI (p < 0.05), y Mbiiiei u3 Touyek | 1 3 6/1M3KH K cTaTu-
cruyeckd 3HayuMbiM (p < 0.05). [axe Ha GOJBIIOM
y[aJIeHy OT . AcTpaxaHM (Toyka 3) 4acToTa XpoMo-
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Puc. 3. YacTora abeppaHTHBIX KJIETOK (IO BEPTHKAJH,
%) B BbIGOPKaX (MO FOPH30HTAIM) JOMOBOI MbIlK Mus
musculus U3 pa3sHbIX TOueK B AcTpaxaHCKO#M 0611acTH (a),
pbixeii noneBku Clethrionomys glareolus (O) m Manoit
necHO# MbIlM Apodemus uralensis (®) U3 pa3HbIX TO4EK
B Yysammun (6), a Takxe pbixkeii nonesku Clethrionomys
glareolus w3 pa3HbIx Touek B BpsiHCKO#t o6nactH (6).

COMHBIX abeppauyii OcTaeTcsi JOCTaTOYHO BbICOKOW —
5.75%. TlpywymHON 3TOro MOXKET ObITh HMHTEHCHBHAs
CEILCKOXO3SMCTBEHHAs IESITEILHOCTD B JAHHOM paiOHe.

Cpeonaa Boaza (okpecmuocmu 2. Yanaescka).
Ha Cpepneit Bosire npoBofiuiIn OLIEHKY pbIXKe# MO-
neBkH Clethrionomys glareolus. Matepunain cobupanu
B TPEX TOYKaX: TOYKa la — jecononoca y 3aBofja Xu-
MHYECKUX YNOOpEeHMH, Iie B MPOILIOM IPOM3BOIH-
JIOCh XUMHUYECKOe opyxue (. YanmaeBck), Touka 16 —
necononoca y 3asofia “Ilonumep” (r. Yanaesck), Tou-
Ka 2 — neconojnoca y gepeBHu “SIcHas ITonsHa” (B
10 kM ot ropopa). Touku la u 16 BbIGpaHbl A
OLICHKH CHTYyallii B 30HE HHTEHCUBHOT'O XMMHUYECKO-
ro 3arps3HEeHusi, TO4Ka 2 — B Ka4ecTBe YCJIOBHOI'O
KOHTpons. CxopHble BbICOKHE 3HAYEHHS HaCTOThI
abGeppaHTHBIX KJIETOK HMEIOT NOJIEBKH B palOHE HH-
TEHCHBHOTO XMMHYECKOTO 3arps3HeHHs (TOYKH la
16) —9.04 1 9.63% cOOTBETCTBEHHO MO CPaBHEHMIO C

IMHWNTPHEB, 3AXAPOB

YCIOBHBIM KOHTpPOJEM (Touka 2, 2.85% (puc. 4, a)).
Pa3nnumsa no yacrore abeppaHTHbBIX KJIETOK Y MoOJe-
BOK M3 Touyek la, 16 ¥ 2 CTaTUCTUYECKH 3HAUUMBI
(p<0.02 1 p <0.01 COOTBETCTBEHHO).

Yyeawusn (pa3ve3d Mbicaey). Ins OueHKH INo-
CIIEACTBHH XMMHYECKOrO 3arps3HeHusi OblI NpOBe-
AEH aHaJIU3 [BYX BHAOB IPbI3yHOB: PbIXKE! MOIEBKH
Clethrionomys glareolus u manoi Meimd Apodemus
uralensis B pailoHe >ele3HOAOPOXHOH aBapuM y
pa3bse3na Mbeicnen (Yysawusi), rge NpoM3OLLIC
CHJIbHOE 3arpsi3HEHMs NMOYBBI, BO3[yXa, a TaKXke I10-
BEPXHOCTHBIX U TPYHTOBBIX BOJ KUAKHMM (DEHOJIOM,
He(dTenpoxykTaMn U guokcuHamu. C60p MaTepuana
NPOBOJMIM B Psfic TOYEK, PACMONOXKEHHBIX HA pa3-
HOM Y[laJICHUH OT MEeCTa aBapuH B CEBEPO-3alafHOM
HanpaBJIeHU! (OCHOBHOM HaIlpaBIEHHM BETPa B MO-
MEHT aBapuH): Touka | — BOJIU3U MECTa aBapHH, BAOJb
pycaa p. Meicnen, B pailoHe pa3be3na Mbicnelt; Touka
2 — OKpEeCTHOCTH Aa4yHOro nocenka PsabOunymika (1 kv
OT MECTa aBapuH), TOYKa 3 — OKPECTHOCTH [I€PEBHH
Yepraransl (2.5 KM OT MeCTa aBapHuH), TOYKa 4 — ocT-
POBHOH nec Mexnay aepeBHsAMH Boara u CanaHuuku
(20 kM ot Mecra aBapun). Touka 1 clyXuT AJIs Xapak-
TEPUCTHKHU CUTYyallMHl B pailOHE aBapuy, TOYKa 2 Bbl-
6paHa 17151 OLIEHKH KauecTBa Cpefibl HEBAAJIEKE OT MeC-
Ta aBapuM, TOYKa 3 — JUIs XapaKTEPUCTHKH COCTOSIHUS
OKpYKaloleH cpefibl Ha HEKOTOPOM YIaJleHUH OT Mec-
Ta aBapHH, TOYKa 4 — B Ka4ECTBE YCIIOBHOIO KOHTPOJIS.

HauBbiciias 4acTOTa XpOMOCOMHBIX HapyLIEHHHA
y PBIXK€il MONIEBKH 3aperucTpupoBaHa BOJIHM3M MeCTa
aBapu, B TOUKE |, NalaeT Mo Mepe ynaneHusi OT He-
ro, fOCTUrass MUHIMyMa B TOYKE YCIOBHOT'O KOHTPO-
ns (Touka 4). Paznuuus mexny Toukamu 1-3 u 4 cra-
THCTUYEeCKH 3HauMMbI (p < 0.05). OueHKy nuToreHe-
THYECKOr0 NOMEeOCTa3a MU MYTareHHOW aKTHBHOCTH
M0 4YacTOTE€ XPOMOCOMHBIX abeppauuii MpOBONWIU
TaKXe [ MaJioy JIECHOM MbILLU Apodemus uralensis
BOJIM3M MeCcTa aBapHH B palioHe pa3be3fa Mbicnen —
B Touke 1 (puc. 3, 6). Yacrora aGeppaHTHBIX KJIETOK
371eCh 3HAYUTEJbHO NpeBblIaeT (POHOBBLIA YPOBEHbD,
U3BECTHBIH [J151 3TOTO BUJa U3 psifia APYrUX paiOHOB.

Mockea. B MockBe OLiEHHBaJIM OAHOrO M3 Hanbo-
Jie€ MacCOBbIX BUJIOB MbILLIEBH/IHBIX I'PbI3YHOB — M0JIe-
BYIO Mblllib Apodemus agrarius (puc. 5). C60op MaTepu-
ajia MPOBOJIMJIM B Psifie TOYEK, PacNOJIOKEHHbIX B pa3-
HbIX pailOHax ropoja: Touka | — jeconapkoBasi 30Ha
paiioHa KpeinaTckoe, Touka 2 — ony1ka jieconapko-
BOH 30HbI B 50 M OT JleHHHCKOro npocnexra (paioH
TponapeBo), Touka 3 — B paiioHe yJ1. ABHaMOTOPHOM,
TOYKa 4 — OKpECTHOCTH He(pTenepepadbaTblBatOLLErO
3aBofia B pailoHe KanoTHsa. YacToTra abeppaHTHbIX
KJIETOK BO BCEX MCCIIEAOBAHHBIX BbIOOPKaX MOJIEBOMH
MbILIN Apodemus agrarius W3 Ppa3HbIX PaiOHOB
r. MockBbl OKa3ajiach 3aBbILIEHHOH MO CPaBHEHUIO C
0OBbIYHO PETUCTPUPYEMBIM YPOBHEM XPOMOCOMHbIX Ha-
PYLUEHUI B TOYKaAX YCJIIOBHOro KOHTpois (p < 0.05).

Bpanckaa obaacms. UccnenoBanue BIUSHUS Ma-
JbIX 03 HWOHH3UPYIOLLIErO U3Ny4YeHHs MJIsi OUEHKHU
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NOTEHLUHAJIBHONW OINACHOCTH OGHOTE aKTyallbHO, IO-
CKOJIbKY Oonbiune TeppuTopuu Poccun B pe3yinbra-
Te apapun Ha YepHoOblIbCKOH ADC oka3anuch B
TOH MIM MHOW CTENEHH 3arpsA3HEHHbIMH PaUOHYK-
nupamu. [Ipeacrasnsinock HHTEpECHBIM NIPOBEAECHHE
TaKOH OLEHKHW HEMOCPE[NCTBEHHO B pailOHax C pas-
HBbIM YPOBHEM 3arpsi3HEHUs! IS BbISIBIEHUS BO3MOX-
HbIX pajiuMauMoHHbIX 3¢dexkToB (KpbicaHOB U 1p.,
1996; Imutpues, 19978, r). Boutn cobpaHbl BLIGOPKU
pbekux noneBok Clethrionomys glareolus B Tpex ToY-
Kax, K KOTOpPbIM OTHOCSITCS: TOUKa 1 — aepeBHst 3ene-
Hbiil I'aii KnuMoBckoro paiioHa, Touka 2 — iepeBHs
[erpsTuHKa 3NBLIHKOBCKOTO paiiOHa, TOYKa 3 — fie-
peBHs Kpacublit KameHbp 31bIHKOBCKOro paioHa.
MouHocTb 3KCNO3ULMOHHOH 03bI H3TTyYEHHS B TOY-
ke 1 Haxopgutcs B mpemenax ¢ona — 0.014 x 10
(0.012 x 104-0.018 x 10#) MKA/KT, B TOUKE 2 IIPEBbI-
waet HopMy — 0.043 x 10 (0.022 x 104-0.1 x 10#)
MKA/KT, B TOYKE 3 3HAUUTEIILHO MIPEBbIIIIAET HOPMY —
0.129 x 10#(0.05 x 104-0.25 x 10™*) MmxA/kr. Yacro-
Ta abeppaHTHBIX KJIETOK MaKCHMajbHa B pailoHe
Hau6onbillero pagualiMoHHOro 3arpssHeHus (9.57%),
a MHHAMaJIbHA — NpH (POHOBOM ypOBHE pafHaliH
(3.05%) (puc. 3, 8). Paznuums no yacrore abeppaHT-
HBIX KJIETOK Y NOJIEBOK M3 TO4Yek 1 u 3 craTHcTHYEC-
KH 3Ha4uMBI, p < 0.01. OTMeueHOo NpaKTUYECKH NOJ-
HOE OTCYTCTBHE XPOMOCOMHBIX pa3pbIBOB U OOMEH-
HbIX abeppaluil XxpOMOCOM Y >KMBOTHBIX M3 paiiHOB C
NOBBIIICHHbIM paJiMallMOHHBIM 3arps3HEHMEM Cpefbl,
KOTOpOoE OOBACHAETCS BO3ACHCTBHEM CPABHUTEIIBHO
HEBBICOKOI'O YPOBHS PafHallMOHHOT'O 3arpsA3HEHUs].

TakuM 06pa3oM, Y pbDKMX MOJIEBOK BbIABISETCS
TECHasi B3aMMOCBSI3b MEKTY YBEJIMUEHHEM YacTOT abep-
PaHTHBIX KJIETOK M OOMTAHHEM Ha TEPPUTOPHSIX C IO-
BbILIEHHbIM YPOBHEM PpaJMalMOHHOIO 3arpsA3HEHMs.
3T10T 3¢pheKT HANPSAMYIO HE CBSI3aH C HHAUBHYaJIbHbI-
MU ypoBHsiME Hakoruienusi 3’Cs rpeisynamu (Kpbica-
HOB U Ip., 1996). CnienyeT MMeTh B BUALY, YTO B YCJIOBHSIX
NPOAOIKUTENBHOTO CYILIECTBOBAHMSI B PallOHaX C IO-
BbILLIEHHBIM YPOBHEM pajiMalIOHHOTO (POHA U HEOIHO-
POIHBIM XapaKTEPOM pachpefie/IeH!s] paJiOHyKJIHOB
MOTYT POSIBNATHCA IOCTaTOYHO OYEeBUAHBIE 3(PPEKTHI,
BbIpaXalolyecss B H3MEHEHUM COCTOSIHHS OpraHM3Ma
(3axapos u gp., 1996; Bapa6oii, Oneitnuk, 1999) Bcnen-
CTBUE HapYILIEHUSI FEHETHYECKOH KOaJjaITalyy WK CTa-
6uwnbHOCcTH reHoMa ('mnesa u ap., 1996; BanubikoBa,
2000). ITO MPUBOAUT K YBEJIMYEHUIO YaCTOT aGeppaHT-
HBIX KJIETOK Y MHIMBUYYMOB U IOJIM O0COO€EM ¢ XpOMO-
COMHO# HECTaOWIBHOCTBIO B MOMYJISIIHH.

Bo Bcex npuBefeHHbIX MPUMEPAx MOBbIIICHHE Yac-
TOTbI a6EPPaHTHBIX KJIETOK U CyILIECTBEHHOE Hapylle-
HME LIMTOr€HETHYECKOrO NOMEOCTa3a Yy >KMBOTHBIX Ha-
OnofjaeTcsl B TOYKaX C MAaKCMMyMOM aHTPOIOr€HHOH
Harpys3K#, a CTeneHb OTKJIOHEHHUS OT YCJIOBHOT'O KOHTPO-
711 BO3pacTaeT Mo Mepe Bo3pacTanus BosfencTsus. [Jo-
MHMHMDYIOILMM THIIOM (DHKCUPYEMbIX HecOaIaHCHpO-
BaHHbIX XPOMOCOMHbIX HapYLIECHUH NPAaKTHYECKHd BO
BCEX MCCIIEIOBaHHbIX MOMYJISIMAX MPbI3yHOB Pa3HbIX BH-
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Puc. 4. BenuunHa noka3areyiell IHTOT€HETHYECKOTO ro-
MeocTa3a (4actoTa abeppaHTHBIX KJIETOK, %) (a), MOp-
¢oreHeTHYECKOTrO rOMEOCTa3a (CpeAHss 4acTOTa aCHM-
METPHYHOrO NMPOSBJIEHHS Ha MPH3HAK) (6) H HIMMYHHOTO
craryca (mponudepaTHBHas AaKTHBHOCTbL CILIEHOLMTOB,
TbIC MMII/MHH) (8) B BbIGOpKax pbixeii nonesku C. glareolus
u3 pa3Hbix Touek B Camapckoi ob6nactu: la — BOIH3H
3aBofa 1, 16 — BGiu3u 3aBona 2, 2 — B 10 kM oT ropona.

S = NWhWUNAAIX®
T

1 2 3 4

Puc. 5. Yacrotra abeppaHTHBIX KJIETOK B BbIOOpKaX IO-
neBoit MbllM Apodemus agrarius W3 Ppa3HbIX TOYEK
r. MockBel, %.

[OB ObLIY JIeNIelMM XpOMaTHAHOIO THIIA, TOrAA KaK JIOJIs
APYTUX THTIOB HapylIEHUH Oblj1a 3HaUUTENBHO HIDKE.

C ropa3fio MeHbIIEH YaCTOTO! BCTPEYAIIHUCH KJIIETKH
C CYILECTBEHHBIMH HApYILIEHWSIMH CTPYKTYpPbl XpOMO-
COM: MOBpeKJIeHHE 00enX XpoMaTH], (ieTIeL|H U mpobe-
JIbI XPOMOCOMHOTO THIIa), MHOXKECTBCHHbBIE XPOMOCOM-
Hble abeppaiyu 1 abeppalmy OOMEHHOT'O THIIa (JUIIEH-
TPHKH U Konbla). AGeppauuyu 0OMEHHOro THIa ObLIH
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BCTpeYEHbl TOJBKO Y JKUBOTHBIX, MOJBEPralOLHXCS
CIWIBHOMY aHTPONOreHHOMY Bo3feicTBui0. O6LMM xe
IJ1s1 BCEX U3YUEHHBIX MOMYNSIMA MBIIIIEBUAHBIX IPbI3Y-
HOB SIBWIOCh TO, YTO CEPbe3HbIE XPOMOCOMHBIE H3MEHE-
HUS1 OTMEYAJIM TOJIBKO B MOMYJISILMSX, TTIE€ BO3AelcTBUe
cTpeccupyrouiero paktopa 66110 MaKCUMAJBHO.

Bo Bcex uccrnefoBaHHbIX MONYJNSALUAX He ObUIO
OOHapyKEHO CTAaTUCTHYECKH 3HAYHUMOro YyBelHYe-
HUS YaCTOTbI AaHEYIUIOMAHBIX (THIIEPIIIONIHBIX) KJie-
TOK MO CPaBHEHUIO C KOHTPOJIEM, XOTSl 4allle BCEro
OHH BCTpeYaJluch B NMOMyJALMIX, HauboJiee MoaBep-
>KEHHbIX BIMSHUIO CTPECCHPYIOIIUX (haKTOPOB.

ITpu MeXXBHIOBOM CpPaBHEHUMH YPOBHEH CIIOHTaHHOTO
MyTareHe3a u BbISIBIIEHHH (POHOBOTO YPOBHSI XPOMOCOM-
HbIX abeppalMii B YCIIOBHO “YUMCTBIX” paliOHax B 6Ob-
ILIMHCTBE HCCIEJOBAHHBIX MOMYJSIIMA pa3HbIX BHIIOB
MEJIKHMX MBILLIEBUHBIX FPbI3yHOB OKa3aJ10Ch, YTO YacTo-
Ta abeppaHTHbIX KJIETOK He MpeBblaeT 2-3%-HbIi
ypoBeHb. AHanu3 nuTepatypHbix (Cansies, 1974; McBee
et al., 1987; I'mneea u gp., 1992, 1993; Kpiokos u p.,
1993, 1995; Kocapesa, 1995; I'unesa, 1997; I'unesa u fip.,
1996, 1999; Hoxpu, 1999) 1 cOGCTBEHHBIX AaHHBIX C OI-
PENENIEHHO! 10Ied OCTOPOXKHOCTH MO3BOJISIET CYMTATh
3TOT YPOBEHb IOPOrOBbIM MPH ONpefieNIeHHH (POHOBOTO
YPOBHS KJIETOK ¢ aGeppalysiMi XpPOMOCOM B TOMYJISILH-
SIX Pa3HbIX BUJIOB MEJIKUX MbIILIEBUHBIX IPbI3YHOB.

OCHOBHO# JMana3oH OTKJIOHEHW#d OT HOHOBOro
YPOBHSI IO 4acTOTE aGe pPaHTHBIX KJIETOK B HCCIEHO-
BaHHbIX MOMYIALHMAX MbILIEBUIHBIX IPbI3yHOB HaXO-
puTcs B npenenax 12%. EquHCTBEHHBIM UCKITIOYEHH-
eM 6bl1a momynasiys MbILIEH-MaTIOTOK C TEPPUTO-
pur HoBropopckoro xuMuyeckoro npegnpusTs, y
KOTOPBIX IMana30H OTBETa 3HAaYUTEJILHO GOJIblIIE MO
CPaBHEHUIO C JPYTHMMH HCHOJb30BaBLIMMHCS st
aHanu3a BujaMu — 10 18.5% abGeppaHTHBIX KJIETOK.

Takum 06pa3oM, npu aHanu3e (OHOBOrO YPOBHS
LIMTOr€HETHYECKUX HAPYLIEHUA M CTENIEHH OTKJIOHE-
HUH OT HETrO OKa3a/locCh, YTO CaMbi€ pa3HbIE BO3JEH-
CTBHU$ BbI3bIBAIOT OfIHY M Ty € peaKluIo, YTO roBO-
PHT 00 OJHOHANPABJIEHHOCTH 3TUX HapylUeHHH. DTa
peakuusi, BAAMMO, HE 3aBHCUT OT BHJa BO3[I€HCTBUS
U, HECMOTPS Ha HEKOTOPbI€ MEXBHAOBbIE pa3IHyYus,
OKa3bIBAETCA CXOHON y pa3HbIX BupoB. CpaBHH-
TEJIbHbIA aHaNU3 MOJYYEHHBbIX HaMH U JIUTEPATYp-
HbIX JJaHHBIX MO3BOJISIET NMPOBECTH PaHXHPOBaHHE
BBISIBJICHHOTO [1ana30oHa H3MEHEHUH 4YacToThbl abep-
PaHTHBIX KJIETOK M CO3[aTh 5-6a/bHyIO mKaiy: 1-i
6ann —no 3%, 2-i — a0 6%, 3-it — 10 9%, 4-i1 — 5o 12%,
5-ii — cBblle 12% abGeppaHTHBIX KJIETOK (BKJIIOYast
KOJIMYECTBEHHbIE H KaUeCTBEHHbIE HapYILEHHS).

CBS3b [MOKA3ATEJIEN
LIUTOTEHETUYECKOI'O TOMEOCTA3A
C IPYTUMU XAPAKTEPUCTUKAMU
COCTOSIHUS OPTAHU3MA

BaxHbIM acnekToM ucciefoBaHuil 66110 cCpaBHe-
HHME JIaHHbIX LIUTOT€HETHYECKOTO METONA C Pe3yiib-
TaTaMH, MOJYYEHHBIMH C MOMOUIBLIO APYTUX MOJXO-

IMHUTPHUEB, 3AXAPOB

JIOB K OLIEHKE COCTOsIHMS Oopranusma (3axapos H Ap.,
1996; Omutpues, 1997r). [Ins oTBeTa Ha BOIPOC O
TOM, CBSI3aHbl JIU OOHAapyXUBaeMble U3MEHEHHS LIU-
TOr€HETHYECKOrO rOMeoCcTas3a C W3MEHEHUEM oblLe-
IO COCTOSIHMSI OPraHU3Ma NPH CTPECCUPYIOLIEM BO3-
AEeHCTBUM, MPENCTABNAETCA BaXKHbIM NPOBEJCHUE Na-
pajsIENIbHOTO aHalHM3a C UCMNOJb30BAHMEM APYTHX
NOAXOMOB, XapaKTEpU3yIOIIUMX pa3Hble CTOPOHBI
(pYHKIMOHMPOBaHUs opraHu3ma. Tako# aHanu3 6bl1
MpOBENEH AN pbixkeil noneBku Clethrionomys glare-
olus na Cpepgneit Boare (okpecrHoctu r. Yamaes-
cka). [1pu 3TOM B IONOJHEHHE K LIUTOr€HETHYECKO-
My aHaiu3y ObUIM MCNOJNbL30BaHbl MOKa3aTeNy, Xa-
pakTepH3yIole MOPOreHETHUECKHI TOMEOCTa3 U
UMMYHHBIH cTaTyc opranu3ma. ®uykryupyroas ac-
CHMMeTpHs (HEeHanpaBlieHHblE pa3iuyus B 3HAUCHUH
MpU3HaKa Ha pa3HbIX CTOPOHAX Tesa) Oblia HCHOJb-
30BaHa KaK OCHOBHasi MOP(OreHeTHYECKas XapaKTe-
PHCTHKa CTaOMILHOCTH pa3BuTHs (3axapos, 1987;
Zakharov, 1994; Developmental homeostasis ..., 1997).
Hcnonb3yeMblil nokasaTenb CTaOMIBHOCTH pa3BH-
TUs (CpefIHssA YaCTOTa aCHMMETPHYHOIO NPOSIBJICHHUS
Ha MpHU3HaK) MOKa3all COrlacoBaHHblE U3MECHEHUS B
pANy HMCCIefyeMbIX TOYEK N0 MEPE YMEHbILEHHS 3a-
rpsi3HeHus: TeppuTopul (puc. 4, 6). IlonyyeHHble naH-
HbI€ CBHAETENLCTBYIOT O HapYLIEHHH CTaGUIBbHOCTH
Pa3BHUTHA B IByX TOUKAX HaUOOJIbIIEro 3arpsi3HEHHU.

Jlnsg xapakTepMCTUKM MMMYHHOTO CTaTyca GbLIO
HCINOJIb30BAaHO HECKOJIBKO TECTOB ((pyHKLHOHATbHAS
aKTHBHOCTb MaKpo(garoB — aKTUBHOCTb ¢pepMeHTa
5'-HyKkneoTupasbl; CIOHTaHHas nponudepauus neu-
KOLUTOB-CIJICHOLMTOB; peakuusi OnactTpancdop-
Manuu T- u B-knetok ¢ T- 1 B-MuTOoreHaMs — KOHka-
HaBalnMHOM A M nunoaucaxapupgom) (ITpouus u ap.,
1993, 1996a, 6). B kauyecTBe npuMepa 3eCh IPHBO-
AMTCSl OJUH U3 HUX — CIIOHTaHHas nponudepaTuBHas
aKTHBHOCTb CIUIEHOLIMTOB, KOTOpasi OTPaXaeT peak-
U0 1uMGOLUTOB Ha (paKTOPBl BHELIHEH CPEAbI.
ITpu BO3[EACTBUM HMMYHOAENPECCUBHBIX (aKTOPOB
CIIOHTaHHas NpoJiMgepaTHBHAs aKTUBHOCTb HHIHOU-
pyeTcsi. BbISICHUIIOCH, YTO 9KOJIOTHYECKHUE YCIOBUS B
TOYKAaX HaMOOJNBLIETO XHMHMYECKOrO 3arpsi3HEHHs
OKa3bIBalOT UMMYHOJENPECCUPYIOLIEE BO3EHCTBHE
Ha CNIOHTaHHbIA PONK(EpaTUBHbINA NOTEHLHAJ CILIe-
HOLIMTOB MBILIEBHIHBIX TPBI3YHOB (puc. 4, 8). Pe3ynb-
TaTbl OLCHKM COCTOSIHMSI OpraHu3Ma, NOJy4yeHHble
IPY UCNOJIb30BAHUM Pa3HbIX MOAXOAOB (LUTOreHeTH-
4YeCKOro, Mop(poJIorHyeckoro ¥ UMMYHOJIOTHUECKO-
ro), B LieJioM coBnafaT (puc. 4). 3TO roBOPHT O
TOM, YTO UHTOT€HETUYECKHI MOAXO MOXKET MCHOJb-
30BaThCsl B Ka4eCTBE HHTErPaJibHOW Mepbl Hapyuile-
HH#, XapaKTEPU3YIOLIMX HE TOJBKO LMTOr€HETHYEC-
KHi rOMeocTa3, HO 00lijee COCTOSTHHE OpraHU3Ma.
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Abstract—Cytogenetic homeostasis in natural populations under natural conditions and anthropogenic stress
was estimated according to the frequency of chromosome aberrations in somatic cells for six species of small
mammals. Cytogenetic homeostasis was disturbed under the stress effect of increased density during population
cycles, at the ecological periphery, and in the case of environmental chemical and radiation contamination. Cy-
togenetic homeostasis disturbances were related to changes in other indices of homeostasis, such as develop-
mental stability and immune status, suggesting the use of the cytogenetic approach for estimating the general

state of individuals in natural populations.

Key words: cytogenetic homeostasis, chromosome aberrations, natural populations of rodents.
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O6cyXnatoTcs OCHOBHbIE 3aKOHOMEPHOCTH MpOsiBieHHsT MOPGOIIOrHYECcKOil NONUBAPHAHTHOCTH pacTe-
HU# — pa3Hoo6pa3sue 6uoMopd, MyTH OHTOreHe3a, HapyleHusi MopgoreHesa. [Tonpo6GHO npoaHaNIn3Upo-
BaHO pa3HooGpa3ue GUOMOpPG CTEPXKHEKOPHEBBIX PAacCTE€HMil B Pa3UYHBIX KOJIOrHYECKHX YCIOBHAX.
CcdopMy1HpoBaHbl NEPCIIEKTHBHbIE HANPABJICHUA NabHEHILINX HCCAENOBaHMI.

Karuesbie caoea: monyasiiuu pacTeHHil, OHTOT€He3 pacTeHHI, TOJMBaPHAHTHOCTb OHTOreHe3a, Mopgo-

reHes, 6uomMopdni.

B Hacrosiiee BpeMst CyLECTBYIOT fiBa NOAXOAA B
MOHUMAHMHK HMHJAWBHMAYAJILHOTO Pa3BUTHUSl OpPraHM3-
MoB. Hepeko oHTOreHe3 orpaHu4MBaloT aMGpHore-
He30M. [Tpu TakoM y3KOM NOHMMAaHMU NOCTIEAYIOLINE
3Tanbl XKU3HU UHAMBMAYMA OCTAIOTCS 3a NpefeiaMu
OHTOr€He3a M COCTaBJSIOT IOCTOHTOrE€HETUYECKHM
(mocTaMOpHOHANbHBIA, MNOCTHaTalbHbIA) NEpHON.
9T0 — TPaJMLIMOHHBINA MOAXO, B OCHOBY KOTOPOrO
nerno npeacrasieHue J.I'ekkens: “OHTOrenus — uc-
TOpHA Ppa3BUTHsl 3apoapiia’. [Ipyras mmpokas
TPaKTOBKA 3TOrO MOHSATUS BKIIOYAET B OHTOIEHE3 H
CTaHOBJIEHHE (3MOpHOreHes), U NOCIEeAYIOLLYIO XH3Hb
OpraHu3Ma BIUIOTb JIO 3aBEpIEHHs 3TANOB Pa3BUTHS
B pe3yJbTaTe CTapeHusi U cMepTu. O4eBUHO, pa3iu-
4us B MOAXOfax pa3HbIX HcclefoBaTesied B 3HAYU-
TEeJLHON Mepe ONpPEAesIoTCd OCOOEHHOCTbIO 00 bEK-
TOB MCCJIEI0BaHUA, pa3HbIMH IPHHLUIIAMYU UX OpPraHH-
3aLUM: YHUTApHbIM — y OONBIUHHCTBA XUBOTHBIX U
MOJYJISIPHBIM — Y pacTeHHii, F[pHOOB M HEKOTOPBIX XKHU-
BOTHBIX (I'yOKM, TMAPOHABI, KOpPaJUlbl, MIIAHKN). Jlns
MOJYJISIPHbIX OPraHMU3MOB XapaKTepHa MOJISPHOCTD,
METaMEpPHOCTb CTPOEHMS Tejla M HEOrpaHHWYEHHbIN
poct (3ayronbHoBa u Jp., 1988; Buron u gp., 1989).

Ha ocHoBe HIMPOKOro NMOHUMaHUS OHTOTEHe3a
Pa6oTtHOB (1950) npenyioxKuy nepuofu3aluio OHTO-
reHe3a pacTeHui, B fAajJbHEHIlEeM CYLIECTBEHHO AO-
MOJIHEHHYIO M JI€TaJIbHO pa3paboTaHHy1O Y PaHOBBIM
(1975) u ero yuenukamu (LieHononynsiuuu. .., 1976;
OnToreHernyeckui ariac..., 1997, 2000; Gatsuk
et al., 1980). B HacToslliee BpeMsl B OHTOT€HE3€ pac-
TEHUH BbIACNIAIOT 4 nepHopa u 12 OHTOreHeTHUECKUX

IPaGora nopfepxaHa MunucrepctBoM obpasoBanus P®, Poc-
cuilckuM (POHIOM (PYyHAAMEHTANILHBIX MCCIEROBAHUM (TPOEKT
Ne 98-04-49294) u HayuHo# nporpammoii “®yHpaMeHTalbHbIE
MCCIIEIOBAHUs BbICILIEH LIKOJbl B 0OJACTH €CTECTBEHHBIX H
ryMaHUTapHbIX HaykK. YHuBepcuteThl Poccun” (nmpoekrt
Ne 015.07.01.42).

cocTosiHMiA. B OCHOBe mepHomu3alMu JIEXHT Npef-
CTaBJIeHHE O GMOJIOTMYECKOM BO3pacTe Kak COOCTBEH-
HOM BpEMEHM opraHu3ma. M3MeHeHusi, mpoucxops-
1I1€ B OHTOreHe3e, SIBISIOTCA BbIpaXKeHUEM Mpoliecca
MHIMBHAYaJbHOTO pa3BUTHs BO BpeMeHH. CrnenoBa-
TENbHO, TI0060€ OHTOIEHETHYECKOE COCTOSHHE MOX-
HO paccMaTpHBaTh KaK Mepy OMOJIOrMYecKOro Bpe-
MeHH. OHO xapaKTepHu3yeTcsi HabopoM MOPGOJIOrH-
YeCKHX MPHU3HAKOB-MapKepoB, HE NMPHUCYILUX Gojee
PaHHUM 3TanaM pa3BUTHs, 1 HCYE3HOBEHHUEM IPEXK-
HUX (MOJNIHOCTBIO MM 4acTUyHO). TakuM oOpa3oM,
OHTOr€HETHYECKHE COCTOSIHUA MOXHO paccMaTpu-
BaTh KaK Y3JIOBbIE MOMEHTBI Pa3BUTHs, OTIHYAOLLH-
ecsi 0COOEHHOCTSIMM MOp¢oreHe3a, onpeneleHHbIMHA
COOTHOILIEHHSIMH HOBOOOpa30BaHUS U OTMHPAHHA,
MOp¢0o6GHOTOTMYECKHMH MapKepaMH, crielu(UKOM
¢u3HOIOro-6HOXUMHYECKHX NporeccoB. I deKTHR-
HOCTb 3TOro NMOAXOAa MOATBEPXKAEHA B HACTOsLLUEE
BpeMs u3ydyeHueM oHToreHesa 6onee S00 BupoB ce-
MEHHBIX pacTeHui, 6onee 20 BUKOB MAaNOPOTHUKOB
(Ilopuna, 1981) u aByx BuUnoB numaiHuKoB (CyeTn-
Ha, XKykoBa, 1997; MuxainoBa, Bopo6eiuuk, 1999).

B 60-70-¢ rr. XX BeKa Ob11u OOHapy>KEHBI pa3iiny-
Hble MOU(UKALMH OHTOreHeTHYECKMX cocTostHmi (Ca-
O6unuH, 1963; LleHononmynsuum..., 1976; 3ayronbHoBa
u 1p., 1988). 310 siBNEHNE NONYYHIIO Ha3BaHHE MOJIHBA-
PHAHTHOCTH WHAMBHAYAIbHOTO Pa3BUTHs (IIONUBApH-
aHTHOCTb OHTOreHe3a). [TonuBapHaHTHOCTL OHTOrEHe-
32 OTHOCHUTCS KaK K OpraHM3MEHHOMY YPOBHIO (0CO0sIM
U paMeTaM), TaK M K CyOOpraHM3MEHHOMY — NOJTHBapH-
aHTHOCTb Pa3BUTHS OPraHOB, ISl KOTOPbIX XapaKTe-
peH MopdoreHes, HIH 4YacTHbIH  OHTOIEHES.
B Hacrosiiee BpeMsl NpemJIoXeHa KiaccuguKauus
Pa3HbIX NPOSBIICHUN NOJUBAPHAHTHOCTU OHTOTEHE-
3a, BbIIC/ICHbI [IBA HA/ITHIA: CTPYKTYDHBIA (THIbI:
pa3MepHbIi, MOpGOTOrHYECKH, CIOCOOOB pa3MHO-
KEHUS) ¥ MUHAMHYECKUH (THIbI: pUTMOJIOTHYECKUHI
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XYKOBA, I''lOTOB

Pnc. 1. PazHoo6pa3ne BapnaHTOB CTEPXHEKOPHEBON OGHOMOP(bI LBETKOBLIX pacTeHHH: / — OHOJIETHSAA CTEPXXHEKOPHEBast
6uomopda, cypennua o6bIKHOBeHHas Barbarea vulgaris R.Br.; 2 — nByJIeTHSsS WJIH MaJIONIETHAA CTEPXHEKOpHeBas 6HoMopda,
nacTepHak noceBHoM Pastinaca sativa L.; 3 — nByJIeTHsAA cTep>KHEKOpHeBasi 6MoMopa c 3anmacalolyM riaBHbIM KOPHEM, MOp-
KoBb Daucus carota L.; 4 — MHOroIeTHAs1 KOPHEBHLIHO-CTEPXXHEKOPHEBasi 6HoMopga ¢ KOMNAaKTHOH 30HON YKOPOYEHHBIX
MEX0Y3/THil, COXpaHAIoLasi IMaBHbIA NOOEr M rIaBHBIA KOPEHb 0 KOHIa OHTOTeHe3a, KyNbIpb JIECHOH Anthriscus sylvestris L.;
5 — “cpenHenucTHas” KOPHEBHIIHO-CTEPXKHEKOPHEBasi 6uoMopda, coxpaHsIoLIas IJIaBHbIH pO3eTOYHBIH nober 1 popMupy-
I0Lasi reHepaTHBHbIE NoOern 2-ro u 6oliee BLICOKMX NMOPSAAKOB, Kjesep jayroBoi Trifolium pratense L.; 6 — MHOroneTHAs
CTep>XXHeKOpHeBasi GHoMopda ¢ CHMIOANAILHOM CUCTEMON 3aMeLIaloIHX NO6GEroB, COXpaHAIOIas IJ1aBHbIA KOPEHb, KJIEBED
nyroBoii Trifolium pratense L.; 7 — MHOTONIETHAS KOPHEBHILHO-KHCTECTEP)KHEKOPHEBasi 6uoMopda co CMeIaHHbIM THIIOM
KOPHEBO# CHCTEMbI H COXPaHSAIOL{AMCS IIaBHBIM TOGEroM, MOROPOXHHUK JaHUeTHblil Plantago lanceolata L.; 8 — MHOrONETHAS
CTepXHEKOpHeBasi 6uoMopda ¢ OIHOIIaBbIM KayfieKcoM, xkabpuua nope3Hukonas Seseli libanotis (L.) Koch.; 9 — MHoroner-
HSAsl CTEpXKHEKOPHEBasi 6MHoMopa c MHOrOrJIaBbIM KayJIeKCOM, BacHIIeK LiepoxoBatbiit Centaurea scabiosa L.; 10 — MHOTOJIET-
Hsisl CTEpXXHEKOpHeBas KayfekcoBass 6MOMopca ¢ BepXHEpPO3eTOUYHBIMH MOOGEraMH, CHHETOJNIOBHMK DaBHHHHBIH Eryngium
campestre L.; 1] — MHOTOJIETHSSI KOPHEBHIIIHO-KMCTECTEPKHEBasi 6MoMopda ¢ paHHUM OTMHPaHHEM IJIaBHOI'O KOPHSI, HO CO-
XPaHsIOLas IIaBHBIN No6Oer, MONOPOXHUK JIaHUETHbIN P. lanceolata L.; 12 — nonuueHTpHYECKas JTMHHOKOPHEBHILHO-CTEPX-
HEeKOpHeBas 6uoMopda, monepHa cepnoBunHas Medicago falcata L.; 13 — MHOTONETH:As cTEpXKHEKOpHEBast 6uomopda, dop-
MHUpYIOLLasi KOPHEBbIe OTHPBICKH Ha [NIABHOM KOPHE, NOJOPOXHUK JaHUEeTHbIH P. lanceolata L.; 14 — MHOTOJIETHSAS NOSTHLIEH-
TPHYECKasi CTEPXHEKOPHEBasi 6uomopda, PopMHpYIOLIasi KOPHEBBIE OTIPLICKH Ha GOKOBBIX KOPHSX, 1[aBeJIeK Mablii Rumex
acetosella L.; 15 — crepxxHekopHeBass 6uomopda “nepekaru-nosie”, kayuMm Merenbdartbiit Gypsophila paniculata L., 16 —
paauaNbHO-ILIOCKast TOAYILKOBHIHAs CTePXHeKOpHeBast 6uomopda, cMosieBka 6eccrebenbHas Silena acaulis L.
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u TemnoB pa3puTusi) (XKKykoBa, Komapos, 1990; Xy-
KoBa, 1995).

Lene HacTOsALEH paboOThI — aHanU3 Mopdonoru-
YeCKO# NMOJMBAPHAHTHOCTU OHTOreHe3a B NPUPOLX-
HBIX MONYJIALMAX pacTeHul pa3Hbix 6uomopd. K Ha-
CTOSIIEMYy BpPEMEHH ONyOGJIMKOBAaHO [JOCTaTOYHO
MHOTO MCCJIE[IOBaHUH, MOCBSIICHHBIX 3TOH npobie-
Me y npeBecHbix (Uucrakosa, 1978; Ucromuna, bo-
romonoBa, 1991) u TpaBsiHucteix pactenuit (Lleno-
nonyJsumuH. .., 1976; 3ayronbHoBa u fip., 1988; XKy-
KoBa, 1995; HyxumoBckuii, 1997).

N3MeHenue >XU3HEHHOH (DOPMbI NPOUCXOOHUT Y
MHOTHX BHJIOB PAcCTEHMH NpEXJe BCEro B Ipouecce
MHAMBUAYyaNnbHOro pa3BuTHsA. [laxke JpeBecHble Ha-
YMHAIOT CBOIO XXKM3Hb KaK OIHONOOEroBbI€ TPABSIHHU-
CTble pacTeHus (3TO MPOPOCTKH, a peXe Y HEKOTO-
PBIX BHJIOB — U FOBEHUJIbHBIE), U TONBLKO Ha 2—3-1 roft
TNOSBJIAIOTCS OfPEBECHEBIINE NOGErn. DTO TUNHY-
HbIH XOJ] OHTOr€HEe3a, B NPOIlecCe KOTOPOro Ha TOM
HIIM MHOM 3Tale BKJIIOYaloTCs NporpaMMbl Mopgo-
reHe3’a OTAENbHbIX OPraHOB, B PE3y/IbTaTe MPOUCXO-
IUT cTaHoBJcHHE 6MOMOp(bl B HeiaoMm. OnHoBpe-
MEHHO 6oiee cTapble OpraHbl OTMHPAIOT, YTO MPH-
BOIMT K NMapTHKyNAUHU. B aTOM ciy4ae mpouecchbl
MopdoreHesa pa3BepTBIBAIOTCS B TEUYEHHE XH3HH
OTHIENILHOH paMeThI.

KpaiitHuM nposiBieHueM MOp¢OIOru4ecKon mno-
JHBapHAHTHOCTH SBJISIETCSI CMEHA >KU3HEHHOM ¢hop-
Mbl, MOSIBJICHUE B OJHOH MJIM B Pa3HbIX MOMYJISILHAX
pacTeHH#l pasHbix Ouomopd. KusHeHHast ¢opMa,
uni 6uoMopda, — BHEIIHUI OGJIMK B3pOCIIOrO pacTe-
Hus (CepeOpsikoB, 1964). OnHUM U3 SPKUX IPUMEPOB
TaKOro pofa sBIAIOTCA ONHCaHHbie YHCTAKOBON
(1978) 6uomopdsl nunsi cepaueBupnon Tillia corda-
ta Mill. ABTOp BbIIeNsAET OXHOCTBONIBHOE, HEMHOTO-
CTBOJIbHOE, MHOI'OCTBOJILHOE, KYpTHHOOGpa3ylolee
IEPEBO, AEPEBO-KYCT, (PaKyIbTaTUBHBIA CTIAHHHUK.

B coBpeMeHHBIX KaK MOpPQONOrH4ecKHX, TaK H
NONyJISIHOHHBIX HCCIENOBAHUSAX ONUCAHBI MHOIO-
YUCIEHHBIE NPHMEPBI MOJKOOHOro pa3HooOpa3us B
NONyNAUMAX TPaBSIHUCTBIX pacTeHud. HaubGonee
TNOJIHO B 3STOM OTHOLLUEHUH M3Y4YEeHBI CTEP>XKHEKOpHE-
Bbl€ TPaBAHUCTbIE NOTUKApNuKH. Mcnonb3ys cobeT-
BCHHbIE MaTepHalbl M JAaHHbIE JIMTEPATYypbl, HaM
yaajoch onucaTth 16 BapHaHTOB 3TOH XWU3HEHHOM
(opMbl, IpeAcTaBICHHBIX Ha pHC. 1.

Pa3zHOOOpa3ue BapHaHTOB CTEP>XHEKOPHEBON OH-
OMOp(bI LIBETKOBBIX PACTEHUI BBITJIAAMT ClEfylO-
MM o6pa3oM.

Bup Buomopdsi (cm. puc. 1)
Centaurea scabiosa 4,8,9,10
Chelidonium majus 2,4
Helichrysum arenarium 1,2,6, 12
Medicago falcata 4,6,9, 10,12
Pastinaca sativa 1,2,3,6,10
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Pimpinella saxifraga 4,5,6,9
Plantago lanceolata 4,7,11,13,14
P. major 5,7,9,10,11
Rumex acetosella 4,6,10,13, 14
Seseli libanotis 4,8, 10
Scabiosa ochroleuca 4,6,8,9
Taraxasum officinale 4,6,8,9, 10,13, 14
Trifolium montanum 6,8,9,11

T. pratense 1,2,4,5,6,8,9,11

MpunumanbHoe yucno 6uomMopd (aBe) B HACTOS-
1ee BpeMs 3aperiCTPHpPOBAaHO Y YHMCTOTENa GOJNb-
woro Cheledonium major L., makcumanabHOe (BO-
ceMb) — y KneBepa ayroBoro Trifolium pratense L.
Knaccudukauusi BbIfeIEHHbIX BADUAHTOB BO3MOX-
Ha IO pa3HbIM NPH3HAKaM:

1) AIMTENbHOCTh OHTOrEHE3a;

2) MOHOLIEHTPUYHOCTb, HESBHO- MJIM SIBHOIMOJH-
HEHTPUYHOCTH;

3) QIMTENBbHOCTb COXpPAaHEHHs [JIaBHOTO Nobera;

4) Bpems, cnocoObl HapaCTaHHMs M pa3pyLIeHHs
[J1aBHOTO KOPHS;

5) dopMHupoBaHHE NMPHAATOYHBIX KOPHEH M THI
KOPHEBOH CHCTEMBI (aJIJIOpH3HAs, aJUIOTOMOPH3Has,
TOMOpH3Has);

6) o6pa3oBaHMEe KOPOTKHX U JNJIMHHBIX KOpHe-
BHIIL;
7) HanM4HMe KayfeKca O{HO- HIH MHOTOIJIaBOro;

8) mepeHOC 30HbI KYIIEHHSI MM Kayfekca, obpa-
30BaHHE BEPXHEPO3ETOYHBIX, BEPXHENOJIYpPO3€TOU-
HBIX HJIM CPEJJHEPO3ETOYHbIX NOOETOB;

9) ocobble (PYHKIUH NOOETOBBIX U KOPHEBBIX
CHCTEM: 3allacaroliiii KoOpeHb, o6pa3oBaHHe nobe-
rOBO# CHCTEMBI B BHAE “NOAYIIKH~ HJIM “Iepeka-
TH-TIONSA”.

OcraHoBuMcst noipoGHee Ha GnoMopdax Kiese-
pa IyroBOro B pa3jH4HbIX KIMMAaTHYECKUX H IKOJIO-
rudeckux yciaoBusix (ITokposckas, 1976). B nyrosbix
(uTOLIEHO3aX IOXKHOH TalrM dYale BCTPevyarTcs
CTEp>KHEKOPHEBbIe 6HOMOPdBI C INIaBHbIM PO3€TOY-
HbIM I06eroM: MHOroJseTHHe (puc. 1, 4), MasoneTHue
(puc. 1, 2), onnonetHue (puc. 1, 1) u pexe — Kaynek-
coBble (puc. 1, 8, 9) pacTeHus1 C NONONHUATENILHBIMA
po3eTo4HbIMH noGeramu 2-ro nopsaka. Ha 3a6ono-
YeHHBbIX JIyrax NOSIBISIETCS MHOTOJIETHSS CTEpXKHe-
KopHeBasi 6MoMopda C CHMIOOUANLHOW CHCTEMOMH
3aMEIIAIOIIMX PO3ETOK MOCIEROBAaTENbHbIX MNOPS.-
KOB (pHc. 1, 6), a Tak>Ke MHOTOJIETHSASI KUCTEKOPHEBast
6uomMopda (puc. 1, /1), KOTOPYIO MOXHO paccMaTpH-
BaTh KakK KpailiHee NposiBIICHHE afanTauui K 3a6ona-
YHBaHMIO NOYBLI. B cTenHo 30He npeobiagaloT MHO-
TONETHSAS CTepXKHEKOpHeBas 6momopda (puc. 1, 5) ¢
PpacTAHYTBIM NpereHepaTHBHOM NIEPHOIOM H Omymie-
HHEM YEpelIKOB JTUCTHEB y PACTEHUI BCEX OHTOT€He-
THYECKUX COCTOSIHMIA U CTENHON CTEPXKHEKOPHEBOM
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MaJIONIETHHK (pHC. 1, 2) Cc paHHMM OTMHPAHHEM IJIaB-
HOro po3€TOYHOro nobera ¥ BbIMAJiCHUEM OTIEJb-
HbIX 3TaNoOB FEHEPAaTUBHOIO NepHofa. B TaexHoM 30He
10 CPAaBHEHHMIO CO CTENMHOM OTMEYAETCs YCHIIEHHE POJIH
MPUATOYHBIX KOPHEH M Ocl1abIeHHE CUCTEMBI IT1aBHO-
IO KOPH$, YTO CBHAIETEIILCTBYET O O0Nee aKTUBHOM Iie-
pecTpoiike MOpPQOCTPYKTYp M peanu3aliu JpYyroi
nporpammsl pa3sutus. [loatomy nponsickenue T. prat-
ense B CEBEPHBIX YaCTsIX €r0 apeajia MeHee IMMUTHPO-
BaHO, YeM Ha fore. TakuM o6pa3oM, pa3Hbie 6GHOMOp-
(b1 KJIEBEpa JIYTOBOrO MOI'YT BBICTYNIATh B POJIM UH[IU-
KaTOpOB KJIMMaTHYECKHUX YCIJIOBHUH.

Ha MaTepHKOBBIX JIyrax B NOJ30HE XBOHHO-IMPO-
KOJIMCTBEHHBIX JiecoB (2KykoBa, OcMaHOBa, 1999) B pe-
3y/lbTaTe NMPOBEAEHMS CPaBHUTEIBLHO-MOpgonoruyec-
KOro aHaJIM3a NOJ3eMHbIX OPraHOB MONOPOXHHUKA JIaH-
yetomuctHoro Plantago lanceolata L. BbIsSBJIEHO, YTO
0COOH 3TOro BHAAa MOTYT ObITh NPEACTABJICHbI MOHO-
LEHTPUYECKOH, HESIBHOMOIULIEHTPUUECKOH U TOJTULIEH-
Tpudeckoli OGuomopdamu. OmnucanHble GHOMOPQBI
HpHyPOYEHbBI K Pa3IMYHbIM 3AapHUECKMM YCIIOBUSM U
COCTABJISAIOT AAaNTaMOHHO-MOP(QOIOTHYECKMIA  Psf:
CTEpXKHEKOpHEBasl (Ha 1ec4aHoM cybcTpaTte) —= KO-
POTKOKOPHEBMIITHO-CTEPKHEKOPHEBas (Ha 11ie6He) —
— O[JHOpPO3€TOYHasi KOPOTKOKOPHEBHILHO-KUCTE-
KOpHeBasi (Ha 3aJlcpHEHHOH N0YBE) — MHOrOpo3e-
TOYHasi KOPOTKOKOPHEBHMILHAs (Ha Cylecu) —= Mo-
JHMUECHTPUYECKash KOPHEOTIPbICKOBAs (Ha CKJIOHE MPH
3aCbIllaHUM PACTEHHUM). ITO CBUAECTEILCTBYET O BHICO-
KOW BapuabeNbHOCTH JaHHOTO BUa M TMOATBEPXKAAET
HCKJIIOYHMTENIBHO BaXXKHOE afallTalliOHHOE 3HAUYCHUE
MOpPQOJIOrHYECKON TOJIMBAPUAHTHOCTH, O0ecreYuBa-
IOIIEH peaii3aLMio Pa3HbIX BAPHAHTOB ITOJIHOrO OHTO-
reHe3a reHeT M HEMOJTHOTO OHTOreHe3a paMeT nobero-
BOI'O M KOPHEBOT'O NPOHCXOXKAEHMUSI.

Taxkum o06pa3oM, NosiBJIeHHE LIXPOKOro Habopa
6uoMopd CBsI3aHO C pa3HOOOPa3HbIMH H3MEHEHUSAMHU
9KOJIOTHYECKUX CUTYalMil (3aTEeHEHHEM, 3aTOMICHH-
€M, 3aCbllIaHHEM MECKOM, YNJIOTHEHHEM IpYyHTa M
T.1.). [ToaToMy npesxHee npencTaBieHUe O TOM, YTO
ISl KaXHAOro BHMa CBOMCTBEHHa OfHA XH3HEHHas
¢opma, cripaBeIMBO JNHMIIL B HEMHOTHX CIy4asix
KpaiiHuX crnenuanu3auui (“nogymkn” uid “nepeka-
TU-TIONE” CTEPXXHEKOPHEBBIX TPaB).

MHorooGpa3ue XHU3HEHHbIX (pOpM onpefensieT u
MHOroo6pasue MyTeil OHTOreHe3a, 0COOEHHO B cliy4yae
CMEHBI THIIOB 6MOMOPdbI, KOTla MOHOLIEHTPHYECKast
61oMopda CTaHOBUTCS HESIBHO- WJIU SIBHOTIOJIULICHT-
puueckoil. Hanpumep, pyid nepxeHdenbauy U3BHIUC-
to#l Lerchenfeldia flexuosa L. (XKykoBa, 1979) 6bu1n
OnucaHbl iB€ 6MOMOp(BI: Ha cCeBEPHBIX BbIpyOKax —
MOHOLIEHTPUYECKAst MM HESIBHONOJIHULICHTPHYECKAs
IUIOTHOJIEPHOBHHHAs! — U IOl NIOJIOOM COCHOBBIX Jie-
COB — MNONMLEHTPUYECKAsi CTOJOHHO-IUIOTHOAEPHO-
BHHHas (puc. 2). Pacrenns kaxno# 6uoMopdnl ocy-
LIECTBIISIOT CBOM ITyTh OHTOreHe3a, OTIMYAIOLHUHACS U
RJIHTEIBHOCTBIO M CTENEHbIO OMOJIOXKEHHS paMeT,
CMEHSIIOLIMX [PYT Apyra B NONYJISALMOHHOM MIOTOKE.
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He MeHee BaxkHble MOCHENCTBUS [AJISl MOMYJISLM-
OHHOM XM3HU PACTEHUIl CBA3aHbI C OCYIIECTBIICHUEM
NapTUKYJISLMM Ha pa3HbIX 3Tamax OHTOreHe3a.
Y nepHOBMHHBIX 371aKOB — €XH cOopHoit Dactylis
glomerata L., oBcanuupl nyroBoit Festuca pratensis
Huds. (EpmakoBa, XKykosa, 1985), myuku Des-
champsia caespitosa P.B. (XykoBa, 1995) — napTuky-
TS IPOMCXOAUT B CTAPOM Fr€HEPaTUBHOM U cybOce-
HHJILHOM COCTOSIHUSIX, KaK IPaBMNO, 6€3 OMONOXe-
Husi pameT. OOHAKO B psfie CJIyyaeB BO3MOXKHbBI
PEBEPCHH 10 BUPTHHIJIBHOTO COCTOSIHMS, €LIe pexe —
o oBeHuJIbHOro. Ilogo6Has nabunabHOCTL NMOBeENe-
HUSl paMeT ONpefieNisieT NTUTENbHOCTb KU3HU LIEHO-
HOMYJISALMA, CKOPOCTb CMEHBI 3TANOB €€ pa3BUTHUSI.

Hpyro# acnekT MOpgOI0ruyecKon NoJIMBapHaHT-
HOCTH — YBEJIMYEHUE YUCIIA MOOEros, CrAlUX MouYeK
WIIK 3QJI0KEHUE U Pa3BepThIBaHHE MPUAATOYHBIX MO-
YeK Ha KOPHSAX, KOPHEBHIAX WIM Kaylekcax. ITO
NPUBOJUT K MOSIBJIEHHIO MHOTOPO3€TOYHbIX CTEPKHE-
KOPHEBBIX, KayJ€KCOBbIX, KOPOTKOKOPHEBUILHbBIX H
KHCTEKOPHEBBIX PACTEHHUH M psifia epeXOoiHbIX GOpM
(puc. 1) (OHTOreHeTuyeckui atiac ..., 1997, 2000), a
TaKKe€ K BOSHUKHOBEHHUIO (paKyJIbTaTUBHOM KOPHEOT-
NIPbICKOBOCTH: HallpUMEP, Y CTEP>KHEKOPHEBBIX MOJIU-
KapIUKOB — OlyBaHYMKa JieKapcTBeHHoro Taraxacum
odfficinale L. (EpmakoBa, 1990), nonepHbl cepnoBua-
Hoil Medicago falcata L. (CHarosckas, 1965) u kopoT-
KOKODHEBHIIIHBIX TPaB, B TOM YHCJIE NMOJOPOXHHUKA
naHgeTonuctioro (XKykosa, OcMaHoOBa, 1999).

Heckonbko uHyI0 MOpPQONIOrHYECKyl0 NpPHPORY
HMeeT (pOpMUPOBAHUE CTOJIOHOB HITH JIOXKHOION3YUHX
KOPHEBHIL] Y HEKOTOPBIX 371aKOB. Tak, y jepxeHgenb-
IMH M3BWIMCTON M JIYTOBUKA [EPHHUCTOTO BO3MOXHO
yIVIMHEHHE 1-3-TrO HIDKHMX MEXMOY3JIHMil PO3eTOYHbIX
no6eroB 1 NpeBpalLEHUE NOCJIEIHUX B BEPXHEPO3ETOY-
HbIE WIH BEPXHENOIYPO3ETOUHbIE, YTO MPUBOAMUT K 1O-
SIBJICHUIO CTOJIOHHO-JIEPHOBHHHOM GHOMOP(bI HESIBHO-
WIH SIBHOTIOIMLIEHTPUYECKOH, ONpENensIomeid HHoH
cnoco6 3axBaTa M yAep KaHus TEPpUTOPHH JaHHOH Lie-
HONOMYJISALMH. AHAJIOTHYHYIO KAPTHHY MOXHO HabJto-
AaTh y NMOAOPOXKHHUKA OOJNBIIOro, NOPaKEHHOTO MyY-
HHCTOI pOCOH, NPH 3TOM €ro po3eTOYHbIE NOOErH npe-
BpalLlalOTCsl B CpefiHe- U BepxHepo3eTouHble (2Kykosa,
IllecrakoBa, 1995). He MeHee BakHble NOCJIENCTBHUA
BbI3bIBAET U3MEHEHHE LIMKIMYHOCTH noberos. Ha ny-
rax pek Ok#, Yrpb! # CoNOTYH NpH MHOTOKPATHOM Ce-
HOKOILEHUH OTMEYaJIOCh MpeBpallieHUe MOMHLEHTPH-
YECKHMX MOOETOB B TPU- WM JULMKIMYECKHE Y TaKUX
3]1aKOB, KaK €Xa cOOpHasi ¥ OBCAHUIIA, [IPH 3TOM IIPO-
AOJDKMTENBHOCTb OHTOr€HEe3a COKpalliaiach.

B TO e BpeMs y pbIXJIOlE€ pHOBUHHBIX PacTEHHI C
MOHO- M JMLHUKINYECKHMMHU NoGeraMu BO3MOXKEH Ie-
pexof K NOJULMKIMYHOCTH. DTO OTMEYEHO Yy ocobei
AYLIKMCTOrO Kosiocka Anthoxanthum odoratum L. (Xy-
KoBa, 1995) B Kapenuu u Hpkyrckoit obnactu.
CnencTBueM YBEJNHYEHHUS LUMKIMYHOCTH NOGEros,
KakK NpaBuUio, ABiseTcs U 6osee JIUTENBHOE CyIlie-
CTBOBaHHE PaMeT, a Takxke 6osee MeAJeHHble Mpo-
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Puc. 2. BapuanTsl oHTOreHesa Lerchenfeldia flexuosa L.: a — nnoTHONEpHOBHHHAs, 6 — MOJMLEHTPHYECKAs A€PHOBHHHO-

cTosloHoo6pa3ytoiias 6uoMopgbI.

P — IPOPOCTKH, j — FOBEHHJIbHbIE, im — UMMaTYpHbIE, V — BAPTHHUIIbHBIE, g1 — MOJIOAible FeHEPAaTUBHbIE, g, — 3pelible reHepa-
THUBHBIE, g3 — CTapble FeHEPaTHBHbIE, S5 — CyOCEHNIIbHBIE, S — CCHUIIbHBIE; | — 3apOofbILLIEBblil KOPEHb, 2 — PO3eTOYHbIN NoGer,
3 - koneonTuie, 4 — JTMCT IOBEHHJILHOTO THNA, 5 — CTapLUMil IUCT, 6 — JIUCT B3POCIOro THNA, / — reHepaTUBHLIA nober, 8 —
CTOJIOHHO-TIONYPO3€TOYHBIH NoGer, 9 — CTONIOHHO-PO3eTOUHbIH Nober, /0 — cTapble 30HbI KyleHns, /] — oTMepumii noGer,

12 — npugaToOYHbIE KOPHH.

necchl pa3sBUTHS M pa3pylleHHs ACPHOBHHBI. OTO B
CBOIO OYepedb ONpefeNsieT BpeMsl MapTUKYIALUH U
(OopMUPOBaHHS KJIOHOB, UX CTPYKTYPY U IUHAMHUKY.

JIro6ble OTKJIOHEHUS OT NporpamMm MopdoreHesa
NPUBOAAT K MOp(osiornyeckuM MoaudUuKanusM U
MOTYT OBbITh MpEACTaBjeHbl M3MEHEHHEM (OpMBbI,
Kpasi, BEpXYLIKH, OCHOBaHUS U CTENEHU pacyJIeHEeHUs
JUCTOBOYM TUIACTMHKH, XapaKTEpPOM JIUCTOPaCNoJo-
KEHHs, YBEJIMUEHUM YHUCJIa 3JIEMEHTOB FeHepaTUB-
HbIX OPraHOB JAaHHOTO BH/A, UX CPACTaHMS, PacTsXKe-
HHS OCEBOM YacCTH LIBETKa MJIM COLBETHS, BUIOH3ME-
HeHHeM (opMbl U IBETa 3JIEMEHTOB I[BETKA, HX
penykuuu u T.1. Maciitadbl MogudUKalLuil pa3innd-
HbI: OT U3MEHYMBOCTH Kpas JIUCTA, OKPACKH JIENECT-
KOB 10 CMEHbI XapaKTepa JUCTOPACNONOXKEHHUS, TH-
na no6era, ero HMKJIMYHOCTH, NEPEHOCA 30HBI KYIIIe-
HHA, MOSIBJICHUS MPUJIaTOYHbIX MOYEK WIH KOPHEH U
MeTaMOpP(HU3UPOBAHHBIX BEreTaTHBHbIX OPTraHOB.

Ecnn nepeuncnenHbie MopuguKanuum cOXpaHs-
I0TCS Ha NPOTSXKEHUH HECKOJIBKHX 3TAanoOB MH[MBH-
AyaJbHOTO pa3BUTHs, TO Mbl UIMEEM JIeJI0 C MOpdo-
NOru4ecKOi MOJMBApUAHTHOCTbIO OHTOreHe3a. [lng
XapaKTepUCTUKH NONyJNsUui Haubonblliee 3HaUYEHUE
HMEIOT TaKHe ciiy4au MOp¢oNoru4eckoi NoJiuBapu-
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aHTHOCTH, KOTOpPbIE€ MOTYT U3MEHUTD NOMYJISALIMOHHbIE
napaMeTpsbl. Tak, Ha puc. 3 NoKa3aHbl CIyYyaH HOsBIIE-
HHs1 MyTOBUYATOTO JINCTOPACNONOXKEHUs Ha noberax Ba-
JiepuaHbl iekapcTBeHHou Valeriana officinalis L. (Bme-
CTO TUIIUYHOTO CYNPOTUBHOTO) M PEAyKUMS MapakJia-
pueB couseTuil. CrneAcTBHEM ITHX MopuduKalmii B
nepBoM cilyyae 6yneT yBeJaMueHHe JIMCTOBOH MOBEpX-
HOCTH ¥ 6MOMacchl, a BO BTOPOM — COKpaIlleHUE CEMEH-
Hoit npoaykTuBHOCTH (Unmromeukuna, 1998).

Bonee Mmenkue nposBieHus Mopgoaoruyeckoi
U3MEHYMBOCTH B BEreTaTUBHOH M TIeHEpaTHBHOH
cpepax BCTPEYAIOTC y TPaBAHHUCTBIX pacCTeHHH
60NBIIMHCTBA XXM3HEHHBIX (POPM B pa3HbIX CHCTEMA-
THYECKHMX TaKcOHax. [Ins BajepuaHbl JIEKapCTBEH-
HOMH, CUHIOXH roy1y60ii 3TO NOgPO6GHO ObLIO H3YYEHO
HNmomeukunont (1998), pns cegMUYHHKA €BpONEi-
ckoro Trientalis europaea L. — Ilonsucko# (1999).
MakcumanbHasi 4actoTa MOpP@OJOrH4eckoro 6uo-
pa3Hoo6Opa3us 3apeructpupoBana y V. officinalis n
CEIMUYHMKA €BpONENCKOro B MOJIOJOM IeHEpaTHUB-
HOM COCTOSIHMM, MHHMMAaJIbHasi — B CTApOM reHepa-
THBHOM. DTO MPEANONOXHUTEJILHO CBA3aHO C PAHHUM
OTMHpaHHeM ocobeill ¢ MOp(OJOrH4ECKMMH aHOMa-
JIUSIMH, YTO NOATBEPXKIAIOT paHee MOJIyYeHHbIE JaH-
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Prc. 3. Mopdonornueckas nonuBapnanTHocTh V. officinalis L.: | — o6mmit BUR conBeTHs; 2 — paclolOXKeHNe NapaKiafieB
1-ro nopsnka; 3 — pacnoyioXXeHHe napaxjanaues 2-ro 1 60jee BLICOKMX MOPANKOB; 4 — HOPMaJIbHOE, CyNPOTHBHOE JINCTOpAC-
NOJIOKEHHE, 5 — CYNPOTHBHOE JIMCTOPACNIONOXEHHE, CDACTaHHE OCHOBaHMIl YePELIKOB JIUCTHEB, 6 — YKOPOUEHUE MEXAOY3IIHs,
MYTOBKA M3 YEThIPEX JHCTbEB; 7 — MyTOBKa U3 TPEX JIUCTbEB; 8, 9 — pEAYKLMS OHOTO U3 JIUCTbEB B CYNPOTHBHOM JIHCTOpAc-

nonoxeHuu; /0 — ouepeHOE MHCTOPACTIONIOXKEHHE.

HbIE 1O psifly BUIOB CEM. IEPBOLUBETHBIX: Lysimachia vul-
garis L., L. nummularia L., Primula veris L. (XykoBa,
1995). [1ns BanepuaHbl JeKapcTBEHHOM JOKa3aHa 1oJIo-
>KUTeNIbHas Koppensaius QPeHOTHITYECKON H3MEHYNBO-
CTH BEreTaTUBHBIX U F€HEPaTHBHBLIX OPraHOB BO BCEX
OHTOreHETHUYECKHX IPYINax reHEPaTHBHOT'O NEPUOIA.

KymynsatuBHbIA 3¢ ¢eKT pa3iuUHbIX IKONIOTHYEC-
KHX (aKTOPOB, BbI3bIBAIOILHUX 3arpsi3HEHHE BO3MYLI-
Horo 6acceiiHa ¥ NOYBbI, IPUBOJHUT K PE3KOMY YBEIIH-
4yennio (no 80%) vacToTsl NposBiIeHUA MOPGOIOTH-
YecKOH NONMBapUaHTHOCTU oHTOreHesa V. officinalis.
He6naronpusiTHble KTUMaTHYECKHE BO3ICHCTBHUS BbI-
3bIBalOT NOAOO6HBIN 3¢pdekT. B TO ke Bpemst B akon0-
TMYECKH YACTBIX MECTOOOUTAHMSIX M NPU ONTHMAlb-
HBIX MOTOJHBIX YCIOBUAX MOP(OJIOrHyecKas nojnsa-
PMaHTHOCTb Y 3TOTO BHAA MOJHOCTBIO OTCYTCTBYET

UM KpafiHe pepika. TakuM o6pa3oM, pa3inyHble Npo-
SIBJIEHUSI 3KOJIOTHYECKOT0 CTpecca BbI3bIBAIOT NMOAb-
€M ypOBHs1 BHYTPHIIONYJISIUMOHHOTO pa3HOOOpa3usl.

[anbHelee u3yyeHne MopgoI0rH4ecKon nosu-
BapUAHTHOCTH MO3BOJIMT MOJOWTH K PELICHHUIO psifa
3aiay nonyasuMoHHOM 6nonorun pacrtenuit (I'nmoros,
XKykoga, 1995):

1) oueHuTH MUKpOTreorpacduyeckoe pacnpepenie-
Hue 6noMopd U HapylleHHi MOopdoreHesa B mpefe-
JlaX TEpPUTOPHH, 3aHUMAEMOH MONYJISLMEN B CBSI3H C
HEOHOPOHOCTbIO Cpefibl OOMTaHHs Mo 3paduyec-
KHM, (PUTOLEHOTHYECKHM YCIIOBHSIM M T.IL.;

2) OLEHUTH CTENEHb U XapaKTep TreHeTHYEeCKOW
AeTEepMHHAIMM Pa3UYHbIX OMOMOpP( M HapylLIeHHUH
Mop¢oreHesa; B KaueCTBE METOJUYECKH BaXKHOTO
HOAX0Aa 34€Ch MOT'YT ObITh UCCIIEROBAHbI BET€TATUB-
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HOMOJBMXKHbIE BHU/bl C HMACHTU(HKALHMEH KIOHOB
npu nomoru 6enkoBbix U [THK-mapkepos;

3) oucHMTb BKJIaj pa3Hblx 6uoMopd U Hapyiue-
HUil MopdoreHesa B clefylollee NOKOJEHHE B pa3-
HBbIX 3KOJIOTHYECKHUX YCIIOBHSIX, T.€. BBIABUTH HX POJb
B paMKaXx KOHILIENLUH NPHCIIOCOGIEHHOCTH.

Asmopbt  6aaz00apam T'.O. Ocmanosy u
H.B. Haroweukuny 3a npedcmaeneHHble mamepua-
abi; T.B. Heanosy, H.B. Coaoevesy u U.B. lllusyosy —
30 MEXHUHECKYIO NOMOUWb NPU 0P OPpMAEHUL CIAMBbUL.
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Morphological Polyvariance of Ontogeny in Natural Plant Populations

L. A. Zhukova and N. V. Glotov
Mari State University, loshkar-Ola, pl. Lenina 1, 424002 Russia

Abstract—The main patterns of expression of the morphological polyvariance of plants are discussed: diver-
sity of biomorphs, pathways of ontogeny, and disturbances of morphogenesis. The diversity of biomorphs of
tap root plants in different ecological conditions has been analyzed in detail. Promising directions of future

studies have been formulated.

Key words: plant populations, plant ontogeny, polyvariance of ontogeny, morphogenesis, biomorphs.
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CrpyKTypHble NPU3HAKH NMOOEroBOii CHCTEMBI 1 COLBETHS SIBJISIOTCSA BaXKHERILIUMU MOP(OJOrHYcCKUMH
NpU3HaKaMH, JIEXKalMMH B OCHOBE CHCTEMATHKHU pacTeHHil. B jaHHOM 0630pe npHBeacHbI CBEAECHKS 00 UC-
ClIE[[OBAHUSIX FE€HETUYECKOTO KOHTPOJs MopdoreHe3a nobera y MOAEIBHOTO PACTHTENBHOTO OObEKTA
Arabidopsis thaliana. i nccnefoBaHUsA MO3BOJIWIM BbISIBUTH HEGOJIBIIYIO IPYNNY F€HOB, OTBEYAIOIIMX 33
OCHOBHbIE TAKCOHOMHYECKHE MPU3HAKH CTPYKTYphbl nobera y gaHHoro Bupga. KinonnpoBanue 3THX reHOB
OTKPBIJIO BO3MOXHOCTH JJIsi HalpaBJIE€HHOrO MOUCKa FOMOJIOTHYHBIX T€HOB Y NPYIMX BHAOB PAaCTEHUM.
CpaBHUTENIbHBIH aHAaTU3 CTPYKTYPbl NO6GEroOB U U3yuyeHHe (PyHKIMH M OCOOEHHOCTEN IKCIIPECCUH ITUX Te-
HOB Y pa3HbIX BHAOB PAcTEHUI NOATBEPKAAIOT NOJIOXKEHHE O TOM, YTO B OCHOBE MOP(OJOrHYeCKOH 3BO-
JIOLUH PAaCTEHHH MOTYT JieXKaTh U3MEHEHHs XapaKTepa 3KCNPECCHH €MUHUYHBIX PEryIsiTOPHbIX T€HOB.

Karouesbie caosa: aBomonus pa3BUTHS pacTeHHH, reHeTHKa MopdoreHe3a nobera.

Bo3HukHOBeHME MEXBHMAOBBIX Mopdgosoruyec-
KHX pa3iu4uii — PyHAaMEHTaNbHbIA BOIPOC IBOJIIO-
oHHO¥ 6Honorun. JIio6oe u3mMeneHue MOpQONOrHu
pacTeHu# HEpa3pbIBHO CBSI3aHO C M3MEHEHWSIMH IIpO-
[IECCOB pa3BUTUS H, CJIEAOBATE/IBHO, C M3MECHECHUAMH
€ro aflalTUBHBIX CBOMCTB. Kakue reHeTHUECKHE U3Me-
HEHH JIeXaT B OCHOBE MOP(OIOrHyecKoi 3BOMIOLMI
pacrennii? OTBET Ha 3TOT BOIPOC MOT Obl NO3BOJIUTh
HPHUCTYNIUTDb K CO3aHUIO FEHETHYECKUX MOoJiesIel Mop-
conoruyeckoil 3BONIOLUH. YCreXyu FeHeTHKU pa3BH-
THS1 PACTEHUH ¥ MOJIEKYJISIPHOM T€HETHKH B NTOCTIE[IHHAE
5-10 neT o6yciOBIIN BO3MOXHOCTD NOSIBIEHUS] HOBO-
rO HanpaBJICHUs] HCCIIEOBAaHMI B 3BOJIOLMOHHON OHO-
JIOTMH, KOTOPOE MOJYYWIO Ha3BaHHE 3BOJIFOLMOHHOM
FEHETHKH pa3BUTHA. JTO HaNpaBJICHHE, MCIONb3YIO-
1iee JaHHbIE CUCTEMAaTHKH, CPaBHUTENIBHOH MOpdOoo-
TMM pacTeHHH, FE€HETHKH Pa3BHTUSI M MOJIEKYJISIPHO-
(bHIIOreHETHYECKOTO aHAM3a IeHOB, KOHTPOJIMPYIO-
UMX Opouecchl MOpgoreHe3a, M3y4aeT reHeTHYeCKUue
MeXaHU3Mbl, KOTOpbIE MOIJIH JIEXaTh B OCHOBE MOp(po-
JIOTUYECKOH 3BOJIOLMU PAaCTEHHUH, U MO3BOJSIET OLCHU-
BaTb BO3MOXKHYIO POJIb BbISIBIIEHHBIX H3MEHEHUI Morie-
KYJISIPHO¥ CTPYKTYPbI F€HHBIX CEMEHCTB B BOZHUKHOBE-
HUM OInpefeeHHbIX M3MEHEHMUI ¢enoTHna.
KoHdepeHipm, nocesiueHHble NpobieMe 3BOIOLMH
Pa3sBUTHS, YBEIMYMBAIOLIEECS YMCIIO MyOMuKanmii, OT-
KpbITHE B 1999 I. HOBOrO XXypHasia ‘“JBOJTIOLMs U pa3BH-
THe” (“Evolution and Development”) cBHie TEILCTBYIOT O
OYPHOM Da3BHTHH MCCIIEJOBAHMI B 3TOM HallpaBJICHHH.

B 3BomonMOHHOR OHONOrHH OTHHUM M3 OCHOBHBIX
SIBJISIETCS BONPOC O TOM, CBSI3aHbl JIM 3BONIOLUOHHBIE

! Pa6ora nopnepxkaHa Poccuiickum ¢oHnoM pyHIaMEHTaNBbHBIX
uccnenoBanuit (npoekt Ne 01-04-49191), PenepanbHoii nene-
Boii mporpaMMmoi “HMHrterpauusa” (mpoekt N 2.1-A0075) u
rocygapcrBeHHoil nporpammoii “HayuHble wkonsl” (MpoekT
Ne 00-15-97791).

H3MEHEHMsI C NMOCTENEHHbIM HaKOIIEHHEM MYTaliu-
OHHBIX HU3MEHEHUH MHOTHX '€HOB, KaXJ0€ U3 KOTO-
pbix o6nafiaeT MUHMMaNIbHbIM (PEHOTHNUYECKUM 3-
¢eKTOM, UM OGYCIOBIEHbl MyTAalLMSIMH OTHEIbHBIX
IEHOB, CONMPOBOXJAIOIIMXCS CYIIECTBEHHbIM H3Me-
HeHueM Mopdonoruu. O6CyXaeHue 3Toro Bonpoca
10 MOCJIeJHEr0 BpeMEHU HOCHIIO B OCHOBHOM Teope-
THYECKHMIl XapaKTep, U MHEHHs IO 3TOMY BOMNpPOCY
MHorokpatHo MeHsauch (Doebley, Lukens, 1998).
I'maBHBIM apryMEHTOM CTOPOHHMKOB TMOCTENEeHHbIX
npeoOpa3oBaHuii SBISUIOCh YTBEPXKAEHUE O TOM, 4TO
MYTaLlUH F'eHOB, BbI3bIBAIOIIIME 3HAYUTEILHbIE H3MEHE-
HUs1 peHoTUna (‘‘CHCTEMHbIE MyTaLUUK ), JOJIKHBI CHH-
3KaTb XHU3HECTIOCOOHOCTD U IIOIOBUTOCTD M 3JTAMHHH-
pOBaThCs CTaOMIU3UPYIOLIUM 0T60opoM (Maiip, 1974).

OpHako KcclefOBaHUs MOCIEHUX JeT NOKa3anu
pealbHOE CYyLECTBOBaHHME NMPOAYKTHBHBIX ‘‘MHOrO-
o6emjaromux yponos” I'onbammugra (Goldschmidt,
1940). [JocTukeHue 3HAYMTEJIbHbIX, HO HE CHHXXAlO0-
LIMX >KH3HECNOCOOHOCTh M3MeHeHHMH (eHOoTHna, a
3HAYMT, U KapAMUHAJIBHBIX U3MEHEHHH >KH3HCHHOM
CTPaTEeruy MOXHO IOCTHYb 33 CYET U3MEHEHUs efii-
HUYHBIX PEryJsATOPHbIX FTEHOB, KOTOPbIE YIPABJSIOT
MHOTHMMHU CTPYKTYPHBIMHU Fr€HaMH, IpUyeM Haubosnee
NEPCNEKTHBHBI MyTaLMH, BEAYILME K U3MEHEHHIO Xa-
pakTepa aKcnpeccHu. Tenepb 3TO MONOXKEHUE, KOTO-
poe TeopeTHYecku Hanbosiee NonHO 0O6OCHOBAHO B
ony6nukoBaHHON paHee pa6ote (Doebley, Lukens
1998), nony4ywsio aKCnepHMEHTaNIbHbIE MOATBEPK/E-
HUA. Y 6euTeNnbHbIe MPUMEPHI *‘CYaCTIIMBBIX YPOHLEB”,
NOJXBa4Y€HHBIX UCKYCCTBEHHbIM OTOOPOM, OMUCAHBI Yy
KYKypy3bl, MiieHuupl. Tak, HanpuMep, yCTaHOBIEHO,
4TO KOMIUIEKC HauGoJee UEHHBIX MPU3HAKOB KYKYypY-
3bl, OTVIMYAIOLMX €€ OT JUKHX copoanyei, 06ycaoB-
JIeH M3MEHEHHSIMH €MHUYHbIX PEryJlsTOPHbIX re-
HOB TEOSINTE GLUME ARCHITECTUREI (Dor-
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weiler, Doebley, 1997) u TEOSINTE-BRANCHED!
(Doebley et al., 1997; Wang et al., 1999). KapnukoBblie
copTa MIUEHULBbI U KYKYpPY3bl, COBEPLIHMBLINE ‘‘3eje-
HyI0 PEBOJIIOLHUIO”, UMEIOT CXOfHbIE T'€HETHYECKHE
H3MEHEHHs] B OPTOJIOTUYHBIX reHax Rhtl u Rht2 (me-
nuua), D8 u D9 (KyKypy3a), KOQHPYIOLIMX TPAaHCKPHII-
1oHHble akTopsl (Peng et al., 1999). ITo-Buaumo-
MY, H €CTECTBEHHBINl OTOOP B XOJie 3BOJIOLUMH MOP-
donorudyeckux CTpyKTyp TakKe MOT ONepHpoOBaTh €
pEryissTOPHbIMM F€HaMHM M OTOMpPaTh MyTalUH, W3-
MEHSIOIIME XapaKTep UX sakcnpeccud. B o63ope Mbl
NoCcTapaeMcs MOKa3aTh NEpPBble YCNEeXH, NOCTUTHY-
Thl€ 9BOJIIOLMOHHON F€HETUKOM Pa3BUTHS B MOMCKAX
TEHOB, KOTOPbIE€ NOTEHLHAIbHO MOTJIU JIEXAaTh B OC-
HOBE 3BOJIIOLMOHHBIX NpeoOpa3OBaHMil OCHOBHBIX
MOpGONIOTHYECKUX NPU3HAKOB PaCTEHUH, COCpeno-
TOYMBIIMCH Ha NIPH3HAKaX CTPYKTYphl nobera.

I'EHBI, KOHTPOJIIMPYIOIINE
CTPYKTYPY ITOBET A

Bech Luki pa3BUTHS NOGErOBOM CHCTEMbI TPaBS-
HUCTBIX paCTE€HMH MOXKHO Pa3[ieJIUTh HA HECKOJILKO
CTafiMil, KaXKAblA BUJ MOXET IPOXOAUTH TOJBKO He-
KOTOpbI€ U3 HHX.

1. BeretaTHBHas cTaiusi, KOTOPYIO MOXHO pa3fe-
JUThb Ha [IBa 3Tana: a) pa3sBUTHE PO3ETKH: MEXOY3-
sl COKpAILIEHbI, JJaTepalibHble MEPUCTEMBI pPa3BHBa-
I0TC KaK BEre€TaTHBHbIE (XapaKTepHa [Jisl pO3€TOY-
HbIX pacTeHMit); 6) pa3BMUTHE BereTaTUBHOH 4YacTH
crebiis (y pO3€TOYHBIX PaCTEHH — LIBETOHOCA): Jia-
TepajibHble MEPUCTEMbl pa3BHUBAIOTCH KaK BEreTa-
THBHbIE, 00pa3ys NapakiaguH, MeXHOYy3Jus JIHH-
Hble (IIPUCYTCTBYET Y OONBLIIMHCTBA PaCTEHHUR).

2. Craaust GOPMHUPOBAHHUS COLBETHS: JIaTePAIbHbIE
MEPUCTEMBI pa3BUBAIOTCS KaK (JiopabHbIE, IPHLBET-
Hbl€ JIACTbS MOTYT PEAyLUpOBaTbCsl (IIPHCYTCTBYET Y
BCEX PaCTEHMH, pa3BUBAIOLLHX JIATEPAIbHbIE LBETKH).

3. Cragust popMHUpOBaHHS TEPMHUHAIBHOTO LIBET-
Ka: JINCTOBbIE Na3yXH HEaKTHUBHBI, JIUCTbS pa3BUBa-
I0TCS KaK OpraHbl IBETKA, pa3BUTHE TEPMHUHAIBHON
MEpPHCTEMBI OCTAHABIIMBAETCS, U3 €€ OCTAaTKOB (op-
MHpYyeTCcsl THHeLEeN.

MopenbHblil reHeTHYEeCKUH OO'BEKT pe3yXOBHKa
Tans, Arabidopsis thaliana (L.) Heynh., sBnsercs po-
3eTOYHBIM pacteHueM U3 cemelictBa Cruciferae n
(dhopMHpPYET cOLBETHE B BUJE OTKPHITOH 36paKTe03-
HOHW KHCTH, XapaKTepPHOE 151 60JIbIINHCTBA NPEACTa-
BUTEJIEH 3TOrO CEMENCTBa, T.€. pacTeHus A. thaliana
NPOXOAST BCE CTaflMU pa3BUTHA nobera, kpoMme 3-i.
AKTUBHbIE HCCIIEIOBAaHUS Ha 3TOM PaCTEHUM IO3BO-
JIJIM BBISIBUTB I'€HbI, KOHTPOJIMPYIOLLME pa3Hbie CTa-
MM pa3BUTHs Nobera M ONpeAessioue CTPYKTYpY
COUBETHS], M TIOKA3aThb CYLIECTBOBAHHE CIIOXKHBIX pe-
TYISATOPHBIX B3aUMOJEACTBUIA MEXAY 3TUMHU F€HaMH.
PaccMOTpUM TreHETHYeCKHil KOHTPOJb OTHAENbHBIX
crafui pa3BHUTHs MOOEroBoy cUCTeMBI Y A. thaliana.

l'en, omeeuarowuii 3a popmuposarue poemku.
lloMMHaHTHas MyTaUus nana (na) NPUBOAMT K Hapy-
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HIeHHI0 (POPMHUPOBAHMS aNUKaJlbHOH MEPUCTEMBI
(AM) uBeToHoca. I'maBHBIA LBETOHOC Y TOMO3UIOT
[0 MyTallM4 HE pa3BUBaETCAd. ITO NPUBOAMT K MHH-
IMalMM TMOYEK B Ma3yXaX PO3ETOYHBIX JIUCTHEB H
(hopMHPOBaHHUIO NOMOJIHUTENbHBIX LIBETOHOCOB, pas3-
BHTHE KOTOPBIX Takke HapyuieHo. Ux AM ¢dopmupyer,
Kak IpaBUJIO, ONMH-IBA LIBETKA M NMpeKpalaeT IMpou-
cepaumio, B pe3yJbTaTe Yero LBETKU MPAKTUYECKH HE
MPHIIOAHMUMAIOTCS. Hajl MMOBEPXHOCTbIO PO3ETKH (PHUCY-
HOK) 1 MyTaHT HallOMMHAeT pacTeHusi Bupia Jonopsidium
acaule, koTopbie (POPMUPYIOT OAMHOYHbIE LIBETKH B Ia-
3yXax po3eTOUHbIX INCTheB. Panee 6bL10 OKa3aHO, YTO
MyTalysl na BbI3bIBa€T HapYLUCHUE YYBCTBHTEJIBHOCTH
pacreHui K ru66eperuHy (ExoBa u ap., 1997). Cieno-
BaTeNIbHO, IOTEPS YyBCTBUTEJILHOCTH K 3TOMY TOPMOHY
NpOAyKTa reHa na JeJIaeT pacCTeHMs] HECTIOCOOHBIMHU K
¢opMHpPOBaHHIO LIBETOHOCA, HO HE JIMIIIAET MX CIOCO6-
HOCTH LiBeCTH. [JOMMHAHTHOCTb MyTalMii na NO3BOJISIET
npeqmnonaraThb, 4YTo reH NA B pacT€HMsIX TMKOT'O THIIA Ha
cTaguu la BEreTaTMBHOTO Pa3BUTHs MOJABIIET PACTsi-
JKEHHE MEXXIOY3JIHI M pa3BUTHE LIBETOHOCA, T.€. OTBEYa-
€T 3a (POpMHMPOBaHME PO3ETKH JHCTLEB. Ha cramum 16
Nof fieficTBHEM THOGepeyinHa HeraTMBHOE [EHCTBHE
MpofyKTa reHa NA CHUMaeTcsi, ¥ pacTtedne (popMHUpyeT
BeTOHOC. TeopeTHyecku OTCYTCTBHE aKTHBHOCTH 3TO-
ro resa (B cy4ae pelieCCMBHOM MyTalMH) JOJKHO MPH-
BOJMTB K PACTSDKEHHIO BCEX MEXKIOY3/IMiA ¥ NpeBpalle-
HMIO pacTeHuii A. thaliana B HepO3eTOYHBIE.

T'enbl, ocywecmeansniowjue pasmemky HONONCEHUA
daopanvHbix mepucmem. HeoOXOMUMBIM yCIIOBHEM
IJIsL pa3BUTHS LIBETOHOCA HA CTafiMH 2 SBISIETCS HOp-
ManbHas ¢yHkuus reHoB PIN-FORMED (PIN) wn
ABRUPTUS/PINOID (ABR/PID), mpogyKTbl KOTOPbIX
YYacTBYIOT B KOHTPOJIE NOJIIPHOIO TPAHCIIOPTA ayKCH-
Ha B LIBETOHOCE M pa3METKE MECTOIOJIOXKEHH JiaTe-
panbHbix npumopaueB. I'en PIN kopupyeT O6€oOK-
TPaHCMOPTEP, BLIHOCALIMI ayKCUH U3 6a3aJIbHOM 4acTH
Kierok B anomiact (Galweiler et al., 1998). I'en
PID/ABR xonupyeT cienuH4ecKyIo sl paCTeHHH ce-
pHH-TpeOHUHOBYIO npoteuHkuHa3sy (Christensen et al.,
2000), koropasi, NO-BHIUMOMY, CHOCOOHAa aKTHBHUPO-
BaTb paboTy 6ENIKOB-TPaHCIIOPTEPOB, BLIHOCALLIMX ayK-
CHH M3 KJIeTOK, Hanpumep, PIN-6enka (ExoBa u fp.,
2000). Y myraHTOB pin u abr/pid pa3BuTue nodera Ha
craguu | He HapyllieHO: OHM (POPMHUPYIOT PO3ETKY M
UBETOHOCHI C HECKOJIbKMMH CTEOJIEBbIMHM JIUCTbSIMH,
YHCJIO KOTOPbIX TaKOE XK€, KaK Y paCTCHUH AMKOrO TH-
na. [Tocne 3TOro pacreHust NEpeXoisAT Ha CTafHIO 2, HO
copMupoBaTh (riopanbhbie Mepucrembl (PM) He
MOI'YT, B pe3yJbTaTe UBETOHOC CTAHOBHUTCS IMIOXOXUM
Ha O6ynaBKy (PUCYHOK). DKCIIPECCUBHOCTb MyTaluuu abr
3aBUCHT OT TemmnepaTypb! (ExoBa u ap., 1999). Ilpu
Temneparype Huke 25°C pacreHust (pOpMHPYIOT CO-
L[BETHE, KOTOPOE Yallle BCEro HallOMHHAET 30HTHK 3a
CYET YKOPOUYEHHS BEPXHHX MEXMOY3/uil (DHCYHOK) H
HapylueHus nposdgepaunu AM (oHa npeBpalliaeTcs B
OynaBKOBUMIHYIO CTPYKTYpY). ITo-BupuMoMy, MpOTENH-
KMHa3a, KogupyeMasi reHoM ABR/PID, nipu 3THX yCIlo-
BHSIX YaCTHYHO COXPaHSeT CBOIO aKTUBHOCTb: IIPH 3TOM
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CxeMaTH4YHOE M300paxkeHHe CTPYKTYpbl nobera MyTaH-
TOB Arabidopsis thaliana. CtpenkaMn noka3aHa NpoJu-
¢epupyloilas anukaabHast MepucreMa (AM) riaBHoro u
60KOBbIX N06EroB, y MyTaHTa abr AM rnasHoro u 60Ko-
BbIX ILIBETOHOCOB OKaHYHMBaeTcs OylaBKOBHIHBLIMH

CTPYKTYpaMH.

pa3MeTKa JIaTepalIbHbIX NPMMOPAMEB POUCXOAUT, HO
ee 3aKOHOMEPHOCTH HapyILaoTCs.

leHeTHueckuit aHaNK3 MOKas3al, 4YTo MyTalus abr
3MMCTaTHYHA MO OTHOILIEHHIO K MYTalUsM B reHax
LFY u API, xoTopble OTBEYalOT 3a POpPMUPOBaHHE
®M: nBoliHbIE MyTaHTBI abr Ify u abr apl nipu TeMne-
paTtype 27°C uMeroT TOT e (PEeHOTHII, YTO H MyTaH-
Tl abr (ExoBa u up., 1997, 2000). 3TO cBUAETENLCT-
BYET O TOM, YTO NPOAYKT reHa ABR/PID Heo6xoquM
Ha Oosiee paHHUX 3Tanax ¢opmupoBaHus ®M, yem
redbl LFY u AP, 0 KOTOpbIX pe4b MONJET HUXKE.

T'enbi, omseuarowyue 3a popmuposarue M. Knro-
4eBy10 poiib B @opmupoBanu PM y A. thaliana urpaet
reH LEAFY (LFY ), npucyTCTBYIOILUIA B FTEHOME B OHOM
KONUH U KOAUPYIOLMA TPaHCKPUILMOHHBIN aKTUBA-
TOp, KOTOPBIA HE UMEET FOMOJIOTHI HU C OJHUM U3 U3-
BECTHbIX OENKOB >XMBOTHbIX M MUKPOOPraHH3MOB
(Weigel et al., 1992). Cnabas akcnpeccusi reHa LFY Ha-
GJ1rof1aeTCs yKe Ha BEr€TATUBHOM CTaJ(M1, 2 aKTHBHAS —
Ha penpofyKTHBHO! CTaiiM B JIATEPAJIbHbIX yyacTKax
AM, rune ¢opmupyrorcs ¢ropaibHbie NPUMOPIHU

EXOBA, CKIISIPOBA

(Weigel et al., 1992; Blazquez et al., 1997; Hempel et al.,
1997). IlpeanonaraeTcs, YTO AOCTHDKEHHE MOPOroBOro
ypoBHs1 akcripeccuu reHa LFY sBnsieTcss TeM KpUTHYEC-
KHMM (paKTOpOM, KOTOPBIi 00ECEUHBAET NEPEKIIOYe-
HHe AM c npouecca GOpMUPOBAHHUS IPUMOPIUEB JIUC-
TheB Ha nmpouecc opmupoBanus PM. Ha crebae my-
TaHTOB [fy BMeCTO LBETKOB (POPMHUPYIOTCS OGOKOBbIE
noberu B masyxax cre6ieBbIX JIUCTheB (pHUCYHOK). Ha
BEPXHUX spycax COLBETHS MOryT (POpMHMDOBATHCH
LIBETKM aHOMaJIbHOH MOP(OJIOruM C OpraHaMH, pacro-
JIOXKEHHbIMM HE B BHJIE MYTOBOK, a CIHPAJIbHO, U C
yMeHbllIeHHeM uyucia opradoB (Haughn, Sommerville,
1988; Schultz, Haughn 1991; Weigel et al., 1992).

CoxpaHeHHE HEKOTOPbIX NMPU3HAKOB LIBETKA Yy MY-
TaHTOB Ify CBA3BIBAIOT C aKTUBHOCTBIO TOMEO3HUCHOTO
reHa API, KOTOpbIii KOJUPYET TPAHCKPHIILMOHHBINA
¢akrop, copepxamuii fomeH MADS (Mandel et al.,
1992), u, ¢ ofiHO# CTOPOHbI, PeryJMpyeT pa3BUTHE Op-
raHoB I[BeTKa 1 ¥ 2 MyTOBOK, a C APyroi — 4aCTU4HO
ny6nupyet ¢yukiumio resa LFY (Irish, Sussex, 1990;
Bowman et al., 1993). MyranTbl apl Tak xe, Kak My-
TaHTHI [fy, XapaKTepH3yIOTCs TEM, YTO OpMHUpYEMbIE
MMH LBETKH O6NafalOT HEKOTOPbIMU CBOMICTBAMH NO-
6eroB: B Ma3yxax OpraHoB NEpBOro Kpyra (y MyTaHTa
apl YalleTMCTHKHU NPEeBpAILalOTCH B JIUCTHA) POpMH-
PYIOTCSL JIONIONIHUTEIIbHbIE LBETKH, KOTOPbI€ B CBOIO
oyepenb MOryT ()OpMHPOBATh LIBETKU TPETHErO NOPSiA-
ka (Irish, Sussex, 1990; Bowman et al., 1993; Mandel,
Yanofsky, 1995). B pe3ynbTate ¢hriopaibHble €qHHHLIbI
y MyTaHTa NpefCTaBleHbl HE OTAENbHLIMH LIBETKAaMH, a
JlaTepalbHbIMHU COLIBETHSIMH, KOTOPbIE MOXKHO KJIACCH-
¢uippoBaTh KaK THPC (PUCYHOK). O COBMECTHOM yyac-
TUU reHoB LFY u API B perynsiyud (OpMHUPOBaHUSA
®M cBugeTenbCTBYET (PEHOTUN JBOMHBIX MYTAHTOB
apl Ify: BMeCTO LIBETOB Y HMX (pOpMHUPYIOTCS GOKOBbBIE
Nno6eru, NMONHOCTbIO JIMILEHHbIE NPH3HAKOB IIBETKA
(Weigel et al., 1992; Huala, Sussex, 1992; Schults,
Haughn, 1993). Skcnpeccusi resa A P/ no3uTHBHO pery-
JIMpYeTCsl TPAHCKPUILMOHHBIM 6€KOM, KOUPYEMbIM
reHoM LFY, KOTOpbIil CBA3bIBAETCS C PErYISATOPHBIM
3JeMEHTOM npoMoTopa resa AP! (Parcy et al., 1998;
Wagner et al., 1999; Sessions et al., 2000).

Baxnas ponb reoB LFY u APl B o6pa3oBaHuH
¢nopanbHbIX NpUMOpAMEB Oblla MOATBEPXKIECHA H B
3KCNIEPUMEHTAX C TPAaHCTCHHbIMHM pacTeHusIMH A. tha-
liana, B KOTOpbIX 3TH reHbl KOHCTUTYTHUBHO 3KCIIPECCH-
POBAIUCH NOJi KOHTPOJIEM aKTHBHOTO MPOMOTOPA reHa
35S Bupyca Mo3aukH LBeTHOH Kamyctbl (Weigel, Nils-
son, 1995; Mandel, Yanofsky, 1995; Liljegren et al., 1999)
Wi nop cobcTBeHHbIM npoMoTopoM (Bldzquez et al.,
1997). ®opmupoBaHHE LIBETOB y TPAHCTE€HHbIX pacTe-
HUI HaOmofaldM 3HA4YUTEIILHO PaHbLLIE U B TE€X y4acT-
Kax, e y paCTeHUH AMKOro TUNa 00bI4HO ¢OpMHpOBa-
JIUCh cTe6lIeBbIe JIMCThs C Na3ylUHbIMUY oYKaMu. Kpo-
ME TOr'O, y pacCTeHUH OTMEYaJll TakXKe (popMIpOBaHHe
TEPMHHAJIBHOIO LIBETKA, T.€. NpeBpaticHue B0 PM e
TOJIbKO JIaTepaJibHbIX MPHMOPAMEB, KOTOpble (hOpMH-
pytoTtcst o 6okaM AM, Ho u camoit AM no6era. MuTe-
PECHO, YTO IKTOMHYECKas IKCIpeccusi reHa 35S::AP1 B
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MyTaHTax /fy He IPUBOAMIA K HOpMaiu3aLuu Mopgorno-
TMH LBETKOB — OHM MMEJIM MHOXECTBEHHbIE Hapylile-
HUSl, TUIIMYHbIE [ MyTaHToB /[fy (Mandel, Yanofsky,
1995). CnenoBaTenbHo, red AP/ oKa3bIBaeT BJIUSHHUE
Ha 6onee no3Hue crapuu opmupoBanusi PM, yeM ren
LFY. C gpyroii cTOpoHbl, npolecc TpaHcopMaLuy no-
beroBbix MepucTeM Bo ®M y pacTeHuit ¢ KOHCTUTYTHB-
HOil 3KcTIpeccuelt reHa LFY yacTHYHO NOJABISLICA My-
Taupel apl, 4To CBUAETEILCTBYET O TOM, YTO (PEHOTH-
IMYECKHE U3MEHEHUs1 y pacTeHuit 35S :LFY no kpaiiHe#
Mepe 4aCTHYHO CBs3aHbl C aKTUBHOCTbIO reHa AP/
(Weigel, Nilsson, 1995). MatepecHo, yTo 06a reHa noka-
3aJIH CIIOCOOHOCTDb YCKOPATh LIBETEHHUE M IPYTHX BUIOB
pacrenuii. Tak, nocne TpaHcoOpMaluMM TreHaMH
35S8::LFY unu 35S::AP] uuTpycoBble 3aliBETaJIU YK€ Ha
clefiyroluuii roy, a He yepe3 620 net (Pena et al., 2001).

I'en CAULIFLOWER (CAL) 4dactuuHO OyOnupyer
¢yskumio rena A P1. MytaHTh1 cal MMEIOT HOpMaJIbHBIN
(beHOTHTI, HO Y IBOMHBIX MyTaHTOB apl cal HabmopaeTcst
npespaileHue PM B MepUCTEMBI COLIBETHS, U COLIBETHE
MOXOXe Ha COLBETHE L[BETHO# KamycThl (Bowman et al.,
1993). I'en CAL xopupyeT TpaHCKPHITUMOHHBIHA (PakTop,
couepkatiii nomeH MADS, 1 uMeeT BbICOKYIO FOMOJIO-
ruto ¢ reHoM A P (Kempin et al., 1995).

I'es AG Takke KOOMpYET TPaHCKPHUILIMOHHbIN (hak-
Top, conepkaumii fomeH MADS (Yanofsky et al., 1990),
¥ OTBevaeT 3a qucepeHIMPOBKY OpraHoB 3 U 4 MyTO-
BOK U 3a feTepMuHauuio pa3sutusi M (Bowman et al.,
1989, 1991). Y MyTaHTOB ag ThbIYMHKH 3aMEHEHbBI Ha Jie-
TIECTKY, a IUVIOJOMCTUKY — Ha YALLETUCTHKHA, KpOME TO-
ro, BCIIECTBHE HEOTpaHWMUYEHHOH nponudepaipm M
IIBETOK CTAaHOBUTCS ‘‘MHOrO3TaXKHbIM (pUCYHOK). Ilpn
BbIpAILIMBaHNM MyTaHTOB ag Ha KOPOTKOM He PM mpe-
BpalllaeTcs B MEpUCTEMY Nobera U U3 LiEeHTpa L[BETKOB
Pa3BHBAIOTCS COLBETHSA C HECKONMbKUMM [iBeTKaMu (Oka-
muro et al., 1996). TpaHcreHHble pacTeHusi, B KOTOPbIX
3KTONMYECKH IKCTpeccupoBacs reH AG (35S::AG), ObI-
JI IOXOXH Ha pacTeHus ¢ IKTONMYECKOH 3KcIpeccueit
reHoB LFY u AP1, T.e. 3a1jBeTaiy paHblie ¥ popMHpoOBa-
71 TEpPMHHAJILHBIE LIBETKH Ha [JIaBHOW OCH M Ha Bcex 60-
KOBBIX OCSIX, YTO CBUJIETENILCTBYET 00 yyacTum reHa AG
u B mpouecce ¢opmupoBanuss PM (Mizukami, Ma,
1997). T'en AG Tak ke, Kak 4 reH AP, HaxoouTcs 1oy,
KoHTponeM reda LFY (Busch et al., 1999).

Tenbt, nooasasaouwue passumue MePMUHANLHOZ0
ysemxa. B pacTeHUsIX IMKOrO THIa NpeBpalleHno AM
I71aBHOTO M 6OKOBBIX 06eroB Bo PM npensiTCTBYIOT re-
bl TERMINAL FLOWER! (TFL1) n TERMINAL
FLOWER?2 (TFL2) (Shannon, Meeks-Wagner, 1991; Alva-
res et al., 1992; Ohshima et al., 1997; Larsson et al., 1998).
Y myranToB no reHam ffl] u ffl2 uBeTeHUe HacTymaeT
3HAYUTENILHO PaHbllie, YEM Y PaCTeHHII AMKOrO THMA, H
BCKOpE MOC/e MHAYKLMU LBETEHUsI HaOMIOfaeTcs Impe-
BpallieHUe anuKaJdbHOH MepHUCTeMbl mobera Bo io-
panbHyto. B pesynbraTe y myranTos #f1] u tfI2 o6pa3yeT-
Csl TEPMHMHAIBHBIA LIBETOK, T.€. COLIBETHE OTKPBLITOTO
THIIa, XapaKTepHoe [y A. thaliana, ipeBpaIiaeTcs B co-
IBETHE 3aKpbITOro THma (pucyHok). Popmuposanme
TEPMUHAJILHOTO L{BETKA y MyTaHTOB ffl] CBSI3aHO C TeM,
5 OHTOIEHE3 N 6
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YTO IPY OTCYTCTBUM HOPMAJILHOIO MpOyKTa rena TFL/
akcnpeccusi reHoB LFY u AP, oTBeyaromx 3a popMu-
poBaHHe (IOPATLHO! MEPUCTEMbI, OGHAPYXKUBAETCS HE
TOJIBKO B niepudepuyeckux ydactkax AM (kak y pacre-
HWIA IMKOT'O TUMNA), HO TAaK>KE U B LIEHTpanbHOM 30He AM
(Weigel et al., 1992; Bowman et al., 1993; Gustafson-
Brown et al., 1994; Bradley et al., 1997). ¥ gBoiiHoro my-
TaHTa abr tfl] npu TemnepaType Bbiiue 27°C Takke ¢op-
MHMpYETCsl TEPMUHAJbHBIA LBETOK, a JaTepajibHble
L[BETKHM OTCYTCTBYIOT BCJICICTBUE HApYyLICHHS aKTUBHO-
cru reHa ABR. B pe3ynbTaTe cOLBETHE MyTaHTa COCTOUT
U3 OJHOIO TEPMHMHAIILHOTO LIBETKA (PUCYHOK).
dopmupoBaHiEe TEPMUHANILHOTO LBETKA y pacTe-
HUH A. thaliana ¢ 3KTONMUYECKOH IKCIpeccUel reHOB
LFY u API cBUETENLCTBYET O TOM, YTO 3TH T'€HbI
MOTYT HEraTHBHO PEryJIMpoBaTh aKTUBHOCTb IE€Ha
TFL1 (Weigel, Nilsson, 1995; Mandel, Yanofsky,
1995; Liljegren et al., 1999; Ratcliffe et al., 1999).
Ienbt, nooasaawwue pazsumue Opaxmeli.
Y A. thaliana, kak ¥ y GOJBIINHCTBA IpEJCTaBUTE-
JIed ceMeiicTBa KpeCTOLBETHRIX, COLIBETHE 30paKTe-
O03HOE, T.e. NPH NEepexofie pacTeHWil Ha cTaguio 2
IIPOMCXOJHUT NOJaBJICHUE Pa3BUTHUS NPHULBETHBIX JIH-
cTbeB (OpakTedl). [lo nmociegHero BpeMEHH CYMTa-
JIOCh, YTO 3a penyKIluio 6pakrei y A. thaliana oTBe-
qaeT red LFY, mOCKONbKY Y MYTaHTOB I[fy aHOMalb-
Hble LBETKH HHOI[a COIPOBOXJAIOTCA OpakTesiMH
(Schultz, Haughn, 1991; Weigel et al., 1992). HUccne-
AOBaHME HOBOTO MYTaHTa CBUJETEIbLCTBYET O TOM,
YTO peRyKIHs NPULBETHOIO JKCTA Y A. thaliana ocy-
LIECTBISAETCA I1aBHbIM 00pa3oM IOf BIUSIHMEM rIe-
Ha, Ha3BaHHOro BRACTEA (BRA) (ExoBa, 1999). ¥
MyTaHTa bra Bce UBETKHU 3aKJafbIBalOTCs B I1a3yxax
6pakTeil, KpOMe 3TOro y Hero HaGmtonaeTcst (popMu-
pOBaHHE TEPMHHAILHOI'O LBETKA (PHCYHOK). Takum
06pa3oM, B pe3ybTaTe pelecCHBHON MyTallMU B Ofi-
HOM reHe COLIBETHE MYTaHTa INpeBpallaeTcs U3 OT-
KpbITOrO 36paKTE03HOI0 B 3aKpbITOE OPaKTEO3HOE.
Amnanu3 ¢peHOoTHNA ABOHHOrO MyTaHTa bra Ilfy 06-
Hapy:XXWJl Yy HEro YCHJIEHHE CIOCOOHOCTH (popMHpo-
BaTb OpaKTEH MO CPABHEHHIO C 0OEMMU POJAUTENbCKH-
mu ¢dopmamn (Exosa, Ilenun, 2001). Ita ocoben-
HOCTBb MO3BOJISIET MPEANonaraTh, 4To reH LFY Moxer
OCYILECTBISTh MO3UTHBHYIO PEryJsiuuio reHa BRA,
CYNPECCUPYIOLLETO pa3BUTUE NPHULBETHBIX JTUCThEB.
I'enbt — nomenyuanvHble yHacmHuKu 3604104UU
cmpyxkmypbut nobeza. TakuM obpa3soM, y A. thaliana
O6Hapy>eHbl MyTalMi, KOTOPbIE MPUBOASAT K U3Me-
HEHUIO TaKCOHOMHYECKUX TPU3HAKOB CTPYKTYpbl
no6era. CnefoBaTebHO, T'€Hbl, B KOTOPbIX BO3HUK-
JIM MyTallM{, OTBEYAIOT 3a pa3BUTHE No0era, Xxapak-
TEPHOrO MMEHHO IJiA JaHHOro BUja. [leficTBHE 3TUX
reHOB onpefenseT cyap0y MepucTeM nobera, a cie-
HOBaTEJbHO, U ero cTpykrypy. Mnentudukanus c
MOMOLLbI0 MYTaUOHHOTO aHajlk3a I'€HOB, KOHTPO-
JIUPYIOIIUX TAKCOHOMHMYECKHE NPU3HAKH, — UCXOM-
HbI U LIEHTPaJbHbIA 3Tal UCCIEAOBAHUHA B 00/1dCTH
3BOJIIOIIMOHHOI reHEeTHKHU pa3BUTHs. Bce aTH renbl —
NOTEHLHMAJIbHbIE YYaCTHUKH 3BOJIIOLMOHHBIX MPEoo-
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pa3oBaHMHi CTPYKTypbl nooGera. [ nogTBepXIaeHUs
BO3MOXKHOIO Y4aCTHsl FEHOB B 3BOJIIOLMH MOP(OJIOrH-
YECKHX CTPYKTYp HEOOXOAMMO YOEAUThLCS B CYLLIECTBO-

BaHHH F€HOB-OPTOJIOTOB y ApYTHX BUAOB PaCTEHMI U
MOKa3aThb, YTO XapakTep UX 3KCIPECCHHM OUHAKOB Y
BHJIOB CO CXOHOHM MOP(OIOrn4ecKo CTPYKTYpOH TaK-
COHOMMYECKOT'O MPH3HAKA, a TakXKe yOeoUThCs B TOM,
YTO y GIH3KOPOACTBEHHbBIX BUIOB C HHOW MOp¢oIory-
YECKOHM CTPYKTYPOH TeX K€ NPU3HAKOB XapakTep 3KC-
MPECCHH TE€HOB-OPTONIOroB pasnuyaercs. [Ipu aTom,
OJIHaKO, HYXKHO YYMTbIBaTh, YTO H3MEHEHHS XapaKTepa
IKCIPECCHH M3y4yaeMOro reHa He 06s13aTeIbHO CBSA3a-
HbI C U3BMEHEHUSIMH €T0 PETYJIATOPHBIX YYaCTKOB (4uc-
PEryJSATOPHBIX 3JIEMEHTOB), HO MOTYT OBITh BbI3BaHbI
HM3MEHEHHMSIMH  BBIIIECTOSIIMX PEryASTOPHBIX TE€HOB.
Hanpumep, ycunenne skcnpeccuu resa LFY, panHee
3auBeTaHne ¥ POPMUPOBaHKE TEPMHHAILHOTO LIBETKA
HaOMIONAOTCd NPU IKTOMHYECKOW IKCIPECCHHM reHa
CONSTANT (35S5::CO), KOTOpBIii peryiupyeT Bpems
3alBETaHUsE M 3Kcnpeccuio reHa LFY (Simon et al.,
1996). Takum o6pa3oM, A/l BBISBICHUS HMCTHHHBIX
NPUYUH U3MEHEHHI MOp¢OJIOrul HEOOXOIUMO IOCTa-
TOYHO IIOJIHOE 3HaHUE FeHETUKH MopgoreHe3a. JKcne-
PHMMEHTBI 10 TpaHCOpPMalMH HHTEPECYIOLMM F€HOM
OGNMU3KOPONCTBEHHBIX BHMIOB TaKXKe SBIISIOTCI XOpO-
IIMM CTIOCOOOM JJIs1 BBISICHEHHUS] MCTHHHOM CBSI3H H3Me-
HEHMI MOP(OJIOTHYECKHX MPU3HAKOB C rEHETHYECKH-
MM H3MEHEHMSIMH KOHKPETHOI'O I'eHa.

Ceituac reHbl, KOHTPOJIMPYIOLIME BaKHEHIIHE
TaKCOHOMHMYECKHE TMPU3HAKH CTPYKTYPhl COLBETHS,
HACHTU(PHLUMPOBaHbI HE TONLKO Y A. thaliana, Ho n 'y
APYTUX LBETKOBBIX pacTeHUH. Y pacTeHus U3 ceMeil-
CTBa HOPHYHHMKOBBIX, JIbBUHOrO 3eBa Antirrhinum
majus, popmupoBanne ®M HaxoauTCHd MOA KOHTPO-
neM opronora LFY —rena FLORICAULA (FLO), 6en-
KOBBII IPOYKT KOTOPOT'O UMEET BBICOKYIO IOMOJIO-
ruio (70%) ¢ 6enkoM LFY u Tak ke, Kak ren LFY,
NPHUCYTCTBYET B reHoMe B ofiHo¥ komnuu (Coen et al.,
1990). Y A. majus, TaKk Xe, Kak u y A. thaliana, couge-
THE OTKPBITOro THna, u red FLO akcnpeccHpyeTcst
TONBKO 1Mo 6okam AM (B ¢popmupyroueiics PM), a
He B ee LeHTpanbHOi 30He. Kpome Toro, reH FLO
9KCIIPECCUPYETCS B IPUMOPAUSIX IPHLIBETHBIX JTUCTh-
eB (y A. majus, B oTIU4Me OT A. thaliana, UBETKH cH-
#aT B na3yxax 6pakreit) (Coen et al., 1990). MyTaHTbI
flo nocne nepexopa Ha peNnpOAYKTHBHYIO CTalHIO pa3-
BUTHSI MEHSAIOT JIMCTOPACIOJIOKEHHE C CYPOTHBHOTO
Ha OYepeHOE, HO BMECTO LBETKOB (POPMHUPYIOT 6OKO-
Bble noberu (Carpenter, Coen, 1990; Coen et al., 1990).
ITokazaHo, uro reH FLO Tak Xxe, Kak u reH LFY, siBns-
€TCsl PEryJasiTOpOM HIDKECTOSLMX PEryJlsTOPHbIX re-
HOB, OTBEYAIOIMX 3a Mociefnyrinyro auddepeHim-
poBky @M (Hantke et al., 1995; McSteen et al., 1998).

Opronoru renoB LFY/FLO, renbl NFLI v NFL2
(Nicotiana FLO/LFY), obnapyxeHbl y Tabaka Nicoti-

2 OpTONOrH — FOMONIOTMYHBIE FEHbI, BHINOHSIOUIME CXONHbIE
¢yHKLMH, MAapaJord — rOMOJIOTHYHbIE T€Hbl, KOTOPbIE B MPO-
1iecce 3BOJIIOLMH NPHOGPENH pa3Hble HYHKUMH.

EXOBA, CKIISIPOBA

ana tabacum (ceMelCTBO MAacJIEHOBBIX), HMEIOILETO
3akpbIThidl THN coupeTus (Kelly et al., 1995). B otan-
yne oT reHoB LFY/FLO skcnpeccusi reHoB NFLI u
NFL2 nabnogaeTcs TakXe B UEHTPa/IbHOM 30He AM
COLIBETHUS, YTO ¥ NPHUBOAHUT K (POPMHUPOBAHMIO TEp-
MUuHaNbHOro nBeTKa. Opronor redoB LFY/FLO, ren
ALF, naiifieH 4 y Jpyroro npeacTaBuTEeNsl CEMERCTBA
NacNeHOBbIX — NeTYHUM Petunia hybrida, Takxe uMe-
I01LIe# 3aKpbIThI THII conBeTus. MyTauus alf npuso-
IOMT K TpaHcopMali¥ TEPMUHAJIBHOTO LIBETKA B IO-
6er (Souer et al., 1998). [IpeBpaiieHue HBETKOB B MO-
6Germ xapakTepHO M Ans MyTaHTa falsiflora ToMaTa
Lycopersicon esculentum. benok, Konupyemblii re-
HoM FALSIFLORA, umeeT 90%-HyIO0 TOMOJIOTHIO €
6enkamu NFL1 Tta6aka m ALF netynuu u 80 u
70%-ny1o romonoruio ¢ 6eakamu FLO u LFY coot-
BeTcTBeHHO (Molinero-Rosales et al., 1999). Y Tomarta
TakK Xe, KaK y Tabaka ¥ NETyYHHH, COLBETHS 3aKpbl-
Tbl€, M IKCIIpeCCUs reHa FA B pacTEHMsIX JUKOrO TH-
na HabnionaeTrcs He ToNbKO Bo PM, Ho u B AM.

I'en UNIFOLIATA (ppyroe ero Ha3BaHue — PEAF-
LO) ropoxa Pisum sativum Tax>Xe OTBe4aeT 3a op-
MupoBaHie PM u sBnsAETCI TOMOJIOTOM TIEHOB
LFY/FLO, ogHako B OTJIMYHME OT HUX OH UMEET ellle
OHy (PYHKIIMIO — Y4aCTBYET B KOHTpoOJie MopdoreHe-
3a CJI0KHOTO JIMCTa ropoxa. ITO BUAHO M3 (DEHOTHUIA
MYTaHTa uni, XapaKTepH3YIOLIErocs HapyLUEHUEM
ynxumit reHa UNIFOLIATA: y myTaHTa Hapyliaercs
¢opMHpoOBaHuE LIBETKOB (BMECTO HUX (POPMHUPYIOTCS
no6eronofo6HbIe CTPYKTYpbl) U OTHOBPEMEHHO CIIOX-
HbI# nucT npespaiwiaetcs B mpocroir (Hofer et al.,
1997). Opronor LFY/FLO o6HapyxeH y Eucalyptus
globules. T'en ELF ] 3BKanunTa UIMEET TaKOM e Xapak-
Tep IKCIpeccuH, YTo U red LFY. TpaHcreHHbie pacre-
HuA A. thaliana, Hecymue red ELFI non npoMOTOpoM
358 Tak ke, Kak pacrenus 35 S::LFY, dopmupyror
LIBETKH Ha MecTe 1oberoB (Southerton et al., 1998).

Y puca Oryza sativa BbifeneH red RFL, uMeroliuii To
K€ YMCIIO U TMOJIOXECHHUE UHTPOHOB, YTO U reHbl LFY u
FLO, a ero nponykT nMmeeT 44 1 48%-HytO0 FOMOJOTHIO C

MyKTaMH COOTBETCTBYIOLMX reHoB (Kyozuka et al.,
1998). I'en RFL aKcnpeccHpOBaJICs B alTMKANIBHBIX y4ya-
CTKax MOJIOAbIX METENOK, HO He Bo ®M. IIpennonara-
€TCsl, YTO ITOT I'eH YYacTBYET B MPOLIECCE Pa3BUTHS Me-
TEJOK M UX BETBJICHUH, HO He B popmupoBaHun ®M,
T.€. He sIBJIsieTCs OpTONnorom reHoB LFY u FLO. O6 aToM
CBHIIETENBLCTBOBANI M (DEHOTUN pacTeHudd A. thaliana,
KOHCTHTYTHUBHO 3KCIIPECCHPYIOLMX reH RFL mop npo-
MoTtopoM 35S. Tonbko 2 u3 100 TpaHCr€HHBIX PaCTEeHHH
¢opMUpPOBaIM TEPMUHANIBHBIA LIBETOK, Y BCEX pacTe-
HHUI HaOJTIONAIUCh AHOMAJIMM PAa3BUTHS CEMSIIONEH, JH-
CTBEB, JIENIECTKOB M THIYMHOK. IlosyyeHHbIe NaHHbie
CBHMIETENBCTBYIOT O TOM, YTO F€HETHYECKHE MEXaHU3-
Mbl popmupoBanus PM y 371aKOB MOT YT ObITh HHBIMH,
4YEM Y ABYAOJIBHBIX PACTCHUH, ¥ YKa3bIBalOT Ha HEO6XO-
OUMOCTb [albHEHIIMX TEeHETUYECKUX HCCIeqOBaHMI.
ITo-Bupumomy, rewsl FLO/LFY u RFL npou3ouuty ot
OfIHOTO MPENKOBOTO I'EHa, HO B NIPOLIECCE IBOTIOLMHU UX
¢ynxiuu pasouutuch (Kyozuka et al., 1998).
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Y cocHbl Pinus radiata BbisiBNeHdbl [Ba rOMOJIOTa

reioB LFY/FLO: NEEDLY (NLY) u PrFLL3 (Moura-
dov et al., 1998). ITponyKThb! 3THX F€eHOB MMEIOT 3Ha-
YUTENLHBIE OTJIUYHMA OT NMPOAYKTOB reHOoB LFY m
FLO: y HuX OTCYyTCTBYIOT 60raThlil IPOJIMHOM JOMEH
Ha N-KOHIE ¥ KMCIbli pafioH B cepeinHe 6enka, Ko-
TOpbI€ MPEAINONOXKUTENBHO BaXKHbI AN PYHKIIMOHH-
poBaHusi 6eslKa KaK TPAHCKPHUILMOHHOro ¢akTopa.
WU3yyenue rena NLY nokasano, YTO OH 3KCHPECCHPY-
eTC B y4YacTKax 3aKJafKM >KEHCKUX M MYXCKHX
CTPOOMJIOB ¥ HAa HA4YalbHBIX 3Tanax MX pa3BUTHA.
Tpancdopmanus pacrenuit A. thaliana resom NLY
nofi KOHTpoJieM npoMoTopa 35S (35S::NLY) npuBo-
IMNa K paHHEMY LBETEHHIO, MeTaMOp¢ 03y noberos
B UBETKH U (DOPMHUPOBAHUIO TEPMHUHAILHOTO [[BETKA.
Bonee Toro, ren NLY noj KOHTpoJieM TPOMOTOpaA re-
Ha LFY Obl11 cioco6eH cynpeccupoBaTh (heHOTHIT My-
TaHTa lfy-26. ITH 3KCNIEPUMEHTHI JOKa3bIBAIOT, YTO,
HECMOTDS Ha BbISIBIEHHbIE CTPYKTYPHbIE OTIIMYHS
or reHoB LFY u FLO, red NLY sBnsieTcss HCTHHHBIM
ux optosoroM. ['omosnoru renoB LFY/FLO HaiiieHbl
M Yy IpEACTaBUTENEN Ki1acca THETOBbIX Gnetum gnemon
u Welwitschia mirabilis, onHako aHanu3 ux (yHKIMH He
nposoauiica (Frohlich, Meyerowitz, 1997). Hanuune
opTonioros reHoB LFY/FLO y rono- u NOKpbITOCEMEH-
HbIX PaCTE€HHMH NO3BOJISET NIPEANONAraTh, YTO 3TH I€HbI
y4aCTBOBAIM B BO3HMKHOBEHHU PENPONYKTHBHBIX Op-
TaHOB y MPENKOBbIX (POPM CEMEHHBIX PaCTEHHIA.

OcobenHocTy akcnpeccuu opronoroB LFY/FLO y
BHJIOB NOKPBITOCEMEHHBIX C OTKPBITBIM H 3aKpbl-
TbIM THIIOM COLBETHUH CBUMIETEJLCTBYIOT TaKXe O
BO3MOXXHOM Y4aCTHH 3THX F€HOB B 3BOJIIOLUH CTPYK-
Typbl couseTul. Tak, y pacTeHuii ¢ OTKPBITHIMHA CO-
UBETUSMU — A. thaliana, A. majus — reunl LFY u FLO
3KCIPECCHPOBAJINCh TOJNBKO B JIaTEPAJIbHBIX, HO HE B
LeHTpaNbHOM, 30Hax AM cougetuii. Y pacTeHuit ¢
3aKpBITBIMU COLIBETHSIMH — y TabGaKa, TOMaTOB, Impa-
tiens balsamina, neTyHUH — 3HAYMTENIbHBIA YPOBEHb
3KCIPECCHU ITUX F€HOB HabiIOfaNM M B LEHTPAJb-
HOW 30He AM, 4TO NMpHUBOAMIO K (POPMUPOBAHHIO
TepMHHanbHOro 1serka (Kelly et al., 1995; Pouteau
etal., 1997; Pnueli et al., 1998; Souer et al., 1998).

Kak orMeuasocs Bble, y myraHTa ffll A. thaliana
Ha BEPXYyILUKE COLBETHI (popMHUpYyeTcs TepMUHANIb-
HbIA LIBETOK. Y A. majus TakXe UMEeTCs MyTaHT cen-
troradialis (cen) ¢ 3aKpbITbIM THIIOM coleTHs (Brad-
ley et al., 1996). I'enb1-opronoru TFLI u CEN xopupy-
10T BLICOKOroMosiornuydbie 6enku (70% romoliorun),
HanoMuHawowue ¢ochaTHAUIITAHOTAMHUHCBA3bIBA-
1olHe GENIKH XKUBOTHBIX, QYHKLHMS KOTOPBIX JO KOH-
ua He u3BectHa (Bradley et al., 1997; Ohshima et al.,
1997). Ob6a reHa 3KCHPECCUPYIOTCS B LEHTPAJLHOM

3Ten cocubl PrFLL, NO-BHIIMMOMY, y4acTByeT B (pOpPMUPOBAaHUH
MY>XCKHMX PENpOAYKTHBHBIX CTPYKTYD, TaK KaK 3KCIIPeCCHpYeTcs
B MOJIO[IbIX MYXCKHMX, HO HE B XXEHCKHX cTpobuinax (Mellerowicz
etal.,, 1998), T.e. aBnsetcs napanorom resa NLY. O6 3ToM cupe-
TENLCTBYET W AOBOJILHO HU3KMA YPOBEHb FOMOJIOTHH NPOIYKTOB
NLY u PrFLL - 61% (nnst cpaBHEHHst: IPOTYKTbI F€HOB IBYX pa3-
HbIX BUIOB LFY u FLO umeroT 70%-Hy10 rOMONOTHIO).
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30He¢ AM rnaBHOro 1 60KOBBIX IOOEroB U MPENSATCT-
BYIOT 3KCIIPECCHH B HEW I€HOB, OTBEYAIOIIUX 3a ¢op-
mupoBanne PM (Shannon, Meeks-Wagner, 1993;
Gustafson-Brown et al., 1994; Ratcliffe et al., 1998,
1999). Optonoru resoB TFLI u CEN BbineneHs! U y
tabaka Nicotiana tabacum. 3ty reubl CET2 u CET4
UMeIOT 97%-Hoe CXOCTBO HYKJIEOTHAHOH NOC/Ief0Ba-
TEJILHOCTH KOUPYIOILEH YaCTH I'eHa, YTO, OUEBHAHO,
CBsI3aHO C YIBOCHHEM OJIHOT'O NPEAKOBOro reHa y ai-
JoTerparuiougHoro Tabaka. Kogupyemsblie iMu 6enku
UMeEIOT 83%-Hy10 FOMOJIOTHIO C MPORyKTOoM reHa CEN
(Amaya et al., 1999). I'enn! akcnpeccupyiorcs B AM
60KOBBIX NMOOEroB Ha HAauyaJbHBIX 3Tallax €e pa3BHu-
THs1, HO He B AM rnaBsHoro no6era. I'lpu nepexone 60-
KOBBIX NOGEroB K HBETEHHIO UX 3Kcnpeccus B AM no-
6eros npekpauiaercs. OTCyTCTBHE IKCNIPECCHH T€HOB
CET2 u CET4 B AM rnaBHoro no6era u cBsi3aHHasi C
9THM 3Kcnpeccusi reHoB NFLI u NFL2 B aToM paiioHe
(Kelly et al., 1995) npuBoasT Kk (pOpMHPOBAHUIO TEP-
MHHAJIbHOI'O LBETKA U 3aKPBITHIO COLBETHS.

TakuM 06pa3oM, CpPaBHUTENBHbLIA aHAINU3 CTPYKTY-
pbl COLBETHH PAacTEHHH pa3HbIX BUAOB M XapakKTepa
JKCIIPECCHH B HUX OpTONIOroB reHoB LFY/FLO, Bbi3bl-
Baroux ¢opmupoBanue ®M, u TFLI/CEN, nognep-
>uBaroumx HenuggepeHMpoBaHHOE cOCTOsIHUE AM,
CBHIETENILCTBYET O TOM, YTO MECTO 3KCIPECCHH 3THX
TE€HOB onpefenseT (oOpMUPOBaHNE OTKPHITOIO WM 3a-
KPbITOrO THIOB coupeTHs. OGHapyXeHbl U OTKJIOHE-
HUS1 OT BBISIBIEHHBIX 3aKOHOMepHocTei. Tak, romonor
reHa CEN u TFLI Tomata — reH SELF-PRUNING (SP)
9KCIpeccupyeTcs Bo Beex yyacTkax AM (Pnueli et al.,
1998), 4yTO, OHAKO, HE NMPEMSATCTBYET 3KCIPECCHH B HEH
opronora reHoB LFY/FLO u ¢OpMHpPOBAaHUIO 3aKpbl-
Toro cousetus (Molinero-Rosales et al., 1999).

Y Jonopsidium acaule B otnmaune oT GONBIIKHCTBA
BUJIOB KPECTOLBETHBIX He (POPMHUPYETCS LIBETOHOC, H
€IMHUYHbIE UBETKU Pa3BHBAIOTCH NPAMO U3 Ha3yX po-
3€TOYHBIX JUCThEB. [Ipyrue Buabl pona Jonopsidium, a
Tak>Ke BUAbI 6su3koro pona Cochlearia dopmupyior
LBETOHOCHI, CJIEOBAaTEJNbHO, YyTpaTa LBETOHOCA Y
J. acaule MOXeT 6GbITh PE3yJILTATOM JOCTATOYHO NPO-
CTBIX T€HETUYECKMX M3MEHEHMiH NpeNKOBbIX (opM,
uMeBHINX LBeTOHOCKI (Shu et al., 2000). Y J. acaule
BBIAABJIEHBI TeHbl vcLFYIl m vcLFY2, noka3asilue
~90%-HO€ CXOACTBO HYKJICOTHIHBIX MOCJIECNOBATENb-
HOCTEH 3K30HOB € TeHOM LFY A. thaliana. AKTUBHas
IKCIIPECCUS] ITUX I€HOB HAOJIONANach HE TOJBKO BO
®M, Ho 1 B 6paKTesix (KaK y JbBHHOTO 3€Ba), a TAKXKe
B AM no6era. IToxoxu# xapakTep 3KCIPEeCCHH, PaH-
Hee 3anBeTaHHe, GOpMHUPOBaHHE IBETKOB B Ma3yxax
PO3€TOYHBIX JINCTHEB, a TAKXKE pa3BUTHE OpakTei Ha-
6mrofanu y A. thaliana ¥ neTyHuH, KOHCTUTYTHBHO
aKcnpeccupyomx red LFY nop npomoropoM 35S
(Weigel, Nilsson, 1995; Souer et al , 1998). 910 no3Bo-
JIWNO MpPenooXHUTh, YTO paHHee LBeTeHHe U op-
MHpPOBaHHE LBETKOB M3 I1a3yX JINCTHEB PO3ETKH Y
J. acaule Taxxe sBNseTC pe3yJbTaTOM YCHJIEHHOH
akcnpeccud reHoB veLFY (Shu et al., 2000). Ilpu aToM,
OJIHaKO, OCTaeTCs HESICHBIM, No4eMy y J. acaule Bce xe
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He POpMUPYETCS LIBETOHOC M TEPMHHAJIbHBIA LIBETOK
(oHH ecTb y TpaHCTeHHbIX pacTeHui). Henb3s uckiio-
YHUTh, YTO OTCYTCTBHE LIBETOHOCA CBSI3aHO C M3MEHE-
HHEM IKCIIPECCHUM APYITUX FE€HOB, ACUCTBHE KOTOPBIX
HanpaBJIeHO MMEHHO Ha NOAABJICHUE Pa3BUTHA LBETO-
Hoca (HanpuMep, opTosora rena NA, 0 KOTOpOM Nuca-
noco Beiuie). [To-BuguMoMy, nogo6HOro popa uccie-
[OBaHMA ciefyeT NPOBOAUTH HAa BHAAX, KOTOpHIE OT-
UYalTcs APYr OT ApYra TOJBKO MO OTACIbHBIM
NpU3HaKaM, KacaloIUMCs CTPYKTYPbI 1IBETOHOCOB.

Takum 06pa3oM, uccneqoBaHus MOKa3aliu CyIecT-
BOBaHHE 6a30BbIX T€HOB, KOHTPOJIHMPYIOLUX TAKCOHO-
MHY€ECKHe NMPU3HAKU NOOGEroBOil CHCTEMbI, OPTOJIOTH
KOTOPbIX UMEIOTCS Y Pa3HbIX BUIOB pacTeHuil. B Ha-
CTOsliliee BpeMsl BbISBJIEHbI U PETYNSATOPHbIE TE€HbI,
KOHTPOJIUPYIOIiE TAKCOHOMMYECKHE TMPH3HAKH
cTpyKTyphl 11BeTKa (MADS-60KccogepKalie reHsbl,
KOHTponupyomue nucd¢epeHuupoBKyY OpraHoB
L[BETKA; I€Hbl, KOHTPOJIMPYIOIIHE IPHU3HAK aKTHHO-
MOpP¢HOCTH-3UroMOpGHOCTH) U JiucTa (roMeoB6OoKC-
conepxainue KNOTTED-nono6Hble reHnl). HMccne-
HOBaHMSM B 3THX HalpaBJIEHHUSIX MOCBALIEHO OTPOM-
Hoe yucno nyonukauuii (Coen, Nugent, 1994; Baum,
1998; Theissen, 2000). kcnepUMeHTAaNIbHbIE HCCIENO-
BaHMs Ha MyTaHTaxX U TPAHCT€HHBIX PaCTCHMUSIX, a TaK-
e U3y4YCHHE XapaKTepa IKCIPECCHH 3TUX PETYJIATOP-
HbIX T€HOB y BUJIOB C pa3HOH CTPYKTypo# nobera, LiBeT-
Ka, JIMCTa MOATBEPXKAAIOT TUMNOTE3y O TOM, YTO
HU3MEHEHHE XapaKTepa 3KCHPECCHH €IUHMYHBIX pery-
JIATOPHBIX F'€HOB — TUIl TEHETHYECKOH M3MEHYUBOCTH,
KOTOpBI MOXET MNOCTaBJIATb LECHHbIA MaTepua s
€CTECTBEHHOTO O0TOOpa H JIEXKAaTh B OCHOBE 3BOJIIOLM-
OHHBIX peo6pa3oBaHUi MOP(OIOTHYECKUX CTPYKTYP.

I'eHbl, KOHTPOIHPYIOLLHE TAKCOHOMHYECKHE MpPH-
3HAKH, MOTYT MCIOJIb30BaThCsA B MOJIEKYNISAPHO-(UIIO-
reHETHYECKHMX McciiefoBaHuaX. Panee B OONbIIMHCTBE
HCCIIENOBAHMI IO MOJIEKYJIIPHOM CUCTEMATHKE MCNOJb-
30BajlM XJIOPOIUIAaCTHbIE EHbl (Hampumep, rex rbsL) u
spepHble reHbl pPHK. 9T reHbl MyJbTUKONMAHBI U
KOUPYIOT BaXKHEHILMe CTPYKTypHbIe Oenku. HM3meHe-
HHSI HYKJIEOTHAHOH NOCJIEAOBAaTENbHOCTH 3TUX I'€HOB,
BbIB/ISIEMbIE MNPH MOJIEKYISPHO-(PUIOrEHETHYECKOM
aHanms3e, Kak MpaBuiIo, HEUTpalbHbI VISl OPTaHU3MOB U
MNPOHUCXOJST CTy4alHO B 00JaCTH JOMYCTUMBIX, HE Ha-
pyliaronmx (yHKIMIO, BapuaHToB. ClyyaiHOCTb Ta-
KHMX HEHTpabHbIX M3MEHEHHH, CIOCOOHAs1 IPUBOAMTD K
BO3HMKHOBEHHIO BUIMMOCTH POACTBEHHBIX CBsi3€H, MO-
BUJMMOMY, SIBJIIETCS OCHOBHOM NPHYMHOM MPOTHBOPE-
YMi JaHHbIX MOJIEKYJIIPHON CHCTEMAaTHKH U (pIIOreHe-
THYECKOrO aHAJIH3a, IOCTPOEHHOrO Ha OCHOBaHHMH CPaB-
HutenbHoi Mopdgonoruu (Frohlich, 1999; Doyle, 1998).

BONBUIMHCTBO r€HOB, KOHTPOIUPYIOIMX TaKCOHO-
MHU€eCKHe MOp(OJIorHuecKue NpU3HaKy, SBJISIIOTCS pe-
ryJasTOpHbIMH. [yTUIMKALMM 3THX F€HOB M MOCTEAyo-
L€ U3MEHEHUs! CTPYKTYPbI MOTYT PUBOUTH K M3Me-
HEHMI0O uX (GYHKUMH 33 CYET  H3MEHEHHA
crnenuduyHoctH cBs3biBanusi ¢ JHK wnu cmMenb! Gen-
koBoro naprHepa (Frohlich, 1999). Ecim yuyects, uyTO
M3MEHEHMUS B 3THX I'€HaX CBSI3aHbl C U3MEHEHUSIMU MOp-

EXOBA, CKIISIPOBA

¢onorum, CTaHOBUTCS OYEBUAHBIM, YTO OHH JOJIXKHBI
NOJIBEPraThcsi UHTEHCUBHOMY HanpaBJ€eHHOMY OTOOpY.
HecnyyaliHOCTb M3MEHEHHH CTPYKTYpbl I'€HOB, KOH-
TPOJNHPYIOIMX TAKCOHOMMYECKME NPU3HAKH M BbIsIB-
JIAEMBIX NPU aHaJHW3€ MOJEKYISAPHOH (PWIOreHMH, a
TaKXKe MX Hepa3pblBHas CBA3b C MOP(OJIOrHuECKUMH
HW3MEHEHMSIMHU JIENaloT 3TH T'eHbl LIEHHEHILIUM HHCTPY-
MEHTOM B MOJIEKYJIIPHO-(PMIIOrEHETUYECKUX HCCIIENO-
BaHHMSX U MO3BOJIAIOT OLECHUBATHL POJIb U3MEHEHHH HX
MOJIEKYJISPHOI CTPYKTYPbl B MOp(OJIOrMYECKO 3BO-
mouuu (Kramer et al., 1998; Winter et al., 1999; Theissen
et al., 2000). BpisBiieHHE FEHOB, KOHTPOJMPYIOLIMX
Ba)KHEHILIME TAKCOHOMHYECKHUE MPU3HAKU MOPONIOru-
YeCKON CTPYKTYpbl PacTCHUH, M3yYEeHHME MOJEKYISp-
HO¥ 3BOJIIOLIMM 3THUX F€HOB M aHAJIN3 XapaKTepa X 9KC-
NPECCUM B PAacTEHHMsAX M3 Pa3sHbIX TaKCOHOMHYECKHX
TPYIII — 3TO HOBbIE MOAXOABI B 3BOJIOLMOHHOH OHOJIO-
THM, TIO3BOJSIIOLUME HAJIEATLCS, YTO B OJrDKaiime ro-
Obl OymeT pa3spaboTaHa HOBasi FE€HETHYECKash MOJEb
MOp}OIOrH4eCKOi 3BOITIOIMH PaCTCHUH.

Asmopbt eébipaxcarom baazodaprocmb A.A. Ile-
HUHY 32 NOMOUb 8 NOO20MOBKE UANIOCIPAMUBHO20
MaAMepUAna U YeHHble 3aMEeHaHUs.
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Genes Controlling Inflorescence Structure and Their Possible Role in Evolution

T. A. Ezhova and O. A. Sklyarova
Biological Faculty, Moscow State University, Vorob’evy gory, Moscow, 119899 Russia

Abstract—Structural features of the shoot system and inflorescence are the most important morphological fea-
tures, on which plant systematics are based. The present review provides information on the genetic control of
shoot morphogenesis in the model plant Arabidopsis thaliana. The results obtained made it possible to reveal a
small group of genes responsible for the main taxonomic features of the shoot structure in this species. Cloning
of these genes opened new avenues for directed search of homologous genes in other plants. Comparative anal-
ysis of the shoot structure and studies of the function and expression of these genes in various plants suggest
that morphological evolution may be based on changes in the pattern of expression of single regulatory genes.

Key words: evolution of plant development, genetics of shoot morphogenesis.
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Ha npumepe adpukaHckux ycadeil (komnnekc Barbus intermedius) neMOHCTPHPYIOTCS BO3MOXHOCTH MC-
CIIE[IOBAHUS] OHTOFEHETHYECKHX U3MEHEHHH MOP(OJOrHyecKux MpU3HAKOB PbI6 NOCPEACTBOM MOCTpPOE-
HHSl MHOTOMEPHBIX “OHTOr€HETUYECKUX KaHAJIOB”, BHYTPH KOTOPbIX IPOXOAST HHUBHAYaIbHbIE OHTOTE-
HETHYECKHE TpaeKTOpHHU. PacnonoxxeHne OHTOreHeTHYECKHX KaHAJIOB IO3BOJISET CYHTh O TOM, KakK B
npolecce WHAMBUAYAILHOIO Pa3BHTHUSI BO3HMKAIOT Pa3jiM4Msl B3POCHbIX 0CO6€H Mo MOP(OIOrHYECKHM
npHu3HaKaM, Kak ¢opmupyeTcs ux Mopdooruieckoe pasHoobpasue.

Karouesbie cao8a: OHTOreHETUYECKHE KaHaJhbl, Barbus intermedius, METON I'JIaBHbIX KOMIIOHEHT, MPONnop-
LIMH Yepena, nonynsly, CHMNaTpH4eCckoe BunooﬁpaaoBaHue.

3AJAYA NCCIEOOBAHUSA

l'oBopss o MopdonoruyeckoM pa3zHooOpa3uu
npefcTaBUTENEN KaKOH-THOO rpynnel (TaKCOHa, No-
NyJAsiuM) XKHUBOTHBIX, B TOM 4YHCJI€ pblO, OOBLIYHO
HMEIOT B BUAly pa3HooOpa3ue B3pocnbix ocobel, xa-
pakTepU3yeMoe CYMMOH pa3iuyuil MeXJy 3THUMH
oco6siMH 10 npu3HakaM ¢deHotuna. OCHOBHOE Mpo-
SBJICHUE 3BOJIIOLMM COCTOMT B AHMBEpcUUKalMH,
yBEJTMYEHHH MOP(OIIOrHYecKoro pasHoo6pasusi o-
TOMKOB OOLIEro npejka, NpUBOJSALIEM B KOHEYHOM
cyeTe K (popMHpOBaHHIO MOP(OIIOrHYECKH pas3iny-
HBbIX BUOB ¥ TAKCOHOB O0Jjiee BbICOKUX PaHIOB.

O6HapyxuBast pa3nuve No MopgoNIOrH4ecKoMy
NPU3HAKY MEX]Y B3pOCIbIMH OCOOSIMH, IPEICTaBIs-
IOLLMMH I'PYNIIbI, IPOUCXOASILHKE OT OOILEro npenka,
Mbl MOXEM IpefnoiaraTh, YTO H3MEHWICH MNyThb
(hopMHpOBaHUs 3TOrO NpU3HaKa B OHTOr€HE3E.

IMpo6neMe COOTHOLUEHHS] OHTOT€HETUYECKHMX MU
(punoreHeTHUECKUX U3MEHEHUH MOCBSILLIEHO MHOXeE-
ctBO paboT (Gould, 1977; Alberch et al., 1979; Hetero-
chrony...,1988), 1 akTyalbHOCTb HCCIENOBaHHMl B
3Toi 0o6nacTu He BbI3bIBaeT COMHeHMH. Bompoc B
TOM, KaK NPOBOANThL TaKHE MCCIENOBAaHUSA, UMes Jie-
JI0 C IPUPOAHBIMYU NONYNSALUHUIMHU. DTOT BONPOC MBI U
NONbITaeMCsl PaCCMOTPETb.

Ilpu cpaBHeHuM B3pocibiXx ocobell, npeAcTaBIs-
IOIIMX pa3Hble BUAbI U BHYTPUBUOBbIE IPYNIHPOB-
KU pb10, Hauboee BNeYaTIsIoMe pa3inyusi MEXAY
HUMH HaOnrofaloTcss B MOpQOJIOrHYecKUX Mponop-
uusax. st Toro 4yToObl MOHATH, KaK 3TH pa3Nuyus
BO3HHMKAIOT, HEOOXOAMMO MNpociequTh (HOpMHpPOBa-

I PaGora noagepxkaHa Poccuiickum ¢oHAOM yHRaMEHTANb-
HBIX McciefoBanuil (mpoekTbl Ne 97-04-49819, 00-04-48050 u
00-15-97792).
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HH€ NPONOpLHiA B OHTOr€HEe3e CPaBHUBAEMbBIX OCOOEH.
B npeanbHOM BapuaHTe Mbl AOJIXKHbI ONIEPUPOBATh HE
TOYKAaMH, NPEACTABIAIOUIMMHU O0cOOell B NPOCTPaHCT-
Be MIPU3HAKOB, a JIMHUAMM, KaXAast U3 KOTOPbIX OITH-
CbIBaE€T U3MEHEHHS NOJIOKEHHUS1 OCOOU B 3TOM IPOCT-
paHCTBE Ha NMPOTS’)KEHUM OHTOreHe3a, T.e. “OHTOore-
HeTUYeCKMMHU TpaeKkTopusiMu” (Alberch et al., 1979).
IToHATHO, ONHAKO, YTO, HMEs €TI0 C MONYJISALUUIMU B
MpUpofE, NONY4YUTh JaHHbIC, HEOOXOUMBIE IS MO-
CTPOCHMSI TaKUX JIMHHH, MPAKTUYECKHU HEBO3MOXKHO.
Ocraercs cyauTh 0 OpMe OHTOr€HETHYECKON Tpa-
€KTOPHH MO ONHCAaHMIO, COCTAaBJICHHOMY Ha OCHOBa-
HUHM “‘CTaTHYEeCKMX’ MNAHHBIX. DTO OMUCAHUE MpeN-
CTaBNSET COOOM JTMHMIO, IOCTPOEHHYIO MO OLICHKaM
COCTOSIHMH NpH3HaKa y ocobell pa3HOro Bo3pacra.

Korga HeT BO3MOXHOCTH OIpENEeIUTh € JOCTa-
TOYHOH TOYHOCTBIO BO3PACT KaX0#i 0COOM, IpUXO-
AUTCS OrPaHUUYMBATHCA PACCMOTPEHHEM 3aBUCHMOC-
TH NPONOPLMA OT pa3MepoB OCOOH, CBOAiA 3ajady K
aHaju3y aJUIOMETPUH B IIMPOKOM NOHNMAaHHUHU 3TOTO
TEpMHHA, HE MNOAPa3yMEBAIOLEM OMNpeNEIECHHYIO
¢opMy MaTEMaTHUECKOrO BbIpaXKeHHs! UCCIIEAyeMON
3aBUCUMOCTH NIapaMeTpa (POpMbI OT pa3MEpPOB UHAH-
Bupyyma (Gould, 1966). ITpn 3ToM NHHUS HHAMBUAY-
allbHOM OHTOTE€HETHYECKON aJNIOMETPHH OTOXJe-
CTBIIAIETCA C HMHAMBHAYalbHOM OHTOTEHETHYECKOH
TPaeKTOpHUEH, XOTs1, CTPOro roBopsl, 3TH IIOHATHA HE
3KBHBAJICHTHBI, NMOCKOJILKY NPH OAHOM M TOM Xe€
pa3Mepe ocoOM MOTyT MMETb pa3Hblii BO3pacT, TaK
4YTO, HanpHMep, COBIMANaIOIIMM OHTOTN€HETHYECKUM
TPAcKTOPUSM MOT'YT COOTBETCTBOBATh HECOBNAaIO-
1Y€ JIMHUM OHTOr€HETHYECKOM aJlIOMETPHH.

IIpo6ieMa COOTHOLIEHHS TPAaeKTOPHH, OIMHUCaH-

HBIX MO Pe3yJbTaTaM CIIEXEHUS 32 KOHKPETHbIMH
0c0o05IMH, U TPAEKTOPHUH, MOCTPOEHHBIX MO OLEHKAM
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Puc. 1. OnToreHeTyeckue KaHanol ycaueit Barbus inter-
medius reHepanu3oBaHHoOi ¢opmbl u3 p. 'ymapa (O) u
Varicorhinus beso u3 03. Tana (A).

3neck ¥ Ha puc. 2-5: PC1 - nepsas, PC2 — Bropas rnas-
Hasi KOMIIOHEHTA, KaXAas TOUKa — 0coOb.

NpU3HaKa, MOJIyYEHHBIM s pa3HbIX ocolbel, fe-
TaJlbHO paccMoTpeHa B autepartype (Richards, Ka-
vanagh, 1945; Cock, 1966; Muna, Knese3sans, 1976).
OCHOBHO BBIBOJ] CBOIUTCS K TOMY, UTO JIMHUS, 1OCT-
pOEHHasi 10 CTATUYECKUM IaHHBIM, TEM XYK€ ONMHUCHI-
BaeT peallbHbleé OHTOTr€HETHYECKHE TPAeKTOPHH,
4yeM Gonbllle NOCHefHNE OTIMYAIOTCS IPYT OT Apyra.

Harpy3ku 14 npu3HakoB Ha BTOpPYHO TJIaBHYIO KOMIIO-
HEHTY (JUIMHA BEKTOpa paBHA €UHHULIE)

CkaTrep-auarpaMMbl
ITpu3nak

puc. 1 | puc.2 | puc.3 | puc.4 | puc.5
BL 0335 | 0.008 | 0.165 | 0.056 | 0.025
Bl -0.350 | 0.288 | —0.451 0.322 | —0.490
B2 -0.017 | —-0.095 | -0.138 | 0.180 | 0.011
B3 -0.083 | 0.083 | —-0.270 | 0.222 | -0.167
B4 -0.118 | 0.344 | -0.326 | 0.208 | -0.652
HS1 | -0.140 | 0.530 | -0.201 | 0.160 | 0.113
HS2 | -0.128 | 0.183 | -0.093 | 0.131 | -0.054
Hm -0.180 | =0.077 | -0.133 | 0.264 | 0.123
Pmx | -0.239 | -0452 | 0364 | -0.476 | 0.276
Pop 0.257 | -0.043 | 0.131 | —-0.087 | 0.037
Op 0.000 | -0.039 | —-0.035 | 0.108 | 0.105
lop 0.547 | -0.043 | 0.311 | -0.407 | 0.105
Mx —-0.171 | —-0.465 | 0.241 | -0.282 [ 0.191
De 0474 | -0.208 | 0.446 | —0.406 | 0.373

IIpumeuanne. BL — 6a3anbHas qnuHa yepena; B1, B2, B3 — pac-
CTOsIHMsI MEXAY BHEIIHMMHU Kpasimu frontalia, pterotica i sphenotica
COOTBETCTBEHHO; B4 — 1uMpHHa Yepena Ha YpOBHE COE{MHEHHs
frontalia c pterotica; HS1, HS2 — BbicOTbI Yyepena Ha ypoBHE H3rH-
6a ¥ Ha ypoBHe 3ajiHero kpas parasphenoideum cOOTBETCTBEHHO;
Hm, Pmx, Pop, Op, Iop, Mx, De — npoMepsl, XapakTepH3yIOLlHe
Benu4uHy hyomandibulare, praemaxillare, pracoperculum, intero-
perculum, maxillare u dentale cooTBeTCTBEHHO.

JINHHS, TOCTPOEHHAs IO CTATHYECKUM JJaHHBIM, MO-
KET MO-pa3HOMY pacnoyiaraTtbCsi 0 OTHOLIEHUIO K
peanbHbIM OHTOTEHETUYECKHUM TPAEKTOPHUSM R 3aBHU-
CHMOCTH OT XapaKTepa pa3in4uil MeXAy 3TUMH Tpa-
extopusimn (Muna, Knesesanp, 1976). Pacnonaras
HOCTAaTOYHBIMHM CTATHYECKHMH IaHHBIMHU, MOKHO OII-
peneauTh 061acTb MPOCTPAHCTBA NPU3HAKOB, BHYT-
pM KOTOpPOH JiexaT pealbHble OHTOIE€HETHYECKHE
TpaeKTopuHu ocobeii ucceayeMoi BbIOOpKH. ITy 00-
J1IaCTh Mbl Ha3bIBaeM “‘OHTOreHETHYECKUM KaHAJIOM”
(Mina et al., 1996a).

OHTOTI'EHETHMYECKHE KAHAIJIBIL
IMPUMEP HNCITIOJIb3OBAHUA

BroisiBneHue OHTOr€HETMYECKHMX KaHaJlOB INpef-
CTaBJsieT OCOObIA HHTEPEC B TEX CIy4yasx, KOrAa ecTh
BO3MOXHOCTb CPaBHUTb BBIOODKHM M3 MOMNYJISILMIA,
¢uneTnyeckue OTHOILIEHUS! KOTOPBIX HU3BECTHBI, H
IIpU 3TOM B3poOcCible OCOOH, IPUHAJIEXKAIHUE K pas3-
HBIM MOMYJISLUAM WIH BHYTPUIIONY/ISIIMOHHBIM IPYIN-
NHPOBKaM, CyLIECTBEHHO pa3lIH4yaloTcs 1Mo Mopdo-
Joruyeckum npusHakam. [IpuMepomM MOTyT CITy>KHTB
ycauy ceBE€pO-BOCTOYHOM AQPHUKH, OTHOCALIMECS K
KoMIutekcy Barbus intermedius sensu Banister (Banis-
ter, 1973), ¥ 3TOT NpUMEP MBI PAaCCMOTPHUM, HCHOJIb-
3ys Martepuasibl, cobOpaHHble Poccuiicko—I¢duon-
CKOii 6HosIoruyeckoi akcnenuuuei B 1992-1999 rr .

B pekax un o3epax Jduonun kommnekc Barbus in-
termedius TpefcTaBleH MHOXecTBOM (pOpM, cpefu
KOTOPBIX MOXHO BBIACJIHNTb “reHepaju30BaHHYIO”,
HMMEIOLIYIO HHXKHHUH POT, 3aKPYIJIEHHYIO CIIEPEfiu ro-
JIOBY, KOPOTKOE PbLIO H HE HIMEIOIIYIO 3aThIIIOYHOTO
rop6a (nuchal hump), T.e. y ocobeii 3Toit ¢opMmbI
KOHTYP CNUHBI NIJIAaBHO NEPEXOIUT B KOHTYP r'OJIOBBI.
Bo MHormx Bopgoemax Hapsily € ycauaMu OOUTaeT
xpamyans Varicorhinus beso Riippell, 1836 — Bug, dpu-
JIOTCHETHYECKM OJIM3KMA K ycayaM, HO YETKO OTJIH-
YaIOIIMKUCS OT HUX MO psARY MOp¢OIOruYecKHuX Npu-
3HaKOB, B NIEPBYIO OY€pPEib, IO CTPOCHHUIO FOJIOBBI.

Ha puc. 1 oyepyeHbl OHTOr€HETHYECKHE KaHAJbl
xpaMyJH u3 o3epa TaHa 1 ycaueil reHepau30BaHHOM
¢opMbI U3 IpUTOKA 3TOTrO 03epa — pekn 'ymapa. B
JNaHHOM cJy4ae, KaK M B MNOCIEAYIOUHUX NpUMeEpax,
HCMOJIb30BaHbl pe3y/IbTaThl aHAJIN3a ITIaBHBIX KOM-
MOHEHT 1o 14 npoMepam yepena. CxeMa npoMepoB
npuBefeHa panee (Mina et al., 1996a). Ananu3uposa-
u norapugMbl aGCONMIOTHBIX 3HaYEHH MPOMEPOB,
HOPMHPOBAHHbIE 1O CpPENHEMY KBalpaTHYECKOMY
oTkinoHeHu1o. Crnenysl HUPOKO NPHUHATON HHTEpIIpe-
tauud (Tissot, 1988), nepByIo ri1aBHYIO KOMIIOHEHTY
(PC1) paccmaTpuBany KaK XapaKTEp43yHOLLyIO pa3-
Mep ocobu (TouHee — ee yepemna), a NMOCIEAYIONIUE
(PC2, PC3 u T.1.) — KaK xapakTepu3syouue popMy
(mponopuun) yepena. O ToM, Kakue MPU3HAKH OIpe-
RENSIOT Pa3iHyus B MOJNIOXKEHUHM OHTON€HETHYECKUX
KaHasoB no ocud PC2, MOXHO CyAHuTh [0 Harpy3kam
CcOOCTBEHHBIX BEKTOPOB (Tabnuua).
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MOP®OJIOTMYECKAS TUBEPCUPUKALIHUS PbIb

OHTOreHeTn4ecKne KaHanbl ycaya u3 I'ymaps! u
XpaMyJiu pa3o0LieHbl Ha BCEM pPaccCMaTpUBAEMOM
HHTepBajie pa3MepoB ocobeil. Cpenu ucciefoBaH-
HbIX pbIO caMble MeJIKHe ObLIM B BO3pacTe ABYX JIET,
BO3PACT CaMbIX KPYIIHBIX, IOJIOBO3pEJIbIX, HE MEHEE
nsTH JieT. TakuM 06pa3oM, Mbl BUIMM, UTO Pa3IndHs
B IPONOPLMAX Yepena ycaya ¥ XpaMyJid Onpepens-
I0TCS Ha IEPBOM IOy XKM3HH M B JaJIbHEHIIIEM COXpa-
HstoTCs1. OCHOBHBIE pa3IM4usi COCTOSIT B TOM, YTO MO
OTHOILUICHHMIO K [JIMHE Yepena y XpaMyJid Yyepen Liu-
pe, 4eM y ycaua, a interoperculum (lop) u dentale (De)
Kopoue (Tabnuua).

Ha puc. 2 npencraBineHbl OHTOreHETUYECKHE Ka-
HaJbl ycayel, NpUHANIEKAIIMX K MOMYJISLUsIM pa3-
HBbIX PEeYHbIX 6accefiHOB, 3aBEIOMO U30JIMPOBAaHHBIX
apyr ot Apyra. O6e nonymisiuyy NpeacTaBIsIOT reHe-
panu3oBaHHyio ¢opMy. HMcnonn3oBanbl BbIGOPKH,
B3sThie B peke ['ymapa (6acceitn 'ony6oro Huna) u
B peke 'enbrens I'ube (6acceitn OMo). OHTOreHETH-
YyecKMe KaHaJibl CUJIbHO NepekpbiBaloTcs. Ilpumeya-
TENbHO, OfHAKO, YTO NpH 3HaueHusax PCl < —0.7
(ocobu B Bo3pacTe 2-3 rona) NepekpbiBaHUS HET,
0cO6H pa3HbIX NOMYJISIUMIA Pa3/IM4alOTCs] B OCHOBHOM
3a CYET TOTrO, YTO Yy ycadyeil u3 I'ymapsbl Gounbllie BbI-
cota yepena (HS1) u Menbie giuuHa praemaxillare
(Pmx) 1 maxillare (Mx).

Beienenue resepann3oBaHHOi (pOpMbI HE NMOA-
pa3yMeBaeT OTCYTCTBHS MOP(GOJOrMuecKMX pas3iu-
YMi MEXAY OCcOOsIMHM M IpynnaMmu ocoGel, ee npep-
craBiasolMMUA. OHa BBIJENSAETCS MOTOMY, YTO 3TH
pasnuyMsi CyILECTBEHHO MeEHbllle Hal/IofaeMbIx
MEXJly BCEMH €€ MPEICTABUTENSIMH, C ONHOH CTOpO-
Hbl, ¥ TIPEACTABHTENISIMH IPYNINHPOBOK, OTHOCHMbIX
K MHbIM (popMaM, — C APYrou.

KpoMe resepanu3oBaHHOM, B COCTaB KOMILJIEKca
Barbus intermedius BXOAAT (OpMbI, OTIHYAIOIIUECS
OT Hee M JIPYT OT Apyra o NpONOpLMsM Tesa U rojo-
Bbl. DTU (POPMBI BCTPEYAIOTCsl HE BO BCEX BOloEMax
O¢uonum, rage o6uTaeT reHepaau3oBaHHas gopma,
HO Bcerpa BMecTe ¢ Heil. B HekoTopbix BojoeMax
pasHble (popMbI OOPa3yIOT TaK Ha3blBaeMble (PIIOKU —
MoHoduaeTuyeckue rpynnuposku. Haubonee usBe-
creH ¢IOK B YIOMSIHYTOM Bbllle o3epe TaHa, KpyIn-
HejiweM o3epe Iuonuu (owanb okoso 3500 km?).
B Hacrosimiee Bpems pasnuyaiot 14 ¢popm (Mopgo-
tunoB) TaHckux ycayed (Nagelkerke et al., 1994,
1995). MOXHO € AOCTaTOYHON YBEPEHHOCTHIO YT-
BEPXKAATh, UTO BCE OHU MPOU3OLLIH OT ycayed reHe-
panu30BaHHOM (POPMbI, NOJOOHBIX TPEACTAaBICHHBIM
B HalleM MaTepuasie BbIOOpKON H3 peku ['ymapsi
(Dgebuadze et al., 1999). OTu dopMbl paznuyaroTcs
10 BBICOTE TeJjla, IJIMHE Pblia, MOJOXEHHIO PTa, Ha-
JIMYHUIO MJIH OTCYTCTBHIO 3aTBLIOYHOro ropba u T.n.
Bkyne nx pa3nnyus TPYIHO OLEHUTH KOJHUYECTBEH-
HO, OLIEHHBAs XK€ UX BU3YyaJIbHO, MOXKHO COITIaCUTHCS
c aBTopaMmn (Nagelkerke et al.,1994), cuuraromumu,
YTO OHH CPAaBHMMBbI C Pa3IMYMAMHU MEX]Y IPENCTaBU-
TEJSIMH Pa3HBIX POJIOB €BPONENCKUX KapnoBbIx. [1pu
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Puc. 2. OHTOreHeTHYeckue KaHankl ycauei Barbus inter-
medius reHepann3oBaHHOM dopMbl U3 pek I'ymapa (O) u
T'envrens I'ube (@).

3TOM IO MEPUCTUYECKUM MPHU3HAKaM (POPMbI pa3iu-
4aTcsa odyeHb Majio (Banister, 1973; Mina et al.,
1996b), u nuib oaHa U3 HUX (OCTpopblaas, MOpdo-
THI “acute’’) 3HAYUMO OTJINYAETCS OT MPOYHUX IO Ya-
CTOTaM ajjesiel anlo3uMHLIX JIoKycoB (Berrebi, Va-
liushok, 1998).

BonbmmHCcTBO 0co0€ei, UMEIOLUX CTaHAApPTHYIO
IJIMHY Teja 6osiee 25 cM, yRaeTcss OTHECTH K OJHOM
13 pOpM, pyKOBO[CTBYSICb OIIICAHUEM H PHCYHKaMH,
npuBefeHHbIMU B cTaThix Harenskepke u np.
(Nagelkerke et al., 1994, 1995). Oco6eii ocTpopbLiOi
U Gonbllerna3of ¢GopM MOXHO HICHTH(HLHUPOBATH
U IpY MEHBIIMX pa3Mepax. Paznnuus ke no Takum
NpHU3HaKaM, KaK HaJIMYNe/OTCYTCTBUE 3aThIJIOYHOTO
rop6a, HUXKHHI/KOHEYHbIH WM KOHEYHBIN/BEpXHUN
POT YETKO BbIPaXKEHbI TOJIBKO Yy KPYNHbIX pbIO. [1o
TeX Nop, NOKa 3TH Pa3/INyUs HEe ONpENENUIIHCh, OCO-
6H, KOTOPBIM IPEACTOUT OOpECTH XapakTepHblE
4epThbl pa3HbIX (OpPM, MO BHEIIHEMY BUAY CXOJHbI
APYT € APYrOM U ¢ 0cOOsIMU reHepain30BaHHOM dop-
MBI.

OpnHako kpynHble ocobu pa3HbiXx ¢GOpM pa3inya-
IOTCSl HE TOJILKO 110 BHEUIHMM IpH3HaKaM, HO H IO
IPONOpLUMSM Yepena, 1 BOSHHKHOBEHHE 3THX pa3iu-
YHMi MOXKHO NMPOCIEANTD, NIOCTPOMB OHTOIrE€HETHYEC-
KM€ KaHaJIbl 10 pe3y/ibTaTaM aHalu3a IPOMEPOB Ye-
pena. BelsicHsieTcsi, YTO OHTOr€HETHYECKHH KaHal
ocTpopblioi popMbl (“‘acute”) 060co6nseTCS OT OH-
TOr€HETHUYECKMX KaHaloB NMPOYMX (pOpM Ha NEpBOM
rofy Xu3Hm ocobeit. Ha puc. 3 ouepueHsl OHTOreHe-
THYECKME KaHalbl “acute” M reHepalM30BaHHOMN
¢dopMBbl, npeacTraBieHHOH BbIOOPKOH U3 pekd ['yma-
pa. B BbIGOpKY ‘“acute” BKIIOYEHBI OCOOH, pa3Mmep
KOTOPBIX HE MPEBBIIAET TAKOBOW OCOOCH U3 pEKH
I'ymapa. CpaBHuBaeMble (hOpPMBI pa3;IHYalOTCs B OC-
HOBHOM I10 NPONOpUMAM yepena (y “acute” oH 6oaee
y3KUU U HU3KUH) U 110 IPOMEPaAM TeX KOCTeH, KOTo-
pble dopmupyioT yentoctu (Pmx, Mx, De) u lop (y
“acute” OLEHKH 3THX NMpoMepoB GoJblie) (Tabnuua).
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Puc. 3. OHTOreHeTHYECKHE KaHaubl ycaueil Barbus inter-
medius redepanu3zoBaHHo#i ¢opmsl U3 p. 'ymapa (O) u
¢opmsl “acute” (A) u3 03. Tana.
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Puc. 4. OHTOreHeTHUECKHe KaHaJbl ycaueit Barbus inter-
medius resepanu3oBanHoi ¢opmsbl U3 p. l'ymapa u u3 o3.
Tana (O), a Takxke ¢opM (MopdoTunos) “carplike” (®),
“white hunch” (O), “barbel” (m), “bigmouth mini-eye” (A)
u “troutlike” (»).
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Prc. 5. OnTOoreHeTHYeCKHE KaHaubl ycadeit Barbus inter-
medius, NONaBILKX B OMH H TOT )€ OHTOreHEeTHYECKHUi
KaHaJl Ha pHC. 4; reHepain3oBaHHas ¢opMa (O), Mopdo-
THnbl “white hunch” (O) u “troutlike” (A).

MHHA

AHann3 COBOKYNHOCTH, BKJTIOYAOLIeN ocobe re-
Hepanu3oBaHHOH popMbI M3 peku I'yMapa u u3 o3epa
Tana, B TOM 4ucne Tex, Kotropbix Harenbkepke u np.
(Nagelkerke et al.,1994) paccMaTpuBalOT B KauecTBe
otaenbHOro MmopgoTuna “carplike”, a Takxke ocobei
YyeTbipex Apyrux ¢opM (rop6aThix CBETIION OKPAcKH
C MOJyBEpXHUM pToM (Mopdotun ‘“white hunch”);
BBICOKOTENBIX, CXOOHBbIX C NpEAbIOyLUMH, HO He
HMEIOLIMX YETKO BbIpaXXeHHOro rop6a (“troutlike”);
HMEIOILMX HU3KOE BaJIbKOBAaTOE TEJO M KOHEYHbIN
poT (“bigmouth mini-eye”) U UMEIOLMX HEOOBLIYHO
TOJICTbIE M JJIMHHBIE YCHKH (MopdoTun ‘‘barbel”))
MO3BOJISET BbIJEIUTDb IBA OHTOMEHETUYECKHUX KaHa-
na (puc. 4).

91H KaHab1 060CO0IEHBI YK€ B HaYalle UCCIIEeNy-
€MOro mnepuofia OHTOreHe3a (BTOPOH rop >XU3HH).
B onHOM U3 HUX pacnionaraloTcs 0coOM, Ha MPOTAXKE-
HHH BCETO 3TOro Nepuoja coxpaHsioiue Mopgono-
ruyeckue NMpHU3HaKU IeHepalu30BaHHOH (OpMBbI, B
TEpMHHAJILHOM ero yactu — Mopdorun “carplike”; 8
APYIrOM KaHajle OKa3bIBalOTCA yCaud, MJIUTENbHOE
BpeMs (A0 MATOrO-LIECTOro rofa XKU3HM) UMelolue
BHELIHHE MMPHU3HAKH TE€HEpaJU30BaHHOU (OpMBI, a
3aTeM npuodpeTalroliye NpU3HaKyU OIHOTO U3 YEThl-
pex mopdotunos (“white hunch”, “troutlike”, “big-
mouth mini-eye” unu “barbel”). Bkyne atu MopdoTn-
Nbl XapakTEepHU3YIOTcs OONBIIUMH, YeM Yy ocobeit re-
HEpAJIN30BaHHON (POpPMbI, 3HAYEHHUSIMH NPOMEPOB
Pmx, Mx, De u Iop, uepen y Hux 6osee y3kuil 1 HU3-
Kuii (Tabnuua).

Bxitoyas nonmapHo 3TH MOpOTHIBI B aHAIN3
INaBHbIX KOMIIOHEHT BMECTE C NIONABIIUMHU B TOT XK€
KaHan Ha puc. 4 oco6siMU reHepaJIM30BaHHOH ¢op-
MBI, MOXHO YOEOuTBhCS, UTO Kaxibli MopgoTun
UMeeT COOCTBEHHbIH OHTOT€HETHYECKUI KaHal, cMe-
LICHHBIN N0 OTHOLLEHHUIO K KaHaly J1000ro gpyroro
MopdoTHIIa 3a CYeT pa3iuyMil Mo cneuuduUIecKoMy
covyetaHuio mnpu3HakoB. Hampumep, pacxoxpeHue
KaHanos “troutlike” u “white hunch” (puc. 5) o6ycnos-
JIEHO, I'MTaBHbIM 00pa30M, pa3jIMuusIMH B COOTHOILLIE-
HUSIX IPOMEPOB, XapaKTEPU3YIOLIMX IIHPUHY Yepena
(ta6nuua). (To, yTo Ha puc. 5 B kaHane “troutlike” oka-
3bIBAcTCs OffHa ocoOb “white hunch”, o6bsicHseTcH,
CKOp€€e BCEro, OLIMOKOH BU3yalbHOrO ONpeneieHus
ee MopgoTHIa.)

Bce oTpe3ku OHTOreHeTUYeCKNX KaHalloB, Ha KO-
TOPbIX MOP(OTHIIbI ONO3HAIOTCS N0 BHELIHUM MpHU-
3HaKaM, CMBIKAaIOTCSl C OTPE3KOM, Ha KOTOPOM Mpef-
CTaBJICHbI TONBKO 0COOM reHepanu30BaHHOH (hOpPMBI,
AoObIThIE B 03epe. Pe3kue namMenenus MmopdgoJioruye-
CKHX NPONOPLIUI B NO3THEM OHTOre€HE3e OTMEYAJNCh
y ppI0 pa3HbIX CHCTEMAaTHYECKHX IPYII, B YaCTHOCTH
y nococeBbix (CaBBauToBa, 1989) m y kKapnoBbix
(Dgebuadze, 1995). Ognako BO BCeX ONUCAHHBIX CITY-
yasix TaKMe M3MEHEHHs ObLIM CONPSIXKEHBI C yBeIuYe-
HHEM TeMIla pocTa ocobell, y TaHCKHX Xe ycauyed
aToro He o6HapyxeHo (Mina et al., 1996b). OueBun-
HO, B [IaHHOM cJlyyae peajiu3yloTcsi pa3Hble Mpo-
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rpaMMbl pa3BATHS, HO YTO 3TO 3a IIPOrpaMMbl U KakK
OHH HeﬁCTBleT — HEHU3BECTHO.

IIpn nccnenoBaHuM TONBLKO KPYMHBIX (B OCHOB-
HOM, B3pOCJbIx) ycaue#l o3epa TaHna Bce Mopdonoru-
4eCKH pa3IHyalolecs rpynnupoBky ((popMsl, MOp-
doTUNbI) paccMaTpPHUBAIOTCd KaK paBHO3HaYHbIE
eaMHuUbl. ONHU aBTOpbl paccMaTpHUBAIOT BCE ITH
rpyNnMpoOBKH Kak pa3Hble Bubl (Riippell, 1836; Bou-
lenger, 1911; Bini, 1940; Nagelkerke, Sibbing, 1997),
ApYrue OTHOCST K OMHOMY BURY — Barbus intermedius
Riippell, 1836 (Banister, 1973). B nepBoM cnyyae
NMpeAnonaraeTcsi, 4To opMbl NPEACTaBIAIOT PENPO-
NYKTHBHO U30JIMPOBAHHbIE MOMYJISILIUA, BO BTOPOM —
4TO OHHM NPHHAMJIEXKAT K OHON MONYJISLUN.

BbigenuB OHTOreHETHYECKHE KaHalbl, Mbl MO-
JKeM NPeAJIoXKUTh HHYIO HHTepIipeTauuio Habonae-
Moii cutyauuu (Mina et al., 1996b). B cooTBeTcTBHM C
Hell y ycadeil B o3epe TaHa uaeT npouecc cuMnaTpu-
YeCcKOro BHAOOOpa30BaHMS, ONUCHIBAEMbId Moje-
aet0 Kongpaiosa (Kondrashov, 1986; Kondrashov,
Mina, 1986; Kondrashov A., Kondrashov F., 1999), u
OHTOre€HETHUYECKHE KaHallbl pa3HbIX JOpM HaXONAT-
s Ha pa3HbIX CTaJUsIX AUBEPreHIMH, 00YCIOBIEHHOM
IU3PYNTUBHBIM OTOOPOM. DTOT OTGOP CBA3BIBAIOT C
OCBOEHMEM pa3HbIMH (POPMaMH pa3HbIX NHUIIEBBIX
pecypcoB (Sibbing et al., 1998). Cpenu paccMoTpeH-
HbIX (popM Ha Gosiee paHHEH CTaguM JUBEPreHUMH
HaxopnsTcs “white hunch”, “barbel”, “bigmouth mini-
eye” u “troutlike”, Ha Gonee no3pHel — “acute”.

Taxkoi mopxop mpeanosjaraeT, YTO 0co6u OTHOH
(opMbI NMPEUMYLIECTBEHHO CKPEIIMBAIOTCH APYT C
APYTOM, HO HU B O{HOM M3 pacCMOTPEHHBIX C1y4aeB
MexXay (popMaMH He CYLIECTBYET NOJTHOU PENPOAYK-
THBHOY M3O0JISIMK, O YEM CBHETEJILCTBYET HaIM4YUE
3HAYMTEJILHOTO YHUClia OCOOEH, MPOMEXKYTOYHBIX MO
NpoNnopLMsM Yepena, faxe Mexay Hanbosee 060co-
OuBlLelics NIUHHOPBLUIONH (“‘acute”) W reHepaiu3o-
BaHHOI1 ¢popMamu (puc. 3). B Takoii cutyauuu Bbige-
JIATh BUJBI, HOJHOCTBIO COOTBETCTBYIOIIME OHOJIO-
rM4YecKOoi KOHUENUUM BHAA, T.€. SBJSIOLIUECc
M30JIMPOBAHHBIMU  TeHO(OHAAMM, HEBO3MOXHO.
BrnonHe BeposiTHO, OAHAKO, YTO NPHU ONpefEIECHHbIX
YCIIOBHSIX KaKasi-To popMa oOpeTeT craTyc 6uono-
THYeCKOro BUJa U YTO HEKOTOpbl€ CUMNATPHUECKHE
¢opMbl ycaueit, oOHapyKuBaeMble BHe OacceitHa
o3epa Tana (Mina et al., 1998), cyTb pa3Hble BUABI.

B uTore oueBUHO, YTO, XOTS] OHTOr€HETHYECKHE
KaHanbl rpy60 ONMCHIBAIOT MyTH pa3BMTHs Oocobei,
HX TIOCTPOEHUE M aHalu3 MO3BOJSIOT riybxe pac-
CMOTpETh Ipolecc Mopgonoruyeckoi AuBepcuu-
KallM4 >KUBOTHBIX (B YacCTHOCTH pbI0G) B IpHpofe U
KOHKPETU3UPOBATh 3a/la4fl 3TOrO PACCMOTPEHHUS.

Bonee nonHoe npencrabieHne O B3aUMHOM pac-
NOJIOXKEHU! U AUBEPreHlMM OHTOI€HETHYECKUX Ka-
HaJIOB MOXET aTh UCCIeOBaHHE OCOOEH Ha MEPBOM
rofly >KM3HHM, HauMHasi CO BpeMeHH (POPMHUPOBAHUS
yeperna Kak LeJOCTHOH MOP(ONIOrHyecKoi CTPyKTy-

pblL.
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Asmop npunocum aaybokyro 6aazodapHocmb
eécem 4aenam Poccuiicko—-3guonckoii buoaoauuec-
KOl 3KCcneOuyuu, NPUHUMABLUUM yyacmue 6 pabo-
max, pezyabmamul KOMOPbIX NOAOKEHbL 8 OCHOBY
0arHo20 coobujenun. Aemop ocobenHo baazooapen
A.H. MupoHnosckomy, npenapupoeasuiemy u ume-
pAsleMy Hepena Uccae008aHHbIX Pblb.
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Morphological Diversification of Fish as a Consequence
of the Divergence of Ontogenetic Trajectories
M. V. Mina

Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119991 Russia
E-mail: anzuz@online.ru

Abstract—The possibilities of the investigation of ontogenetic changes in the morphological features of fish
using multidimensional “ontogenetic channels,” within which individual ontogenetic trajectories run, are dem-
onstrated using African barbs (Barbus intermedius complex) as an example. The position of ontogenetic chan-
nels allows one to judge how the differences of adult individuals in morphological characters arise during de-
velopment and how their morphological diversity is formed.

Key words: ontogenetic channels, Barbus intermedius, principal components analysis, skull proportions, pop-

ulations, sympatric speciation.
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AHaJH3 PErHCTPUPYIOIIMX CTPYKTYP MJIEKONMTAIOIMX — JEHTHHA, LIEMEHTa MM KOCTHOMH TKAaHU — [JaeT
BO3MOXHOCTb OLEHUTb TaKMe apaMeTpbl HCTOPUH XKH3HU OCOOH, KaK BO3pPacT B MOMEHT rH6enH, ce30H
rubesu ¥ Ce30H POXKEHHs, TEMI1 POCTa M BO3PacCT NMOJIOBOro co3peBaHus U T.4. Ha nmpuMepe ceBepHbIx one-
He#l (Rangifer tarandus) noka3aHo, Kakie 0COOEHHOCTH UCTOPHH XXHM3HH 0COOH, HeOOXonuMbIe [Jis pellle-
HUs Tpo6JieM MONYJISLUMOHHBIX HCCIEeNOBaHHil, MOTYT ObITh OLIEHEHbI, KOTJIa B PaCNOPSIKEHUH HCCle]oBa-

TeJie UMEIOTCS TONIbKO HHXKHUE YEJTKOCTH C 3y63MH.

Karouesbie caoea: perucTpupyolye CTPYKTYPbl, CEBEPHBIii OJIEHb.

HEIN MCCIEOJOBAHHA

Bce TeopeTuyeckune UccieqOBaHuUs, BKIIOYas Ma-
TEMaTHYECKOE MOAECIMPOBaHUE MPOUCXOMSALIUX B I10-
NYJIALMAX NPOLEccoB, 6a3upyroTcs Ha PaKTHUECKUX
HaHHbIX 110 UCTOPHUH XU3HH OTAENbHBIX OCOOEH: IpO-
ROJIKUTENBHOCTHU XU3HHU, XapaKTepy pocTa, Bo3pac-
Ty HacTyIJIEH!st IOJIOBOH 3peNIOCTH, IIOJOBUTOCTHU U
T.A. Pemienne Takux npobiiem kak ‘“‘crapeHHe’” 0co-
O6eil B NPUPOAHBIX TNOMYISALUAX MIEKONUTAIOUINX,
KOrja noj CTapeHueM MOHUMAIOT yBEJIMYEHUE BEPO-
ATHOCTH rubenn c Bo3pactoM (Promislow, 1991),
TpebyeT KOCTOBepHbIX (pakTHUecKHX AaHHbIX (Gail-
lard et al., 1994). B HacTos1iee BpeMs TakKue faHHbIE
MOXHO [ONIYyYUTb, UCHOJb3Yysl PErucTpUpyloliye
CTPYKTYPbl MJIEKONUTAOLINX — JEHTHH, [EMEHT UIH
KOCTHYIO TKaHb, KOTOpbIE B IPOLECCE CBOEro pocrTa
PETUCTPUPYIOT M3MEHEHUs! (PU3HONIOIHYECKOTO CO-
CTOsAHUS 0cobu, POPMHUPYs CIIOH Pa3HOToO MOpsAAKa
(Muna, Knese3ans, 1970; Knese3ansn, 1988).

Ha ocHoBaHMM aHaIW3a PErNCTPUPYIOLIMX CTPYKTYP
MOXHO OLEHUThb CJIEAYIOIME INapaMeTpbl HCTOPHH
xu3HU ocobu (Knesesanb, Kneitnen6epr, 1967; Knese-
3aib, 1988; Klevezal, 1996; Knese3ans, Cokonos, 1997,
1998; Tpynosa, Knesesans, 1999; Trunova et al., 1999):

— BO3pAacT B MOMEHT I'0enu (MpakTHYECKH y BCEX
MJIEKOMUTAIOLIUX — IO YUCIY FOOBBIX CIIOEB B [iCH-
THHE, IIEMEHTE WJIK KOCTH);

— ce30H rubenu (y GOJBIIMHCTBA MJIEKONHUTAIO-
LIMX — 110 TOMY, KaKasi 4acTb FOJOBOr'O CJI0s1 HAXOIH-
Jach B cTagu GOpMHPOBaHUsI B MOMEHT rH6en);

— CE€30H POXJEHHUs Y pa3MHOXAIOLUXCS KPYTJbIi
TOfl WJIM MPUHAMJIEKHOCTb K PAHO UJIM MO3HO POXK-
OCHHBIM Y CE30HHO pa3MHOXAaKLUXCcs (10 MOJIOXe-
HMIO NIEPBOTO TOIOBOTO CJIOSl LIEMEHTA OTHOCHTEIb-
HO ICHTHHOBOMH 4YaCTH KOPHS);

! PaGora nomnepxauna PoccuitckuM (oHIOM yHIaMEHTaNbHBIX
HccnefoBaHui (MpoekThl Ne 99-04-48024 u 00-15-97792).

— TEMII POCTa M BO3PACT MOJIOBOTO CO3peBaHus (y
[OJITOXMBYIIMX MJIEKOMMTAIOLHUX — IO COOTHOLIEHHUIO
ILIMPUHBI TOJIOBBIX CI0EB B KOCTHOH TKaHH WU B JICH-
THHE M MO COOTHOLIEHHIO YHCJA CJIOEB BTOPUYHOrO
[IEHTHHA U LIEMEHTa);

— YHUCJIO aKTOB Pa3MHOXXEHUS (y HEKOTODPBIX NOJI-
FOXKHUBYIIUX MJIEKONMUTAIOUIUX — MO METKAM pa3MHO-
>KE€HHUS B rOIOBbIX CJIOSX);

— ¢a3y NoJ0BOro LUKJIa B MOMEHT rubens (y He-
KOTOPBIX IPbI3YHOB — 10 XapaKTepPy CYyTOYHBIX CIIOEE
B ICHTUHE PE31OB);

— 0COGEHHOCTHU MUTAHUA (Y HEKOTOPBIX JOITOXH-
BYUIMX MJIEKONHUTAIOIIMX — MO XapaKTepy CIOEB B
NEHTHHE);

— OCOOEHHOCTH 3UMHEN CISTYKH U BpeEMs TPOOYXK-
AeHus (Y 3MMOCHSILIUX IPHI3YHOB — 11O “30HE CNIAYKU
! CyTOYHBIM CJIOSIM B IECHTHHE PE3LOB).

Huxe Ha npumepe ceBepHbIX oneHel Rangifer
tarandus TOKa3aHO, KakKue OCOOEHHOCTH HMCTOPUH
3KHM3HHU 0COOH, HeOOXOOUMbIE [JIS pelleHHs TpobieM
NONYJISILIMOHHBIX UCCIIENOBAHMIA, MOTYT ObITh OLICHE-
HbI, KOTJla B pacloOpsi>)KeHMH McClefoBaTeneil ecThb
TOJIBKO HHXKHHE YEJIIOCTH C 3y0amu.

METOOHUYECKHE IMOAXOAbI

MeTonuka uccnefnoBaHus Obliia TakoOBa: U3Mepsl-
JIH HUXXHIOIO YENIFOCTh U HacTeMy (paccTOsIHUE OT
NocCleaHero pe3ua o NepBoro We4YyHoro 3y6a), Bbl-
HHUMaJIU U3 ajbBeoJibl M1, aeKkanbLUHUPOBANH U 3a-
TEM H3rOTORJISUTH MPOAOJBHbBIE CPe3bl KOPHEH, POXO-
pslle Yepe3 MyJbHapHbIi KaHaN, H oNepeyHble cpe-
3bl HIDKHEH YacTd KOpoHKH. Cpe3bl OKpalluBaH
FEMaTOKCHIIMHOM, 3aKJIIOYaJIM B IIIHLEPUH U UCCIIENo-
BaJTM LIEMEHT U [ICHTHH 3y0a ¢ NOMOILBIO OUHOKYISIpa U
Mmukpockona (Knesesanb, 1988). Ilpu uccnegoBannu
NpenapaToB ONpeNesisUId BO3pacT OCOGH B MOMEHT -
6e/M 110 YMCITYy FO[OBBIX CJIOEB B IEMEHTE; BO3PACT NO-
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Puc. 1. Vi3amMeHeHHs BEpOATHOCTH rHGenH (Mo OCH OpAH-
HAT) CEBEPHBIX OJIEHEH C BO3pacToM (1o ocH abcuucc, IT.)
(cyMMapHO caMiibl ¥ caMKH, n = 388, no naHHbIM Pelimep-
ca (Reimers, 1983)).
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Puc. 2. CooTHOLIeHne BO3pacTa HaCTYIUIEHHS MOJIOBOM
3peNOCTH H BO3pacTa B MOMEHT rHGeJIH Y CEBEPHBIX Olle-
Heit HoBoit 3emun.

ITo ocu aGenmce — YMCIIO MPOXKKTBIX 3UM, IO OCH OPJIMHAT —
K KaKo# 3MM€ XH3HH 0COOb JOCTHIJIa N0JIOBOH 3PEJNOCTH
(u3: Kneesansb, Cokonos, 1999).

JIOBOTO CO3pPEBaHMUs! MO COOTHOLLECHHMIO YHCNIA CJIOEB BO
BTOPUYHOM ACHTHHE M B LIEMEHTE; CE30H IMOEIH 1O TO-
My, KaKasl 4aCTbh O4YEpeJHOro rofoBOro CJIos ICHTHHA H
LIEMEHTa HaxOgwiach B CTagu¥ (pOpMUPOBAHHMSA B MO-
MeHT rubenn. Kpome Toro, no nonoxxeHuo nepBoi 3MM-
HEH JIMHUMM NIPUPOCTa B LIEMEHTE OTHOCUTELHO JICHTH-
HOBOH 4acTH KOpHs (Ha MPOAOJIbHBLIX Cpe3ax) BbIACIISUIH
oco0eil, POIUBILMXCS B KOHIIE CE30Ha pa3MHOXKEHMI.

OLIEHEHHBIE ITAPAMETPHI

IIpoooaxumeavrHocmo Hu3Hu u OuHamuxa 2ube-
au. B Tex cnyuasix, Kkorja 4ejiioCTH B3siThl OT XKUBOT-
HBIX, NIABIIUX B PUPOJiE, ONPENEIEHNE BO3pacTa no
FOIOBBIM CJIOSIM HAaeT BO3MOXHOCTb MOCTPOUTH fie-
Morpacdudeckyro Tabluly, OpefeIuTh BO3PACTHbIE
N3MEHEHHUs BEPOSITHOCTH TMOENM M MaKCHMAJIbHYIO
NPOOIXHMTENbHOCT XHU3HU. Peiimepc (Reimers,
1983) mo uucny rogoBbIX CIOEB HEMEHTa ONpeNeIn
BO3paCT CEBEPHbLIX OJIEHEH, YENFOCTH KOTOPbIX ObLIH
B 1973-1978 rr. co6panbl Ha Illlmun6Geprene. Ha
IImuubeprese NpakTHYECKH HET XUIIHUKOB, OMaCHBIX
IJIsk CEBEPHBIX OJICHEM, U ¢ 1925 r. He 6b110 OTCTpENna
9THX XUBOTHbIX. KpHBasi BO3pacTHbIX H3MEHEHHI Be-

KIJIIEBE3AIJIb

POSITHOCTH rH0eNu B 3TOM NONyNsilMu ojeHext (puc. 1)
MMEET BUJI, TUITMYHBIH JIJIs1 ROTOXKUBYLIUX MJIEKOMH-
tarommx (Hutchinson, 1978; Heligman, Pollard, 1980):
BBICOKAsi CMEPTHOCTb MOJIOJHSIKA, €€ CHIXKEHHUE K JBYM
rofiaM M 3aTeM IKCNOHEHIManbHoe nopbiieHue. (Cne-
AYET OTMETUTDb, YTO CMEPTHOCTD CETOJIETOK B JAHHOM
clly4yae 3aHIDKEHA, MOCKOJNIbKY UX UENIOCTH IIJIOXO CO-
xpanstores (Reimers, 1983).) Haumenbuiast BeposiT-
HOCTb r'Hbenu OTMeYeHa B BO3pacTe 2-3 JIeT, MaKCH-
MaJIbHasi TPOJOJIKUTELHOCTD KU3HH — 15 neT.

3TH paHHbIE, NOJy4YeHHblEe Ha GONbILIOM (PaKkTH-
YEeCKOM MaTepuaje, MOTYT CIYy>XHTb OCHOBOM JJIsi
CpaBHEHHsI OCOOEHHOCTEH CMEPTHOCTHU B APYrHX IO-
NOyJIsAUUsX TOro e Bujga. B yacTHocTH, HHTEpEC MO-
YT NPENCTaBiATb Cly4ad, KOrja OOHapyXHBaeTCs
MOBbILIEHHE CMEPTHOCTH B paHHEM BO3pacTe, B Ie-
pHOJ, KOIrfla BEpPOSITHOCTL THOEnu Maja, OCOOEHHO,
€CIH NPU 3TOM OIpeAeneH ce30H rubenu ocobei.
Tak, KpuBasi CMEPTHOCTH, IOCTPOEHHAsi HAa OCHOBAHUM
aHaJM3a YeJlIIOCTEN CEBEPHBIX OJIEHEH, COOPaHHLIX B
tyHape Ha Hosoit 3emne (Knesesans, Cokonos,
1999), noka3ana yBenuyeHue JOoau ocobeit, MOru6Imx
B Bo3pacTe OT 1 ropa 1o 3 jieT, N0 CPaBHEHHIO C TAKO-
Boil y oneHel llInuuGeprena. B sToMm Bo3pacTe Ha
Hogoit 3emne noru6ao 18% Bcex ocobeit (n = 107),
torpa kak Ha [llmun6eprene — 10% (n = 388). Korna
6611 onpepeneH ce3oH rubenn oneHeil Hooit 3eM-
JI4, 0Ka3aNoch, 4YTO 71% Bcex XXMBOTHBIX MOTUOMU B
He6IaronpusTHbI MaJIOKOPMHbIA 3UMHE-BECEHHHUH
HEPHOM, YTO B NPUHIMIIE XapaKTEpHO [ BCEX ce-
BEpHbIX oneHel. MHTepecHo, 4TO yBenUYeHUe NOJH
noru6uux B Bo3pacte 1-3 roga mpou30LLIO 3a CYET
ocobeil, MOorubuMx B OIMaronpHsATHLIA JTETHE-OCEH-
Huii nepuon. Bo3pacTHas rpynna ot 2 go 3 et 6bl11a
€UHCTBEHHOM!, B KOTOPOH YKCJIO NOruOLIKX B JIETHE-
OCEHHHUH nepHrof ObUIO BbILIE, YEM NMOTUOIINX B 3UM-
He-BeceHHnil (Knese3anb, CokonoB, 1999). Bcran
BOMpPOC O NMPHYMHAX HEOOBLIYHO BBICOKOHW rubenu B
neTHe-oceHHMH nepuop. B cnywae oneneir Hoo#t
3eMiH BO3MOXXHON NPUUNHOH GbLIO IPH3HAHO UX 00-
JIy4eHUe NpU MPOBENCHUH SIEPHbIX ucnbiTaHni (Kine-
Be3aJb U Ap., 1997; Knesesansb, Cokonos, 1999).

Boapacm noaoeozo coapesanua. OnpeneneHue
BO3pacTa HaCTYIJIEHUs NOJIOBOH 3pEJIOCTH y ocobed,
MOrUOIINX OT €CTECTBEHHBIX NMPHYMH, NAET BO3MOX-
HOCTb UCCJIEIOBATH COOTHOLIIEHHE CKOPOCTH MOJIOBO-
ro co3peBaHHs U NPOAOIXKHUTENBHOCTH XKHU3HU. OKa3a-
JIOCh, YTO CpPeOH HOBO3EMEJILCKUX OJIEHEH, KOTOpbIE
HOru6N eCTECTBEHHOH CMEPTBIO, PAHO CO3peBLLIHE
OJIEHH XKMIIM HENOJITO, a JOJTOXHUTENSIMH ObLITH MO3]1-
HO co3peBure ocobu (puc. 2) (Knesesans, Cokoos,
1999). OTto mouTBEpXKHAET NPERNONOXKEHHE O TOM,
YTO 3afiep>KKa [OJIOBOT'O CO3pEBAaHMS YMEHbLUAET CTO-
UMOCTb Pa3MHOXEHHS M YBEJIMYHUBAET IPOMOJIKH-
TeJILHOCTH KU3HM (Stearns, Crandall, 1981).

Bpems poxcoenusn. OueHka gonu ocobelt, poxaeH-
HBIX B KOHIIE CE30HA Pa3MHOXEHHSI, Y OJICHEHN pa3HOro
BO3pacTa HOBO3EMENbCKOH U B3ATOH AJIsi CpaBHEHMs
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TaiiMbIpckoi nonynsumii (Knesesans, Cokonos, 1997)
nokasana cienymoiuee (puc. 3). Cpeau MOJOAbIX HOBO-
3eMEeNIbCKUX OJIEHEN, KOTOphIe MOrMOMIM OT ECTECTBEH-
HbIX NPUYMH, OOJIBIIMHCTBO ObLIIH HO30HO POXAECHHbI-
MH; CpPeld TalMBbIPCKUX MOJIOMIbIX OJIeHeH, NOrubImx B
pe3yJbTaTe OTCTpeNa, TaKUX ObLIO MEHbILE. DTO NOf-
TBEPKAAET BBIBOJ, CAEJIAHHbIA IPH HENOCPEACTBEHHOM
HaOIOIEHUH 3a TeNIATaMU: MO3MHO POXKJECHHbIE 0COOU
00J1a/1a10T MOHMKEHHOY BbIXKMBAEMOCTBIO B IIEPBOE Jie-
TO Xu3HU (Adams et al., 1995). [To3nHo pokueHHbIe Oco-
6u, ofiHaKo, ObUIH M CpefH OJIeHel B Bo3pacrte 5-8 JieT,
KAaK MOruOIIMX ECTECTBEHHOM CMEPTHIO, TaK M OTCTpE-
JIEHHBbIX, HO X ObUIO CyllleCTBEHHO MeHble. Hanuune
HO3[HO POXKACHHBIX 0COOEH CpPEAM OTCTPEJIEHHBIX MO-
JIOABIX TAMMBIPCKUX OJIEHEH M YMEHbLICHHE NOJH Ta-
KHX OJIEHE# B CTapiuei BO3paCTHOM IpyIe CBUAETENb-
CTBYET, YTO ITH OJIEHH MOTYT NEPEXUTb HE TOJILKO
IEPBYIO, HO U TMOCIEAYIOIIME 3UMbI, OJHAKO y HHX
MEHBIIIE LIAHCOB JOXMTh A0 5-8 5IeT, 4yeM y OneHeH,
POXIEHHBIX B IEPHOJ] MacCOBOrO pa3MHOXeHus. Mx
BbIXKMBAaEMOCTh Pa3IiyHa B Pa3HbIX NOMYNSLMAX U B
OIHOH TNOMYJISIMK B Pa3Hble rOAbl H, OYEBUHO, 3aBHU-
cut oT BHelrHuX yaiioBui (Knesesans, Cokonos, 1997).

Pasmepbr mena. HakoHen, gaHHblE O BO3pacTe
KaX[oi 0coOM MaIOT BO3MOXHOCTb HCMOJIb30BaThb
pa3Mepbl HIDKHEH YEIIOCTH HE TONBKO JUIs ONpeaeie-
HM noJ1a (€C/IM MeXKy CaMLIaMU M CaMKaMH €CTb pa3-
JIM4HS N0 pa3MepaM TeJa), HO U ISl XapaKTePUCTHKH
o61ux pa3MepoB 0cobu K MOMEHTY ee rubenu. H3se-
CTHO, YTO Y OJIeHEH JJINHa MaHAUOYJIbI SBISETCS XO-
POLIMM TIOKa3aTeseM pa3Mepa ckenera (Suttie, Mitch-
ell, 1983) 1 BbICOKO KOppeMpoBaHa c BeCOM Tena (6e3
3KUpa ¥ BHYTpeHHuX opraHoB) (Lowe, 1972).

ITpu aHanM3e KOCTHBIX OCTAaTKOB JaBHO MaBLIMX
JKUBOTHBIX 4YacTO OKa3bIBAE€TCs, YTO YEJIOCTHas
BETBb HMKHEH YeJIOCTH NOBpEX[EHa H TOYHO Ole-
HHUTb pa3Mep YeJIIOCTU Heslb3d. B 3ToM ciyyae noka-
3aTesieM pa3Mepa OCOOH y OJieHe! MOXKET CIyXXHTb
IIMHA auacTeMbl HUXHEHR dentocTH (Bertoille, Dec-
rombrugghe, 1995). 3TOT npU3HaK BBICOKO KOppEJH-
POBaH ¢ KOHANUI00a3aNbHOH JIIMHON Yepena (1o NaH-
HbiM OMnens (Empel, 1962), y 3y6poB 7 u crapiie
net r=0.93, n =25) u c pnuHOH MaHAUGYNBI (Y B3pOC-
NIbIX CEBEPHBIX OJNieHel pa3HbIX nonyisauui r = 0.94,
n = 50; paccunrano no npoMepam H.JI. KpymmHckoit).

Y ceBepHbIX OJeHeil cTaplie 3 JeT No JJIUHE [ua-
CTeMbl MOKHO onpefenuTh nosu ocoou (KpymuHckas
u Jp., 1997) 1, conocraBuB ee ¢ BO3pPacTOM, OXapak-
TEpPHU30BaTh POCT CaMLOB U CAMOK JaHHOH MomyJs-
uuu. Hampumep, Ha pHc. 4 MOXHO BHAETb, 4TO:
1) pocT caMIIOB aKTHBHO NMPOJOJIKAJICS U noce 4 JeT,
TOrga Kak poCT CaMOK Mocie 4 JjeT 3aMesuica U
2) caMbIMH CTapbIMU B BbIOOpKE ObLIM OTHIONb HE
camble KpyMnHble 0cOOU, YTO OCOOEHHO YETKO BUHO
B cinyyae camuoB. [lepBbiil BbIBOJ NMOATBEPXKIAAET
NPaBOMOYHOCTb HMCIOJNbL30BAaHUS NJIUHBI AMACTEMBI
IS XapaKTEPUCTHKH POCTa, NMOCKOJbKY TaKHe Xe
pa3nnyus B TEMNE pOCTa CaMIOB MU CAMOK ObIJIU Bbl-
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Puc. 4. [InnHa nuacteMbl HIXKHEH YEJIIOCTH Y CEBEPHBIX
onexeit HoBoit 3emuu (o ocH OpAHHAT, MM), TOrHOLIMX
B pa3HOM Bo3pacTe (1o ocH abCuHce, IT.): (@) — caMibi,
(O) — camku (u3: Kpymnnckas u ap., 1997).

sIBJIEHbI U NIPH aHAJIM3e BO3PaCTHbIX H3MEHEHHUH Beca
tena (Nieminen, Petersson, 1990). Bropoii BeiBOf 60-
nee untepeced. OH faeT MaTepual s aHaJIu3a Co-
OTHOLIEHHs] CMEPTHOCTH ¥ OOLIMX pa3MepoB Teja y
ocobeil ofHOro BHAA. [10 CHX MOp 3TO COOTHOLLEHHE
LIMPOKO O6CYXKJajoch Ha OCHOBAaHMM PE3YJIbTaTOB
MeXBHUOBBIX cpaBHeHHM (Promislow, Harvey, 1990).

3AKIIIOYEHHE

Taxum 06pa3oMm, JeTanbHbI aHAIU3 4YETIOCTER U
3y60B, coOpaHHbIX Ha HoBo#t 3emiie OT noru6mmx or
€CTECTBEHHbIX NMPUYHH CEBEPHbIX OJIEHEH, MO3BOJIWI
HCCIIEIOBATh CBSI3b NMPONOJDKUTENBHOCTH XKU3HH C 00-
LIMMH pa3MepaMH 0coOH, BO3pacTOM €€ MONOBOrO CO-
3peBaHUs M BPEMEHEM POXJIEHMs, a TaKXKe 3aCTaBWI
3aHATHCS IOMCKAMH IIPHYHH NOBBIILIEHHOH CMEPTHOCTH
B MOJIOIOM BO3pacTe.

Kpome Toro, Tkanm 3y60B M KOCTH HaKalIMBarOT
pa3Hble xumMuveckue Beuecrsa (Sharon, 1988), a amainb



480

3y60B PErUCTPHPYET BHELLIHEE palHalIIOHHOE O0JTyde-
Hue (Ikeya et al., 1984; Pass, Aldrich, 1985). Xumuuec-
Kue ¥ pu3nyecKue UCcCIIefOBaHNs TKaHeH 3y6a U KOCTH
NO3BONSAIOT OLEHUTb YPOBEHb 3arps3HEHUs KaXKou
KOHKPETHOM 0COGH, a BMECTE C UCCIIEAOBAaHUEM PEruc-
TPHUPYIOILIMX CTPYKTYP — BbISICHUTH JUHAMHKY 3arpsi3-
HEHMS U €r0 BIMSIHME HAa COCTOSIHUE OcOo0el B NOMyJis-
umu (Knesesanb u ap., 1997; Knesesans, Cokoios,
1999). Takum 06Gpa30oM, IPH HAIMYHMU XOPOLLIO 06OpY-
ROBaHHbIX XMMHYECKHX U (pusmyeckux jabopatopuit
MOXHO aHAJIM3HPOBATD BIIUSTHUE 3arps3HEHUS OKpYXKa-
IOLLEH Cpefibl HA CMEPTHOCTB OCOOEH B MOMYJISIIMSX.

Aemop 6aazo0apum M.B. Muny u 3.M. Cmupu-
HY 3a kpumuyeckue 3amevarusn, a marxxce HJI. Kpy-
WUHCKYIO 3a npedoCcmasneHue NpOMepO8 HUNCHUX
uearocmeti ce6epHbIX ONEHel.
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Retrospective Estimate of the Individual History
of Life in Population Studies on Mammals

G. A. Klevezal

Kol’tsov Institute of Developmental Biology, Russian Academy of Sciences, ul. Vavilova 26, Moscow, 119991 Russia
E-mail: anzuz@online.ru
Abstract—Analysis of the recording structures in mammals, such as dentine, cementum, or bone tissue, makes it pos-
sible to estimate the parameters of individual history of life: age at the moment of death, seasons of death and birth,
growth rate, age of sexual maturation, etc. Using the reindeer (Rangifer tarandus) as an example, it has been shown what
specific life features essential for population studies may be estimated when only mandibles with teeth are available.

Key words: recording structures, reindeer.
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