POCCUIMCKAS AKAJTEMUS HAYK
CAHKT-IIETEPBYPICKUM HAYUYHBIN ITEHTP
CAHKT-IIETEPBYPICKUM OUJUNAJI
NHCTUTYTA UICTOPUU ECTECTBO3HAHUY I TEXHUKU
um. C. I. BABIJIOBA

YAPJIb3
JIAPBVH

n

COBPEMEHHAS
b OJIOI'MA

Tpyasr MexxaynapoHoit HayIHOH KOH(pepPEeHITNN
21-23 centsi6pst 2009 1., Cankr-Iletepbypr

OTBeTCTBEHHBIN pefakTop-cocTaBuTesb J. V. Komunnckmii
Penmakrop-cocraBurensb A. A. Denorosa

y .

HCCTOp-HéTOpHH
Canxr-IlerepOypr
2010



YK ~a069.5%a575.8
BBK 79.102 + 28.02
q20

[Ipesuent oprkomureTa:
sure-nipesugent PAH, npeacenarens CII6 HIT PAH, akagemuk JK. . Anghépos

CorpejicesiaTesii OpPrKOMUTETA:
MepBLIN POPEKTOp 1o y4eGHOil n HayyHoi padore CIIOTY,
nekan 6uosoro-tousentoro (akyabrera CIIGTY npodeccop H. A. lopaunckuil;
3am. nipeziceziaresist Cankr-IlerepGyprekoro HayuHoro renTpa PAH, aupexrop
Cankr-ITerepbyprekoro pusmana Vucruryra o6ieii renernku um. H. . Basusiosa PAH
akagemuk C. I'. Unee-Beumomos;
mupektop Cankr-IlerepOyprekoro dhunnana VIHCTHTYTa MCTOPUE €CTECTBO3HAHNUS U TEXHUKN
num. C. U. BaBusnoBa PAH nipodeccop 3. Y. Koruunckuii

Pepakipionnast KoJierns:

B. C. bapanos, M. I1. bapanos, H. E. bepezoui, JI. A. bopxun, H. I1. Becénxun,
A. M. T'ann, A. B. Tosopynos, U. A. Fopaunckuit, JI. A. [lcanapudse, A. K. Jlondya,
C. I'. Unee-Beumomos, 3. U. Koruunckuii (otB. pen.-coct.), M. b. Konawes,

M. B. Jlockymosa, A. C. Mam3un, FO. B. Hamouun, A. B. I[lonesoil (0TB. cekp.),
C. B. Poxcnos, A. FO. Posanos, 3. A. Tponn, A. A. @edomosa (pes.-coct.)

Wsnanue ocyiiectBaeHo 1npu (pUHAHCOBO MOJIEPIKKE
Poccwniickoro donna pyngamentanabubix uccaepoBanuii (mmpoekt Ne 09-04-02003-2 1)

920 Yapabs [[apeun u coBpeMenHast 6uosorus. Tpyabl MexiyHapoaHOil HaydHOU KOH-
dbepennuu «Yapans Japsun u coppemennas 6uomorust» (21-23 cenrabpsa 2009 r., Cankr-
ITerepbypr). — CII6. : Hecrop-Mcropus, 2010. — 820 c., ui.

ISBN 978-5-98187-622-6

Co6opuuk TpynoB MeskayHapoaHoii Hayunoii Kondepenuuu «Tapins JJapBut u coBpeMeHHast
6uosiorusi», cocrosipiueiics 21-23 cenrsiopst 2009 r. 8 Cankr-Ilerepbypre, nocssien 200-ieruio
co aus poxaenus Y. [apsuna u 150-setuio BbIX0a B CBeT ero 3HameHuToil kuuru «IIponc-
XOsK/IeHHe BUIOB». B cOOPHUKE PACCMOTPEHBI TEOPETHYECKHE U HCTOPHKO-HAYUHbIE TPOOJIEMbI
COBPEMEHHOIT 9BOIIOIMOHHO GHOJIOTHH, XapaKkTep 1 cTereHs Bnstaus uaeil Y. /lapsuHa Ha pas-
BuTHe Hayku u obmiectBa B XIX—XX Bekax, a TakkKe Ta KJIKUYeBast POJib, KOTOPYIO 9BOJIOIUOH-
Has TeopHs IPOOJIKAeT UTPATh B MOMCKAX OTBETOB Ha HOBEIe BBI30BBI X X1 Beka. Kaxas craTns
cHa0’KeHA PYCCKUM U AaHTJIMHCKUM PE3IOME.

VK ~a069.5%a575.8

BBK 79.102 + 28.02
ISBN 978-5-98187-622-6

© Canxr-ITerepbyprexuii pumman UMET PAH, 2010
© 9.1. Komunncknii, A.A. @eoroBa u KoJueKTHB aBTopos, 2010
7859811187622 © UsmarersctBo «Hectop-Uctopusi», 2010
HayuyHoe uznanue HznatensctBo «Hectop-McTopusi»
197110, CI16., I[Merpo3aBoackas yi., 1. 7
Koppekrop H.B. Cmpenvrukosa Ten.: (812)235-15-86
Opurunan-maket JI.A. Quaocogosa, C.B. Kaccuna e-mail: nestor_historia@list.ru
Mu3zaitn oonoxku C.A. Pomanosa WWww.rossica.su
IMonnucano B nevyars 25.11.2010. @opmar 70x100/16 OrnevaraHo B Tunorpaduu «Hectop-Kcropus»
Bymara odcetHas. [Teyats odcerHas. Yen.-mey. 1. 51,25 198095, CII6., yi. PoszeHiureiina, a. 21

Tupax 700 sx3. 3aka3 Ne 1837 Ten.: (812)622-01-23



RUSSIAN ACADEMY OF SCIENCES
SAINT PETERSBURG SCIENTIFIC CENTER
SAINT PETERSBURG BRANCH OF THE INSTITUTE FOR THE HISTORY
OF SCIENCE AND TECHNOLOGY NAMED AFTER S. . VAVILOV

CHARLES
DARWIN

and

MODERN

BIOLOGY

Proceedings of the International Academic Conference
21-23 September, 2009

Editor in chief E. I. Kolchinsky
Editor A. A. Fedotova

Nestor-Historia

Saint-Petersburg
2010



President of the organizing committee:
Vice-President of the RAS, Chairman of the Presidium of the SPbSC RAS,
Academician Zhores 1. Alferoo

Chairmen of the organizing committee:
Chief Pro-Rector for Academic Affairs and Research, Dean of Faculty of Biology,
the SPb State University, Professor Igor A. Gorlinsky
Vice-Chairman of the Presidium of the SPbSC RAS, Director of the St. Petersburg Branch
of the Vavilov Institute of General Genetics, Head of Department of Genetics and Selection
of SPb State University, Academician Sergei G. Inge-Vechtomov
Director of the St. Petersburg Branch, S. I. Vavilov Institute for the History of Science and
Technology, Professor Eduard I. Kolchinsky

Editorial board:
M. P. Baranov, V. S. Baranov, N. E. Beregoy, L.Ya. Borkin, Ya. M. Gall, A. V. Govorunov,
L A. Gorlinsky, L. A. Dzhaparidze, A. K. Dondua, A. A. Fedotova (editor), S. G. Inge-Vechtomoo,
E. I. Kolchinsky (editor in chief), M. B. Konasheov, M. V. Loskutova, A. S. Mamzin, Yu. V. Natochin,
A. V. Polevoi (secretary), A. Yu. Rozanoo, S. V. Rozhnoo, E. A. Tropp, N. P. Veselkin

The Publication of the Proceedings is financially supported by the Russian Foundation for Basic
Research (project Ne 09-04-02003-5_j1)

Charles Darwin and Modern Biology. Proceedings of the international academic con-
ference “Charles Darwin and Modern Biology” (21-23 September, 2009). — St. Petersburg :
Nestor-Historia, 2010. — 820 p.

ISBN 978-5-98187-622-6

The international academic conference “Charles Darwin and Modern Biology” (21-23 Sep-
tember, 2009, St. Petersburg, Russia) was devoted to the Charles Darwin’s bicentennial and
the 150 anniversary of his ‘Origin of Species’. The Proceedings examine theoretical and histori-
cal problems of modern evolutionary biology, the influence of Charles Darwin’s ideas on the de-
velopment of science and society in the 19th—20th centuries, the key role of the evolutionary
theory in solving the problems of the 21st century. All papers are supplemented with summaries in
Russian and English.

© Saint Petersburg Branch of the THST RAS, 2010
© E.IL Kolchinsky, A.A. Fedotova and contributors, 2010
© Publishing House “Nestor-Historia”, 2010



COAEP;KAHHE

Contents
TIPCIIICIIOBIIC ..ottt st sies 13
Introduction
JKusHeHHBIN 1 TBOPYECKUN TTYTD U. JIAPBITHA ..o 23

Course of Life and Creative Development of Ch. Darwin

NNEHAPHAA NEKLUKA
PLENARY LECTURE

Margulis L. Symbiogenesis. A New Principle of Evolution Rediscovery

of Boris Mikhaylovich Kozo-Polyansky (1890—1957) ....c..cccooomriurmirrmirnrirssiessssesssesssessesssssssessssesnes 34
Mapryuc JI. CumGroreres. HoBbIi IPUHITHIT 9BOJIOINN:

Boccranosenue nproputera b. M. Kozo-Ilomsmrckoro (1890-1957)

FEHETUKA W ECTECTBEHHbIW OTEOP
GENETICS AND NATURAL SELECTION

Hnre-Beuromos C. I'. VI3MeHUMBOCTD, MATPUIHBIN TPUHITAT ¥ TEOPUST IBOJIOIINM ....vovevereernnes 49
Inge-Vechtomov S. G. Variability, Template Principle and the Theory of Evolution

Komuanos H. A., Cycnos B. B., Ilonomapenko M. II.

IBOJIIOINS B TPOCTPAHCTBE BO3MOKHOCTEN: J[apBUH M BABUIIOB ..o 61
Kolchanov N. A., Suslov V. V., Ponomarenko M. P.

Possibility Spaces and Evolution: Darwin and Vavilov

Yepuos 0. O. BeskoBast HACHEACTBEHHOCTD U IBOJIOTIHIST «...covvuvveeeenreniaeesseneaessssessssssssssssesssesassssasssnens 76
Chernoff Yu. O. Protein-Based Inheritance and Evolution

JKypasnesa I'. A. BO3HUKHOBEHUE HOBBIX OEJKOB 32 CUET Y ITUKALU TEHOB ...vvvvvvrnrvenresrsessienns 95
Zhouravleva G. A. The Origin of Novel Proteins by Gene Duplication

Tony6oscknii M. 1. [Tpunimn GakyabTaTuBHOCTH,

0060061TeHHAS KOHTIETINS TEHOMA ¥ HACJEACTBEHHAST M3MEHUMBOCTD «vvvvorvvsnresseessseeessesssseessseseenns 11
Golubovsky M. D. Facultativeness Principle,

Generalized Genome Concept and Hereditary Changes

Xpomos-Bopucor H. H. [Tosnseka ¢ [leHTpaibHOI 10rMOI MOJIEKYJISIPHOI OMONOTHH .............. 125
Khromov-Borisov N. N. Half a Century with the Central Dogma of Molecular Biology

Mapsun A. M., [laBunenko K. A., Mapsun H. A., Kpsicosa JI. B., Autociok O. H.
JIIMTeIbHbBII HATPaBJAEHHBIN 0TOOP KaK MCTOYHUK HACIEACTBEHHON UBMEHUUBOCTH ....ovvvoeeeee. 133
Marvin A. M., Davidenko K. A., Marvin N. A., Krysova L. V., Antosjuk O. N.

The Long Directed Selection as a Source of Hereditary Variability

5



Codepacanue

Zakharov 1. K., Ilinsky Yu. Yu., Vaulin O. V., Sinyansky Ya. Ya., Bocherikov A. M.,
Koromyslov Yu. A., Ivannikov A. V., Voloshina M. A., Zakharenko L. P., Kovalenko L. V.,
Cheresiz S. V., Yurchenko N. N. Dynamic Processes Shaping the Gene Pools

in the Natural Populations of Drosophila melanogaster ... crecereosensesrieersssssssesssssinns 142
3axapos U. K., Wmunckwuii 10. 10., Baymun O. B., Cunsinckuii f. f1., Bouepukos A. M.,
Kopowmsicios I0. A., UBannukoB A. B., Bosomuna M. A., 3axapenxko JI. II.,

Kosanenxo JI. B., Uepecus C. B., IOpuenxo H. H. /[unamMuyeckue mpoieccot

B TeHO(OHIAX TPUPOIHBIX Tomy sttt Drosophila melanogaster

Epmaxos E. JI., T'peuansiii I'. B.| Ce3ommbiii 0T60D 110 MBMEHYNBOCTH KOJUYECTBEHHBIX

MOP(MOTOTHYECKUX TIPUZHAKOB B TPUPOIHOMN MOTTY IS APOSOMUIIBI c.voeeeecererereereeseesenseseeenaees 153

Ermakov E. L., |Grechanyi G. V.[Seasonal Selection on Variability

of the Quantitative Morphological Characters in Natural Drosophila Population

Muponosa T. A., Caneapuukos C. . CpaBHuTEIbHAS U3MEHUHBOCTH

KPaHMOJIOTHYECKUX ITPU3HAKOB TéMHOM (Microtus agrestis)

7 GOPM OOBIKHOBEHHOM TTONEBKU (MICTOLUS QIOALLS S.1.) wocooeeeveeeeeeeeeeeeeee e 162
Mironova T. A., Sapelnikov S. F. Comparative Variability of Skull Characters

of Sibling Species Microtus arvalis s.I. and Microtus agrestis

Tpanesos O. B., Tpanesosa JI. . IddekTsl gectabusiuzupymoiiero orbopa.

Awmepuxkanckasa nopka (Mustela vison Schreber, 1777) KaK MOJCITD .........oevevvvereeereeereeeresessrsssesseenenns 170
Trapezov O. V., Trapezova L. I. The Effects of Destabilizing Selection.

American mink (Mustela vison Schreber, 1777) as a Model

Bacusiesuu B. U. EctecTBeHHDII OTOOP B PACTUTENBHBIX COOOTIECTBAX ..ovovververresrreessressesssensennes 177
Vasilevich V. I. Natural Selection in Plant Communities

Kunsarkos B. E. Konrenus rpymnmosoro otbopa ot Yapibaza JlapBuHa 10 HAIKUX THEH ............ 184
Kipyatkov V. E. The Group Selection Concept from Charles Darwin to Nowadays

Bapamnos B. C. DBomorst, TomnMopdu3M TeHOB U HACTEACTBEHHBIE OOEIHI ...v.vvvvvnrerersrrsrenns 196
Baranov V. S. Evolution, Genetic Polymorphism and Inherited Disorders

Ankosckuit H. K., Bopunckas C. A. ooy reHohOH/IOB YeI0BeKa:

HOITYJISTIMOHHBIE U JIOKYC-CIEITI(DUIECKNE TTPOIIECCDI weveveeneerrenrereeseeseeseesesssssssesessasssesssssessessssesessssan 205
Yankovsky N. K., Borinskaya S. A. Evolution of Human Gene Pool:

Population and Locus-Specific Processes

Yauna . I'., dKuBoroBckuii JI. A. V3yyenne kopeHHbIX Hapo0B EBpasum,

Bocrounoit Asun u AMepuki ¢ ucnosibzoBanueM ayTocoMHbIX SNP/STR-cucrem ..o 215
Udina I. G., Zhivotovsky L. A. The Study of Indigenous Populations of Eurasia,

East Asia and America by Autosomal SNP/STR Systems

Kyp6arosa O. JI. [Ipobiiema pejakcaryu
€CTECTBEHHOTO OTOOPA B TOIMYJISIIIUAX UCTIOBEKA vvvvvvrrvsevessssnsssessssrsssessssssssssssssssssssssssssssnsssssssesssssssnes 221
Kurbatova O. L. The Problem of Selection Relaxation in Human Populations

6



Codepacanue

BUA U BULOOBPA30OBAHUE
SPECIES AND SPECIATION

Muna M. B. 9Bouionus KoHIenmu Buia ot /JlapBuna 1o HaIux JHei:

MIPOTPECC UITH OITYIKIAHIE? oovvvvnveonsvenssesessssrssssssessssssssssssssssessssssssessssesssssssssssssssessssssssssssesssnssssnsssssssnsss

Mina M. V. Evolution of Species Concept from Darwin to Our Days:
Progress or Wandering?

Bopxun JI. 4., JIursunuyyk C. H. Bua u Buzoo6pasoBanue y ;KHBOTHDBIX:

MOJIEKYJIAPHO-TEHETUYECKAA OIICHKA (FeHeTI/I‘{CCKI/IC paCCTOHHI/Iﬁ) ................................................

Borkin L. J., Litvinchuk S. N. Species and Speciation in Animals:
Molecular Genetic Evaluation (Genetic Distance)

Lukhtanov V. A. Role of Natural Selection in Speciation:

Reinforcement of Pre-zygotic Reproductive Isolation in Agrodiaetus Blue Butterflies ............

Jlyxtanos B. A. Posb ectecTBeHHOTO 0TO0pa B BUA000PA30BaAHIH:
YCUJICHHE TIPE3UTOTUYECKOI PerpOyKTUBHOM U30JISIINN
y Gabouek-roaybsiHok poja Agrodiaetus

Py6uos A. C. IBOIOIMOHHAS POJIb THOPUANBAIINY Y [ITUI] HA TIPUMEPE

obbikHOBerHOM (Emberiza citrinella) n 6enomanounoii (E. leucocephalos) 0BCSHOK .................

Rubtsov A. S. The Evolutionary Role of Natural Hybridization in Birds:
the Case of Interrelationship of Yellowhammer (Emberiza citrinella)
and Pine Bunting (E. leucocephalos)

Crernuii B. H. CoBpemenHtast 3BOJIIOIUOHHAST OUOJIOTHSE: OCTHKEHS, TPOOIEMBI ................

Stegniy V. N. Modern Evolutionary Biology: Achievements and Problems

Nsantep IJ. B. [lepudepuueckne nomynsgimy NOAUTUIINYECKOTO BU/IA

KakK q)OpITOCTbI MUKPOIBOIIOIMOHHOTO ITPOIIECCA euueiiiiiiiiiiiiiiiiiiiiiiiiiiiiiises s e e e e e e eeeeeeeneeeeeee

Ivanter E. V. Peripheral Populations of Polytypic Species
as Outposts of the Microevolutionary Process

Coitun A. K. /lapBunOBCKIE 3aKOHOMEPHOCTU U3BMEHYUBOCTH
GOJBINX POIOB M COOTHOTIIEHHUE TPASYaTbHON W CATbTAIIMOHHON ABOJIOII

B pogie AStragalus L. (FADACEAC) ........ccovveiveveiveeeeieeeseeee et

Sytin A. K. Darwinian Thesis of a Peculiarity of a Larger Genera and Correlation
with Gradual and Saltatory Models of Speciation in Genus Astragalus L. (Fabaceae)

I'pedensnsiii C. 1. «HenapsuHoBcKoe» BupooOpasoBaHie

B CBETE COBPEMEHHDIX ITPEJICTABJICHUN FE€HETUKHN M TEHOMUKMU ....oovviiiiiiiiiiiiiiiiiiiiiiiiiiiineaes

Grebelnyi S. D. Non-Darwinian Speciation by Means of Saltation
in the Light of Modern Knowledge of Genetics and Genomics

I'pomos B. C. 3a60Ta 0 MOTOMCTBE, TAKTUIBHAS CTUMYJISTIINST

U 9BOJIOLUA COLUAIBHOCTU Y TPBIBYHOB w.ceovuiueiieiaiietiseaeiestieseisesesesstiesessesesesssiesesssesesssaesesssaesesssesessens

Gromov V. S. Parental Care, Tactile Stimulation and Evolution of Sociality in Rodents

Cyunos B. B., Cyunosa H. W. CuieHapuii 1IpOUCXO3KICHMST U SBOJIOLMU MUKPOOA UyMbl

Yersinia pestis kak aHIIUKIOTIEAMYECKAS MOJIENb «TAPBUHCKON» DBOJIOIIUH ...covvrenreencerenceneans

Suntsov V. V., Suntsova N. L. Scenario of Origin and Evolution of the Causative Agent
of Plague Yersinia pestis as the Encyclopedic Model of the “Darvinian” Evolution Theory

7

.. 228



Codepacanue

Cockos 0. /1., Kouernna A. A. Cxema siuBeprennnn Yapibsa Jlapsuna

KAK OCHOBA GUOJIOTHUECKUX BAKOHOB w.vvvreevereressseresssesesseessseessseesssessssasssssassssessssessssnssssnessssssssnns
Soskov Yu. D., Kochegina A. A. Ch. Darwin’s Scheme of Divergence

as a Fundamental of Biological Laws

MAKPO3BOJIIOLNA
MACROEVOLUTION

Harouun 0. B. 9Bommonuonnas puanosorus ma myTu

ot «IIpOMCXOKIEHVS] BUAOBY K TPOUCXOMKAECHUIO FKUBHUL w.vvvoveereeereeseesseesseesesssesssesssssssesenns
Natochin Yu. V. Evolutional Physiology on the Way

from the “Origin of species” to the Origin of Life

Jlesuenko B. . TIpoucxoiaeHue sKU3HN U GHOCHEPDI — EAUHBIN TPOTIECE .ovvvrrrenvrrrennn.
Levchenko V. E. Origin of Life and Biosphere is Indivisible Process

Po:xnos C. B. Oco6eHHOCTI CTAaHOBJIECHWS BBICIINX TAKCOHOB

MHOTOKJIETOYHBIX JKUBOTHBIX T10 TAHHBIM TTATIEOHTOMOTHH «.eooereeseeresseeeessenessseesssesssessssssessnas
Rozhnov S. V. Metazoan Higher Taxa Body Plan Formation Characteristic:
Paleontological Data

CesepuoB A. C. IIprmunnsr 1 ycmoBust hopMupoBaHus apoMOp(HOIT OPTaHU3AIN ........
Severtsov A. S. The Forming of Aromorphos Organization: the Causes and Conditions

Mawmkaes 0. B. Mopdosiorndeckne OCHOBBI TEOPUU IBOTIOIIH ....euverrenrereerreeereensesereeneenss
Mamkaev Yu. V. Morphological Foundations of Evolutionary Theory

Heannos A. 0. MHOTOK/IETOYHOE JKUBOTHOE KUMOEpeJia:
[IPUMEP UHTEPIIPETAIUN BEHICKUX UCKOIAEMBIX OCTATKOB ..o.vvvovvvsevennsssesssnsssnsssssssssssssssnssans
Ivantsov A. Yu. The Metazoan Kimberella: Example of Vendian Fossils Interpretation

Cymuna E. JI., Cymun /1. JI. O cranoBiennn MopgoreHeTnyecKux mporeccoB

JO TIOSBIIEHUST DYKADPHOT ...oouvrererieernsnrusersseesssaastasesssesssessesaesssesssesssssssssesssesssssssssesssssssssesssssessssneses
Sumina E. L., Sumin D. L. To Morphogenetic Processes Occurrence

before the Eucaryots Appearance

Cepesxnurora E. A. TTpukpenuresbHbie a[alTallui BEHACKUX CEICHTAPHBIX OPraHU3MOB
Serezhnikova E. A. Attachment Adaptations of Vendian Sedentary Organisms

Mapxkos A. B., Koporaes A. B. /[uHamMnuka TaKCOHOMIYECKOTO PasHOOOpasust
(haHepo30HCKON OHOTBI: DAKTI F MOEIIH .o.veervverrveseseersssessessssesssessssssssssssessassssessssesssssssesssessanns
Markov A. V., Korotayev A. V. Taxonomic Diversity Dynamics

in the Phanerozoic Biota: Facts and Models

ITposopos H. A., Bopo6bes H. U., Tuxonosuu U. A.

DBOJIONMS CUMOMOTUYECKUX CUCTEM: 3aITpOrPaMMHPOBAHHBII 0TOOD,

06YCIIOBIEHHBI NpeaanTalusIMi 1 OGPATHBIMU CBAZSIME TTAPTHEPOB ......voornrvvesnrresesnees
Provorov N. A., Vorobyov N. L., Tikhonovich I. A. Evolution of Symbiotic Systems:
the Programmed Selection Caused by Pre-Adaptations and by Partners’ Feedbacks

8



Codepacanue

Cuzgepckuii B. JI. TTOJIET B 9BOIOIMN HACCKOMBIX ....vuvuereeeeeenceseesessessessesssssessessessessessessessessessessssens 469
Svidersky V. L. Flight in Evolution of Insects

Tamaueii 10. B. 9Boto11s KI€TOYHBIX CUCTEM U SKU3HEHHBIX (DOPM PACTEHUH «.ovvvveerreercernaees 479
Gamalei Yu. V. Cell System and Plant Life-Form Evolution

Becéaxun H. II. DBomonus myTeil XUMUIECKON PETYIISIIIH «.....veveererreereeneeessseesssssssessssesssessesssees 498
Vesselkin N. P. The Evolution of Chemical Regulation

Ko3znos A. I1. [Tomysium opraHu3MoB-0ITyX0JeHOCUTeen

KaK Tiepexo/Hble (JOPMbI MEXKILY BUIAMH OPIraHU3MOB,

CTOSIIIIUX HA PA3JIINYHBIX CTYTIEHSX TPOTPECCUBHOMN DBOIIOIIIIH .oevevereveneerieeesseeseessseesecesessseeeesssssne 508
Kozlov A. P. Populations of Tumor-Bearing Organisms

as Transition between Species at Different Stages of Progressive Evolution

CagespeB C. B. [Iponcxoskmennie MO3ra Ha3eMHBIX TIOBBOHOUHBIX .....cuervreereenesescseecenesesnssesesncsees 520
Saveliev S. V. The Origin of Brain of Terrestrial Vertebrates

WBanosa A. H. [lioTosiabie pacTeHus:
nccyenoBaHus co BpeMeH Y. /[apBUHA /10 HATITHX JTHEM .....vcveviereeeerisreesessissessessssssssessssssssessssssssessssnsnss 527
Ivanova A. N. Carnivorous Plants: from Charles Darwin till Today

Casoctbsinos I'. A. Ha mytu K Teopetndeckoiil GuoIorny pasBuTHs MHOTOKJIETOYHOCTH ........... 534
Savostyanov G. A. Towards the Theoretical Biology of Multicellularity Development

Y. BAPBUH U CTAHOBJIEHWE TEOPWUW 3BOJIIOLIUUA
CH. DARWIN AND DEVELOPMENT OF EVOLUTION THEORY

Komuunckwuii J. U. I06unen Yapansa Japsuna u apomonus gapsunuama (1909-2009) .......... 542
Kolchinsky E. I. Charles Darwin’s Anniversaries
and Evolution of Darwinism (1909-2009)

Tammiksaar E. New Aspects in Karl Ernst von Baer’s World View

Concerning Darwin’s Hypothesis of Natural SeleCtion ...........ccccoceveriereerieeoeeieseesieseesesiees s 561
Tammukcaap J. Hosble acniektsl B Muposossperun Kapaa Bapa

B CBSI3U ¢ Teopuel ectectBeHHOTO 0T60pa Yapsbaa Jlapsuna

Cyxosa H. T. TIpo6ema suga B Tpysax A. @. MUIAEHIOPDA ..oveervererrrerierrrieesieseesisssesssessiesseesens 567
Sukhova N. G. The Species Problem in A. F. Middendorf’s Works

Beperoii H. E. Barnsaer Yapabssa lapsuna

HA BUBHUCEKIIIO I AaHTUBUBUCEKIIMOHHOE JIBUIKEHIIE ...oueorvrererrseresersesseesessessssssesssesssessessssessssssesenees 574
Beregoy N. E. Charles Darwin’s Attitude towards

Vivisection and Anti-Vivisectionists

Konames M. B., Ilonesoii A. B. Uzganus «IIponcxoxnenns Bumzos»

Y. J1apBuHA B POCCHT 11 CCCP .ot 584
Konashev M. B., Polevoi A. V. Editions of Darwin’s book

“The Origin of Species” in Russia and USSR



Codepacanue

I'puropssan H. A. Ves sposmonun B husnosioruu:

. M. Ceueros, V. T1. TTIaBIOB, JI. A. OPOCIIH ........oeeceeeeeeeceeeeeeeeeeeeeeeeseee s 594
Grigorian N. A. Idea of Evolution in Physiology:

I. M. Sechenov, I. P. Pavlov, L. A. Orbeli

®oxun C. Y. HensBectHas nepenucka

A. O. Kosasesckoro u . 1. MeunnkoBa ¢ H. I1. BATHEPOM .......cccooviiiniuriiiirieieeee e 602
Fokin S. I. Unknown Correspondence

between A. O. Kowalevsky, I. I. Metschnikov and N. P. Wagner

Denorosa A. A. Bopnba 3a cymectsosanue u Fapmonus B IIpupoze:

BOCIIPUATHE JAPBUHU3MA B POCCURCKON TEOOOTAHUKE ...vovveerverreererrressenseons 609
Fedotova A. A. Harmony of Nature and Struggle for Existence:

Reception of Darwinism in Russian Plant Geography

Philipson J. Darwinism and Zionism: Ahad Ha‘am and Joseph Klausner .............ccocccoevovsivenrinrinnnes 616
@ununcon U. [Japsunusm u cnonusm: Axaj l'aam u Mocud Kiaysnep

Shaffer E. The Reception of British and Irish Authors in Europe:
Charles Darwin’s Early French and German Reviewers and Translators ... 623
ITadpdep 3. [TepBoie Hemelkue u hpanity3ckue nepeBoAunKn 1 periersenTsl Y. lappuna

Heinemann M. Controversies about Darwin’s Concept

at Prussian Higher-Schools: The case of Hermann Miiller (1829—1883) —

or “Affen Miiller” and the Freedom of Teaching BiolOgY ......ccccocerveiumieeiieieniiniieniesesiessesssinians 632
Xaiinemann M. Kpuruka konnernnnn /lapsuna

B TIPYCCKUX BBICIINX yYeOHDIX 3aBeeHnsx: caydail [epmana Miosnepa (1829-1883),

ni «Adden Miostepas, u cBobo1a MPENoIaBaHmsT OMOTOTHH

Cohen C. Darwin’s Thinking and the Development
of 20th Century PalacoanthrOPOIOZY ........cc.ovveriveiiriieriieeiesee e seesses 640
Kooau K. Unen /lapBuna u pazsutue maseoantpornonorun B XX Beke

Camoxum A. B. [IpernosaBanue sBOJIIOIIMOHHON TeOPUU
B cperHeil MTKOJTE B POCCHI—CC CP ...t 650
Samokish A. V. The Teaching of Evolutionary Theory in Russian Secondary Schools

ITuenos E. B. Esrennka B Poccun n popmuposanne

IEHEATOTUYECKOTO METO/A B TEHETHKE UEITOBEKA .vvvvvvrrresresseessesssessesassssesssessssssssesssessssssssssssesssnsssnns 658
Pchelov E. V. Russian Eugenics and Development

of Genealogical Method in Human Genetics

KapaBaes 9. @. CraHOBJIeHIIE€ TEOPETUKO-UTPOBOTO MOJIETUPOBAHUS IBOJTIOIIUH ..o.vovvrvvererrrrens 666
Karavaev E. F. Formation of the Game-Theoretical Modeling for Evolution

Jlepur I'., Xoccdennn V. TToropor Beprxapza Penra (1900—-1990)

K CEJICKIMOHU3MY 4Yepes3 MPU3MY €r0 GUITOCODUN MAHIICHXIBMA .uerereererereererseesessessessessnsesesessenns 674
Levit G., HoBfeld U. The Selectionist Turn of Bernhard Rensch (1900-1990)

Through the Prism of Panpsychistic Identism

Kacarkun M. B. 9BosmorinorHbie B3TISABL B. M. 3aBAZTOBCKOTO ....ovevevveececreveceve s 684
Kasatkin M. V. Evolutionary Views of B. M. Zavadovsky

10



Codepacanue

®UNO0CODCKUE, METO0IOTUYECKUE
N KYNbTYPOJIOTUYECKUE ACNEKTbI 3BONIIOLIMOHU3MA
PHILOSOPHICAL, METHODOLOGICAL
AND CULTUROLOGICAL ASPECTS OF EVOLUTIONISM

I0auu B. T. «IIpoucxXokaeH1ne BULOBY> KAK OOBSICHSIIOIIAST TEOPUST ....vvorrvvnrvesnrrssresssssssssnssssssnsssnes 694
Yudin B. G. “Origin of Species” as an Explanatory Theory

Mamaun A. C. O6 uHTErpupyoieil poJi 9BOJIOIMOHHO TEOpUH

B COBPEMEHHOM OMOTIOTHIHL ...eoveoveeveeeorsaesossesssessassssssessessssssesssssss s sssssssssssassssssasssssssssssssssssassssssassssssssssnes 702
Mamzin A. S. On an Integrating Role of the Evolutionary Theory

in Modern Biology

JIucees U. K. CoBpeMeHHDII 9BOJIOITUOHU3M:
MyTh TPAHC(HOPMAIIUN OT OUOTOTUH K KYIIBTYPE ovovvrerrsnrresesssssssssnsssnsssssssssssesssssssssssesssssssssssesssnssssnsss 708
Liseev I. K. Modern Evolutionism: Way of Transformation from Biology to Culture

IOcydos A. T., MaromenoBa M. A. 3HaueHe 9BOIOIMOHHOTO

yuenust Y. JlapBrHa JJIst COBPEMEHHOTO GUOTIOTUYECKOTO OOPABOBAHMS ....voovvvvnresnresevsnsssessssnsssnes 716
Usufov A. G., Magomedova M. A. The Role of Evolutionary Theory

of Darwin in Modern Biological Education

Sandstrom G. The Problem of Evolution: Natural-Physical or Human-Social? ............ccooooevvunn.. 723
Canzcrpom I'. TIpo6iema 9BOTIONMN: €CTECTBO3HAHNE
NI TYMaHUTapHAs HayKa?

Jlesur I'. C., Kyuepa ¥. «PacimpeHnblii CMHTE3» TPOTUB

«TeHepanM30BaHHOTO IAPBUHU3MA»: JIBE MOJICJM PA3BUTHS BOMOIUOHHON TCOPHU ...vvvneveennn. 732
Levit G. S., Kutschera U. “Expanded Synthesis” and “Generalized Darwinism”:

Two Models of Developing Evolutionary Theory

Bopaenkos B. I'. CoBpeMeHHBII IADBUHU3M: HA YT K HOBOMY CHHTEBY ..uvuvrvreseereereeseeseeseeseenns 742
Borzenkov V. G. Modern Darwinism: on the Road to New Synthesis

Konames M. B. 9Bosonnonnas reopus Y. /lapsuna
U 9BOJIIOTTHOHHAST PEBOJIIOTIHIST ...oveververeesasssssssssessssessssessssssesssssesssssssesssssssssssessssessssssssssssessssessssssessssessssnens 748
Konashev M. B. Ch. Darwin’s Evolutionary Theory and Evolutionary Revolution

Jio6omupos 1. E. Yapabs /lapBuH u cOBpeMEHHAS 9BOJIOIMOHHASL MAPATUTMA ......vvovererenreerenss 755
Lubomirov D. E. Ch. Darwin and Modern Evolutionary Paradigm

Xen 0. B. {Bistercst i 1apBUHU3M OCHOBaHUEM
MaTEPHATICTUIECKOTO MUPOBOBBPEHIISI? ...ovveeeveeerssieseesssaessssessssssessssessssssssssssessssessssssssssssssssssessssessssans 761
Khen J. Is Darwinism the Base of Materialistic Worldview?

Borareix B. A. MpakraibHO-31IUTeHETHYECKast TPUPOJIA JKUBOTO

T OBOJTIOTTMOHHDBIT TIPOTIECC .vuvuvveverareesessssseesesssseesessssssesessssssessssssssessssssssesessssesesassssesesssssssesssssesessssssesesssees 768
Bogatykh B. A. The Fractal-Epigenetic Nature of Life

and the Evolutionary Process

Ilerposa E. B. Aganramms Kak OArH U3 (AKTOPOB IBOIIOTIH .....e.veeeevereerersereessreessssssesssssssssesssssnsnes 776
Petrova E. V. Adaptation as One of the Evolution Factors

1



Codepacanue

Kazanckmii A. B. Pacimpentnoe moHMManne MeXaHM3MOB HAC/IC/IOBAHUS

U €CTECTBEHHOTO 0TOOPA: KOHCTPYMPOBAHUE IKOJOTHUECKUX HUIIL M CTUTMEPTHS «..vvvverrereven.

Kazansky A. B. Extended Interpretation of Inheritance and Natural Selection:
Niche Construction and Stigmergy

T'omanbkoB A. B. DBOJIIOIMOHHBLI IPOrPecc: KPUTHKA U ATIOJIOTUS TAPBUHUBMA ...vvveeennne.

Gomankov A. V. The Evolutionary Progress: the Criticism and Apology of Darwinism

Konomuiines H. I1., Mognyouas H. 5. 3anasibiBanue MaTepUajn3aum

reHeTU4eCKOoil uHbopMaLuy — eile oJAuH HaKTOP OGUOTOTUUECKON IBOIIOIUU «...ovvveveenrrernrennss

Kolomiytsev N. P., Poddubnaya N. Ya. The Time Delay
in Materialization of Genetic Information as a Factor of Adaptive Evolution

Jorland G. The Paradox of Natural SEleCtion ...

Hopaana K. [Tapanokc ecrectBeHHOr0 0T60pa

Tnatuk E. H. TIpo6iieMa CO3HAHUS € MO3UIMN SBOTHOMUOHMBMA ...ov.vorvvernresnrrsnesssnssssssssssnsssssens

Gnatik E. N. The Problem of the Consciousness in the Context of Evolutionism



NPEAUCNOBUE

ViKke TIpH JKU3HU aHTJIHHCKUI TEOJI0T, MaJIeOHTOJIOT, 300JI0T, DOTAHUK ¥ CO3/1aTeJlb
teopun sposmonu Yapiabs Pobepr Japsun (1809—1882) 6bL1 usBecTeH BO BCEM MUDE.
ITo ompocam mocTeTHUX AECATUAETUI OH BXOANUT B uncio 15—20 caMbIX 3HAMEHUTHIX
JloJiell BceX BpeMeH M Hapo/IOB, CTaB MOJJIMHHBIM CUMBOJIOM COBPeMeHHOI Hayku. Ero
TPYABI HE TOJHKO COKPYIIMJIN KOHIIEIINIO TTOCTOSHCTBA BUIOB, UBMEHUB TEM CAMbBIM
HaIIW TIPEJCTABIECHUS O MUPE JKUBOTO, HO W BIIEPBBIE JIOKA3aJIH, YTO YETOBEK SIBIISECTCS
PE3yJIbTATOM IBOJIOINH, YIIpaBJsieMoil ecrecTBeHHBIM 0T60poM. C nmenem Y. Jlapsuna
CBSI3aHO CTAHOBJIEHUE MHOTUX COBPEMEHHBIX OTpacJieil GHOJIOTHU U T€0JIOTUH, a BJIUSI-
HUE €ro TPY/IOB Ha PasimuHble ¢(hepbl €CTECTBOZHAHUS U 0OIIECTBEHHOI MBICIIH TPUHSTO
MMEHOBATD «/IJaAPBUHOBCKON PEBOJIIOIIUECIH».

Bot mouemy sKusHb, Tpy/Ibl U cBepiieHus Japsuna Gosee 150 JeT SBASIOTCS TIpE-
METOM TBICAY, €CJIM He JIECATKOB ThICAY HAYUHDBIX U XY/IO’KECTBEHHBIX IIPOU3BEICHUI,
BOJIHYSI YMbI ¥ BOOOPasKeHUE BCE HOBBIX M HOBBIX MOKOJIEHUIT HE TOJBKO YYEHBIX, HO U
(unocodos, TEOTOTOB, MOTUTUKOB, KYPHATUCTOB, MACATEIEH, XY/IOKHUKOB, KHHEMATO-
rpacuctoB. IIonbITKM OCMBICTUTD €0 JKU3HEHHBIN 1 TBOPYECKUH IITh B HAYKE, & TAKKe
3HAUCHUE €ro TPYAOB /ISl PA3BUTHS ITUBUJIM3AIUN TOPOJUIH TEIYIO <«TapPBUHOBCKYIO
UHIYCTPUIO» B 00IACTH NCTOPUY HAYKH .

Tsopueckuii myth /lapsuna B Hayke 611 HenpocT. [ToMCK KU3HEHHOTO MPU3BAHUS
HEOKMIAHHO 3aBEPIITUJICS KPYTOCBETHBIM My TEIIECTBUEM. 3aPOJAMBIITUECS B XO/I€ HETO
COMHEHMS B IIPAaBUJIBHOCTH FOCIIO/ICTBOBABIIUX TOT/Ia HAYYHBIX KOHIIEIIIUHI CMEHUIIUCD
MHOTOJIETHUMU TIOUCKaMU TIPUHIIMITUAIBHO HOBBIX BO33PEHUIl. 3aTeM ObLIN TeHuasb-
HOE 03apeHMe W COMHEHUs, OTJYIIUTeNbHAs PYKIU3HEHHAS CJlaBa U MPOKJATHUS OI-
MOHEHTOB, CYACTJIMBAst CeMEHast JKU3Hb M M3MAThIBaBINas HeusaedynMast H0JIe3Hb, 3a-
CTaBJISIBINAS TIOCTOSTHHO JK/IaTh CMEPTH, CTPACTHASI JKaK/Ia paboTaTh U HEOOXOIUMOCTD
MOCTOSTHHO Oepedb CBOU CHJIBL. Yepes BCIo ero KU3Hb IIPOXOANT €KeAHEBHBIN TPY I, CBsI-
3aHHBIN ¢ HAOIMIOAEHUSIMU 32 IPUPOIOI U AKCIIEPUMEHTAMY B MTOMCKAX J[0KA3aTEIbCTB
OTKPBITBIX M 3aKOHOMEPHOCTEN HACJIE/CTBEHHOCTH, 9KOJOTMUYECKIX B3aNMOIeHCTBUN
1 9BOOIH. MHOTOCTOPOHHSIST 06pa30BaHHOCTH J[apBUHA, €T0 BLICOKAS PEMyTaTVsI
KaK eCTeCTBOUCIIBITATENS], KOPPEKTHOCTD M JUIIJIOMATUYHOCTD B IUCKYCCUAX, YMEHUE
MIPUBJIEKATh HA CBOIO CTOPOHY aBTOPUTETHBIX YUCHBIX, BHUMaHUE K KPUTUKAM B HeMa-
JIOH CTETeHY COCOBCTBOBAII OBICTPOMY PACITPOCTPAHECHUIO U YTBEPIKIACHIIO UIEH IBO-
JIOTIMU BO BCEM HAYYHOM COODIIECTBE, a He TOJBKO B GuoJiornu. Tem He MeHee HCTOPH-
yeckast Cyab0a TapBUHOBCKOTO YUeHUsT He Obliia TPOCTON — OHO MEPEKUBAJIO TIEPHOJIBI
KaK BCEOOIIETo TOKJIOHEHWS, TAK ¥ PE3KOH KPUTUKHU, B TOM YKCJIE CO CTOPOHBI H1OJI0-
roB. OIHAKO HEOHOKPATHBIE MOMBITKE OMPOBEPTHYTH TEOPHIO €CTECTBEHHOTO 0TOOPA
Bcer/la 3aBepllajnuch Heyjadeil. 3a [oJTopa CTOJIeTHS 3Ta TEOPUS M0JIy4YrIa OTPOMHOE
KOJIMYECTBO TIOJIEBBIX U HKCIIEPUMEHTANbHBIX gokazaresibeTs (Experimental.., 2009)
U ceifuac JIe)KUT B OCHOBE HE TOJTBKO CEJIEKIIMOHHON U TIPUPOIOOXPAHHON /eI TeTbHO-
CTH, HO ¥ BCell coBpeMeHHoi Grosornu. PacimdpoBaHbl FeHOMBI MHOTHX OPTaHU3MOB
(ot apxebaxTepuii 10 4eJ0BEKA), C/IETaHBI BEJIMKOJIENHBIE TTAJIEOHTOJIOTHIECKUE HAXO/I-
Ki (BKJIIOYAsT TEJIBIH PSIL OJITOKIAHHBIX «IIE€PEXOAHBIX (GOPM» ), JOCTUTHYT GOJIBINONM

! OcHoBHBIE NTOTH 9TOI MHAYCTPUM 3a HOCAEHNE TECATUIETHs IPUBEIeHbl B M30paHHOI G1-
6smorpadun o Y. [lapsute B ctaTthe « KU3HeHHBIH 1 TBOpUYecKuit myTh Yapansa /lapsunas.
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MPOTPECC B MOHUMAHUK MEXaHU3MOB HBOJIOINN, 0COOEHHO TTOJOBOTO U CTAaOWIU3H-
pyiotero or6opa. CyIiecTBEHHO YTOUHEHBI HAIIA 3HAHUS O «CaJbTAllMOHHOM» W CHUM-
MaTPUIECKOM BUI00OPA30BAHUY, MOSBICHUN HOBBIX MPU3HAKOB 34 CYET AYILINKAIII
FeHOB, PA3HOOOPA3HBIX TOJOKHUTENbHBIX OOPATHBIX CBS3SX, YCKOPSIONUX dBOJIIOIUIO
OpranmusMoB U pocT 6uopasnoobpasust. CucreMaTUKy 1 9K0JI0TH 3aUKCUPOBaIn Gop-
M00Opa30BaHue ¥ BBIMUPAHUE MHOTUX BUJIOB IO/l BIMSIHIEM aHTPOIOTEHHBIX (HaKTO-
poB. MHOTHE OTKPBITHS B 00J1acTH OMOXUMUHU U MOJIEKYJISIPHOM OMOJIOTUN IPUBETH K
cosaannto aOHEKTUBHBIX JTEKAPCTB M TOKCUHOB, YTO CTUMYJIHPOBAIO OBICTPYIO 9BOJIIO-
U0 BO30yauTe el HHMEKINN U UX TTIEPEHOCUYNKOB, TIOSABJICHIE HOBBIX /[0y CTONYMBBIX
(hopM. DTOTOTH MPEACTABUIN JOKA3ATEABCTBA TOTO, YTO CAMbIe JTaGUIbHBIE TIPU3HAKH
opraHnusMa — MOBeJeHYCCKHE, IeHCTBYoINE Ha Ha3e WHMBU/IYAIbHOTO OMBITa U 00Y-
YEHUS, — KOHTPOJUPYIOTCS eCTeCTBEHHBIM oT6GopoMm. [Iupokoe pazsuTue MONydHIN
WCCJIEIOBAHUST CTPYKTYPBI HHCTUHKTOB, (DOPMUPOBAHUS TTPUOOPETEHHBIX KOMIIOHEH-
TOB TIOBE/ICHUS, NEPAPXUU BHYTPUCTAIHBIX OTHOIIEHUH 1 T. 1.

Jluckycenm m mccyieloBaHuS TOCTEIHNX ACCATUICTUH OJHO3HAUYHO MOKA3aJH, YTO
TEOPUST €CTECTBEHHOTO 0TOOPA COBMECTUMA ¢ TAKUMU MEXaHU3MaMHU BUI000pa30BaHUs,
KaK THOPUAM3AINST, MyTallisl PEryJIsTOPHBIX T'eHOB, Apeiid TeHoB, ObicTpoe mpeobpa-
30BaHUe NepudepHiTHBIX MOMYJIAIIH. BBITO MPI3HAHO, YTO 9BOIONUS MOJIEKYJIISPHBIX
CTPYKTYD IIPOTEKAET B PaMKaX €IMHOTO IBOJIIOIIMOHHOTO IIPOIECCA, COBEPIIAIOINIEroCs
OJIHOBPEMEHHO Ha BCEX YPOBHAX OPTaHU3AIUU KMBOTO ¢ OKOHUYATEJNBHON ampobariueii
HBOJIIOIIMOHHBIX HOBIIECTB B paMKaX OMOIIEHOTUYECKUX B3aumozelicTuii. ITpencrasie-
HUST 00 9BOJIIOINN KaK COMPSIKEHHOM IMPOIIECCE, MTPOTEKAIOIIEM OJHOBPEMEHHO HA BCEX
YPOBHSIX CYIIECTBOBAHUSI JKUBOTO, TO3BOJSIIOT OoJjiee TOJHO CHHTE3UPOBAThH JaHHbIE
PasHbBIX HAYK B COBPEMEHHON TEOPHH IBOJIONMH. BMecTe ¢ TeM ellle oueBUIHEE CTasa
HEOOXOIMMOCTh CO3/IAHUST YACTHBIX TEOPHIl HBOTIONNH, YUUTHIBAIONINX OCOOEHHOCTH
neficTBYST OOIIUX TPUYUH 9BOJIOIIH B OT/CTBHBIX KPYTHBIX TAKCOHOMUYECKUX TPYIITIAX
OpraHu3MoB U Tuiax skocucteM. OO0 3TOM He Pa3 TOBOPHJIN MIPOTATOHUCTDI, CO3/ATENU U
aII0JI0TeThl cuHTeTYeCcKOoi Teopun ssosonu CTD — K. Hapaunrron, H. I1. Jy6unun,
@. T. Tobpskanckuii, D. Maiip, b. Penmr, A. A. Ilapamonos. 0. U. Ioasnckuii, A. e/
u ocobenno M. V. [mazbraysen (3asagckuii, Koaunnekuii, 1977).

PazButre Teopun monyJasIIMOHHON TEHETUKH, OHOM 13 ocHOB CT O, mpuBeso K KOH-
nenuu Heirpanbnoit aposmonuu (Kimura, 1963) u npeacrasieHusM o AyIUIMKAIUN 1
aMBepreHImy reerdeckoro Marepuasia (Ohno, 1970). 3tu TeopeTnyeckne A0CTHKE-
HYsI KAUECTBEHHO U3MEHWIIN 00JIaCTh TEOPUH IBOJIOINH, €Ile TECHEE CBSI3aB ee ¢ IKCIIe-
puMeHTaIbHOI Grostorueit. Ouu chopMyTUPOBAIN CJAEACTBUS PACCMATPUBAEMBIX MTPO-
1[ECCOB, IOCTYIIHbIE IKCIIEPUMEHTAIBHON TPOBEPKE METOJAMU T€HOMUKMY [IPU U3yIeHnun
COBPEMEHHBIX OPTAaHU3MOB: CYIIECTBOBAHNE TICEBOIOTEHOB, 10KA3aTENBCTBO TTOJTUIIION-
JIMU B XOJI€ TAKCOHOMHUYECKOIT INBEPTEHITUH JKUBBIX CUCTEM, POJIb MOOUJIBHBIX T€HETHYE-
CKHX 3JIEMEHTOB B 9BOJIIOIUN TEHOMOB U JIP.

B paspabotke mpobieM aHTpPOTOTeHe3a HACTYNUJI Ka4eCTBEHHO HOBBLIN 9Tall, CBs-
3aHHBII C CEHCAIMOHHBIMU HAXO/KAMU HOBBIX HCKOIIAEMBIX MPEACTABUTEJEH TOMMU-
nun (Sahelanthropus tchadensis, Orrorin tugenensis, Ardipithecus kadabba, Ardipithecus
ramidus, Australopithecus anamensis, Kenyanthropus platyops, Homo georgicus, Homo
antecessor, Homo floresiensis) u 10CTUKEHUSAMIY CPaBHUTEIbHON M€HOMUKK U IAJieore-
HOMWKH, OTKPBIBIIUMA BO3MOKHOCTb PEKOHCTPYKIIUU TTyTEH pacceseHus IPEBHUX JIIO-
neit u3 apuKaHcKoi mpapoarHbl. [10SBIINCH BO3SMOKHOCTH HA TEHETUYECKOM YPOBHE
MCCIIeIoBAaTh MOJIEKYJISPHO-TeHeTUYecKre TPUUNHBI cTaHoBIeHns: peun (rensl FOXP2,
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COMT), MBITIJICHUST ¥ JIa’Ke TAKUX TPOSIBJICHUN JYXOBHOCTH, KaK aJbTPYU3M, JIFOOOBB,
ATUKA, PEJIUTUS U T. T1.

Cospemennbrit natepec k Y. /lapBuHy B HeMaJIoif CTeTieH! CBSI3aH U € T€M, UTO B TIO-
ciefHee AecATUIeTHE IO CO3AAHKMe HOBOTO BOJIONIOHHOIO CUHTE3a, CHABIIETO (GOJIb-
YO YaCTh TPAAUIIMOHHBIX BO3PAKEHUH TIPOTUB TAPBUHOBCKON T€OPUHU 1 00BEINHSI-
IOILET0 MOJIEKYJISIPHYIO T€HETUKY, FeHOMUKY U OMOMHGOPMATHKY ¢ O1OIOrMel pa3BUTHS,
MAJICOHTOJIOTHEH, aHTPOIIOJIOTHEN U TEOPHUEil ecTecTBEHHOTO 0TOopa. B aToT cuHTE3 yike
BKJIIOYEHBI OCHOBHBIE MOJIOXKEHUS KOHIIENIINI HEUTPAJbHON IBOJIOIUU, IPEPHIBUCTOTO
PaBHOBECHS, ITUTEHE3a, CHMOMOTEHE3a, HBOJIIOIII 9KOCUCTEM | ITP., T. €. TEX KOHIIEIIINHI,
KOTOPBIE ellle HeJABHO MPOTUBOIOCTABJISIINCH CEEKIIMOHU3MY. KOHTYPbI COBpEMEHHO-
ro cuHTe3a oyepueHbl B psae nmyomukarmii (Variation... 2000; Gould, 2002; Tarapusos,
2007; Cospemenmbie... 2008; Yapubsz Japsun... 2009; Lynch, 2007 a, b; Barton... 2007,
Animal... 2009; Coyne, 2009; Evolution, 2009; Evolution: Molecular Landscape, 2009;
U JIp.), @ TaK)Ke B JIeCATKaX APyrux KHUr u crareir. OHU CBUETETBCTBYIOT HE TOJBKO
0 mporpecce 3HaHUI B 06J1aCTH SBOJIIOIMOHHOI TEOPUH, HO U O TPOMAJHOM KOJIUECTBE
ICKYCCUOHHBIX IIPO0GJIeM, ISl peLIeHs KOTOPBIX HeOOXOAUMBI YCUIINS BCETO COO0IIe-
CTBa €CTeCTBOMCIBITaTe /el >,

2009 rox 6bw1 nassan JOHECKO Toxom Yapabsa Japsuna. Hayumbie coobiectsa
PasHBIX CTpaH eIMHOYITHO OTMEYAIN KaK BakHel e oouieiinbie codbrrust: 200 Jet co
nust poskaenust Y. [lapsuna u 150 JreT co Hs BBIXO/A B CBET €ro KHUTH <[ IpoucxoxieHie
BU/I0B». Ha ST KOHTUHEHTAX MTPOIILIH IECATKN HAYYHBIX KOH(MEPEHTIII 1 CUMITO3UYMOB.
Kpynmeitmas n3 Hux «Haina riaHera u sKU3Hb: IIPOMCXOKIEHIE ¥ OyIyIiee» MPOXOIu-
sa 12—16 despass 2009 r. B Uukaro npu yuyacTuu MPUMEPHO JIECSITH THICSY YYEHBIX Pas-
Jm4HbIX cnerranbuocteil. OnnoBpemenno B Kpaiictuépue (HoBasg 3emanust) cocrosiyiach
epBast U3 IeCTH CKOOPANHUPOBAHHBIX MEK/[yHAPOIHBIX KOH(MEPEHIHIT [0/ OOIIIIM 3aria-
BueM <«/lapsuny 200 ser. CUMII03UyMbl», OPraHU30BAHHBIX 110/1 ATU/101 MeskryHapoIHOTO
corosa 6uosiormueckux Hayk 1 IOHECKO. Crregyrommmu cTpaHaMy UX IPOBeIeHIs ObLTH
Wranus, Kuraii, Ypyrsaii, dnonust 1 Hamu6us. C 3 o 7 mapra 2009 r. B Batukane mpo-
nia KoHdepeHimst «buosornueckasi aBOMONUS: (haKThI U Teopun», rae 80 KpymHermx
y4eHbIx, (husocodoB U HOTOCIOBOB CO BCETO MUPaA COMJIACUJIKMCH C TEM, YTO HET OCHOBAHUI
COMHEBATHCS B TIPOUCXOKIAEHUH YETOBEKA U3 MUPA JKUBOTHBIX. XapaKTEePHO, YTO U3 TPO-
rpaMMbl KoH(epeHin B BaTrkane ObLIN NCKIIIOYEHbI JOKIa/bl KPealMOHUCTOB, BKIIOYAs
Y KOHIIEIIIUIO «PasyMHOTO TBOPEHUS», KaK MOSCHUJIN OPraHU3aTOPBI, BBULY €€ CJaboCcTh
«KaK B HAYYHOM, TaK 1 B TEOJIOTMYECKOM ILIaHe». MHOrMe yHUBEPCUTEThI, HaydHble O0Le-
crBa u akagemun Benmkobpuranuu, CIIA, Tepmanun, Kanaapr, @pannun, Iseiinapumn,
ABcTpasuu u Ipyrux CTPaH NOCBITUIIH 1IEJIbII O, & UHOT/IA U HECKOJIBKO JIET APBUHOB-
ckoii rematuke (cm. noxap.: Komuunckuii, 2009a, 6).

Onnako poccuiickue Cpe/IcTBa MAacCOBOM MHMOPMAIINK, BKJIIOYAS IIeHTPAJIbHbIE TeJie-
BU3HOHHbIE KAHAJIbI, AKIIEHTUPOBAJIN BHUMAaHIE Ha COBCEM JAPYrux coObrtusax. OHM MoKa-
3bIBa/IM (PUJIBMBI U Tiepeadi, IIyOIMKOBaId CTaTbi M UHTEPBDIO, B KOTOPHIX JaJleKhe OT
COBPEMEHHOI GHOJIOTMH aBTOPBI BbIAABaM cebst 3a co3areiell «<HOBEHIINX TeOPUil 9BO-
JIOIMU», B OYEPEAHON pa3 I1ePeKeBbIBaj MHUMbIE OITMOKN BBIMBIILIEHHOIO UMW YPOJI-
JIMBOTO JIaPBUHN3MA, STKOOBI TIOTEPIIEBIIEro TOJHOE (PHACKO B CBETE JAHHBIX COBPEMEHHOI

2 TIpeAnpUHUMAIOTCS 1 TIepPBbIE TIONBITKH HCTOPUKO-HAYYHOTO OCMBICIIEHUs] TTyTeli pa3BUTHsl
6uoJIOTHH ¢ TOUKH 3peHust HoBoro cuHresa (Sapp, 2003; Microbial... 2005; The Paleobiological...
2009).
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Hayku. CaM¥ MOIBITKY TIPOTIaTaHANPOBATH TTO00HbIE UEH SIBJISTIOTCST CIICICTBHEM HHTEI-
JIEKTYaJIbHOI U30JISIIUU U IIPOBUHIIMAIM3MA MX aBTOPOB B 00JIACTH KaK 9BOJIOIMOHHON
OUOJIOTHH, TaK U UCTOPUU HAYKU. Y7Ke He OIHO JeCATHIeTHe Ha3al MUPOBOE COOOLIECTBO
HBOJIIOIIMOHUCTOB ¥ ICTOPUKOB HAyKU IIPU3HAJIO OECCMBICJEHHBIM BECTH AUCKYCCUU C JaB-
HO YITE/IITIMHI KJTACCHKAMH, TaK KaK BOJHOBABIIHE UX TPOOJIEMbI U BbIJIBUTAEMbIE KOHIIEIT-
[IUU BOCHIPUHUMAIOTCS HAMM COBCEM TI0-MHOMY B CUJIY HEM30€KHO M3MEHUBIIMXCS KOTHIM-
TUBHBIX U COIIMAJIBHO-KYJIbTYPHBIX KOHTEeKCTOB (Kymipusinos, 2009).

AHTUIADBUHU3M KaK «CUMITOM WHTEIJIEKTYaTbHON Jerpajaliiii» YacTU POCCUT-
ckoro obuiecta (Mapkos, 2009) nbie oObeaunsger noknoraukos T. [1. JIbiceHKO, CTO-
POHHMKOB <«IIECTUAHEBOB» — OPTOAOKCAJIBHBIX (DYHAAMEHTAIICTOB M OCOOEHHO SIPBIX
HeoduToB. Ecsiv BepuTh pesyabTaTam nocJeiHero omnpoca Beepocceniickoro meHTpa mc-
cJIeIOBaHUI OOIIEeCTBEHHOTO MHeHus, rposeaennoro 20—21 nosa6ps 2009 r. B 140 Ha-
CeJIeHHBIX IIyHKTax 42 cyobekTos Poccuiickoit Denepannn, T0, 1€HCTBUTENIBHO, MHOTHE
pocCcHsTHE CKOPee BCErO YepIaioT «CEHCAIMOHHbBIE» CBe/IEHUs U3 KHUT U CTaTel TICeB/I0-
MOIYJISIPHOTO WJIH TIOTIYJIMCTCKOTO TOJIKA, He YTPY KAas ceOst IOITHM U3yYeHUEM CJIOK-
HBIX KOHIIEIIUi coBpeMeHHoi Hayku®, MHorounciennbie rpyoble (pakTuueckue ommo-
ki (TouHee — usBpailenue GakTos) oHH, He Oyayuu OUoJI0oraMu, IPOCTO HE B COCTOSTHUN
3aMeTHUTh, HO, ONTUPAsICh HA CBE/IEHUSI, TIOJyYeHHbIE OT «KPUKJINUBBIX» aBTOPOB, KOTOPBIE
CTPEMSTCSI CAMOYTBEPAUTHCS 32 CUET KOHIIEHIHIA TIPOIILJIOT0, BhIAaBAEMbIX 32 SIKOOBI
MpUlyMaHHble UMY HOBBIE [1aPAJIUTMbl, BCEPbE3 3ASIBJISIOT, UTO «/[apBUH OIIPOBEPTHYT>.
Eciu pacTyuuii oTpbiB HaydyHON KapTHHBI MHUPA OT «OOBIAEHHOTO MacCOBOTO CO3HA-
HUST», TTUTAIONIETOCS CYE€BEPUSIMHU, JIOKHBIMU UJIESIMU W BBIMBIIIIJIEHHBIMUA (haKTaMU,

3 TTo manmbmM BIIIOM, 44 % ompoOmIeHHBIX OTBETUIN, YTO SIBJISAIOTCS CTOPOHHUKAMH O0skKe-
CTBEHHOTO COTBOPEHNUST MUPa, a 35 % — Teopun Y. [lapsuna ([lapsunucTs... 2009). HeymusurensHo,
4TO CTOPOHHUKAMU TEOPHHU 9BoJIonU [[apBuHa ObLIn, IPesK/Ie BCero, CToinuHble skureau (55 %),
Hepepytonme (54 %) 1 BbICOKOOOpazoBaHHble pectionaeHThl (45 %). KoHueniyu 60KecTBeHHO-
TO COTBOPEHUST MUpa TPHUAEP/KUBAINCH, KaK TpaBuio, cemsne (50 %), Bepyiomnte (48 %) u mMajo-
obpasoBammbie poccusae (50 %). Ho okazamock, 9To cpefir Tak Ha3bIBAEMBIX KPEAMOHNCTOB B
M3HAYQJIBHOE COBEPIIEHCTBO MUPA BEPUT TOJMBKO 58 %. BONBIIMHCTBO U3 HUX MTPU3HAIOT 6OPHOY
3a CyIECTBOBaHME M €CTECTBEHHBIH 0TOOP B KauecTBe BaKHBIX (DaKTOPOB 9BOJIOIKMU B IIPOIILIOM
u B Hacrosiiee Bpems (52 %), He OTPULIAIOT BIUSHUS [JI0OAIbHBIX KaTacTpod Ha UBMEHEHNE MUIPa
(69 %) 1 MCYNCIAAIOT BO3pacT 3eMiin B Muinapaax jet (67 %), a 9acTh MX HUX WA TPUHIMAIOT
Hastmure 00IIero MpeiKa y yenoBeka u 00e3bsaHbl (8 %) uiim 3aTpyaHSIIOTCS ¢ OTBETOM Ha 3TOT BO-
npoc (5 %). Onpoc BbISABUI HEOJHO3HAUHYIO CBSI3b MEXK/IY PEJTUTHO3HBIMU YOEKICHUSIME, Kpea-
[UOHU3MOM U JAPBUHU3MOM. V3 PeCIIOHIEHTOB, TTO3UIMOHUPYIONIMX ce0s KaK BEPYIOIIIX, TOMb-
KO 4yTh GOJIbIIE TOJOBUHbI IIPUHUMAIOT KOHIIEIIIUIO O0KECTBEHHOTO TIPOMCXOKIECHUS YeJOBeKa
(52 %), B TO Bpems kak Gosee Tpetu (36 %) yBepeHbl B CYLIECTBOBAHUHU OOLIETO TIPEIKa YeI0BeKa
n 06e3bsiubl. [ogasastioniee GONBITMHCTBO curTaeT GOPLOY 3a CYIECTBOBAHKE 1 €CTECTBEHHBII OT-
6op BeayuMu (haKTOpaMu 3BOJIONUHY, IPoAoJEKatonieicss u B Hamu auu (61 %). [IpakTuueckn
HET PACXO’KAEHUI MEK/IY BEPYIOIIUMH U HEBEPYIOUIMMHU B TPUHSTUH TPAAYATBHOTO, MU CKAYKOO-
6pasHoTO, XapaKTepa IBOJIOIIH, ee BOCXOASAIIEr0 WM HUCXO/sIIiero xapakrepa. C 6ubieiickoii
JaTHPOBKOI BO3pacTa 3eMJI B HECKOJIBKO THICSY JIeT coryiacHo Jminb 13 % Bepyonmx, a 15 %
3aTPYAHIINCH C OTBETOM Ha ATOT BOIPOC. Bee aTh AanHbie CBUAETENBCTBYET O TOM, YTO BOIIPEKH
TPOMAJIHBIM YCUJIUSIM KPEAIMOHNCTOB U TO/JIEPKUBAIOIINX UX CPEICTB MAaCCOBOM MHMOPMAIII
GOJIBIIMHCTBO PECIIOHEHTOB (hDaKTUYECKU COTJIACHBI C TIABHBIMU II0JIOKEHUSIMU JapBUHU3MA. Bo-
Jiee TOro, ele pas ObLIO MOATBEPHKAEHO OTCYTCTBHE OJHO3HAUYHON KOPPESIIUKI MEKIY PeJTUII03-
HBIMU YOEKIECHUIMU U KpeallnoHu3MoM. M B aToM oTHOIeHnn Poccust octaercst ropasao GJiiske
K eBporeiickuM ctpa"aMm, Anonnn n Kuraio, vem k CHIA 1 MmycympManckoMy Mupy.
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JOCTOWH COKAJICHIIS, TO YTPOSKAOIIE BBITJISIAT «HAYUHBIE» ITyOJUKAIN B TaK Ha3bIBae-
mbix BAKoBCKUX JKypHAIaX, OAMUCAHHbBIE TIOPOil GrooraMu — djieHaMu Poccuiickoit
aKa/[eMUK HAyK, KOTOPbIE MPE/JIaraloT OTKa3aThCsl OT BCEH COBPEMEHHOI GUOIOTHY U
BEPHYTHCSA K COUMHEHUSIM OTIIOB TIEPKBY B 0OJACTH OXPAHbI TIPUPO/IBI, IKOJOTUH, CHCTE-
MaTuKH U T. 1. Takue wienst PAH HaHOCAT OTpOMHBIN BpeZl UMU/KY POCCUMCKOI HAYKU
3a py0OesKOM, HATOMUHASI JIBICEHKOM3M Jla’Ke PEKTAMHBIMU HA3BAHUSIME CBOUX CTaTEl.
[IpaBna, namuio HekoTopbIil «mporpeccs: T. /I, JIbICeHKO CBOM M3MBIIIIJIEHNUs] HA3bIBAJI
<«HOBBIMW», & COBDEMEHHbBIE aBTOPBI UMEHYIOT UX «HOBEHIITUMU>.

K cuactbio, 06 UCTUHHOM OTHOIIEHHH COBPEMEHHOTO POCCUUCKOrO HAyYHOTO CO-
ob6mtecta k Y. JlapBuHY MOXKHO CYAIMTh HE 110 ATUM JIOCAJHBIM TIepeiayaM 1 myOJIiKa-
1AM, a 110 PsIAY 00UJIEHBIX BBICTABOK, KOH(pepeHuui, nposeaeHtbiv B 2009 1. u 110-
Ka3aBITUM, YTO OTE€YECTBEHHBIE yUeHBIE TO-TPEKHEMY BHOCST CYIIECTBEHHBIN BKJIAJ
B Pa3BUTHE 3BOJIOIMOHHON Teopun. O 3TOM CBUETEIBCTBYET CEPUsT IOOUTIENHBIX TeMa-
TUYECKUX BBICTABOK, IOCBSIIIEHHBIX PA3JIMYHBIM aciieKTaM TBopuecTBa JlapBuna u sBo-
JIOIMOHHON Teopyu: «IBOJOIMS — MU(D UIN pearbHOCTh», «Bosk cranoButest coba-
KOli», «3aragku nageonTonorun: pemenne Y. [lapsuaas, «B mouckax mpejika gesioBekas,
«JlapBuH 1 MOpe» U Jp. DTHU BbICTaBKHU ObLIM opranu3oBanHbl B MockBe TocymapcTBeH-
HbIM J[apBUHOBCKUM My3€eM COBMECTHO ¢ VIHCTUTYTOM mpobJieM 9BOJIONMU 1 HKOJIO-
run um. A. H. Ceseprosa PAH u xadenpoii Guosorndeckoil spomonunn MoCKOBCKOro
rocyzapcTBeHHoro ynusepcutera uM. M. B. Jlomonocosa. Tam ke, B Mockse, ¢ 19 1o
23 oxkrstopst 2009 r. mpoxoxuia VII Beepoccuiickasi HayqHO-TIPAKTHYECKAsT KOH(DEPEH-
st ACCOIMAINU eCTeCTBEHHO-UCTopudeckux myseeB Poccun «Myselinbie popmbl mo-
MyJISIPUBAIUE SBOJIOIMOHHON TeOpUU» M BBINMyIIeH cOOPHUK Te3UCcoB KoHpepeHmu?,
O passuruu uzeit Y. JlapsuHa 3a pybesxxom 1 B Poccuu pacckasbiBau KHUKHBIE BICTAB-
Ku, nposesienHbie ocenbio 2009 r. 8 Cankr-IlerepOypre B Bubaunorexe PAH, 3oosornye-
ckom uHcruryte, Cankr-IlerepGyprekom ummane THCTUTYTa HCTOPUY €CTECTBO3HAHYSI
u texauku um. C. V. Basumosa PAH.

Psn sacepanuii, nocssuiennbix 200-getuio co aus poxaenus Y. /lapsBuna, mpo-
men B (peBpasie, Korjia Bech MUP TIpa3iHoBas feHb poxaenus Y. /lapsuna. 11 despa-
s 2009 r. Akagemus nocieaunioMHoro oopasosanus B Cankr-IlerepOypre mposea
HayYHO-TIPAKTUYECKYIO KOH(MEPEHITUIO, Ha KOTOPOU ¢ ToKJIagaMu BeicTymvm 1. M. Tamn
u A. B. Teopruesckuii. 12 dheBpasisi Ha COBMeCTHOM 3ace/laHuu Y 4eHbIX coBeToB VHCTH-
TyTa npobiem akosorun u asosoiu uM. A. H. Cesepriosa PAH u TocynapcTBennoro
JlapBUHOBCKOTO My3est, TOCBSIIIIEHHOM TOP;KECTBEHHOM /aTe, GBLIN 3aCTyITAHbI TOKIIATHI
A. B. d6okosa u B. H. OpiioBa, a 17 peppains #a Cexruu 6uosiorndeckux Hayk PAH —
nokaan H. H. Mopparckoro «Hapins JapBus 1 po6JsieMbl 9BOJIOIHOHHOTO TIPOTPec-
ca». O BBICOKOM TIPOGECCHOHATILHOM YPOBHE OTEYECTBEHHBIX PaboT B 06J1ACTH 9BOJIIO-
[MOHHOI OMOJIOTHHU CBUIETENBCTBYIOT JOKIa/bl Ha tobuieitnom Chesze Basunosckoro
ob1iecTBa TeHETUKOB 1 cesiekinonepoB (Mocksa, 21—27 utoHs ); Ha MEKyHAPOTHOM Ce-
MUHAape 110 9BOJIIOIOHHOI Onosiorun “Evolutionary biology retreat” (Beiomopckas 6uo-
craniust MITY, 9-15 centsiOpst), Ha KOHbEpEHIH «IBOJIONK 1 cucreMarnika. /lapBux
u JlaMapk B COBPEMEHHBIX HCCIeoBaHusIxX> (3oosornueckuii Myseit MTY, 16 nexabps),

4 Cm. 0630p A. C. Pybuosa «200-metanii o6mneit Yapansa /lapsuna B TocymapcTBeHHOM
JlapBuHOBCKOM My3ee B sKypHaie «Vcropuko-6uosnornueckue uccnenosanus». 2010, T. 2. Ne 2,
C. 129-136.
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a TaksKe CTelraIbHble BBITTYCKHU PSjla aKaJeMUIecKuX KypHaIoB: «MubopmarmonnbIit
sectHUK BOTuC», « Kyprai obuieit 6uosoruuns, «IIpupoma» u ap.

He ocramuce B cTopone poccuiickue UCTOPUKKM U (pUIocodbl HAyKH, TOCBATUBIINE
JIAPBUHOBCKOW TeMaThKe TIepBbIil HOMEP HOBOro skKypHaia <«Vcropuko-Guosornyeckre
HCCJIeIOBAHUS >, a TaKKe HOMepa KypHAJIOB «Bompocel MCTOpuM ecTecTBO3HAHUSA U TeX-
Hukuy, «YenoBek», «PopHuk 3HaHWit». BepHbl 1podheccnoHaIbHOMY 10Ty ObLIN He-
KOTOPbIE CPeZCTBA MAacCOBON WH(hOpMAIMK, BKJIOUAsT CTAPEHIITYI0 POCCUNCKYIO Tra3ery
«Cankr-Tletepbyprckie BemoMocTi», a Takske «HoByio razety», «HesaBucnumyio razety»
1 ocobeHHo «Tpounkuii BapuanT — Haykas, moMecTuBInme psifi 0ObEKTUBHBIX MyOJIHKa-
U O COBPEMEHHOM COCTOSTHUST HBOJIIOIMOHHON Teopuu 3a pyO6eskom. [IpocBeTHTETbCKYIO
paboty B obiacTi 9BOJIONMOHHON Teopun BefeT «Kiryh HAydHBIX JKyPHAIMCTOBY, KyJa
BXOJIAT PEAAKTOPBI M COTPYAHUKN HECKOJIbKUX JecatkoB CMU, Brimouast paaro «CBo6o-
na» 1 «Ix0 MockBbI», )KypHasbl «Bokpyr cBeray, «llomymspHas Mmexannkay, « Komirbio-
Teppay, caiiter «Ilosmut.py», «paru.pys, «IIpobieMbl 5BOMONUNY, « DJIEMEHTBI» 1 MHOTHE
npyrue. [locneaane BeITycky anbMaHaxa «B 3ammTy HayKnuy» CBUIETEIbCTBYIOT, UTO YWICHBI
Komuccnu PAH 1o Gopbbe ¢ JuKeHayKOH HAYMHAKOT YAETATh BHUMaHUE HEHOPMATbHON
CHUTYAIIUH, CJIOKUBINEHCS B 00IIeCTBE BOKPYT IPOGJIEM 9BOJIFOIMOHHON TEOPUH.

Cpean my6auKaIyii, IpUypPOYEHHBIX K TapBUHOBCKOMY T0OUJIEI0, CIEYeT HA3BaTh
HEPBBIN BBIITYCK ajbMaHaxa «JBOJIONN», KOTOPDIi, IO 3aMBIC/Iy €ro co3jaresei, 10J1-
JKeH O0OBEeJIMHUTDh HCCefoBaTeNeil, paboTaoNnMX BO BCeX 00JACTSIX HBOTIOIUOHUCTH-
KU — OT YHUBEPCAJIBHOTO 3BOJIONMOHU3MA /0 YACTHBIX HBOJIOIMOHHBIX KOHIIEMIUN
0 Pa3BUTHUN JKUBOI U HEKUBOU MPUPOJIbI, OOTIECTBA, KYIbTYPbI, TO3HAHUS, SI3bIKA U T. II.
(IBomorun... 2009). beumr nzgansl TpyAbl KOHGEpeHH, TpoBeieHHoi B 2007 T. B uecTb
100-netust TocynapcrBennoro Japsuaosckoro mysest (CoBpemensnbie... 2008).

Cpennt 106UIEHHBIX MEPOTIPUSTUN 0c060€ MECTO TI0 MACITTaOHOCTH W MINPOTE 3a-
TPOHYTBHIX MPOBIEM 3aHIN MeXK/IyHapoaHble KoHdepernuu «Yapabs /lapsun u co-
BpeMeHHast Guosiorusi> U «Teopus 9BoOOIMK: MKy HAyKO#l u upeosorueit. Mero-
pUKO-Hay4HbIe U (HUITOCODCKO-METOMLOTOTHYECKUE TPOBJIEMBI IBOMIOIMOHI3MAY, [TPO-
xoxusiiue 21-25 cenrsiopst 2009 r. B Cankr-IlerepOypre B paMKax e[HHOTO GOJIBIIOTO
HaydHOTO (hopyma «Hapsb3 /lapBuH 1 coBpeMeHHas HayKay. B HUX MPUHSAIN ydacTue
6osiee 400 61OIOTOB, UCTOPUKOB ¥ (HUIOCODOB OUOTOTHH, B TOM YUCJTIE JECSITKH TOC-
teit u3 Benuko6puranuu, Tepmanuu, Kanager, CIIIA, @pantyuu, Yexun, [Iseinapun,
MIsenmu u apyrux crpa. [Tupoko 6bia mpeacTaBaeHa u reorpadus Poccun.

Kondepennust «Hapsb3 [lapBun u coBpeMenHasi OMOJIOTHsT» MTPOBOAMIACH TI0 pe-
mennio IIpesuguyma Caukr-IlerepOyprexoro mayunoro nenrpa (CII6 HIT) PAH or
21 despass 2009 r. u Oblia BRIOYEHA B I1aH Meponpustuil Ortuenenus GHOJIOTH-
yeckux Hayk PAH B cBs3u ¢ 06uiessMu HayKu 00 9BOJIOLNY, YTBEPKIAEHHbI BHIle-
npesunentoMm PAH akagemurxom A. U. I'puropbesbim. ViHUIIMaTopamu ee mpoBeeHus
cramu Cankr-IlerepOyprekuii pusman VHCTUTYTa KCTOPUHU €CTECTBOZHAHUS U TEXHU-
ku uM. C. V. Basusnosa PAH (CII6®D MNET PAH), Cankr-IlerepOyprekuii dhuiman
NucTuryTa 061ei reneruku u Cankr-IleTepOyprekuii rocyiapCTBeHHbII YHUBEPCUTET
(CII6TY, 6uomoro-mouBeHHbIH U dumocodekuii GhakynabTeThl) IPU MOAAEPHKKE APY-
IUX aKaJEMUYECKUX YIPEKIEHUN U HaydHbIX 001iecTB (BoTaHMYeCKIit HHCTUTYT UM.
B. JI. Komaposa PAH, 3oosiornueckuit uncruryr PAH, MucturyT nuronorun PAH,
WNuctutyt murosorun u reHetukn CO PAH, HCTUTYT 2BOMIOIMOHHOM (huszmosornn
n 6uoxumun uMm. M. M. CeuenoBa PAH, TTaneonrtonornyeckuii nacrutyt PAH, Ba-
BUJIOBCKOE OOIIECTBO MeHETHKOB ¥ ceJieKinoHepos, CankT-Iletepbyprekoe ob1iecTBo
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ecrecrBouctbitaresieid, Cankr-IlerepOyprekuii coros yuenbrx, Cankr-TletepOyprekoe oT-
nesenne HanmmorambHOTO KOMUTETA 110 UCTOPUHU U (hUT0COPUN HAYKU U JIP.).

Koudepennus 6bima mpussana 06CyUTh TEOPETHUECKIE U UCTOPUKO-HAYUHBIE TIPO-
6JIeMbI COBPEMEHHOI 9BOJIIOIIMOHHON OUOJIOTHH, XapaKTep W CTEleHb BIMSHUSA WEH
Y. /lapBuHa Ha pa3BuTHe HayKu U yesoBedecTBa B XIX—-XX Bekax, a Tak:ke Ty KII0UeBYIO
POJIb, KOTOPYIO 9BOJIONUOHHAS TEOPUST TIPOJIOJIKAET UTPATh B TIOMCKAX OTBETOB HA BbI-
30Bb1 XXI Beka. DuHaHCOBYIO TTOAMEPKKY OKazanu Poccniickuit hoHa GyHIaMeHTaTb-
HbIX uccaenoBaruil (TTpoekThr Ne 09-06-06086-1 1 Ne 09-04-078-r), a Takske [Ipesuamym
PAH u Ipesuanym Cankr-IlerepOyprekoro wayutoro rentpa PAH. Conpencenaresi-
mu opreomurera 6oL V. A. Topaunckuii, C. I'. Mure-Beutomos u 9. N. KorunHckuii.
OrpoMHBIH 06BEM HAYYHO-OPTAHU3ANUOHHON U PEAAKITHOHHON PaOOThI BBITOTHIIIHN YJie-
bl Oprkomurera JI. . bopkun, A. M. Tamr, JI. A. [lxxanapunze, A. K. [lonaya, M. b. Ko-
names, M. B. Jlockyrosa, A. B. ITonesoii, J. A. Tpom, ocobenno A. A. Degorosa u
T. 1. IOcymnoBa, a takke H. A. Ameynosa, H. E. Beperoii, A. B. ToBopynos, A. 1. Epmo-
gaes, A. C. Mamsumn, A. A. [lymkun, A. B. Camokuir, A. @. CunusectpoBa, E. H. Darbs-
nosa, H. B. IOauna u p.

[ToctymuBie Ha KOH(MEPEHIIMIO TE3UCHl BHECTW KOPPEKTUBBI B TIJIAHBI OpPTaHU-
3aTopoB. TeMaThka MHOTHX MaTepPUATIOB BBIXOAUIA JATEKO 32 PAMKU OMOJOTHH, U TO
MOHSTHO, TaK KaK JapBUHOBCKOE HAcJeque NMeeT 3HAYeHUE JIJIST PA3JTUYHBIX MHTEJLIEK-
TyasabHbIX cep. B To jke Bpems MporpaMMHBINT KOMUTET TIOCTAPAJICS B MAKCHMAJIBHOI
CTerneHn 0GECIIeYUTh YIaCTUe BCEM 3aMHTEPECOBAHHDIM JINI[AM, BKJIIOUYAsT OIIIIOHEHTOB U
JIaske MPOTUBHUKOB JAPBUHOBCKUX TIPEACTABJICHUN 00 9BOJIIOINH, aPTyMEHTBI KOTOPBIX
MOCTPOEHBI Ha (PUITOCOPCKO-PENUTHO3HON OCHOBE. B CBSI3U ¢ 3THM OBLIO MIPUHSATO Pe-
I[IeHre B paMkax obriero Mepornpustust «9apsbs JIapBUH U COBPeMEHHAst HayKay Mpo-
Bectu aBe KoHpepernuu: «Uapibs Japsun u coBpeMeHHast Ouosnorus» (21—-23 ceHrsio-
ps 2009 r.) u «Teopust aBosoMM: MeXXIy HAayKOW u upeosnorueil. Mcropuko-unaydanbre
1 GuI0coPCKO-METOLOIOTUYECKHE TIPOOIEMbl dBOJIONMOHU3MA> (23—25 ceHTsadps
2009 1.) ¢ COBMECTHBIMY ILIEHAPHBIMU 3aCeJAaHUAMU. JTO HO3BOAUIO coOparh B CaHKT-
[TetepOypre BeAyIMX OTEUECTBEHHBIX U 3aPYOEKHBIX CIIEIHAIUCTOB B 0OJIACTH TEOPHH,
ucropuu v pusocohun 3BOMOIMOHHOTO YUEHHUS U TEM CaMbIM 00€CIIEYUTh BCECTOPOHHEE
PacCMOTPEHKE aKTYyalbHBIX TPOOJEM 3BOJIIOIMOHHON TCOPUU B ITUPOKOM COIHAIBHO-
KyJapTypHOM KOoHTekcTe (Yapaba [lapsus.., 2009).

I[LieHapHbIe 3acelatst, Ha KOTOPBIX GBIJTIO 3aCAYIMAHO 25 MOKJIAJIOB, TPOXOAUIN B AK-
tosoM 3ajie CIIOIY (21 centsa6ps) u Boabuiom akrosom zaine CII6 HIL PAH (23 cen-
T6pst). KoHbepeHIio OTKPbIT PEe3UICHT OPrKOMUTETa KOH(DEPEHIUH, BUTIC-TTPE3UIEHT
PAH, naypear Hobenesckoii npemun, akagemuk JK. V. Asichépos, KOTOPbI OTMETIIT OCHO-
Bomosraraomuii Bkiaza Y. /lapBuna B coBpeMenHoe ectecTBo3HaHMe. C TIPUBETCTBEHHBIMU
CJTOBAMU BBICTYITJIN TAKKE aKaleMUK-cekperaph Otesienus ornosorndeckux Hayk PAH
akazemuk A. IO. Posanos, pexrop CIIOIY npodeccop H. M. Kpomaues, npezcenarenn
Komucenn 1o Hayke u obpasoBaHuio 3akoHogareabHoro coopanus Cankr-IlerepOypra
K. 3. Cyxenko un npezicenaresns Komucenn no 3apaBooxpanenuio u axosornn O. E. Cepre-
eB. Tenepanbubiii koncys1 Bemuko6purtanuu 8 Cankr-IlerepOypre Mucrep Y uabsaM IJIm-
OT pacckasajl 0 TOM, Kak 4T mamsath Y. [lapsuna B BeukoOpuTaHum.

[Moceayromiye MIeHAPHbIE JOKIaAbl OXBATUIM MIUPOKUNA KPYr MPoOJEM: OT Mpo-
ucxoxxaenns xusnn (0. B. Hatounn) u 1epBbIX 1TAr0OB 9BOJIONUK KUBOTO HA 3eMmJie
(A. 10. Pozanosa) nio aosonmn yesoseka (A. I. Kosunties, K. Koan, C. A. Bopurckasi ¢
H. K. fIukoBcknm). O HOBEHTINX TOCTIKEHUSX B TEHETHKE U MOJIEKYISPHON OMOIOTHI
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11 00 UX 3HAYEHWUH JIJISI PEllieHUsT Ba)KHEHTITHX MTPOOJIEM 9BOJTIOIIMOHHO TEOPHH TOBOPUJIOCH
B noksazgax . A. JKypasaesoii, C. I. Unare-Beuromona, H. A. Komuanosa, [O. 1. Yeprnosa
u B. C. Bapanosa. Ha npuMepe MUKPOOO-PacTUTEIbHBIX B3aMMOIEHCTBII aHAIM3POBa-
JIach poJib 0TGOPa U TipeaianTauii B aposmorun cumbrnormdeckux cucrem (M. A. Tuxomno-
BUY U 7IP.), a IpobireMaM (HOopMUPOBAHIA apOMOP(O30B M MAKPOIBOJIIOIUOHHBIX TPEHI0B
SKUBOTHBIX M pacteHuil Obuin mocssienbl gokaansl H. I1. Becénkuna, 10. B. Tamaes,
A. C. Cesepuosa, B. JI. Csuzepckoro. IIpo6iembl Biga 1 Bi000pasoBanus ObLIKM OCBe-
ntensl B fokianax JI. A. Bopkuna ¢ C. H. JIutBunuykom, J. B. UBanTtepa, B. A. Jlyxtano-
Ba, M. B. Munsl, B. H. Crernus, npoanasmsnpoBaBIINX peajbHble TPYAHOCTH B COBPE-
MEHHOH TPaKTOBKE BUJIA, & TAKJKE BUI00OPA30BAHNE, HE YKIA[BIBAEMOE B PAMKH TIPEKHIX
JIVJIEMM:  QJUTOTIATPUYECKOE WJIM CUMITATPUYECKOe, TPafyaTbHOE WM CATbTAIIMOHHOE
u 1. 1. ColuaabHO-KyJIbTypPHbBIE, HICTOPUKO-HAYUYHbIE U (DUI0CODCKUE ACEKTHI BOCIIPHSI-
THg U pacupoctpanenusd teopun Y. JlapBruHa Ha Pa3HBIX dTallaX Pa3BUTUS HAYKU U B pa3-
HBIX CTpaHaX, BKJIIOUas U coBpeMennyto Poccuio, mpoananuauposaiu J. . KomunHcekui,
3. Madbdep, b. T. IOxun u A. T. I0Ocydos. Beuepom 23 centsiopst JI. Maprysuc (saypeat
Mmegamn Jlapsuta—Yoouieca, npucysiaaemoii JImHHeeBCKM o61iectBoM B JIOHIOHE pa3s
B 50 J1eT) npounTaa ek «CUMOMOreHes: HCTOYHUK 9BOJIIOIMOHHON HOBU3HBI».

Ha cekImmoHHbIX 3acemaHusx, MPOXOAUBIINX 22 ceHTss6ps B Bosbiiom 1 Mamom
kondepenir-sanax CI16 HIL PAH u B 3aine saceganus 3oosorndeckoro uncruryra PAH,
a 24-25 cenrsi6pss — nHa dunocodekom dakynbrere CIIOIY, ObLI IPOAOIKEH aHAIIS
1pobJieM caMOi 9BOJIIOLMOHHOI TEOPUH, a TaKKe ee 0OLIeKYIbTYPHOT0, OOIIeHAYYHOTO
u ¢usocohcKoro 3HAUCHUS.

CoobiieHust, pejicTaBaeHHbIe Ha ceKInu «['eHeTHKa 1 MUKPOSBOJIOIHSI», OXBAThI-
BaJI PA3JINYHbBIE ACIIEKTHI TEHETUYECKHX MPOIECCOB B TOMYJISIIUSAX U KOHIETITYaThHbIE
BOTIPOCHI MOJIEKYJISIPHOI 9BOTIOIUH 1 MAKPOIBOJIIOIIHH, €€ ICTOPHUYECKHUE ACTIEKTHI, B TOM
yucsIe U KPUTUKY HelaBHUX IOIBITOK peaHuMaluy uaeii gpicerkonsma (M. [I. Tony6os-
cxuii, H. H. Xpomos-Bopucos, B. H. TopbyHosa). [Ipyrue T0KIaad9uKi OTMETIIN 3HaUe-
HUe KOHIenuu rpynnosoro orbopa (B. E. Kunsarkos), BiustHue HapasieHHOro oTbopa
HA yCUJIeHHUe HacJieJcTBeHHON naMenunBocTr (A. M. Mapsus) u addekrsr gecrabum-
supyomieil pyukiun uckyccrsennoro orbopa (O. B. Tpanesos). MHTepecHbie JaHHbIe
npeacraust B. V. BacuieBud OTHOCHUTEJIBHO €CTECTBEHHOTO OTOOPA B PACTHTETbHBIX
coobmecrBax. E. B. Korenkosa u B. B. BosHeceHckast pacckasaiu 0 POJIU U3OJAIUKE Y
TPBI3YHOB Ha pa3ubix atanax ausepreniun, M. U. [llaTyrnoBcknii — o BHYTPUBHUIOBOI
U3MEHYMBOCTH PBIG U T. I,

Ha cexnuu «Bup u BumoobpasoBanues GOJBIION WHTEPEC BBIZBAIU JTOKJIA/IBI
B. M. Masbiruta 06 aiionaTpun Kak HeoOXO[UMOM YCJIOBUH JIJIST BUZOOOPAa30BAHUS Y
miekonuraoiux> u A. C. Py6ioBa 06 9BOIOIIMOHHOM 3HAYECHUN MEKBUIOBOU ruOpH-
JIU3aIUY Ha TIPUMEPe OTHOIIEHWH IBYX BUIOB OBCSHOK, a Takske B. B. u H. V. CyH1oBbix
0 IIPOUCXOXKICHUHN 1 3BOJIOIIE BO30yauTestst ayMbl. CoepskaTeIbHbIN aHAIN3 PA3Iny-
HBIX aCMeKTOB BUA000Pa30BaHust OBLI TIPeACTaBIeH Takke B mokanax A. K. Cortuma,
C. [I. Tpebesbroro, B. C. I'pomosa u ap.

Ha cexmnu «MakpoaBostionusi» yIapHyio 4acTh COCTABUJIN JIOKJIAJbI [1AJIEOHTOJIO-
OB, IIOCBSAILIEHHbIE IJIABHBIM 00pasoM BorpocaMm goxkembpuiickoit sposmomuu (E. C. Cy-
muHa, C. B. Poxnos, E. A. Cepesknurona, A. 1O. Msanion). A. B. Mapkos u A. B. Kopo-
TaeB MPEIOKUIII MOJIET IMTHAMUKH TAKCOHOMUYECKOTO Pa3HO0OPasust (haHepO30HUCKOI
6uotsl. C mozunmii Teopun apomopdo3zos C. B. CaBesibeB paccMOTPeEST BOIPOCHI TIPOUC-
XOJKJIEHIE MO3Ta HA3eMHBIX MTO3BOHOUHBIX KaK aJlalTal[ii0 K GoJiee CJAOKHBIM YCIOBUSIM
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cymiectBoBaHus BHe Bobl, a 10. B. MamkaeB U3I0KuI ¢BOTO MOP(MOJIOTTIECKYTO KOH-
Henmuio ecrectBeHHOro or6opa. A. I1. KosJsoB J0JI05KII O Pe3yJibTaTtax MHOTOJETHUX
WCCTIE/IOBAHUIT €T0 KOJIJIEKTUBOM IMOTTYJISTINI OPTAaHU3MOB-0ITyX0JIEHOCUTENEH Kak mepe-
XOZHBIX (DOPM MKy BUIAMU OPTaHU3MOB, CTOSIIIMX HA PA3JIMYHBIX CTYIIEHSAX IPOTpec-
CHUBHOI 9BOJIIOLINU.

Becbma pazHooOpasHoOil Obliia TeMAaTUKA HCTOPUKO-HAYYHBIX ceKiinil «CTaHOBJIEHUE
teopun /lapBuna u ee BocripusTie Bo BTopoii mosioBuae XIX — nauane XX BB.» 1 «IBO-
JionnoHHast 6uosiorust B XX BeKe», B KOTOPBIX PACCMATPUBAINCH UCTOPUUYECKUE CYABOBI
yuenus Y. /lapBuHa 1 ero BjrgHUe Ha TBOPYECTBO OT/EJNbHBIX YYEHBIX U Pa3BUTHE Pa3-
HBIX oTpacyeil Guosornu. He 3a6bIThl OBLIN 1 MOMBITKH UCIIOJNB30BATh JaPBUHU3M JIJIsT
060CHOBAHUS PA3HOTO POJIA COMUATBLHO-TIOJIUTHYECKUX M UACOTOTMYECKUX TOKTPHH. DTa
TeMaTHKa MMOJYYHIa CBOe MPOJOJKEHNE B paMKax CeKIuilt < Teopust 9BOJIIOIUN 1 ecTe-
CTBEHHbIE HAYKU» U «IBOJIOIUOHHAS TEOPUSI M UAEOJIOTUS», YYACTHUKY KOTOPOU OBLIH
€/IMHOAYIIHBI B IIPU3HAHUM PEBOJIOIMOHHOIO 3HAUYEHUS IBOJIIOIMOHHON KOHIENIUU
Y. TapBuHa B Pa3BUTHH OCHOBHBIX METO/IOJOTHYECKIX PUHIIUIIOB COBPEMEHHON OMO-
JIOTUM, BIUTABIIEH BCe JOCTUIKEHUS U3YUYEHUS IIPUPOABI HA MUKPO-, MAaKpO-, Me30- 1
METaypOBHSX, a TaKKe B (DOPMUPOBAHUT COBPEMEHHOTO HAYYHOTO MUPOBO33PEHUS U €T0
HEOTBEMJIEMON YaCTH — rJI06ATBHOTO HBOJIOIMOHU3MA.

B 11estom koH(pepeHIIs moKasasa, 9To paciinpenre 3HaHWi O TeHeTUIEeCKON N3MEH-
YUBOCTH, AYIJIMKAIMKA T€HOB, MOOWJIBHBIX JUCIEPIUPOBAHHBIX TEHAX, TOPU3OHTAIHHOM
[epeHoce HacIeACTBEHHO MH(pOPMAIUU, JMUreHese, cuMOMoTeHese, HOBBIX (hopMax
BUI000PA30BaHUK U JIPYTOM OPraHUYECKH BXOJAAT B COBPEMEHHYIO 9BOJIOIMOHHYIO Te-
OpHUIO, KOTOpasl, KaKk W paHbllle, OCYIECTBIIAS CUHTE3 3HAHUN U3 PAa3IMYHBIX OTPacJei,
BITUTHIBAET B ce0s1 U HOBEWIINE TOCTUKEHUST CMEKHBIX HayK. Vxen 6GuontdOpMATHKH,
KUOGEPHETHKY, CHHEPIeTUKU, TEOPUH UTP, KOIBOJIOIUH, YCBOCHHBIE COBPEMEHHOU TEOPH-
eif 9BOTIOINH, CIIOCOOCTBYIOT €€ TIEPEX0Iy Ha KaueCTBEHHO HOBBIN aTarl. V3 JOKJIa10B 1Mo
npobJeMaM MaKpOIBOJIOIUH, OTOOPAHHBIX st TyOauKanuu B «I1aeoHTOM0THYeCKOM
JKypHaJe», XOPOIIo BUHO, UTO HAIITY 3HAHUS B COTHU Pa3 TPEBINAIOT WHTENICKTYJb-
HBIE PECYPCHI IADBUHOBCKOTO BpeMeHu. KopeHHBIM 00pa3oM U3MEHUIIOCH U CO/IEPKaHue
MHOTHUX BBe/IeHHBIX J[apBUHOM Wjielt, MOHATHI 1 KoHIeniuii. [loatomy, oTnaBast 10K-
HOE OCHOBATEJIIO 9BOJIIOIMOHHON TEOPUH, MOKHO TOBOPUTD JIUIIIb O COXPAHEHUH MTPeeM-
CTBEHHOCTH B paMkax copmysinpoBantoil lapBuHOM Hay4yHO-UCCIIe[0BATENbCKOH IIPO-
rpaMMbl, OTIPE/IeJUBIIEN BEKTOP HajibHeliero passurust 6nonoruu. CeJeKIIMOHUCTCKAsT
napajgurma, siBassich 6osiee 150 et sapoM 9BOMIONMOHHON TEOPUH, OCTAETCSA B TO JKe
BpeMs OyPHO pasBUBAIOIIEICS OTPACIbIO 3HAHUI, OTKPBITOM /I HOBBIX (haKTOB, TUIIOTE3
1 06001IIEeH I, KOTOPBIE AMUCTEMOJOTNYECKU CAMU TIO[BEPIKEHBI JKECTKOMY 0TOOPY.

9. 1. Komuuncxuii
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JXU3HEHHbIA U TBOPYECKWUW NYTb Y. JAPBUHA

K Hacrosmemy BpeMeHH CyIIeCTByeT OTPOMHAsI JIUTEPATypa O JKU3HU U TBOPUYECTBE
Y. /lapBuHa, 0 CONMATBHO-KYJBTYPHOM U HAYIHOM KOHTEKCTE €TO IeSTETbHOCTH, O BO3-
JIEHCTBUN Ha Heé JPYTUX YUYEHBIX, (UI0co(hOB, TEOJOTOB, JUTEPATOPOB, XYI0KHUKOB,
My3bIKaHTOB. K co’kajieHuIo, BeCh 9TOT KOPILYC HUCTOPUKO-HAYYHDBIX COYMHEHUI, MHO-
re U3 KOTOPBIX BbIJEPIKAIN JICCATKI U3JaHUI Ha Pa3HbIX A3bIKAX U CETO/[HS COCTABJIS-
10T HEOOXOMMBIN aTpUOYT HAYYHBIX OT/EIOB JIOOOTO KPYIMTHOTO KHUMKHOTO Mara3uHa
B QHTJI0-aMEPUKAHCKOM SI3bIKOBOM TIPOCTPAHCTBE, HE TOJIBKO OTCYTCTBYET B HALIMX OU-
6JINOTEKAX, HO, KAK MHE IPUXO/IUJIOCH HE Pa3 YOEKIaThCsT, OCTAETC S IIPAKTHUECKH HEN3-
BECTHBIM JIJIST POCCUIICKUX YUEHBIX, TO3UITHOHUPYIONNX Ce0sT KAK NCTOPIKOB OUOJIOTHL.
Tem caMBIM U 71T POCCUIICKOTO YMTATENST OCTAETCsI HEeBEZIOMBIM OTPOMHBIH 1 B KaKOH-
TO CTENEHU JOMUHUPYIONUN CEKTOP COBPEMEHHON HCTOPUKO-HAYYHOW JIUTEPATYPHI,
9T0 HEeM3GEKHO BEAET K COXPAHEHUIO ¥ KYJbTUBHPOBAHWIO B OOBIIEHHOM CO3HAHUN
pasHoro poza MuGOB, IPONATAaHAMPYEMbBIX ITPOTUBHUKAMHU 3BOJIOIMOHHON Teopuun
U MOJICP’KUBAIONMMHI UX HEKOTOPBIMU CcpeicTBaMK MaccoBoi nHdopmaryu. C 1esbio
03HAKOMJIEHUST POCCUICKUX YUTATEEN ¢ BAKHBIMU COOBITHSIME B Pa3BUTUU J[APBUHUA-
HBI [TPEJIJIATAETCS] XPOHOJOTUIECKUN CIMCOK TJABHBIX paboT o /lapBUHE 3a TOCIEIHITE
NECSITUIETHST, HAUNHAsT ¢ T00UIeHHBIX MyOIMKAIN, TOCBSIEHHBIX 150-meTnio co st
poxxzerus Y. /lapsura n 100-7eTHio 1apBUHOBCKOHN PEBOIONNN B HAYKE B CBS3MU C TIy-
6mukanueit ero Tpyaa «IIponucxokaeHne BUI0B», a TakKe KPATKHUH 0YEPK €To JKU3HEH-
HOTO IIyTH, IIOATOTOBJICHHBIN Ha UX OCHOBE.

Yapibs Pobepr Jdapsun poamics 12 despans 1809 r. B r. IlIpycbepu, rpadcersa
[Ipommup B pogosom nomectbe Maynr-Xayc. IIaTbiil peOeHOK B CeMbE COCTOATENbHO-
ro Bpaua u punarcucra Pobepra /[apBuHa NPUXOANIICS BHYKOM 3HAMEHUTOMY Bpady,
HaTypPaJIUCTY U 03Ty BTOpoii nmosoBuHbl X VIII Beka Ipasmy lapBuny, 4bu moaTuye-
CKU€ COUYMHEHUS O MPUPO/JIe BIIEPBbIe ObLIN HA3BaHBI JAPBUHU3MOM. ECJIH BEPUTH PO-
nociosuoit @, lamprona u Y. /lapsuna, cocraBiennoit K. [Tupconom B 1907 1., cpenn
npeakos Matepu Yapabza — CrozanHbl JlapBuH, yposkaeHHOI BemskBy 1, 6110 HeMaio
KOPOHOBAaHHBIX 0c00, BKovyast Kapsa Bemkoro u kneBckoro kussst SpociaBa Myzaporo,
JI0Yb KOTOPOTo AHHA, BRI 3aMyK 3a hpaHIly3cKoTo KopoJist ['enpuxa I, BHecsa cBoii
BKJIAJI B IUHACTUU aHTJIMHCKUX KOpoJiell. B cooTBeTcTBUY ¢ JKejlaHueM MaTepu MaJieHb-
kuit YapJib3 IPUH IPUYACTHE B AHIVIMKAHCKOI LepKBU. EMy OBLIO BOCEMb JIET, KOTA
yMepJia MaTb, U €T0 JaJbHENHITUM BOCITUTAHUEM 3aHUMAJICS OTEIl U CTapIiue CeCTPDL.
Cuavana Yapub3 yumics B yacTHoi 1kose B IIIpycbepu, a 3aTeM B KJacCUYECKON
rumuazuu C. ByTiepa, te He 6JaucTan ycrmexaMu 13-3a HETIOOBU K TPEBHUM SI3BIKAM.
Oxpyskafomue cantaan Yapiab3a 3aypsaHBIM MaJbuUKOM, CTOSIBITUM B MHTEJJIEKTY-
ATLHOM OTHOIIEHUN HUXKe cpeHero yposHs. OcobeHto pasapaskaia oTiia CKIOHHOCTD
Yapab3a K JIoBJIE PbIO, 0XOTE, KOJIEKITHOHUPOBAHIIO MUHEPAJIOB, PAKYIIEK, PACTEHHI],
SIUIL TITUII, HACEKOMBIX, TIOYTOBBIX MapoK, revareii, MoHet. [Togo6HbIe yBIeUeHus: oTely
OIIEHUBAJ KaK TYCTYIO 3a0aBy ¥ Ha/esAsICs, 4TO Yapiib3 co BpeMeHeM O/lyMaeTcs, Ipo-
JIOJGKUT CeMENHbIe TPAUITUH U cTaHeT BpadoM. Co crapiimm 6patoM DpazMoM OH TIOMO-
raj OTIy B MEJIMIINHCKON MTPaKTHKe.

Bwmecte ¢ num B 1825 r. Yapsiba noctynni Ha MEAUIIMHCKUN (DaKyJIbTeT YHUBEPCH-
Teta DIUHOYPTA, T/Ie TTPOyUUIcs ABa Tofia. OH He BLIHOCHUI KPOBb, XUPYPTHUS TOCTABIISIIA
eMy OYKBATbHO (hU3MUECKUe CTPATAHIS, 4 MEAUTIMHCKIE JIEKITNN Ka3aIuch CKyUHBIMI.
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C GOJIBITIM YIOBOJIBCTBUEM OH 3aHMMAJICSI €CTECTBEHHON WMCTOPHUEi, TakcuaepMuei,
CUCTEMaTUKON PacTeHU, MCCAe/IOBAHUEM aHATOMUH U JKU3HEHHBIX ITUKJIOB JKUBOTHbIX,
IpoBo/ig MHOTO BpeMenu B HarypasbnoMm Mysee yHuBepcuteTa. B cBOMX IepBbIX 10KJIa-
nax B [UIMHUEBCKOM CTYZIEHYECKOM OBIIECTBE O KU3HEHHOM IIMKJIE MITAHKKU U XOO0THOM
nusaBKU Yapib3 3apekoMeHoBai cebsi BHUMATEIbHBIM HATYPATMCTOM, HAOIIONEHUs
1 BBIBOJIBI KOTOPOTO KOPEHHBIM 00Pa30M M3MEHWUJIN B3TJIsI/l HA CTAJINU JKUSHEHHOTO T[HK-
JIa 3TUX MOPCKUX OECII03BOHOYHBIX. B utore JIapBUH OTKA3aJICs OT Kapbepbl Bpaya, yeM
BBI3BAJI THEB OTIIA, 3AsIBUBIIETO €My B cepIax: « bl HU 0 4eM He JyMaelb, KpOMe OXOTBI,
cobaK ¥ JIOBJIU KPBIC; ThI OTIO30PHUIIIb ce0sT 1 BCIO HAIILY CEMbIO».

Kemas marb ey yBakaemyio B obiectse mpodeccuio, Pobept lapBun mpeio-
KU eMy mocTyuTh B Kpaiicre-komnemk KeMOPHIKCKOro YHUBEPCUTETA U TOTYYHUTh
CaH CBSIEHHUKA AHTJIMKAHCKON 11epKBU. YapJib3 COrJIacUIICs, TPe/Ioaras, 4To Heoo-
peMeHUTENbHBIE OOSIBAHHOCTH CBSIIIEHHUKA JIAJyT BO3MOKHOCTH 3aHUMATHCSI €cTe-
crBeHHOU ucropueil. B ssuBape 1828 r. Yapsps npucrynui K 3ausatusm B KemOpuke.
BriocsiezicTBUM TIpOBeIEHHBIE TaM TOJIbI OH HA3BIBAJ CAMBIMU CYACTJIUBBIMUA B CBOEN
JKUBHU: TOCETEHNe JeKINH ObII0 HeoOsI3aTeNbHBIM U Oe3 YIPEKOB MOKHO OBLIO 3a-
HUMAaThCS BEPXOBOH €371011, 0X0TOi 1 cO0POM HaceKOMbIX. [IpHIIIo 1 mepBoe HayIHOEe
npusBanne. Hekoropbie n3 ero Haxo/10K BomaN B hyHAaAMEHTaIbHbIN 11-TOMHBIN TPy
[Ix. CruBena «bpuranckas antomosorus B uimoctparnusxy» (1829-32). Jlapsun cran
YYEHHKOM U [IOCTOSIHHBIM CITyTHUKOM 3KCKypcuii Ootanuka /[x. [ercioy u 6marogaps
HTOMY U3BECTHBIM B Kpyrax Beaylux Hatypanuctos KemOpumska. [Tpociyiinas Kypc 3Ha-
MenuToro reosiora A. CemxBuka, /lapBuH oTpaBuicd ¢ HUM Ha KapTorpadupoBanue
Opo/JI B Yaubce.

B memopuare, nocssiennom /lapBuny u otkpertomy 12 despass 2009 r. 8 Kpaiicrce-
KoJuTeKe, CKyIbnTyp A. CMUT M306pasuit €ro CTYEHTOM, TTPUCEBITNM Ha TIOPYYHH CKa-
MelKu, Ha KoTopoii jekaT Kuuru A. Cmura, A. ['ymGonbara, [Iux. Tepruens, B. ITanes
u JI;x. Crusenca. CKyJIbIITYpa BEPHO OTPAKAET KPYT MWHTEJIEKTYaTbHBIX HHTEPECOB Oy-
JYIIETO YYEeHOTO B rojibl yuebbl. /[leficturennbro, Jlapsun yriopto mryauposani B. Tlanes
«EcrecTBeHHAs TEOJIOTUsI», KOTOPBIH TIPUBOUI TEOJOTHUECKUE aPTYMEHTDI JIJIst 00bsIC-
HEHUsT YCTPOIHCTBA MPUPOJBI U OOBSICHSIT a[aliTalliil OPTaHU3MOB 3aKOHAMU TIPUPO/IBI,
nanuabiMu TBoOprioM. U3 kunrn k. epresist «IIpenBaputesbHBIN AUCKYPC K U3YYE€HNTO
durocopun npuponasr> JlapBuH yCBOWJI 11€JTh €CTECTBO3HAHWS — OTKPHIBATH 3aKOHBI
TIPUPOJIBI TYTEM MHAYKTUBHBIX PACCYKACHUH, OCHOBAHHBIX Ha HAGIIOMCHUSIX U 9KCIIepHU-
menrax. [Tyresbie 3amerkn A. TymbombaTa «JIndHoe IOBECTBOBAHKE» MPOOY/IUIN B HEM
MeuTy O TPONMYecKUX crpaHax. Tem He MeHee [[apBUH cepbe3HO TOTOBUJICS K Kapbepe
CBSIIIIEHHUKA, THATEIHHO U3YUall TEOJOTHIO, 0COOEHHO «/[0KA3aTeIbCTBO XPUCTUAHCTBAY
B. [Tases, yeil s3Ik 1 U3JI0KeHUe Beerga ero Bocxuinaan. OH Z00U/ICS YCIIeX0B B U3Y-
YeHUW KJIACCHUYECKOI JIUTEPATYPbI, MAaTeMAaTUKH, GU3WKU U B uTOore cTasn 10-M B crimcke
u3 178 cTy/1eHToB, yCIIeIHO CAABIINX 9K3aMeH.

Ho cyap6a Yapib3a caenana odepenHoil auraar. BMecto Toro, 4T00bI 3aHSTDH CETb-
CKUI1 IIPUXO/I, OH OTIIPABUJICS B KPYTOCBETHOE IIyTellecTBre 110 pekoMengaiuu ['encioy
B KauecTBe HaTypasucTa 6e3 xamopanus Ha Kopabie «burib». OCHOBHOIT 3a1a4eil 9Kc-
HEeNUILINU SIBJII0CH KapTorpadupoBaHue BOCTOUHBIX U 3allafHbix Oeperos IOxHoi AMe-
PUKHM ¥ TPUJIETAIONIMX OCTPOBOB. J[apBUH € PafloCTbiO TMPUHAJ TIPEJIOKEHUE, OJIHAKO
OTeIl He /IaBaJI JIeHeT, CYUTas BYXJIeTHUI BOSIK ITyCTOM TpaToil Bpemenu. He sxesast BbI-
TJISIIETh CAMOIYPOM B TJTazaX OKpyskaomux, Pobept JlapBiH ckas3af, 4To IACT COTIache
Ha TYTEINIeCTBUE ChIHA TOJBKO B TOM CJIydae, €CJU XOTh KTO-TO U3 YBaKaeMbIX JIO/Ei
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Gymet xomataiicTBoBaTh 3a Yapsb3a. U Takoil demoBek Harmescs. ITO GBI GpaT Mate-
pu JIxx. BemskBy II — roraBa xpymHOI (hyupmbl, 4ieH mapjiaMeHTa, B UMEHUHW KOTOPOTO
Yapsba yacto roctuit. M 0TIty He ocTaBasoch HUYETo APYroro, Kak corjacutbed. [losske
JlapBuH HanuUIeT: «JTo MyTelecTBrue ObLIO0, KOHEUHO, CAMBIM BasKHBIM COOBITHEM B MOEI
JKU3HU, OIIPEAEJUBIITNM BCIO MOIO ITOCJIEAYIONLYIO AeITeIbHOCTD>.

B nexabpe 1831 r. Jlapsun B3omesn Ha 60pT KOpabisi «Buriby, 4To6br 2 OKTSIOPS
1836 r. BepHYThCST B AHIVINIO M3BECTHBIM Ty TENIECTBEHHUKOM, 32 ISTh G€3 MaJIoro JieT
OH TIPOBENT eCTECTBEHHOMCTOPIIECKOE M TEOTOTUYECKOe 00CTeN0BaHIe OCTPOBOB U ap-
xumenaroB Arantudeckoro 1 Tuxoro okeana, 6eperos IOskHoit AMepuku, ABcTpanuu,
Hogoit 3emanann, 03HAKOMUIICS ¢ GOTATCTBOM TIPUPOITHOTO PA3HOOOPA3UsST B TPOTIUKAX,
CJIOKHOCTBIO GUOTeorpahuuecKoro pactpeieieHus COBPEMEHHBIX JKHBOTHBIX U UX CBSI-
3eii ¢ uckomaembiMu. Jl71st ero Gyyiieii Teopun 0COGEHHO BasKHBIM OKAa3aJI0Ch TIOCEIEHNE
apxuriesara ['amanorocckue ocTpoBa BYJIKaHUYECKOTO TTPOUCXOKICHU, (PopMUPOBaHTE
KOTOPOTO MPOJIOJIKAETCS U B HAlM JHU. PazHooOpasue MecTHOU (hJIopsl U (hayHbI 110-
pasuzo Japsuaa. OHAKO, BOIPEKN MIMPOKO PACITPOCTPAHEHHON BEPCUH, BO BpeMs Iy Te-
mrectBust 10 IOxHOIT AMepuky 1 ipeObiBanust Ha [amamorocckux octposax JlapBuH ete
Jake He 3ayMBIBAJICS 00 9BOJIOIIH, TPAKTYsI cCOOpaHHbIe UM (DAKTHI KaK CBUIETETHCTBA
MHOTOKPATHOTO TBOPEHUST BUIOB UJIM BHYTPUBHUIOBOTO pasHoobpasust. OH Bee elne ocTa-
BaJICS IPUBEPIKEHIIEM YHU(POPMU3MA, KPeallMOHU3Ma U eCTeCTBEHHON TeJIC0JI0T .

Jlup ysuas or anrsmiickoro opaurosiora [Ik. Tyima, uto cobpaHHbie UM BbIOPKU
MIPUHAJIEKAT K Pa3HbIM BuZaM, J[apBUH 3amyMaiics 0 BO3MOKHOCTU UX TIPOUCXOXK/IE-
HUS OT €IMHOTO BUJA B pe3ysbTare ajantuBHoi paguaiuu. C wions 1837 r. /lapBun
HavyaJl BECTH CUCTEMAaTUYeCKUe 3AIUCH 10 IBOJIONNH, (PUKCUPYS B KPATKUX OTPBIBKAX
3apOsK/IABIINECS COMHEHUS B TIOCTOSTHCTBE BUIIOB U (DaKThI B TOJIB3Y dBosONNA. [ToMm-
HS O IPE3PUTENHEHOM OTHOIIEHUH HAYYHOTO COOOTIECTBA K 9BOMIOIMOHHBIM BO33PEHUSAM
. [lapsuna u JK.-b. Jlamapka, /lapBun He adummpoBas cBOM M3bICKAHUS B 3TOM Ha-
npasyeHny. Bmecre ¢ TeM OH GBI OXBaYEH OTKPBIBIIEMCST €My HOBBIM, TUHAMUYECKUM
B3IJIA/IOM HA JKUBYIO IPUPOLY. B MHTEHCHBHBIX MHTEJIEKTYAJIbHBIX TTOMCKAX TTPUYNH
sBosorun oH B 1837—1844 rr. epeGpast (hakTHIecKu BCe BAPUAHTBI OYIYIUX THIIOTES
9BOJIIOIINY — OT KPEAITOHUCTCKOTO CANBTAIIMOHN3MA, TIOCTYINPYIONET0 MHOTOKPATHOE
TBOPEHUE BUIOB, /10 TIPSIMOTO TIPUCITOCOOJICHNUST OPTaHI3MOB K M3MEHEHUSM cpe/ibl. Bak-
HBIM (baKTOPOM B (POPMUPOBAHUM MM T'MIIOTE3BI €CTECTBEHHOTO OTOOpPA CTAJI0 YTEHHE
pasHo06Pa3HON JTUTEPATYPHI He TONBKO MO CTECTBEHHOHN MUCTOPYU, TOMECTHKAIIH K-
BOTHBIX U PACTEHUI, HO U 110 COIIMOJIOTUH, JleMorpadui, craTucTuke, hunocodbun HayKu
1 0COGEHHO OJIMTOKOHOMUH.

3HAKOMCTBO € UIESIMU aHTJINHCKUX 9KOHOMUCTOB — T. Mambryca (28 ceHTsOpst
1838 1.) 0 pocre nonyisiiuy Yes0BEKAa B reOMETPUYECKOI ITPOrPecCrur U HEXBATKE PeCyP-
COB KaK [TPUYKHE BBICOKOU cMepTHOCTH, GoJie3Hel, BoitH n A. CMuTa 0 pas/eJieHuu Tpyia
KaK OCHOBe 6OrarcTBa HAIlMU — IMO3BOJIMJIO eMy ¢(OPMYJIMPOBATh IUIIOTE3Y O TOM, 4TO
60pbda 3a CyIecTBOBAHNE U €CTECTBEHHDBIN OTOOP MOTYT BECTH K TMBEPTEHIIHI BUIOB,
obecrieynBarorei poct 6ruopazHoobpasust 1 HanboJee TOJHOE UCTTOIB30BAHIE PECYPCOB
cpebl. [Too6HbIE TPEICTABIEHUS COTIACOBBIBATIMCH C IOMUHUPOBABIINMU B €CTECTBEH-
Holt ucTopun co Bpemen K. Jlunuest npejcraBaeHussMu 00 9KOHOMUKE IPUPOJILI U HGasiaH-
ce BuOB. TeM cambiM, /ITapBUH OTHIOb HE OTBEPrajl TEOPETHYECKUN KapKac OMOJIOriu
TOTO BPEMEHH, & MOABOUII IO/l HETO MPUYUHHOE 00bsicHeHue. VICKyCcCTBEHHBIN 0TOOD
cayun JlapBuHy JIUTIb MOJEBIO JIJISI IEMOHCTPAIIUA BO3MOKHOCTEH €CTeCTBEHHOTO
ot6opa, JIENHCTBOBABINETO OIATOMAPST HEOTPEIETIEHHON M3MEHYHBOCTH, TEOMETPIYECKOIT
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IPOTpeccuy pasMHOKeHUs U 6opbOe 3a cyiectBoBanre. CyTh TapBUHOBCKO THITOTE3bI
COCTOSIJTA B TPU3HAHUU HECTYYAHON BBIKMBAEMOCTH OPTAaHU3MOB, T. €. COXPaHEeHUs Hau-
6oJiee MPUCIIOCOOIEHHOTO W €ro IPEUMYIIECTBEHHOTO PasMHOKEHMS, U BO3MOKHOCTH
BO3HUKHOBEHUST HOBBIX a/IallTAIlUI TTyTEM CTATUCTUYECKO-BEPOSATHOCTHOTO MeXaHU3Ma
CYMMUPOBAHUS U3MEHEHUI, OKA3aBIITUXCS CJYYAIHO TTOJE3HBIMU 110 OTHOIIEHUIO K 13-
Mensioneiics cpene. B 1842 r. JlapBun HoAroToBUI KpaTKuii Habpocok, a B 1844 r. mox-
POGHBII OYEPK TI0 MPOUCXOKIEHUIO BUIOB, B KOTOPOM ObLIH C(HOPMYTUPOBAHBI OCHOB-
HBbIE MOJIOKEHUS ero Koumenmnuu. Ho, moJaras, 4To o6IIecTBO He TOTOBO €€ TIPUHSITH, OH
He CITEIIUJT ¢ yOIKaIueil CBoeii THIIOTE3b, a ee PYKOIUCH TTOJIOKII B KOHBEPT, YKa3aB
Ha HeM, YTO0BI BCKPBLIN TOJBKO MOCJIE €r0 CMEPTH.

He Tos1bKO HayuHOE COOOIIECTBO, HO M OJMKalilne POACTBEHHUKH, APY3bsl, YUUTE-
Jg v KoJsueru /lapBuna jmosiroe BpeMs jJlaske He 3HAJIM O CO3/[AHHOW UM TEOpUHU, KOTO-
POIi IIPENCTOSIO IEPEMEHNTD He TOJAbKO OMOJIOIHIO, HO U BCE IIPEKHIE [IPEACTABIEHNS
o mupe. Jlist Hux JlapBuH ObLI, TIPEXK/IE BCETO, 300JI0T, T€0JIOT U MAJIEOHTOJIOT, TOTOBSIIIAN
K U3JIaHII0 COOPaHHBIE UM BO BPEMsI KPYTOCBETHOTO TIYTEIIECTBUST MATEPUAJIBL,

Bepnysmmich B Anrumio, /lapBuHa B TeueHue Tpex JieT KW B JIoHIOHE, MCTIOMHSIS
B 1838-1841 rr. obssannoctu cexperapsa JIOHZOHCKOTO Tre0JOrMYecKOTO OOIIECTBA.
Ero HeBecta, ¢ KOTOPOI OH OGPYUHIICS TIepes IyTellecTBIeM, He Jokaatach ero. K aro-
My yaapy cyabObl OH OTHECCS MY’KECTBEHHO M K BBIOOPY OyAyLIed CyIpyru MOAOIIEN
yiKe KaK yYeHblii, BBIIIACAB Ha JINCTKE BCe OBOABI 32 U MPOTUB KEHUTHOBI Ha CBOEI Ky-
3une Imme, nodepu Jx. BeskByia, KOTOpyIo OH 3HAJ ¢ JieTcTBA. BeHuanue cocTosiioch
29 auBaps 1839 r. Bcio :Ku3Hb CyNIPyru OTHOCUIUCH IPYT IPYTY C YAUBUTEIHHBIM TETLIOM,
BHUMaHUEM U yBakeHreM. B aBrobuorpaduu Japsun Hamucas o keHe: «OHa — Moe Be-
Jvaiiiree cyactbe... OHa GblJla MOMM MYIPBIM COBETHHKOM U CBETJIBIM YTEIIUTEIEM BCHO
MOIO JKU3Hb...». B 1842 r. u3-3a XpOHMYECKOIH HeusnedumMoil 6oJie3nu, IpuodpeTeHHoi
JlapBHHOM B IyTeIIeCTBUH, ceMbs Tioceunach B . Jayn B rpaderse Kent, B 50 Mussix
ot Jlongona. 3aech Jdapun 6e3BbIE31HO MIPOKUII 10 KOHIA JHE, 3aHUMAsICh B KAYeCTBe
MPUBATHOTO YYEHOTO eCTECTBEHHO-UCTOPUUECKUMU W 9KCIIEPUMEHTAJIbHBIMU UCCJIE/I0BA-
HUSIMU U UCIIOJIHSSA 0013aHHOCTH LIEPKOBHOI'O CTAPOCTBI MECTHOT'O IIPUXOZA. Y HEro ¢ IM-
Moit 6110 10 zeteil, Tpoe W3 HUX YMEPJIH B J€TCTBE, OCTAJbHbIE MOJYYUJIN TPEKPACHOE
obpasoBanue: Tpoe 13 HUX, Kak /lapsuH, B KemOpupke. Bee oHM 060sKain CBOEro OTIIA,
KOTOPBII BCET/la OTHOCHJICS K HUM C TPOMAJIHBIM JIOBEPUEM M OXOTHO MPUBJIEKAT K CBOUM
HaOJIIOJIEHUAM U 9KCIIEPUMEHTaM, a OHU C YAOBOJBbCTBHEM OKa3bIBAIU €MY MOCHIBHYIO
noMolb. IIpyu ero moMoIy Jetu BhIOpain *KU3HEHHBIN IIyTh B COOTBETCTBUM CO CBOMMU
CKJIOHHOCTSIMU U CZEJIAJIU XOPOIIUe Kapbepbl — OaHKUPA, NHKEHEPOB, YUEHbIX.

Ha BbIgeIeHHBIE IIPABUTENLCTBOM CpencTBa JapBuH A1 06pabOTKH CBOUX KOJLIEK-
Ui TIPUBJIEK KPYITHEHIUX crieruanncTtos: 1o muekormraionium (P. Oysn u I. Yoreprays),
mrunam (JIx. Tyon), perrrumasiv (Y. Besur) u poi6 (J1. Ixenntc). Vtoru coBMeCTHON
paboThl ObLTH OMYOIMKOBAHBI O/ pefakiueil JJapBrHa B MATH TOMaX «300JIOTHS TTy-
temrectBust ,burist“> (1839—43). JIuuHo oH MOATOTOBMI OroreorpaduuecKiie pasaesibl
U KPOME TOTO OIyOIMKOBal «/{HEBHUK Ie0JIOTHUECKHX U €CTeCTBEHHOUCTOPUYECKHX UC-
CIeIOBAHUI Pa3JIMYHBIX CTPAH BO BpeMsi Iy TelecTBus Ha ,burie“s (1839). Ero Bropoe
uzganue (B pycckoMm repeBojie «IlyTenecTBre HatypasucTa BOKPYTr CBeTa») /10 CETOJI-
HSIIIHEro JIHS OCTAeTCs OAHUM 13 HanboJiee MOIYISPHBIX B MUPE COUMHEHUI 110 Teorpa-
(un. Onupasich na yuudopmusm Y. Jlaiiesns 1 ucrosb3yst MeToj akryainsma, Jlapsun
JIOKa3aJl CBSI3b OCTPOBHBIX BYJIKAHOB € KPYITHBIMHU PA3JIOMaMU 3¢MHON KOPBI, 00bSICHILIT
KOJIeGaHMSIMU 3eMHOI KOPBI U BBIBETPUBAHUEM [TPOUCXOKICHNE «CTYIIEHYATHIX DABHUH»
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[Tararonuu, Mmopckux teppac IOsxHON Amepuku. Ocoboe 3HAUCHIE NMeJIa BhIIBUHY Tast
UM TUTIOTE32 O TIPOUCXOKACHUHM KOPAJIOBBIX pucoB 1 aTosnoB. Tpusnorus /lapsuna
«CrpoeHnne u pacrpezesierue KopaaioBbix pugoss» (1842), «Teomornyeckue Haboe-
HUS HaJl ByJIKaHudeckumu octpoBamus» (1844) u «T'eonornueckue ucciepoanust B FOx-
noit Amepukes (1846) 3aBepinia popMupoBaHvie UCTOPUUECKOI T€OJIOTUU U TIPUHECIA
eMy perryTaiuio kpymnHeiero reosora XIX B. K naykam o 3emiie OTHOCUTCS U TIOCTIET-
HsIsI IPUKU3HEHHAst yOnKaiust JlapBiHa O POJIn IOXKIEBBIX YepBell B TOYBOOOPA30Ba-
nuu (1881). lIIupokoe pusHaHUEe MOJYUUIN TAKKe €T MaJeOHTOJornuecKkre (TUTaHT-
cKkre GPOHEHOCIIBI 1 JIEHUBIIBI, KOTIBITHBIE — TOKCOJOH, MAaKPAYXEHUST) U 300JI0THIECKUE
(MenKOpOCTBIi cTpayc — HaHy JlapBuHa, aHTAPKTHYECKUH BOJIK, MHOTOOGPA3Ue TUTAHT-
CKUX Yepenax U «JapBUHOBCKMX BbIOPKOB» Ha l'ajamarocckom apxuiesare) OTKPBITHSL.
JlapBun ycranosuu BcesieniieB u3 Cesepuoii u [lentpanbnoit AMeprku (OUKOBBII Mejl-
BeJlb, TPUBUCTBIN BOJIK, TAMIIACHBIN OJIEHD U JIP.). MHOTOJIETHSIsT paboTa [0 CHCTEMATHKE
COBPEMEHHBIX 1 BEIMEPIIUX (hOpM YCOHOTUX ObliIa 3aBepiiieHa uM B cepennte 1850-x TT.
myGanKammei 1ByX (GyHIaMeHTaTbHBIX TOMOB <Y coHorme pakus» (1851-1854).

Tosbko B 1854 1. JlapBUH MPUCTYIIHII K CUCTEMATHIECKOMY cOOPY Marepuasa mo us-
MEHYUBOCTH, HACJIEICTBEHHOCTH, IMHAMUKE YUCJTEHHOCTH TUKUX BUJIOB, & TAK;KE METO/IaM
CeJIEKIIMU JIOMAIIHUX JKUBOTHBIX M KYJbTYPHBIX PACTCHUI, TOTOBS MHOTOTOMHDBIN TPy
«EcrectBennbrit ot6op». Pabota 6blia paccunTana Ha HECKOJIbKO JieT. Ho ob6cTostTesnbeTa
3acTaBuan JapBuia nociemuTs ¢ mybaukanueii coeil runoressl. 18 urons 1858 r. [lap-
BUH TOJIydnJ OT HaTypasucTa A. Yosuteca, paborasiiero B Maja3uu, pPyKOIMCh CTaThu
¢ pocbboil IpeacTaBuTh ee K mybaukaiuu. C yauBieHueM U TpeBoroii JlapsuH yBuze,
49TO Y 0JIIIeC CaMOCTOSITETHHO C(hOPMYINPOBAJ AHATIOTHUHYTO TEOPHUIO €CTECTBEHHOTO OT-
6opa. C 0/1HOIT CTOPOHBI, BO3HUKAJIA YIPO3a IIOTEPU IPUOPHUTETA B TEOPHH, Ha Pa3padOTKy
koTopoii cam lapsun norpatui 6osiee 20 ser. C Apyroii CTOPOHBI, OH He MOT HAPYILIUTh
JIOJIT 1 00s13aH OB BBITOJIHUTD MTPOCHOY MOJIOOTO HAaTypaiucTa. Berxos ObLT mogckazan
ero apysbamu Y. Jlaitenem u [5x. I'ykepom, KOTOpble U3 PasroBOPOB U U3 ITMCEM 3HAIN
B OCHOBHBIX 4eprax Teopuio Jlapsuna. OHU IPETIOKUIN, 4TOOBI CTAThst Y OJljIeca U KpaT-
Koe u3Biedenne u3 ouepka Jlapsuna ot 1844 r., BMmecre ¢ ero nmucbMoM ['ykepy, B KOTOpOM
JlapBUH 3HAKOMIJT KOJLJIETY CO CBOEH TUTIOTE301 3a[0JITO JI0 TIOJIYICHUS CTaThu Y 0JI1eca,
ObLIH J0JT05KeHbI coBMecTHO 1 miosist 1858 Ha sacemanuu JIOHIOHCKOTO JIMHHEEBCKOTO
oburecTBa u onmybanKoBatbl 20 aBrycra Toro e roja B ero Tpyzaax. OaHaxo o6e mybiiKa-
11N OCTAIMCh HEe3aMeUEHHBIMU.

Heoxuganuplii 10BOpOT coObITUI 3acTaBul JapBuHa OTJIO0KUTh HE3aKOHYEHHbIIT
TPyl O €CTECTBEHHOM 0T6GOPe, KOTOPbIil 6l onybnukosan Toibko B 1975 1. Bme-
CTO HEro B ciKaTble cpoku JlapBUH MOATOTOBUJI COKPAIICHHBIN BapUaHT, KOTOPBIU
Bbiien B cBer 26 HosaOps 1859 r. mox HasBanuem «O IPOUCXOKIECHUU BUAOB IIyTEM
€CTECTBEHHOTO 0TOOpA, MM COXPaHeHHe OJIArONMPUSITHBIX pac B 00pb0e 3a JKU3HDY.
KHura ObLa packynjieHa KHUTOTOPTOBI[AMY B TOT JKe€ JI€Hb U Cpasy cTajia OGecTceiie-
POM, TOTPSICITUM Bech MUP. Yepes MecsIl BBIIIIO BTopoe usganue. Bekope kHura Obiia
repeBe/ieHa Ha OCHOBHBIE eBpolelickue A3bIKU (IIePBBIM pyCCKUIl IepeBo/y ciesal Mo-
ckoBckuii 6oranuk C. A. Paunnckuii 8 1864). Cam Yosutec 6e3 0roBOPOK IIPU3HAJ Jap-
BUHOBCKUN MPUOPUTET U ObLJI B YHCJIE TeX, KTO MPEJIOKNUI Ha3BaTh dBOJIOIUOHHYIO
TEOPUIO TAPBUHU3MOM.

JlapBUHU3M ObLI THITUYHBIM THIIOTETUKO-AEAYKTUBHBIM MOCTpoeHneM. Xotst Jlap-
BUHY He OBLJIO U3BECTHO HU OJHOTO PEAJBHOTO CJIydasi 0TOOpa B MPUPOJE, OAHAKO CO-
GpanHbie UM (GaKThI B [OJIb3Y 9BOJIOIIH, YAa4Has aHAJIOTHS ¢ UCKYCCTBEHHBIM 0TOOPOM,
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JTAHHBIE €T0 TIOJIEBBIX W 9KCIIEPUMEHTAIBHBIX UCCJIEOBAHNIT HACTEICTBEHHOW N3MEHYN-
BOCTH, 9KOJIOTHH 1 OMoreorpaduil MHOTUX BUIOB, & TAKKE BO3MOKHOCTDL HKCIEPHMEH-
TaJIBHON MPOBEPKHU TUTIOTE3BI ECTECTBEHHOTO 0TOOPa yOeIMIn GHOTOTOB B TIEPCTIEKTUBAX
€CTECTBEHHO-HAYYHOTO 00BSICHEHUST 9BOTIOIIH KUBOTO. CHOPMYTUPOBAHHDIN UM TIPUH-
IIUTT TUBEPTEHITUN 00BSICHST OGHOPasHo00Opasue, HepapXxuio TAKCOHOB 1 TIO3BOJISLT TIPOBE-
¢t ux dusoreHernyeckyio kaaccudukanmio. OTaaBasd AaHb TPAAUIIMAM eCTECTBEHHON
Teosioruu, JlapBUH 3aBepIinil BTOPOe U3JaHKe XBajaMu TBOpILY, BIOXHYBIIEMY KM3Hb
B OTPaHUYEHHOE YKCJIO MEPBUYHBIX (POPM U JIaBIieMy 3aKOHBI aBosormu. Ho, cunras
POOJIEMBI TPOUCXOKACHNST BCeleHHOM U JKU3HU HEIOCTYITHBIMU PAllMOHATIBHOMY pe-
HIEHUIO, OH B CBOUX TPY/laX CJIEI0BAJ HE CTOJILKO TPAJUIUSAM /len3Ma, CKOJIBKO arHOCTH-
1IU3Ma, XapaKTEePHOTO JIJIs1 MHOTHUX aHTJIMHCKUX €CTECTBOMCIIbITATE/IeH. ITO HUCKOJIBKO
HE MEIIAJI0 eMY OCTABaThCs JIOSIBHBIM aHTJIMKAHCKOW IIEPKBU U JIasKe BBIIOJHATH 00s1-
3aHHOCTH IEPKOBHOTO CTAPOCTHI B CBOEM TIPUXOJIE.

B 1860—1870-x rr. /lapBuH npoaoJikaj paspaboTKy KOHIIEIIIUN eCTECTBEHHOTO OT-
6opa, 0OBACHUI TIPOUCXOXK/ICHIE PasHOOOPA3HBIX A/ANTAINl JKUBOTHBIX U PACTEHUIA,
CTaBUJI HKCIIEPUMEHTBDI 110 MIMPOKOMY KPYTY BOIIPOCOB: OT IPUYUH U3MEHYMBOCTHU Y Pac-
TEHUH 0 BBIPAKEHIS OMOIUI Y JKHBOTHBIX U YeJ0BeKa, 0000IIa TPAKTHKY CEeJEKITUN
JOMAIITHUX JKMBOTHBIX U KyJIbTYPHBIX pacrenuil. Kaurn «IIpucmnocobiemie GpuTaHCKuX
1 3apyOeKHBIX OPXU/IEN K OIJIOJIOTBOPEHUIO HACEKOMbBIMU 1 OJIATOTBOPHOE BO3/IEHICTBIIE
nepekpectHoro onbuieHus» (1862), «/leficTBue mepekpecTHOrO ONbLIEHUS U CAMOOIIbI-
JieHus B 1apctse pactenuii» (1876) u «Paznudnbie (hopmbl IBETOB y pacTeHUIH OHOTO
u Toro ke Buga» (1877) BbisicHUIN OMOIOrMYECKOe 3HAUEHME [[BETKOB, KOQ Al Tallui Ha-
CeKOMbIX U pactenuil. /[Ba Tpyzna «/IBrskenue u MOBaJKK Jassmux pactennit> (1865)
u «CrocoGHOCTD pacTenuii K aBrskernios (1880) Gbwiu nocesimenst pou otbopa B ¢hop-
MUPOBaHUK IPUCTTOCOONEHUI pacTeHUI 11t OOBUBAHUS UyKUX CTEOIEH, I IPUTIETTKA
K cTeHaM U T.11. JlapBuH OKOHYATeJIbHO JI0Ka3aJ/l CyleCcTBOBAHUE IIOTOS/IHBIX PACTeHUI
B kaure «Hacekomosiaubie pacrenus» (1875) 1 0OBSCHII IPOUCXOKACHNE MHOTUX UX
azarrraruii. B 1868 r. oH HamieyaTas OrpOMHBIN TPy 110 TEOPUH UCKYCCTBEHHOTO 0TOOPA
«V3MeHeHMe TOMANTHUX KUBOTHBIX U KYJIbTYPHBIX PACTCHUIT>.

B 1871 r., korma obuiectBo 6buI0 o3HakomieHo ¢ gosogamu T. Texcin (1863),
K. ®oxTa (1863) u 3. 'ekkena (1866) o KMBOTHOM IPOUCXOKIEHUH YeI0BeKa OT ode-
3bam, Japsun onybaukosan KHury «IIponcxoxaenue 4eoBeKa 1 IoJI0Boil 0TO0p», B KO-
TOPO#l CTAHOBJIEHIE MHTEJIEKTA U MOPAJIH OOBSICHSIT JIelcTBIEM 0TOOPA, COXPAHSIBIIETO
MPUBHAKH, TTOBBINIABIINE MAHCHI HA PEMPOIYKTUBHBIN yCIleX, HO MOJIE3HbIE U JAPYTUM
0COOSAM JAHHOW TPYIIIbI, YKPEIUIsIst COTPYAHMYECTBO MEKIY HUMH U TIOBBIMASA 3260TY
0 TIOTOMCTBE U €r0 BOCIIUTaHUH. DTOH ke mpobiaeMarnke Obljaa MoCBsieHa KHura « Boi-
paskeHUe SMOTIMH y YeJ0BeKa 1 JKUBOTHBIX» (1872).

JlapBUH He y4acTBOBAJI B IUCKYCCHUSIX MEXKY CTOPOHHUKAMU U TIPOTUBHUKAMU 9BO-
JIIOIIMH, HO BHUMATEJIbHO aHAJIM3MPOBAJ BO3PAKEHUS TPOTUB KOHIIECIIIIUN €CTECTBEHHOTO
oT6opa, NCKAJI KOHTPAPTYMEHTBI, BHOCHJI HEOOXOMMbIE YTOUHEHHST U U3MEHEHWST B CBOM
paccysxaenus. B csszu ¢ Bogpaskermsimu D. /[keHKMHA 0 HEBO3MOKHOCTH aKKYMYJISIINN
MTOJIE3HBIX U3MEHEHUIT M3-32 HUBEJINPYIOIIET0 a(hdeKTa CKpPENMBaHUS OH CTaJI IOTTYCKATh
IpsIMOE BJIMAHUE CPeJibl, YIIPaKHEHNE UM HeylIpaXkHEeHe OpPraHoB Kak (akTopos, CIIo-
cOOCTBOBABIIMX BOBHUKHOBEHUIO U aKKYMYJISIIIIH TIOJIE3HBIX TPU3HAKOB. DTU YCTYIIKU
MeXaHOJIAMAPKU3MY MTPOSBUJINCH B €T0 TPY/ax 1o cesieknu u B 6-M uznanuu «IIpouc-
XOsKaeHus BUmoB» (1872).
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Beero mpu skusau Jlapsuna BeIIO 16 (yHIaAMEHTATBHBIX TOMOB, OOJIBITMHCTBO
13 KOTOPBIX BBIIEPKAIO COTHY U3JAHMIT HA MHOTUX s13bIKaX MUPa. OrpoMHOE HUCTOPUKO-
Hay4yHOE W KyJbTYPHOE 3HAUEHUE UMEET 3MUCTOJSIPHOE Hacaeane /lapBrHa, n3 KOTOPOro
Ha ceroAHAmHui aeHp usaano 18 romos (1985-2010). BosaeiictBue ero TpyaoB Ha pas-
JindHbie ¢(hepbl HAYKU, 00TIECTBEHHON MBICIIH, KYJIbTYPBI ¥ MOJUTUKH TPUHSATO UMEHO-
BaTh <«apBUHOBCKOI peBoJONHEll». JlapBUH ObLT HHTEIEKTYATBHBIM TIEHTPOM I[EJIOM
snoxu. OxHako oH ObLI JIMIIEH BHeIIHero Ojiecka, HUKOrAa He u300paxai us cebs pbl-
apst WJIM repost HayKi, OyA0paskuBIIEro myOInKy ssKOObI CEHCAIIIOHHBIMU OTKPBITHSIMU
U 9KCTPABATAHTHBIMU KOHIETIIUAMMI. ITOT CKDOMHBIN TPYKEHUK HAYKU U30 JIHS B JIE€Hb,
U3 rojia B TOJI TPOGUPAJICS Yepes TOJIILY 3aIy TaHHBIM IPo0JieM OMOIOTHH, KOTOPbIE TPY/I-
HO 6BLIIO peraTh 6e3 TeHETUKHU, 9KOJOTUH, TTAJICOHTOIOTHH, SMOPUOJIOTHH, U TEM HE MEHee
OH OKA3aJICs1 IPaB, BBIJIBUTASL, TPOBEPSIST 1 OTOPACHIBASI AECSITKU TUTIOTE3, €CJIU OH HE MOT
UX TIOAKPEeNHTh PaKkTaMyu M dKCIEPUMEHTaMU. «/{ayHCKWiT OTIIENTbHUK», KaK HEPEIKO
HUMEHOBAJIa €T0 TPECCa, K COOCTBEHHOMY yuBIeHUI0 Oosiee 20 JIeT pyKOBOANUI HAYIHO
MBICJTBIO MHPA.

3a Hayunbie 3acayru Y. JlapBuH ObLI HarpaxkIeH 3010TON Menaibio M. [. Kormu
JloHoHCcKOTO KOpoJsieBekoro obmiectsa (1864), mpycckum opaeHoM «3a sacayrus (1867),
a rarske n3bpaH JeHCTBUTENbHBIM, TIOUETHBIM WJIH YJIEH-KOPPECTOHEHTOM 57 HAYUHBIX
obuects — Jlongonckoro kopoJsesckoro odmecrsa (1839), Mmueparopckoii CaHKr-
I[TerepOyprekoit akagemun Hayk (1867), Koposesckoii IIpycckoii akagemun Hayk B bep-
sune (1878) u ITapuwskckoit akagemun nayk (1878), moyerusiM okTOpoM BoHHCKOTO,
Bpecaasckoro, Jleiigenckoro u KeMOpUIKCKOro YHUBEPCUTETOB U ZIP.

Yumep Yapans Tapsus 19 anpesist 1882 r. u 6wt morpeber B Bectmutcrepckom abbart-
CTBE PSIOM C MOTMJIAMU JIPYTUX BBIIAIONINXCS yueHbIX AHTnn (actpoHomoB B., [Ik. u
I1. Tepureneii, pusuxos 1. Heiotona, M. @apazess u Jlx. Makcsenna). Co BpeMenem
ObLIN OITYOJMKOBAHBI THICSIUN KHUT, BBOJAIINE B HAYUHbBII 060POT OTPOMHBIN KOPITYC ap-
XUBHOI MH(DOPMAIUY O )KU3HU U IS TETbHOCTHU BEJTUKOTO AaHTJIMIICKOTO €CTECTBOUCIIBITA-
TeJISt ¥ O BJUSTHUY €T0 TPY/IOB Ha Pa3JnyHble 0OJACTH Ye0BEUYECKOTO yXa, BKI0Uast pe-
JIUTHIO, TUTEPATYPY, TEATP, U300pazuTeNbHOE UCKYCCTBO. YacTh 13 HUX TIPUBE/ICHA HUIKE,
4TOOBI TIOKA3aTh Pa3HO0Opasne U MHTEHCUBHOCTD «/[aPBUHOBCKOU JIUTepatypbi». B cBsi-
3U € HTUM OTPOMHOE KOJMYECTBO PaboT, MPEsK/IE BCETO HAYUHO-TIOMYJISIPHOTO MOPSIIKA,
0CTaJIach BHE IIPEJIEJIOB 3TOTO CIMCKA. B HéM, K COKATIEHUIO, HET U KHUT, TOCBSIEHHBIX
JIETSIM, KOTOPBIM B AHTJIMM B BO3pacTe 4 JIeT HAYMHAIOT PaCCKasbiBaTh 00 YAUBUTEIBHOM
MUPE 3IBOJIOIUH, OTKPHITOM BEJIMKUM MBICTUTENIEM, ITyTelleCTBEHHUKOM, HATypaiu-
ctoM 1 akcriepuMmenTatopoM Y. /lapsunowm. /[y cpaBHeHNS TpUBEACHBI HECKOTBKO KHUT
13 ITADBUHUAHBI HA PYCCKOM $I3bIKe, KOTOPBIE B II€JIOM OTPAXKAIOT CTEIIEHb BKJIIOUYEHHOCTH
OTeueCTBEHHBIX HCcenoBaTesel B n3yuenue TBopyectBa U. /lapsuna.
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The following is a heavily edited transcript of my illustrated lecture, that included our
14 minute video (with a 2 minute animation model) that shows each step in live organisms
hypothesized in the origin of nucleated cells from bacteria (“eukaryosis”). New observa-
tions presented with modern examples of live phenomena make us virtually certain that
B. M. Kozo-Polyansky’s “new principle” (1924) of the importance of symbiogenesis in the
evolutionary process of at least 2000 million years of life on Earth is correct. The widely
touted but undocumented explanation of the origin of evolutionary novelty by “gradual
accumulation of random mutations” will be considered an erroneous early 20th century
hunch proffered primarily by Englishmen, North Americans and other anglophones. They
(Neodarwinist “explanations”) will be replaced by the details of symbiogenesis: genetic
mergers especially speciation by genome acquisition, karyotypic fissions (neocentromere
formation, related chromosome change) and D. 1. Williamson’s larval transfer concept for
animals. Although ignored and dismissed in his life time, Kozo-Polyansky’s brilliant work
will be lauded for symbiogenesis in the same style that Gregor Mendel’s studies of inher-
itance of “factors” in peas was for recognition of his establishment of diploid organism
genetic principles by the beginning of the 20th century. My talk, photographs and moving
pictures were presented at the Darwin conference, St. Petersburg, on September 23, 2009
introduced by E. Kolchinsky.

Keywords: symbiogenesis, eukaryosis, Kozo-Polyansky, speciation, genetic mergers, ge-
nome acquisitions.

In most of these sessions it is customary only at the end of one’s lecture to thank
those who do the relevant work or have helped. I prefer to thank my predecessors or
colleagues here at the beginning. T want to list the Russian literature that has led me to
certain conclusions that I will mention. In my talk I plan to use few words, as I'd rather
show you live organisms in color videos and photos, especially electron micrographs. Let
us begin with Boris Perfiliev (1891-1969), does anyone know his name? He is the father
of microbial ecology, some say. He made capillaries, tiny sedimentary cores, minicores,
from square glass capillaries. He used them to study layered sediment, stratified microbial
communities. From Perfiliev and his student Galina Dubinina we mention a Academi-
cian, Professor Armen Takhtajan, who is still here. The great botanist is 99 years old, as
you know. From Takhtajan I continue on to laud a scientist I knew well: Igor Raikov. Rai-
kov (1932-1998) was one of the few modern scientists who recognized the importance
of the protists for understanding the origin of genetic systems. Raikov was a person who
actually did what Charles Darwin had suggested. Darwin admonished, if one wants to
understand the evolution of any process or structure one should follow the oddities and
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the peculiarities, he called them “oddities and imperfections” in life, because otherwise
one may be deceived into thinking that the way life is now is the way it always has been.
But the way life forms are now is not the way they have always been. Raikov was excel-
lent at reconstruction of ciliate evolution.

From Raikov we come to Liya Nikolaevna Khakhina. It was her book (1992) that
led me to Kozo-Polyansky (1924, 2010). Victor Fet, our translator, without whom this
work would not have been possible, now lives in West Virginia. He was raised in No-
vosibirsk. His extremely literate father taught computers and informatics in Siberia.
Unfortunately, Victor could not attend this evolution meeting. But his wife, Dr. Galina
Fet, who comes from St. Petersburg, is here now. She has helped us enormously in our
visit here. We thank her.

Please, Professor Kolchinsky, ask somebody to translate this for me? Who here
knows the work of Dr. Galina Dubinina, microbiology professor from Moscow State
University? OK. Nobody! Amazing and unfortunate. Dubinina’s work, along with that
of her team and her predecessor, Professor Boris Perfiliev, is crucial to our research,
crucially important.

So T want to say, yes, Charles Darwin, in general, was correct. I believe Dr. Georgy
Levit, who spoke today before me, said that as well. But Neo-Darwinism, fundamen-
tally is a religion. It is very bad. It is very limited. It enters realms where it does not
belong. It is reductionist. It does not even study life. Perhaps I should simply claim
that Neodarwinism took the life out of biology. Somebody please translate that com-
ment, as I do want to declare in public that Neodarwinism has had a stultifying effect
on the study of the evolution of life on Earth. The Neodarwinists removed life itself, they
extracted the life out of “Biology”, the science of life.

Now let us speak about hidden evolution, the arcane narrative of life on Earth through
time. We first travel to Voronezh. Who here has been to Voronezh? All of the scenery, the
landscape photographs of Voronezh in this presentation have come to me via Victor Fet,
whose friend Dr. Viktor Golub sent them to him. Here for example are the old pines of
“black earth Russia” (Figure 1).

So what is symbiosis? And what is symbiogenesis? What “symbiosis” is not is “cost-
benefit” analysis, or “mutualism”. Such terms are not biology. They are not science, “cost”
or “benefit” of life forms can not be measured. But symbiosis and symbiogenesis are sci-
ence. “Symbiosis” refers to long term, permanent, sometimes cyclical, for example, sea-
sonal, physical association between members of different species or other different taxa in
general. To define “symbiosis” one ought to follow the original definition of the German
scientist Anton de Bary (1831-1888). Symbiosis refers to a physical association between
“differently named” partners, at least two kinds, that endures for most of the life history
of the organisms. Or for at least most or all of the life history of one of them. Symbiosis is
not a social relationship. Why not? Because social relationships refer to associations be-
tween members of the same species. To be symbiotic a relationship must refer to members
of different taxa. Symbioses are ecological relationships that, over a long period of time,
may become symbiogenesis. In cases where new behaviors, structures or taxa, i. €., new
tissues, new organs, new species, new genera, or even new phyla emerge, new relation-
ships at many different levels can be identified as direct consequence of symbiosis, then
symbiogenesis has been demonstrated. I argue that first of all, symbiogenesis is not ever
random. Random DNA mutations, of course, do occur, but they have very little directly
to do with morphological or taxonomic innovation in evolution.
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As the brilliant young Boris Mikhaylovich Kozo-Polyansky (1890—-1957) recognized
in his abstract of 1921 (Figure 2), symbiogenesis is the major source of innovation in
evolution. Kozo-Polyansky’s work was not just recognition and collection of scientific
literature, including English and German language literature. Rather, unlike his Russian
predecessors K. S. Merezhkovsky (1855-1921) and A. S. Famintsyn (1835-1918), Kozo-
Polyansky recognized and did not reject the Darwin-Wallace concept of natural selec-
tion (Guerrero, Margulis, Fet, 2010). Kozo-Polyansky showed symbiogenesis generated
the original novelty, whereas Darwin-Wallace natural selection followed, maintained and
perpetuated it. Natural selection, an elimination process, perpetuates symbiogenesis but
does not generate innovation in the evolutionary process. Kozo-Polyansky realized that
it was not possible for evolution to establish new species without all three evolutionary
phenomena taken together. First “biotic potential”, the tendency of all species, all kinds
of organisms, every group, every population, always to grow at a rate unsupportable by
its immediate environment. The growth rate of all populations exceeds the capacity of the
local environment to maintain the rate of flow of matter and energy required to sustain
it. Second, whence the appearance of inherited novelty? The generation of inherited nov-
elty, according to Kozo-Polyansky, was by symbiogenesis followed by natural selection.
“Evolution” is a complex process, a system that requires at least these three components:
the immense reproductive capacity of live beings called “biotic potential”, the generation
of inherited novelty by several modes that include symbiogenesis, karyological altera-
tions such as polyploidy in plants and karyotypic fissioning in mammals. Maintenance of
inherited changes in communities is by natural selection but variation itself is not gener-
ated by Darwin-Wallace natural selection.

In the language of “systems theory” evolution is a system and as in the processes of any
system one cannot privilege one over other of the parts; all parts are required for the system to
function. Kozo-Polyansky understood this when, in 1921, he was 30 or 31 years old.

Yes, Konstantin Sergeevich Merezhkovsky and Andrey Sergeevich Famintsyn, and
Kozo-Polyansky are recognized as “symbiogeneticists”. These scientists are listed and
described in the Russian encyclopedia as symbiogeneticists. They are unknown in the
anglophone literature.

In our country we have Ivan Emmanuel Wallin who, of course, did not read Russian
(Figure 3). Nearly no North Americans or English people read Russian. Please explain to
them what I mean. Wallin (1883-1969) could not read Russian. But he had an immense
knowledge of biology, so he invented his own words for the same phenomenon as Kozo-
Polyansky’s “new principle”. Wallin came to the same conclusions of the importance of
symbiosis in evolution as did Kozo-Polyansky, but entirely independently. And so Ivan
Emmanuel Wallin, son of Swedish immigrants to the United States, wrote his wonderful
book. He knew nothing about Merezhkovsky, Famintsyn, or Kozo-Polyansky. He knew
no or very little Russian literature. Wallin’s idea (1927) he called “symbionticism”. He
invented this neologism in the title of his great book on the origins of species. Wallin
claimed that mitochondria evolved from symbiotic oxygen-respiring bacteria and that
chloroplasts originated from blue-green algae, cyanophytes (called today cyanobacteria).
Wallin had the same ideas basically as did Kozo-Polyansky. So these concepts came from
two geographically independent sources. The ultimate geographical sources of symbio-
genesis concepts came from the study of live organisms in Russia, St. Petersburg, the
Mediterranean coast (Villefranche-sur-Mer; Laboratoire Arago; Banyuls-sur-Mer; Stazi-
one Zoologica di Napoli), the marine laboratory at Roscoff and the Channel Islands of the
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Atlantic, the Marine Biological Laboratory at Woods Hole on Cape Cod, and Wallin’s
studies in New York and in the Colorado Rockies and later symbiosis studies on lichens,
on corals at the Great Barrier Reef in Australia, and in the Caribbean.

Here we see a shrimp that cleans the teeth of a moray eel (Figure 4). This is symbiosis,
but is it symbiogenesis? No. Why? This shrimp picks the teeth, eats debris in the toothy
mouth and lives with the eel. Although this particular species of shrimp is not ingested by that
eel, the eel eats other kinds of shrimp. It is symbiosis, but not symbiogenesis. Both partners
grow and reproduce separately. Both shrimp and eel can live separately. One sees no obvious
novelty generated by this symbiosis, i. e., symbiotic physical association. The relationship be-
tween the shrimp and the eel is only feeding behavior. Symbiogenesis starts with at least two
independent different taxa. Life is difficult, as T don’t have to tell you. Life is probably more
difficult in St. Petersburg than it is in Massachusetts. Anyway, it is sometimes exceedingly
difficult. Often life is intolerably hard and difficult. And occasionally symbiogenesis provides
the solution (Figure 5). Symbiogenesis is evolution, not just ecology.

It is estimated that on Earth today are 250,000 protoctist species. Among them are
representatives of the nucleated ancestors of animals, fungi and plants. My thesis, Kozo-
Polyansky’s thesis, and Wallin’s thesis, persistently ignored, for the most part, by Anglo-
phone biologists, is that your ancestors and mine evolved from bacteria by symbiogenesis
in the Proterozoic eon 2,500 to 542 million years ago. Why do we claim that the first nucle-
ated cells evolved in the Proterozoic? Because of the presence of fossils called acritarchs,
from a few microns to some over 500 micrometers in diameter. No one knows exactly what
they are, but everyone who studies these robust microfossils, mainly by palynological tech-
niques, agrees that microfossils called acritarchs are eukaryotes. They are fossil nucleated
organisms that began to appear in the geological record more than 1,000 million years ago.

Now, this cell, very familiar to all of you, is an animal tissue cell in mitosis. Mitotic
cells contain at least one nucleus and the proteinaceous microtubules of the spindle and
other cytoskeletal structures. These features are entirely absent in prokaryotes, both bac-
teria and so-called “Archaea”. Here we see labeled in blue through fluorescence micros-
copy the microtubular “end-binding protein” (Figure 6). The reddish-yellow and yellow
signal is from microtubule protein absolutely typical of nucleated cells. This class of pro-
tein underlies cell motility seen at the level of the light microscope. Through the optical
microscope one observes intracellular movement. Some prokaryotes, that is certain bac-
teria may be huge, 80 micrometers in diameter, but inside them one never sees what I call
“anima”, “animation”, or any movement like this.

I want to show you now the power of symbiogenesis. We begin with amber, which
under certain environmental conditions fossilizes very well. Here is a fossil termite,
Mastotermes electrodominicus, that preserved so well that in the amber fossil record Da-
vid Grimaldi and his colleagues (American Museum of Natural History, New York City)
saw fossil muscle tissue at the light microscopic level! Fossil termites in amber were thin
sectioned with a microtome. The investigators visualized the 20-million-year-old muscle
tissue of the Mastotermes insect. So, Grimaldi said to us, since we see details of muscle tis-
sue, why can we not also seek the termite’s intestinal protists? And we did! We not only
see protist fossils in Mastotermes, but we found the oldest spirochetes (and other bacteria,
for example bacillus spores) in the fossil record embedded in ancient amber. This had been
collected from a mine in Central America, Dominican Republic by the museum director,
Dr. Jorge Wagensberg and others (Wier et al., 2002). This specimen I show you here of
M. electrodominicus, because it is the best preserved of any mastotermitid in the world, is on
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exhibit at the Museum of Science in Barcelona, Spain. However, in less valuable specimens
of amber of M. electrodominicus, when cut and imaged the termite microbes are seen.

Now I show you a video of Mixotricha paradoxa, a unique termite protist that lives
only inside Mastotermes darwiniensis in the southern hemisphere.

We take a trip to Kakadu Park in northern Australia, near Darwin. The climate there
is very hot. The extremely hot climate may have persisted for 15 to 20 million years in
this region, continuously unbearably hot. And here we see Mastotermes termites. Inside
those termites, in 1956, Professor L. R. Cleveland photographed the organism you see
here on 16-mm. black and white film (Cleveland, Grimstone, 1964). He had read that this
Mixotricha paradoxa “protozoan” bears both cilia and flagella on its same cell. He did not
believe that. After years of study he had never before seen this phenomenon, “cilia and
flagella” on one-and-the-same cell. We re-photographed Mixotricha paradoxa many years
later. From the 1970s until this century we intermittently studied this paradoxical pro-
toctist. And we are now sure that these beating “hairs” are not cilia. They are spirochetes,
as Cleveland and Grimstone (1964), first reported on the basis of Grimstone’s superb
electron micrographs. The tiny surface spirochetes of Mixotricha are morphologically in-
distinguishable from Treponema pallidum, spirochetes of syphilis (Margulis et al., 2009).
This, in other words, is a motility symbiosis. The large protist is fringed with 250,000 ec-
tobiotic spirochetes embedded in its cortex by attachment sites. Toward the cell’s posterior
a different, medium-sized spirochete, is present. It is morphologically indistinguishable
from Borrelia burgdorferi. And the cell surface also has the little teeny ones. The mov-
ing fringe here, as seen with the electron microscope, on nearly all the anterior surface
of Mixotricha, is covered by the treponemes, and by other symbiotic bacteria. There are
thus 250,000 treponemes, just after cell division, and before the next division. Perhaps
500,000 treponemes per protist cell. Some half-million attached spirochetes confer motil-
ity on the Mixotricha paradoxa. A scanning electron micrograph of Mixotricha’s surface
is seen in Figure 7. Five different kinds of spirochetes are physically associated with the
protists (Wenzel et al., 2003). In the posterior ingestive area are other endosymbiotic
bacteria. Termites can eat wood, but they cannot digest it. Approximately nine different
kinds of prokariotic microbes comprising a single protist. One M. paradoxa cell is unites
a half a million individuals. Without the symbiotic associates, no termite digests wood.
Here you see the large spirochete Canaleparolina, the treponema spirochetes, the protist
with a large piece of wood inside. When we say here is “one individual”, you Neodarwin-
ists, where is your head? I assume you are not laughing because you don’t understand
me? This “single, individual cell” is composed of at least nine different kinds of cells, each
with its own genome. This, of course, is a group. And the animal in which this group lives
is a termite worker. The termite insect starves within about two weeks if we remove its
bacteria and protists. The isopteran dies on the second or third week. But Cleveland
showed that if bacteria and protists are injected back into the intestine of the moribund
termite the starving insect recovers completely. What, then, is the “individual” here? It is
a community. Of course “group selection” occurs!

We have reconstructed the entire evolutionary story of eukaryosis. We have now ob-
served every step in the origin of the cilium (Wier et al., 2010). Our hypothesis is that
cilia, undulipodia in general, evolved from living spirochetes. Spirochetes donated many
genes for crucial metabolic proteins to eukaryotic nuclei (Hall, 2010). The spirochetes
form attached round-body (RB) propagules (Brorson et al., 2009). Spirochetes, of course,
are gram negative eubacteria (Margulis, Chapman, 2010). They constitute a phylum; they
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are pleiomorphic and are totally viable not only in the typical “cork screw” (spiral or heli-
cal) swimming stage but also in the slower round-body (RB) form. The RBs (also called
vesicular or cystic) are induced by penicillin and other “unfavorable conditions”. Sush as
environmental changes i. e., quantity of free oxygen, elevated temperatures, cold, desicca-
tion, altered salt concentrations and many chemical or medium alterations (e. g., notably
in carbohydrate and other fermentable food source, amino acid composition, antibiotics
induce the spirochete RB resistant stage. The Brorsons (2009) proved that RBs are entirely
viable and reversible to the more active typical swimming helices. Also the discovery of Spi-
rochaeta coccoides from the intestine of the kalotermitid (dry and dampwood-ingesting ter-
mite) from Neotermes castaneus (Droge et al., 2006). S. coccoides feeds osmotrophically, its
population maintains and grows in the anoxic or micro-oxic paunch (specialized hindgut)
of this subtropical damp wood termite from Florida, Caribbean islands and coasts and other
warm, humid North American localities. Nitrogen-fixing bacteria abound in Neotermes cas-
taneus, a fact that may be related to the obserbation that Spirochaeta coccoides, in culture
does not convert to the typical helical swimmer stage. S. coccoides has not, to our knowl-
edge, been reported elsewhere.

Please let us look again at Figures 7 and 8. The epibiotic spirochetes seen here on this
trichomonad Mixotricha paradoxa are not cilia even though they look remarkably like
cilia and other undulipodia of eukaryotes. Nor are they any other kind of undulipodial
homologue. They are analogues as discussed by A. Wier (Wier et al., 2010).

Why are so many termite microbes motile? Because if the microbes do not continu-
ously move up the intestine, anteriad, towards the mouth, they will be excreted with the
feces. Might you tell them please what I mean, Galina? Many amitochondriates, mostly
parabasalids seem to avoid and escape oxygen by remaining centrally located in the in-
sect gut. Many must be motile all the time. They must swim up the intestine. They have
to either be attached, or they have to swim. Otherwise they will be flushed into the soil.
So many, many times, spirochetes alone, spirochetes attached to others, or spirochetes
attached to intestinal epithelia evolved the ability to remain inside the insect’s anoxic,
warm, wet, nutrient-rich intestinal habitat.

Although this resembles a cilium with a basal kinetosome, it can not be. In this micro-
graph the “n” is the nucleoid of the spirochete. There are no missing links here as Kozo-
Polyansky said in his 1921 All-Russian Botanical Congress abstract. This is seen as an
analogous step in the origin in cilia from spirochetes (Figure 8, see Wier et al., 2010).
We have overwhelming evidence that symbiogenesis is the basis of novelty in organisms
composed of nucleated cells (Margulis, 1993.) In the earliest symbioses of eukaryotes we
hypothesize that intracellular motility, “anima”, was acquired as symbiotic spirochetes by
an archaebacterium (Hall, Margulis, 2010).

“Eukaryosis” refers to the process of evolution that formed the earliest eukaryote.
The earliest eukaryotes are represented by archacamoebae, metamonads, and parabasa-
lids. None have mitochondria. They still live in anoxic environments today. Most amito-
chondriates dwell in environments with low concentrations of oxygen, often with high
amounts of sulfur.

A bacterial consortium in sulfur-rich environments was discovered by Boris Perfiliev
in the Crimea by 1932. It was later studied by his student Professor Galina Dubinina.
She is my age. When first observed Perfiliev called what he thought was one single organ-
ism, the genus “Thiodendron”. The name in Greek means “sulfur tree”. Dubinina discov-
ered that “Thiodendron” is a spirochete consortium. The spirochete components swim
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towards sulfide, or they die. They must have sulfide. These partner organisms produce
and release sulfide. They are “sulfidogenic”. They make sulfide. Although described by
Perfiliev and his students in work between the 1930s and the 1970s, they never real-
ized that they had a consortium of two kinds of bacteria at once. The earliest eukaryotes
evolved in anoxic, sulfidic, organic-rich marine or estuarine conditions that were typical
of the Proterozoic eon. The “ancestral spirochete” co-descendant is now alive in culture in
the Moscow collection, and has recently been deposited in the Braunschweig, Germany
culture collection. The multi-authored paper (Dubinina et al., 2010) is finally accepted
and published. The first of these spirochetes, attracted by sulfide, is from Staraya Russa,
Novgorod Oblast, Russia, is named Spirochaeta perfilievii. The Dubinina team has been
working over 20 years on them. They have other related spirochetes to name.

Sulfurous environments are key. The Dubinina spirochetes swim toward sulfide, they
are chemotactic. They use O,, ambient oxygen, oxygen in the air, to protect themselves
from oxidation damage. They are oxygen-tolerant to the extent that they always need sul-
fide. They oxidize the required sulfide to elemental sulfur. I've seen them for 30 or 40 years,
without knowing what they were; here they are in nature (Figure 9). The white scum is
what they first called “Thiodendron latens”. The seaweed is Fucus vesiculosus. The spiro-
chete-sulfidogen consortia that Perfiliev discovered is in white in this photograph. Dubi-
nina’s team has found them in at least six places: in Pacific Ocean islands, in the White Sea,
and the sulfur springs resort, Staraya Russa. This is a place where FE. Dostoyevsky lived.
Dubinina has found them there, and in other sulfurous environments. They apparently
occur all over the world in massive, geochemically important quantities. When Moscow
University received their Japanese electron microscope for the first time, Dubinina studied
these organisms under strict anoxia, no oxygen: fewer than ten to the minus ten parts oxy-
gen. The long stringy filaments broke up. Out swam classical “1:2:1” and “2:4:2” spirochetes.
In higher amounts of ambient oxygen (<0.01-2%) this spirochete grows longer and longer
and longer with no change in width. Apparently S. perfilievii waits for anoxia in which the
sulfide causes the oxygen-induced filament, with no change in width, to break up again
to its typical 10—15um length. This spirochete or its very close relative, if we are correct,
shares a common ancestor with the sperm tails of half the people in this room.

Here T show you the animation part of our video called “Eukaryosis”. The atmosphere
concentration of oxygen rose because of cyanobacterial photosynthesis. The association be-
tween motile spirochetes and sulfidogenic archaebacteria became permanent. A merger oc-
curred, and a stable association followed when the eubacterium DNA recombined with the
spirochete’s DNA. This “permanent conjugation” of Dubinina’s spirochete occurred with
Thermoplasma or Sulfolobus like Dennis Searcy’s thermoacidophilic archaebacterium. The
association of the eubacterial sulfide oxidizer and the archaebacterial sulfidogen evolved to
become karyomastigont system of eukaryotes called the “last eukaryotic common ances-
tor” (LECA), (Margulis et al., 2006). The karyomastigont itself-nucleus “connector” and
undulipodia evolved into what became the mitotic spindle. Oxygen concentration was still
rising in the mid-Proterozoic eon, and sulfide was decreasing in many local habitats. Mito-
chondria were symbiotically acquired only after “eukaryosis”. The karyomastigont-mitotic
spindle was already present in anoxic conditions in amitochondriates. The mitochondria
began as oxygen respiring delta- or alpha-proteobacteria. The cyanobacteria are still laugh-
ing. Cyanobacteria can survive nearly everything except they cannot live under acidic con-
ditions. They “bleach” as their chlorophylls are destroyed. Our “Eukaryosis” film animation
was made by James MacAllister, who is here today to videograph our session.
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Now let us look at these cilia to see what these spirochetes have become. We do not
know all the details, just most of them. T do not know Y.A. Vinnikov (1910-1987), but
he wrote this wonderful book (1982) on the structure of vertebrate sensory systems.
A constant in all of cell biology, the nine plus two [9(2)+2] microtubules comprise the
undulipodia, they are always 0.25 um in diameter. Why? Because they are evolutionary
homologues. “Undulipodium” is the generic term for the eukaryotic structure that is usu-
ally motile. The bacterial flagellum is unrelated. The eukaryotic undulipodium, intrinsi-
cally motile, should never be called a “flagellum”. There are many, many different kinds
of undulipodia. The flagella are bacterial structures only. They are not ever intrinsically
motile. Motility in bacterial flagella is restricted to the basal rotary motor embedded in
the cell (plasma) membrane. The bacterial flagellum is passive. The shaft is composed of
a single, sometimes two proteins. Undulipodia are intracellular organelles bounded by
the eukaryote’s plasma membrane. They are always inside the cell. Undulipodia include
all cilia and many other organelles of motility. They are active along their length. They
undulate. Intrinsically motile they are composed of at least 350 different proteins, many
detailed in the cell biology literature. Perhaps undulipodia have as many as 1,000 pro-
teins, not including membrane proteins. Tubulins, tectins, dynein, AT Pase and many oth-
ers are consistent components of all standard undulipodia. “Undulipodium” is a word
from W. Hartmann’s German text book. The word “undulipodium” was used in a crazy
A. P. Shmagina’s Russian book (1948). Shmagina opened the throats of dogs, studied
their tracheal epithelia to watch their cilia. As the dog died, she watched the ciliary move-
ment slow down. T hired a Russian translator who could not find the translation of the
term “undulipodium” in any dictionary. We foreigners learned about the term “undulipo-
dia” from Polish protozoologists and especially from the California scientist and author:
Theodore Jahn. He wrote the popular book on how to identify the “protozoa”.

The ciliated retinal rod cells of the eyes of vertebrates have “nine two plus two” micro-
tubular undulipodia, underlain at the base by the “nine three plus zero”, i. e, the [9(3)+0]
kinetosomes. The retinal rod ciliary bases, the sperm tails, the epithelial cilia, the algal, the
fern and Ginkgo sp. tree sperm tails, all are entirely homologous. They are all examples of
undulipodia. They are also present as extensions in cone cells of vertebrate eyes. (The “rods”
and “cones” are simply infoldings of the ciliary membranes. The olfactory (smelling) processes
are also undulipodia. Here, too, the mechanoreceptor cells of lobster antennules are composed
[9(2)+2] pattern of microtubules. The kinocilium of the inner ear and most other sensory
cells are modified cilia, as Vinnikov realized. The term undulipodium was introduced into
Russian literature but our Anglophone literature refuses to use it. Most people still call these
cell sensitive structures and sperm tails “flagella”. Please don'’t. They are not flagella. They are
undulipodia. “Undulipodium” is singular, undulipodia is originally a mixed Latin and Greek
word: undula (wave); podium (foot). The so-called “flagella” of eukaryotes, sperm tails, na-
sal epithelial cilia, gravitational sensors, balance organs, taste bud cilia, fish lateral line cells,
mechanoreptors of insects and the antennules of lobsters that show microtubules at their dis-
tal ends (nine times two=eighteen plus two=20 microtubules in total); these are derived from
undulipodia. The antennules evolved as amplification systems based on the microtubules of
undulipodia. The sperm tails of aquatic plants such as mosses and liverworts are also [9(2)+2]
microtubule motile structures. Scientists agree, based on electron microscopy, that undulipo-
dia, limited to eukaryotes, are all evolutionary homologues.

I have hypothesized that all undulipodia are homologues modified from the original
ancestral attached spirochete. T continue to say they are evolutionary homologues whose
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ancestor was and still is a descendant of a free-living spirochete bacterium that very much
resembled Dubinina’s Spirochaeta perfilievii. The spirochete was water and salt sensitive,
oxygen-tolerant but anaerobic, chemosensitive in general, mechanosensitive, perhaps
even light sensitive. It was especially sulfide sensitive.

At night, when sulfide rises to the surface and the oxygen is lowered from the estuarine
water air interface surface this can be seen. What is that white scum? This photo was taken
at night just past Eel Pond beyond the School Street bridge at the marsh at Woods Hole,
Cape Cod, Massachusetts. Only from extremely early in the morning, about 01:00 are these
white patches seen. They represent massive quantities of actively motile spirochetes that
probably avoid the oxygen released as waste in cyanobacterial photosynthesis.

The same spirochetes, we surmise from their morphology and behavior, are related to
Dubinina’s Spirochaeta perfilievii. What do they do? They take in sulfide to protect them-
selves against oxygen by transformation of that sulfide into elemental sulfur globules. The
second component of the natural “Thiodendron” consortium is a sulfidogenic bacterium.
The ancestor in eukaryosis may have been a thermoplasma like those studied by Dennis
Searcy. They may have been another kind of sulfidogenic archaebacterium such as a “Sul-
Jfolobus” another candidate for the archaebacterial ancestral component in all nucleated
cells. We don’t know. But the concept is clear. One plus one equals one, not two, in biol-
ogy. One sperm plus one egg equals one fertile egg. But one sulfide-oxidizing eubacterium,
a spirochete plus one sulfidogenic archaebacterium, a thermoplasma, makes one eukary-
ote: 1+1=1. He was correct, no missing links exist, B.M. Kozo-Polyansky understood this
concept clearly by the time he submitted his abstract in 1921.

Here we see spirochetes put in culture from the Islas Canarias, the Canary Islands
of Spain, that we collected from microbial mat muds. We first saw them in sulfide-rich
organic mud beneath the photosynthetic layers in the delta of the Ebro River in Catalunya,
Northeast Spain. Monica Solé and I placed them in various growth media. And this un-
identified protist grew in with the fermenting spirochetes. The media, if not anoxic, was
certainly severely depleted in free oxygen. This protist swimmer looks like the earliest
tiny eukaryote we can imagine. It is an has no mitochondria: the medium in which it
grows here is anoxic. It has undulipodia. It eukaryote with a single nucleus as part of
the karyomastigont system and it grows here in a culture of spirochetes. Why? Because
both this tiny mastigote protist and the spirochetes thrive in low oxygen, rich organic
mud with an abundance of sulfide gas. We posit that this was the early environment for
eukaryotes. Today the same marine habitats support spirochetes and mastigotes similar
to this protist. In this tube from sulfide-rich organic mud nearly all swimmers are spiro-
chetes of different kinds, except this mastigote. It is a eukaryote, living as a “contaminant”
in the mixed spirochete culture. Everywhere in the world 2,000—1,000 million years ago,
most likely, this sort of habitat easily could be found.

On the anterior portion of this next protist (Deltatrichonympha, also from masto-
termitid termites) are “waving hairs”. They are [9(2)+2] undulipodia, whereas on the
posterior portion, here they are spirochetes. Without electron microscopy the details of
this Deltatrichonympha cell are hard to discern. The undulipodia and the free-swimming
spirochetes are difficult to distinguish. Spirochetes became undulipodia. They began as
separate organisms. Sometimes they attach to each other or to different other life forms
without modification. Sometimes they are modified. We hypothesized the steps in the at-
tachment of spirochetes as they evolved into cilia before we found the analogue (Fig. 10
in Wier et all, 2010). Sometimes Spirochetes may enter cells to which they attach.
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Sometimes they are inside other cells permanently. These associations still occur now.
Some became permanent attached forms over and over again. Only one type probably is
our ancestor. They are fermentors. So each of the steps in evolution exists today in envi-
ronments low in oxygen, usually high in sulfide, not always, but always high in organic
food. Here we have one of those wood-ingesting insects, termites.

What is happening in this video? Let us look closer at the same insect protist association
(Staurojoenina in Neotermes) a little later in the day. We videographed that ten years ago but
only recently found in electron micrographic sections that here are five different kinds of
spirochetes living inside the protist. We don’t know what they’re doing, but we know that
they are spirochetes living inside a vesicle in a single protist cell in an intestine of a termite
(Wier et al., 2007). The cilia, née spirochetes evolved to become first sensory cilia after they
permanently attached to the sulfidogen in the formation of the karyomastigont. The term
“karyomastigont” was invented by C. Janicki in 1915. The karyomastigont comprises the
nucleus, the proteinaceous nuclear connector, the kinetosome-centriole and its undulipo-
dium. The karyomastigont is an organellar complex. We claim it is the evolutionary prod-
uct of the DNA of both sulfidogenic archaebacterium and spirochetal eubacterium partners.
The karyomastigont became the mitotic spindle, as it still is in Ochromonas (Figure 10).

Edouard Chatton’s drawings show the karyomastigont with its nucleus, nuclear con-
nector, three forward, one trailing undulipodia. During division, the karyomastigont be-
comes the mitotic spindle. No one thinks of karyomastigont-to-spindle transformation as an
evolutionary phenomenon even though this organellar system permeates the protistological
literature. Now, Chatton could not publish these charts, the ones he made for his students.
Some are on display in the City Museum of Perpignan in southwest France. The gorgeous
charts show too many different types of organisms for a professional journal. But Chatton
very well knew the relationship between the karyomastigont nucleus and doubling of the
kinetosomes and the formation of the thin mitotic spindle (called a parades mose). Chatton
depicted the relationship between the motile undulipodium and mitotic motility as a pro-
cess. He knew they were intimately involved and related to the evolution and taxonomy of
protist groups. I just added modern terminology to his teaching chart (Figure 11). They are
called “course boards” in the literature (Soyer-Gobillard, Schrével, 1986).

The relation between motility, mitosis and symbiogenesis underlies the phyla of the
protoctista. We have estimated that there are 36 extant phyla in Kingdom Protoctista
(Margulis, Chapman, 2010). That motility, locomotion, and mitosis as cell processes are
examples of the same kind of intracellular motility was recognized perfectly well by Chat-
ton. A study of these Darwin’s “oddities and imperfections”, not at all typical of animals,
show how evolution must be reconstructed from clues. Karl Belar in 1933 in the alga of
genus Ochromonas showed how, when the cell divided in mitosis, the karyomastigont
became the mitotic spindle.

Here is a surf clam egg. Watch it carefully, please. Here is its “germinal vesicle”, that
means “nucleus”. Let us see it again. Germinal vesicle, nucleus, nucleolus, and polar body
(Alliegro, and Alliegro, 2008; Alliegro et al., 2010). Please wait. Nucleus (= “germinal
verticle”), nucleolus and the little sphere. The little sphere is the nucleolinus. What is
a nucleolinus?

The “nucleolinus” is an organelle that contains nucleic acids of the kinetosome-cen-
triole centrosome system. The nuclear membrane breaks down. The nucleolus in the surf
clam (Spisula) also breaks down periodically. And the nucleolinus is interpreted by Al-
liegro (Alliegro et al., 2010) to be the portion of nuclear DNA that in the cytoplasm that
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releases centriolar RNA. If we are correct, the legacy should be of the original spirochetes.
The recent work on surf clam egg centrosomes by Mark and Mary Anne Alliegro and
their colleagues is spectacular (Alliegro et al., 2010).

Each gray triangle represents a symbiotic merger (Figure 12). Some species of amito-
chondriates are meiotic. Not many. Mitosis evolved before meiosis. Meiosis evolved as
a variation in mitosis probably in response to seasonal environmental cycles. These pro-
cesses came after the origin of the karyomastigont, i. e., after eukaryosis. Both mitosis and
meiosis evolved at least once before the symbiotic acquisition of mitochondria.

Here I show you here how free-swimming spirochetes act. Just as undulipodia do in
amoebomastigote transformation, they actively pull themselves in beneath their mem-
branes. Spirochetes produce viable round body (RB) propagules. If we change the growth
medium to “unfavorable conditions”, they can form RBs, survive for at least two years in
this state, and later revert. First their outer membranes swell. Then they draw in their
protoplasmic cylinders. The RBs are totally viable. They reform helical swimmers later
when “favorable environmental conditions” are restored. At least twelve different types
of spirochetes, free-living and symbiotic, show this behavior (Brorson et al., 2009). Here,
once inside, is a spore-like structure produced by Spirosymplokos deltaeiberi. The “spore-
like structure” is not heat resistant, but it is desiccation resistant. They are totally viable.
Some spirochetes are light sensitive. We hypothesize the cytoskeleton evolved from free-
living spirochetes like those of Dubinina (Dubinina et al., 2010). “Cytoskeleton” implies
anima, animation, movement, and intracellular movement generally.

Only the bacterial groups that enter the evolutionary story of nucleated cells are de-
picted at the bottom of Figure 12. A whole series of protist “oddities and imperfections” in
the Proterozoic eon evolved as the oxygen concentration rose. Oxygen-breathing bacte-
ria become the mitochondria, and almost all other eukaryotes evolve from mitochondriate
protists. The gray triangle, upper right, indicates that photosynthesis that evolved in the
bacteria was acquired by algae that evolved into plants. The triangles from bottom to top
represent the first symbiotic union, the second symbiotic union, and the third symbiotic
fusion. Fusions abounded: undulipodia first, mitochondria next, cyanobacteria precursors
to photosynthetic plastids third. Undulipodia confer intracellular motility, mitochondria
confer oxygen respiration, plastids provide internal cellular photosynthesis in eukaryotes.

And so where does Kozo-Polyansky come in? The abstract before he wrote his book
was shown in Figure 2. He wrote that “nature does make jumps”, because the two or more
components of a symbiosis are very different from the combined partnership. Apparently
no one read his book. Or maybe they read it but it was not understood. It certainly was
not translated. Apparently, from the quote written by Nina Bazilevskaya in 1959 two
years after he died, the Russian botanists did not think it was worth translating. He was
very young. He went on to become a successful professional botanist. This plant, Andro-
sace kozo-polyanskii, is a primula, a primrose. You can see the arctic plant on our Harvard
University Press cover of the translation of his book (Figure 13). He did much other
work in botany, but as far as I know, he never returned to symbiogenesis after publication
of this prescient, unique little book in 1924. Nobody listened to him. Nobody fought for
his ideas. Nobody, perhaps in part because he did not write or speak German or English.
How can anyone publish about evolution if he knows no English? One cannot pit oneself
against all Neodarwinists.

Here we return to Voronezh, to the botanical garden named after Boris Mikhaylovich.
Here we see high water in spring. Victor Fet and T explain Kozo-Polyansky’s work but we
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didn’t change it. We think he was correct in nearly all his statements. We added a glossary
and most importantly we show new photographs of live organisms and new electron mi-
crographs of organisms to which he referred. We say it will be obvious to anyone who loves
life on Earth that Boris Mikhaylovich Kozo-Polyansky correctly interpreted the evidence for
symbiogenesis as source of innovation in evolution. (Figure 13.) The acquisition of genomes,
especially of bacteria and other microbes, we show is the most important positive source of
evolutionary novelty. The new illustrations show how prescient and correct was his work.

You may wonder how the birches survive the Russian winter. Perhaps bacteria make
antifreeze compounds. Kozo-Polyansky did not use the word “prokaryote”. He referred
to bacteria by many names: bioblasts, cytodes, flagellated cytodes, nepheloid and consor-
tia. Chatton invented the useful term “procariotique”. He did not define it, he used it in
a table and placed “cyanophytes” with prokaryotes and algae, including dinoflagellates,
under the column “eucariotique”.

However, it was B. M. Kozo-Polyansky who explicity recognized that the tiny life
forms were elementary units of the living. He knew well that they have all the properties
of life: growth, reproduction, mechano-, chemo-, and photo-sensitivity, motility, photo-
synthesis. He understood what today we recognize as the bacterial group. He realized
that bacterial elements are recombined and interact. They generate saltations, punctu-
ated change in evolutionary lineages. Yes, he claimed, even in his 19 line abstract. Yes,
“Nature does make jumps”. Evolution is not gradual as Darwin insisted. Species do not
change by accumulation of random mutations as Neodarwinists as insist.

Here, what we don’t see is that in this Voronezh Lake Ugolnoe are the bacteria that
run most of the biogeochemical system, as V. I. Vernadsky’s work in his book The Bio-
sphere suggests. Thank you all very much.

I am sorry that I can only take questions in English. Please translate the questions
for us.

QUESTION: Is symbiogenesis important to prokaryotic evolution, to prokaryotic
speciation?

MARGULIS. Fine question. Yes, random mutation and gradualism does occur in
prokaryotes. Some symbiogenesis happened, for example in Thioploca. But this was noth-
ing like the rampant symbiogenesis in eukaryotes. Speciation itself, as a phenomenon,
first evolved in eukaryotes. In prokaryotes overnight one rids the cells of plasmids, and
the act of loss changes a species name (e.g., Bacillus anthracis to Bacillus cereus), or even,
with the loss of plasmids for nitrogen fixation, induces a name change at the level of genus
(e.g., from Rhizobium to Azotobacter!)

Plants, animals, fungi or protoctists don’t change species and genera by overnight
treatments in ethidium bromide or a simple increase in temperature. Of course not.

New species in eukaryotes evolve primarily because ancestral ones acquire entire new
genomes that, by many steps, integrate over geological periods of time. They generate
closely related descendants as new lower taxa radiate. The best contemporary work on
this now is by microbiologists and agriculturally-oriented entomologists.

Perhaps you know the older book of Professor Soren Sonea “Une nouvelle bacteriol-
ogie”. His new book is called “Prokaryotology” (Sonea, Mathieu, 2000). He’s a Romanian
who has lived in Canada, in Quebec, for his entire professional life. He and his colleagues
show that the bacterial genetic system is worldwide. When a bacterium is cultured in
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the laboratory, one deals with the “terminals” of the worldwide system of bacteria —
the “terminals”, not the “computer” itself. In Sonea’s metaphor the computer is outside,
the “mainframe computer” dwells in nature.

Bacteria have access to huge numbers of bacterial genes. Indeed they may access
any gene of another bacterium by means of transforming-principle DNA extruded into
the environment, transduction by phage, conjugation, plasmid transfer and other “small
replicon” or “genophore” unidirectional bacterial gene transfer. So we either have one
worldwide species of bacteria or no bacterial species at all.

The phenomenon of speciation, even though the words “species” and “speciation” are
used as if they meant the same phenomenon, is a process only of eukaryotes. The jumps,
the saltations, from prokaryotic components to composite “individuals” is a property of
all eukaryotes. All have evolved symbiogenetically. Symbiogenesis is fundamental to all
eukaryotic taxa from below species to above phyla (Margulis, Chapman, 2010).

Gradualism, the gradual accumulation of random mutations, ironically is more char-
acteristic of prokaryotes. No one has ever shown, in the laboratory, field or fossil record,
the veracity of that Neodarwinist mantra. That “gradual accumulation of random muta-
tions” results in a passage from one to another, new and different, species has never been
documented. By contrast, the phenomenon, rampant in eukaryotes: the symbiogenetic
origin of new species has been detailed in much literature (Margulis, Sagan, 2002) ever
since the tradition was begun in 1921 and ignored. It is mandated now, that those who
wish to understand the evolution of life on Earth, even at this late date, start to read the
wise words of the young Boris Mikhlayovich Kozo-Polyansky, native son of Voronezh
(Kozo-Polyansky, 2010; Fet, Margulis, 2008). He knew, and we know now, that we live
on an Earth more alive and more complicated than the Neodarwinists (or even the more
humble of us) can describe or explain. Our world is a prodigy of its grand and profound
past, its millions of years of natural history.
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Cum6uorenes. HoBblii IPUHIMI 9BOJIOIMH:
BoccranoBiienne npuopurera b. M. Ko3so-Iloasinckoro (1890-1957)
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[Ty6uiKyeMblii TEKCT MpEACTaBisieT co00il OTPEJAKTUPOBAHHYIO 3allUCh MOEH JIeKIUH,
BrJIOYaBIieit 14-munyTHbIH Bujeo@mibM (¢ ABYXMUHYTHONH aHMMAIMOHHON MOJIEJIBIO)
0 Pa3BUTHU FMIIOTETUYECKUX OPraHW3MOB Ha BCEX ATalaX IPOUCXOXKICHHS SIEPHBIX KIIETOK
ot Gakrepuii («aykapros»). Haiu Hab/oieHust, OATBEPK/IEHHbIE HOBBIMU COBPEMEHHbI-
MU TIPUMEPAMHU, ICMOHCTPUPYIOIIMMU 3TAIIbl PA3BUTHUS KUBBIX OPraHU3MOB, IPAKTHYECKU
HaBEePHsKA JIOKa3bIBAIOT MPaBOTY <«HOBoro npuxiuna» b. M. Koszo-IloasHckoro (1924)
0 BAKHOCTH CUMOUOTEHE3 B TIPOLIECCE 9BOJIIOLMU JKU3HU HA 3eMJIe B TEUEHUE He MEHEE JIBYX
MUJUIAPAOB JieT. B Gy/iyiieM mupoKo U3BECTHOE, HO HEIOKYMEHTUPOBAHHOE 00bSICHEHIE
[TPOMCXOK/ICHUST IBOJIIOIIMOHHBIX HOBILIECTB IIyTEM <«IOCTEIIEHHOTO HAKOIJICHUS CJIydaii-
HBIX MYyTal[Uil» CTAHET CYUTATHCS OLIMOOUHBIM MPEIONOKeHHeM Havyaia XX B., KOTOPOe
B OCHOBHOM HPOIAraHinpoBajIoCh aHIJIMYaHAMM, CEBEPOAMEPUKAHIIAMU 1 JIPYTUMK aHIJIO-
TOBOPSIIUME YYEHBIMU, ITU HEOJAPBUHUCTCKUE «O0BSICHEHUST> YCTYIIST MECTO TI0APOOHO-
CTsIM CUMOMOTeHe3a, TAKUM KaK FeHETHUYECKOe CIUsIHUE, B 0COOEHHOCTH BUI00OPa30BaHue
uepe3 NPUOOPETEHNE TEHOMOB, KAPUOTUIIMYECKOe paciierienue (06pa3oBaHKe HEOleH-
TPOMEP U CBSIZAHHOE € 3TUM M3MEHEHUE XPOMOCOM ), KOHIICHIIHS JIaPBAJIbHOTO IepeHoca y
sxkuBoTHBIX ([, Y. Yunbsamcon). PaGota Kozo-T1oJstHCKOTO, IIPU €0 KU3HU TI0BEPIIIasiCs
OCMESTHUIO 1 3a0BEHUI0, IPHOOPETET TAKOE JKE 3HAUCHUE, Kakoe uMeJin B Hauasie X X B. pabo-
Tbl MeH/IesIs1 10 HACTIEZI0BAHUIO ITPU3HAKOB Y TOPOXa VISt OTKPBITHS TEHETHYCCKUX ITPUHITH-
OB PasBUTHsI IUIIOMIHBIX OPraHu3MoB. Moe BbicTyIuieHue, hororpaduut u hribMbl ObLIu
npezicrasiensl Ha JlapsrHoBckoii kondepeniu B Cankr-Ilerepbypre 23 cenrsiGpst 2009 r.

Kmoueeswvte cnosa: cumbuorenes, asykapnos, Koso-Ilonsnckuii, Bugoobpasosanue, reme-
TUYECKOE CAUAHIE, TIPUOOPETEHNE TEHOMOB.



TEHETHUKA Y ECTECTBEHHBI OTBOP

W3MEHYUBOCTb, MATPUYHbIA NPUHLUN U TEOPUA 3BONIOLUK
C. I. Unze-Beumomos

Canxr-IleTepOypreKoro rocy1apcTBEHHOTO YHUBEPCHUTETA,
Caunxt-IlerepOyprekuit punnan Mucrturyra obueil renernku um. H. M. Basunosa PAH
Camnxr-IlerepOypr, Poccust: ingevechtomov@gmail.com

Ienrpanbhas gorma (Crick, 1958, 1970) kak BoruiOIIEHUE MATPUYHOTO IIPUHITKAIIA B GUO-
JIOTUM SIBJISIETCS OCHOBOM JIJISE PACCMOTPEHUS PA3JIMYHBIX TUIIOB U3MEHUMBOCTH, CBSI3aH-
HBIX C PEIUTMKAIMeld, TPAHCKPUIIIIMEH, TPAHCIAIMEH ¢ efmHbIX no3uiiuii. CynecTByoT
TakKe KOH(MOPMAIMOHHBIE MAaTPUIlbI (MATPHUIIBI BTOPOTO POJIa), KOTOPbIE CJIELyeT pac-
CMaTPUBaTh B JIONOJHEHUE K OOIIETPUHATHIM — MaTPUIaM [epBoro poja. TeM He MeHee
He CYIIECTBYET MPSIMOTO COOTBETCTBUS MEKIY MOJICKYJISIPHBIMI MeXaHU3MaMM 1 Opra-
HU3MEHHBIM ((DEHOTUIUYECKUM) TIPOSIBICHUEM THIIOB U3MEHUMBOCTH. ITO OObSICHSIET
MPOTUBOPEYHs B MPUHATON Kiaccudukaimm nuaMmeHunBoctu. OIHU U Te JKe MeXaHU3Mbl
MOTYT JIeKaTh B OCHOBE KaK HACJIEJCTBEHHON, TaK 1 He HACJIEACTBEHHOH M3MEHYNBOCTHI
B 3aBUCHUMOCTHM OT TAaKCOHOMUYECKON NMPUHAICKHOCTH U CTAJANN SKU3HEHHOTO IHKJIA
opranuama. HacsieictBennas reneTnueckas 1 alureHeTn4eckast i3MeHYMBOCTD IIPOSBIIS -
I0TCS C PA3HOI YaCTOTOH U TI09TOMY MOTYT I10-Pa3HOMY BJIHMATD Ha a(hdeKTHBHOCTD ecTe-
CTBEHHOTO 0TGOPA.

Kntoueewie cnoga: nporusopeunst kiaccudukaium namenunBoctu, matpuiist [ u I1 pona,
MyTaluu, MOAUGUKAINHT, SITUTEHETUKA, IPHOHBI, TOJINBAPUAHTHOCTH U HEOJHO3HAYHOCTD
MaTPUYHBIX IIPOIIECCOB.

N3 Tpex ocHOBHBIX (haKTOPOB IBOJIIOIUNA — HACJAEACTBEHHOCTH, U3MEHYUBOCTH W
ot6Gopa — MBI XysKe BCETO MPEICTaBIIsieM cebe HBMEHIUBOCTb. [0 CUX TIOp He CYIIeCTBYeT
o0uieit Teopun n3MeHUNBOCTH. HaM ee SIBHO He XBaTaeT, TOCKOJbKY UMEHHO OTPOM-
HBIH, TPAKTUYECKH HENCUYEPIIaeMbIil MOTEHITNAT U3MEHYUBOCTH OTIPE/ETISIeT XapaKkTep
OUOJIOTHYECKOU 9BOIOIUU U BOBMOKHOCTH €CTECTBEHHOTO 0TOOPA.

Pucknem yrBepsxkaath, uro Y. Japsun 150 ser Haszan ObLa OJusKe K MCTHHE B
[IOHUMaHUM U3MEHYMUBOCTH, 4eM Mbl ceroins. /lapBunoBckas omnpejesnentnas 1 He-
ornpe/ieieHHast U3MEHYUBOCTD, KaK MPUHSATO CYUTATh, B 06IEM, COOTBETCTBYIOT MO-
AudUKAITMOHHON (ITOJYepKHEeM — aJlallTUBHON) M HACJeACTBEHHOH M3MEHUYMBOCTU
(cwm., Hanp., Bopontos, 1999). B XX croJsieTun, onupasics, npexjie Bcero, Ha (eHo-
MEHOJIOTHIO, & He Ha MeXaHU3Mbl HAOJI0[aeMbIX U3MEHEHU N, TeHETUKU pazpaboTanu
CJIOKHYIO ¥ BO MHOTOM TIPOTUBOPEYUBYIO KiaccubuKraimio usMmenuynBocTtu (puc. 1)
(Uure-Beutomos, 1989).

B cootBercTBUY € 3TOI KraccuduKaImeii OCHOBHBIM MaTE€PUAJIOM JIJIs €CTECTBEHHOTO
ot6opa CIIYKUT HACTEACTBEHHASI, TIPEK/IE BCETO MYTAIIMOHHAS, @ TaKyKe KOMOMHATHBHAST
U3MEHYMBOCTD, 3HAUEHNE MOIN(DUKAITMOHHON U3MEHUYMBOCTH B 9BOJIONNHU ObLIO chop-
mysupoBano B cepeante 1930-x rr. B. C. Kupnuunukoseim (1935) u E. U. Jlykuubim
(1936), koTopble paccMaTpUBAIN MOAUMDUKAIIUN B TIPEesiaX HOPMbI PEAKIUU P 13-
MEHEHHHU YCJIOBHIA CYIECTBOBAHMS KaK CBOETO pojia Mpody aJalTHBHBIX BOSMOKHOCTEH
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TMNbI KBMEHYNBOCTHA opranusama. CorjacHO TOYKe 3PEeHMUS

ATUX aBTOPOB, B HOBBIX YCJIOBUSX MO
6uparoTcst reHoKomuu (MyTaluu), mo-
RGO BTOPAIOIINE U «3aKPeIlIAIoNiues patee
MoandUKaInoHHble agantanun. 1 6es

BCSAKOTO JlaMapkuamal DTt paboThi
MaJI0 M3BECTHBI CPEAN CIIEIHAINCTOB,
HaCJIEIICTBeHHaﬂ He HACJAeACTBCHHAA
MO-BUIUMOMY, BCJIE/ICTBAE HACTOPO-
JKEHHOTO OTHOIIEHWST K MOAU(UKAIHU-
Komuna- | Myra- OuTorene- SIM ¥ BO3MOKHOCTH WX HACJIETOBAHILI,

YTO TPOMOBE/IOBAIN JILICEHKOBITBI-MU-
YYPUHITBI B U3BECTHBIHN MEPUOJ OTEUe-
CTBEHHOW UCTOPHM.

OcHOBHBIE TIOCTYJIATBI COBPEMEH-
HOW HBOIIOIIMOHHON TEOPUM CIIOXKU-
JINCHh B paMKaX CHHTETHYECKOI Teopun aBoioriun (cM.: Boportios, 1999), onmpasimetics
B OTPOMHOM CTEMEHN Ha TEHETUKY TOIMYJISAINN, WM 3aKOHOMEPHOCTH MUKDPOIBOJIOTIHH,
kak ee Hassasi I0. A. @umumuenko (Philipschenko, 1927), nporusonocrasasgs Makpo-
ABOJTIONHM, T. €. 3AKOHOMEPHOCTSIM, UMEIOIIUM MEeCTO Ha Ha/IBIOBOM ypoBHe. Borpoc
0 CBOIMMOCTHU MaKPOIBOTIONUN K 3aKOHOMEPHOCTSIM MIKPOIBOJIOINHN JI0 CUX TTOP OCTa-
€TCS PEIMETOM JTUCKYCCHH.

B 10 ke BpeMs, KaKk MHE MPECTABISETCS, UCTOPUUECKUI TTapaIOKC 3aKJII0YAETCS B
TOM, UTO PA3BUTHE TEOPUU MUKPOIBOJIIOINHT, PACCMATPUBAIONIEH MY TaITMOHHBIH TTPOTIece
KaK OJINH 13 (DaKTOPOB AMHAMWUKH TTOTYJISIINH, IIPUBEJIO K 3aKIIOYEHUTO, YTO TEHHBIE MY-
TaIUU B KJACCHUYECKOM UX MOHUMAHWK HE MOTYT OBITh ABVIKYIIEH CUION MaKPOdBOJIIO-
nmu. B monmynsmmsx, cormacHo npezactaBiaeHnsM M. KuMmypsr n 1pyTux nccaenoBartenei,
COXPAHSIOTCS TPENMYIIECTBEHHO TaK Ha3bIBAEMble HEUTPAIbHBIEC MyTAIlNH, HE BIUSIONTNE
Ha (QYHKIMK TEHETHYECKOTO Marepraia. Bee mpoune MyTaluy yCTpaHsieT CTabInsnpy-
O ecTecTBEHHBIH 0TOOP. TakuM 06pazoM He MOTYT BO3HUKATH HOBBIE TE€HBI, U 9BOJIIO-
1S TEHETUYECKOTO MaTEPHUAJIa, JesKaIasi B OCHOBE MMPOTPECCUBHON 9BOJIOTIIH, OKa3hIBa-
etcs HeBoamozkHOM (Kimura, 1983; Heit, Kymap, 2004).

Beixon m3 ato#t mapasokcanbHON cutyanuu npeanoxua C. OHo, MOTOXUBIIIH B
OCHOBY TTPOTPECCUBHON 3BOJIIOIUN COBCEM JIPYTHE U3MEHEHUS — AYTIIMKAIAN U TOJTBKO
MOTOM JUBEPTEHINIO AYTIHIPoBaHHbIX Korwit (Ohno, 1970). lynaukannm MOTYT Ka-
CaThCS OTAETHHBIX TEHOB, XPOMOCOM U TIEJIBIX TEHOMOB. DTH U3MEHEHUS MBI TaKKe MTPU-
BBIKJIM PACCMATPUBATH KaK MyTaruu (XpPOMOCOMHBIE, TeHOMHBIE).

3mech HEOOXOANMO OTMETHUTh, YTO JI0 CUX MTOP HET YAOBJIETBOPUTEIBHOTO OOIIEPH-
HSATOTO OTIPeieJieHUsT MyTaluu. PUckHeM aTh ellie 0IHO OTIpe/ieTIcH e,

Mymayus — naciedyemoe usmenenue 2eHemuueckoz0 Mamepuad, ne ceo0umoe K xa-
DAKMEPUCIIUKAM 2eHETRUUECKO020 MAMEPUALA POOUMEiel.

C 3TOli TOYKM 3PEHUS NYTJIUKAIMT YIaCTKOB TEHETHMUECKOTO MaTepraia He MOTYT
CUUTATHCST MyTAIUSIMU, TOCKOJIBKY OHI BO3HUKAOT 32 CYeT KOMOMHATHBHON HU3MEHUYUBO-
cT. B yacTHOCTH, TyTIMKAIINY TeHOB BO3HUKAIOT KaK PE3yJIbTaT HEPABHOTO KPOCCHUHTO-
Bepa WM KOHCEPBATUBHBIX (B TOM UHCJIE PETPO-) TPAHCIO3UTINIA. Pe3yabTaThl TPAHCTIO-
3UINTHT TOXKE TPUHATO OTHOCHUTD K MYTaIUsIM (BCIOMHUTE «TPAHCIIO30HHBIN MyTareHes» ),
XOTsI OHU TIPEJICTABIISIIOT COOOM, Kak U GOJBITHHCTBO XPOMOCOMHBIX MTEPECTPOEK, PE3YJTh-
TaT HE3aKOHHOIM, WJIK 9KTONNYeCKoii, pekomOuHauu (cm.: [nazep, 1989).
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Ecnv roBOpUTH 0 HEPACXOKAEHUN XPOMOCOM, WJIN TIOJIUTIION/TU3AINH, — TaK Ha3bI-
BaeMbIX TEHOMHBIX MYTaI[UAX, IPUYMHON KOTOPBIX SIBJSIETCS HapyllleHne B pabote OeJi-
KOB BepeTeHa JIeleHusT A7ipa, WIN MHupe — HapylieHust GelKoB IUTOCKeIeTa, To chop-
HOCTh U CIIOPHOCTH MPUHATOH KIacCU(PUKAIUN U3MEHYMBOCTH, U B YACTHOCTH MY TAIIHIA,
CTaHOBUTCS OYEBUAHOIL. B 0CHOBE 5THX M3MEHEHUII JiexKaT epBUYHbIE COOBITHS, He Ka-
caonuecs: /IHK kak renernueckoro marepuasna. MyranusMu UX HUKAK He HA30BEIIb.
Jlpyroe Jiejio, 4TO MOCAENCTBHU 9TUX B OOLIEM-TO MOOUDUKAUUOHHBIX COOBITHIT UMEIOT
HaCJIeLyeMBbIH, HacIedcmeenivlil, XapaKTep.

[TprumHHO-CJIEICTBEHHYIO CBSI3h MEKIY MOAUMDUKAIMOHHONW U HACTIENCTBEHHON W3-
MEHYMBOCTBIO MOKHO ITPOCJIEJINTh TaKKe B MPOIlECCe CTAHOBJIEHNS KJIACCHUECKUX MyTa-
1uii. VM 06bIYHO IPeAIecTBYOT IepBudHble nospexaerus JJHK, GoabIIMHCTBO U3 KOTO-
PBIX 3aTeM B IIPOIIeCCE TOK/IECTBEHHOI penapanun rucuesaet (HeHacIeayeMble N3MEHEH ST
reHeTUYEeCKOTO MaTepuaia) ¥ JIMIIb HEe3HAYUTENIbHAS YacTh MEPBUYHBIX MOBPEXKIEHUI
IpeBparaeTcss B MyTaruu (HacjaeayemMble U3MEHEHWS TeHeTHuecKoro marepuana). Mc-
CIIE/IOBATETH MYTAIIMOHHOTO MPOIECca OOBIYHO UMEIOT JIEIO € 3TOU HEOOIBIION 0JIei 13-
MEHEHHUT TEHETUIECKOTO MaTeprasia, He IPOCJIEKIBAsT CY/Ib0Y TIEPBUYHBIX MOBPEKICHUI.
HexkoTopoe McKIIoueHrne COCTaBIISIIOT PaJo0OI0rH, 0COOEHHO UCCIIEAYIONe GHOTIOTH-
yeckue adextor Y D-uzimyuenus. Oun GUKCUPYIOT ¥ KOCBEHHO MCCIEAYIOT TIEPBUYHbIE
nospexenns B JJHK — nuxio6yTaHoBbie uMepbl 61arofiapst TOMY, 4TO T€ TIOJBEPTaloTCst
(hoTopeakTUBAIMHM, UTO BBIPAKACTCA B MOBBINIEHUH KU3HecocobHocTr Y D-061ydeHHbIX
kietok (Friedberg, 1995). TlepBuYHBIM TTOBPEKIEHUSIM, TIPEAIECTBYIOIIUM MY TAIIUHOH-
HBIM M3MEHEHUSIM, He YAEJSIOT JAOCTATOYHOTO BHUMAHUS, TIOCKOJIBKY TPYAHO MCCJIEN0-
BaTh MX CaMOCTOSITEIbHOE (DEHOTUTTMYECKOEe TIPOsiBIeHNe. TeM caMbiM 3TH W3MEHEHUS
YCKOJIB3AIOT OT TEHETUYECKOTO aHAIN3a. MHE U3BECTHO TOJIBKO JIBE MOJIEJIH, TO3BOJISIONIIE
OTCJIEKUBATh Ha YPOBHE (heHOTHTIA Cy/IBOY TIEPBIUYHBIX MOBPEKIEHNI: UX YCTPAHEHNE Pe-
naparnueil uin pespaiienue B Mytanuu. [lepsas pabora 6biia Beimosntera M. Pesankom
u P. Xommeem B 1971 r. (Resnick, Holliday, 1971). Onu noxasanu, uro y rpuba Ustilago
maydis nocie Y D-o06myuenus (no 6e3 (poropeakTUBanmn) agaeT akTUBHOCTb HUTPATPe-
JIYKTa3bl, @ B KJIETKaX MOSIBJISIETCS] HEAKTUBHDIN OEJIOK, IMMYHOJIOTUYECKU POJICTBEHHBII
HuTpaTpeaykrase. [locse dhoTopeakTuBaiyu 00JyIeHHBIX KJIETOK aKTUBHOCTD (DepMeHTa
BoccTaHaBauBaeTcs. TakuM 00pa3oM KOCBEHHO PETHCTPUPYIOTCS MOANGDUKAIIMOHHbIE M3~
MEeHEeHWs, CBsI3aHHBIE C TTPOSIBIICHUEM TTepBUYHBIX TToBpeskaennit /IHK.

Jlpyrast Mo/ieJib HpaBUTCsT MHE GOJIbITe. Y TeTepPOTAIIMIHBIX IPOJKIKEH-CaxapoMu-
I[ETOB KJIETKY TIPUHA/JIEKAT K OHOMY U3 IBYX THITOB CIAPUBAHUS: d WU albgpa (puc. 2).
[enbl 1 peryssiTOpHbIE YUACTKH, KOHTPOJUPYIOIIHE TUIIBI CIIAPUBAHUS UIAEHTUDUIINPO-
BaHbI U CEKBEHUPOBAHBI, MMOJAPOOHO OXAPAKTEPU30BAHA JOCTATOUHO CJOKHAS CHCTEMA
JleTepMUHAIIMY U B3auMonpespaiienust tunos crapuBanus (Herskowitz et al., 1992).
[TepBUYHbIE TOBPEKICHUS TUTTA CIIADUBAHUS Albhad MOTYT TIPOSBIAATHCS KaK THTI CTIApH-
BaHUS . BOJBITMHCTBO M3 HUX yCTPaHsIeT penapaius. ITo — MOAMGMUKAIIIY 110 OTIpejie-
Jermio. Tem He MeHee 3TN MOANMDUKAIIH ellle 70 Perapainui IPUBOJAT K CKPEITUBAHIIO
C COCETHUMU, HETIOBPEKA€HHBIMI KJIETKAMU, YTO BBIPAJKAETCS B UTIOUI3AITIH 1 ITOSIB-
JICHUW JIUTIJIOU/IOB, TOMO3UTOTHBIX 110 TUITY CIAPUBAHUA aiv@a. JIuiib HeGombInast 101
KJIETOK C NIePBUYHBIMU MTOBPEXKIEHUIMU 1peBpaiiaercs: B MytanTsl. /s YD ara Benu-
giHa cocrasisiet okosio 1 % (Inge-Vechtomov, Repnevskaya, 1989). Takum 06pazom, Mbr
BUJIUM, YTO IYTH CTAHOBJIECHUS MOAUMDUKAIUN U MyTalluii MOTYT UMETh OOIIHE JTAIIBL.
Kpowme TOTO, COTIIACHO TaHHBIM CPAaBHUTETHHON TEHETHKN M CUCTEMATUKH, B XOJIE IBO-
JIOIIHAHU JIPOsKIKEN-CaXapOMUIIETOB, a UMEHHO TIPY PACXOKACHUU POIOB Saccharomyces
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HMLo¢ MATo HMRa

s

ATGATGTCTG
TACTACAGAC

Lier TDATOHON IDOMOTOD

Knemxu a Knemku a

Puc. 2. TeneTnmuecKuii KOHTPOJIb TUTIOB CIIADUBAHUS Y IPOKIKEI-CaXapOMHUIIETOB.
Cunesa u cipasa ot jokyca MAT na xpomocome 111 mokazansr kaccersl — HML w HMR ,
TPAHCIIO3UIUSA KOTOPBIX B JIOKYC MAT TPUBOAUT K MI3MEHEHUIO TUTIA CITADUBAHIS HA
MIPOTUBOIIOIOKHBIH, asg — a-CIeIn(UIHBIC TeHbI; 0.Sg — OL-CITEIUMUYHBIE TEHbI; OCTPBIE
CTPEJTKU — WHIYKIUS TPAHCKPUIIIIHH, TYTIBIC CTPEJIKN — PEIPeccus TPAHCKPUIIITUN

u Kluyveromyces nmesia MecTo JUILIOUAU3AINS, T. €. YBOeHHEe Bcero reHoMma (Scannel
et al., 2006). Jlymiukaiius Bcero rTeHoMa MPOUCXOINJIA TAKKe [IPU IMBEPTeHIN PBIO U
miekonuraomux (Jaillon et al.,, 2004). {ymiukanuu Bcero reHoMa MOKa3aHbl Y LUJIAAT.
OcobGeHHO OTUYeTINBA POJIb MOJUILIOUAN3AIUN B 9BO-
JIIOTINUA  TIOKPBITOCEMEHHBIX pacTeHnii. B aBosonnu
pona Arabidopsis yasoenue reHOMa IIPOUCXOAMIIO
rpux sl (Kellog, 2003).

Takue «aK30TUUECKUES> HepezyspHblie MOTU(hUKA-
I, KOTOPbIe MOTYT BO3HHUKATDH CIIOHTAHHO WJIN I10/]
JeiicTBUeM MHAYIUPYIONUX (HaKTOPOB, HEe UMEIOT He-
[TOCPEICTBEHHOTO aAIITUBHOTO 3HAYEHUS. ITO — XOTSI
u MoJiu(uKAIMOHHAs, HO He onpeeeHHas (He ajgar-
TI/IBHaH) N3MEHYNBOCTbD.

HepBbIM Ha CIIOHTaHHBbIC MOZ[I/ICI)I/IKa]_II/II/I, NJIn
ABTOHOMHYI0 H3MEHYUBOCTH, ¥ IPO30(MUIIbl 06paTII
Buumanue b. JI. Acraypos (1927) na npumepe 1po-
ABJIEHUA MyTalun C HEIOJIHOU TIEHETPAHTHOCTBIO —
tetraptera (puc. 3), aHaJIU3UPYsI TIOSIBJIEHNE JIOTIOJTHU-
TEJIbHOTO KPbLJIA HA JIEBOU U HA MIPABON CTOPOHE MYXU.
It pabOThI OCTATUCH HEM3BECTHBIMU OOJIBIIUHCTBY
3apyOeKHBIX Jla U OTEUECTBEHHBIX HCCJIE0BATENEN,
XOTS [OC/e/[Hee BpeMs IOSBJISETCS HeMajio padoT Puc. 3. Myranur tetraptera D.
0 MomudUKANUAX KaKk pe3yabTaTe CTOXacTUUYeCKux  melanogaster (Actaypos, 1927)
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[IPOIIECCOB, IIYMOB B 9KCIIPECCUU TEHOB U T. JI., <€CTECTBEHHO» O3 CChLIOK Ha AcTaypoBa
(cMm., Hanp., Paulsson, 2004; Austin et al., 2006 win TOIYJISPHYIO CTaThIO HA 9Ty TEMY
B kypHasie «B Mupe naykmn», 2008, Ne 10). BoabmnHCTBO afianTHBHBIX MOAMGbUKAIII
(unu ornpeniesieHHAs U3MEHINBOCTD 10 J[apBUHY) OCHOBAHBI HA PETYJISAINHU dKCIIPECCUN
IEHOB U TIPEJCTABISIOT COOOH peakinio Ha (HaKTOPBI CPEbl, ¢ KOTOPHIMU OPTAHU3MBI
JUTATEJIbHOE BPEMSI CTAJIKUBAJUCH B TE€UYEHUE CBOETO IBOJIOMMOHHOTO Pa3BUTHUS. IJTU
AIANTUBHBIE MOAMMUKAIINHN TOKE OBIBAIOT MPUYYIMBO TEPETIIIETEHbI ¢ HACTECTBEHHOI
M3MEHYMBOCTHIO, MyTAIIMOHHBIM TIpoiteccoM. Apkuii mpumep — SOS-, nam MyTareHHas,
penapaiust JIHK y E.coli, korga B orBer Ha nospeskaenust JIHK, coxpanusimecs: mocie
JIEUCTBUS KOHCTUTYTUBHBIX CUCTEM Pelapaiiiu, IPOUCXOAUT MHAYKIINA psifia allaliTHB-
HBIX (hepMEHTOB, YCTPAHAIONIUX 3TH TOBPEXKICHUS (MOAUGMUKAIA — aalTUBHBIN, pe-
rysmpyembiil iporecc). Ipu atom npoucxoaut Herounas permkanus JHK «B 06xom»
TTOBPEXK/IEHNH, YTO BBIPAXKAETCS B CIAYYAlHON MO/ICTAHOBKE OCHOBAHUH, a CJIeZIOBATEb-
HO, B tosiBsienun myTarwii (Coticdep, 1997).

[TpOTHBOPEYNBOCTH HAIIUX TPEACTaBACHUIT 06 M3MEHYHBOCTH JIETKO BHIETH HA
IpuMepe Tak Ha3bIBaeMOHM OHTOTeHEeTHYecKoil M3MeHuYMBOCTH. TyT m Moaudukanny,
OCHOBAHHbBIE HA PETYJIAINHN JACHCTBUS FeHOB HA TPAHCKPUIIIIMOHHOM M TIOCTTPAHCKPHII-
IIMOHHOM YPOBHSIX, BKJIOYas aJIbTEPHATUBHBIN CIJIAMCUHT, PETYJAINs TPAHCAAINN
U MYTallMOHHAsE W3MEHYUBOCTH (CailT-HAIPABIEHHBIH MyTareHes3 Tpu 00pa3soBaHUN
AHTUTEN) U KOMOMHATHBHAS U3MEHUUBOCTD — COOPKA TEHOB MMMYHOTJIOOYJIMHOB MPU
nudbepeHIMPOBKe MMMYHHOM CUCTEMBI W JIPYTHE TIEPECTPOMKNA TeHOMa B OHTOTEHE3E.
31ech U ANMUTEHETHYECKast I3MEHUYUBOCTH W HACEICTBEHHOCTD, B YaCTHOCTHU TIPH JIETEP-
MWHAINHU KJIETOK W UX TTocenyoniei anddepeHImpoBKe.

Boiesienne anureHeTHyeckoil M3MEHYMBOCTU KaK OT/EJBHOTO THUIIA U3MEHEHU
CKOpee 3aIyThIBAET CUTYAIIUIO, OObEINHSIS IBJICHNsI, OCHOBAHHBIC Ha Pa3JIUYHBIX MeXa-
Husmax: hepmentaTuBnbie Moandukain ocioBanuii /[HK 1 rucronos; kak nenacemy-
eMble, TaK 1 HAcJIe[yeMble UI3MEHEHUS dKCIIPECCUH TeHETUYECKOTO MaTepuaa, B OCe-
HeM ciryudae yepes unrepdepeniinio PHK. 9To Tak Ha3zbiBaeMblii CUCTEMHBIN CallJIEHCUHT,
nm 3amouikanue renos (Novina, Sharp, 2004). Ciona ke OTHOCAT U TeHOMHbBII UMITPUH-
tunr (Kontoxos, [Imatonos, 2001) 1 nHAKTHBAIUIO X-XPOMOCOMBI Y MJIEKOTTTAIOIIX
(Brockdorff, Turner, 2007). 1o rpyrmma siBIeHNUi BechMa Pa3HOPOIHAS IO CBOUM MeXa-
HU3MaM, KOTOPble BO MHOTUX CJIydadx IJIOXO MCCJe/IoBaHbl. B To jke Bpems anureHeTu-
Ka B HaIllU JHA — 00JIaCTh aKTHBHOTO HKCIIEPUMEHTHPOBaHUs. [109TOMY B Hell Topaszio
60sibIe PEeHOMEHOJIOTUH, HE BCET/IA CTPOTO UHTEPIIPETUPYEMOI, HEXKETH KOHIIEITYaIb-
Hoit 3aBepiennoctu (Epigenetics, 2007).

B o6uwem sude anuzenemuueckue si8ACHUSL MONCHO OMHECMU K AGTEHUSAM HACICOCMEeH-
HOCMU U HACTIEOCMEEHHO USMEHUUBOCTNU, KOMOPbLE TUULL KOCBEHHO CBA3AHDL C COXPAHEHU -
eM UL usMeHeHueM HyKaeomuonvix nociedosamenvrocmeil /[HK.

3nech HeobxoauMO yroMstHyTh paborer P. H. Uypaesa u B. A. Parnepa (Yypaes,
1975; Yypaes, PatHep, 1975), KOTOpbIe HOJZKHBI ObLIN Obl CYMTATHCS KJAACCHUECKIUMU
(mogo6HO yroMmsinyToii patnee padore B. JI. Acrayposa), eciu Obl OHU ObLIN IIMPOKO
u3BecTHbI. B aT0i1 Teopernueckoii pabore paccMaTpuBaeTCs cXxeMa JUHAMUYECKOTO
HacJae0BaHus, OCHOBAHHOTO HA PETYJISTOPHBIX B3aUMOJICHCTBUAX MO CXEMe JIUTeHa.
B niepBoHaYaIbHOM BapUaHTe CXeMa IPEJICTaBIIsIA COOOU CHCTEMY U3 JIBYX B3aUMHO pe-
TYJUPYEMBIX OTIEPOHOB, KOT/IA TIPOLYKT OJTHOTO OTIEPOHA CIIYKUT PEIIPECCOPOM JIPYTOTO,
u HaobopoT (puc. 4). B takoil cucremMe aKCcrpeccrsi TOr0 UM WHOTO OTIEPOHA OTIpe/ie-
JISIETCST YUCTO caydaitno ¢ BepositHocTbio 50:50. asee 910 cocTosinne HacjeLyeTcs.
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L1 R1 [TopoGHBIM 00pasoM OIpeAeseTCs, Ha-
puMep, BHIOOP JIM30TEHHOTO WJIN JINTH-

/ YeCKOTO IIyTHU B passuTum Oakreprodara
aamb0a, WHOUIUPYIOIEro GaKTePHUIo

ke rex G, O.P, E. coli. B camom nauane XXI B. Gakre-

pUajibHble JMUTeHbl OBbLIM CHHTE3UPO-

BaHbl T€HHO-UHXKEHEPHBIMU METO/aMU

y u paboranu B Kiaerkax E.coli B coorser-

\ P O.toft CTBMH ¢ IIpeiokennoii reopueii (Tchu-

e b raev et al., 2000). B paborax Yypaesa

o n PaTtHepa Bnepsbie chopMyIMpPOBAHBI

/ MUHUMaJIbHbIe TPeOOBAHUS K CHCTEME

——— SMUTEHETUYECKOTO HacJesoBanus (u3-

Puc. 4. Cxema snurena (Yypaes, 1975) MEHYHBOCTH). Bo-1iepBbiX, mpusHak 10.1-

JKEH HACJIe[IOBAaThCsT XOTsI ObI B PSIY

KJIETOUHBIX TTOKOJIeHNH. Bo-BTOPBIX, 9TO

HacJenoBaHue (M3MEHEeHNe) MOJKHO ObITh OCHOBAHO Ha B3aUMHON perysiuu (WMiu

HApYIIEHUH HTON PeryJsaiun) XoTs Obl IBYX, a MOXKeT ObITh U OoJiee eIUHII] HACTE-

CTBEHHOTO MaTepuajia: TeHOB onepoHOB. OUEeBUIIHO, UYTO OTHECEHUE K ATTUTEHETUIECKIUM

(beHOMEHAM TEX, KOTOPBIE CBSI3AHBI TIPOCTO C PETYJISAIINEH 9KCITPECCUN TeHeTUIeCKO MH-
opmaru (4TO J1eIaf0T TOBOJBHO YacTO ), HEZIOCTATOYHO CTPOTO.

K snureHeTHUeCKUM SIBJIEHUSAM OTHOCAT ¥ pruoHusaimio 6eakos (cm.: Gottschling,
2007), koTopas JIEJKUT B OCHOBE SIBJIEHUSI TAK HAa3bIBAEMOIi OEJIKOBOI HAC/IeCTBEHHOCTI
y rpu6oB, B YaCTHOCTH Y APOKsKeil. [To MeXaHU3MY 9TO SIBJICHUE CJIEYEeT OTHECTH K MOOU-
Gurayusm, TOCKOJBbKY OHO 3aKJII0YAE€TCS B UIBMEHEHUU MTPOCTPAHCTBEHHOW YKJIAIKH TI0-
JrenTria 6e3 U3MEeHEHUsT ero TePBIYHOM CTPYKTYPBI, 6e3 H3MEHEHHUSI [TOCIIEI0BATE -
HOCTH Koupyfommux ero wykireotunos J[HK. B nanpmeiiem takoii naMeHeHHbIi GemT0K
HepecTparBaeT <10 cBoeMy 00pasy U Moa00uI0» BHOBb CHHTE3UPYEMbIE TOMOJIOTYHbIE
moJUIenTuaAbl (puc. 5). ATo yrBepskaenne (0 MOAMMUKAIINN) CIIPABEJIIBO JJIST MJIIEKO-
MUTAIONINX, ¥ KOTOPBIX TPUOHBI MH(EKIIMOHHBI, HO OHU HE HACJEIYIOTCS TIPU TT0JIOBOM
PasMHOJKEHUH, TaK Ke KakK W APyrue aMUJIOu/Ibl, oOpasyoluecss B caydyae OGoJie3Hei:
Anpireiimepa, Ilapknacona, XaHTUHTTOHA ¥ HEKOTOPBIX JIPYTUX, C TOW pPasHUIIEH, YTO
[PUOHBI 00JIAZAI0T CBOMCTBOM MH(MEKIIMOHHOCTH, a Apyrue amutonabl — Her (TankuH
u zip., 2006). 1o yrBepsKaeHUe (0 MOANDUKAIINI) He CIIPABEIJIUNBO /I IPHOHOB TPUOOB,
y KOTOPBIX TPHOHBI BeAyT cebst KakK IUTOMJIA3MaTHUECKUE HACIEACTBEHHbIE (GaKTOPbI
(tabun. 1). Bosee Toro, mokasaHa BO3MOKHOCTb GEIKOBON TpaHC(HOPMAIIUU IO COOTBET-
CTBYMOIEMY IIPU3HaKY TpoToriactos aposkkeii (Fink, 2005).

O3HavaeT i CKa3aHHOE, YTO B CJIyvae MPUOHOB JIPOKIKENl MbI IMeEM JIeJI0 ¢ HacJie-
ayemoil Moaudukareii? OTBeT JOJKEH ObITh YTBEPAUTETbHBIM, B TakoM ciiydyae Mbl
oOHApPYy KUBaeM IIPOTUBOPEYHNE ¢ KIACCHUECKHUM OITPeAeIeHIeM MOIU(BUKAIINY KaK HeHa-
CJIeJlyeMOTO U3MEHEHUSI.

MOJKHO TOIBITaThCS PAa3odPaThCsl B MPOTUBOPEUMIX HBIHE CYIIECTBYIOIINX MPE/-
cTaBJieHUiT 00 UBMEHYMBOCTH, U/ He OT (PEHOMEHOJIOTUH, & OT MEXAaHU3MOB SIBJICHUII,
a IMEHHO — OT MEXaHNU3MOB BOCITPOU3BEIEHNS TeHETUIECKOTO MaTeprualia v 9KCIPecCUn
reHeTIYecKoit mHdopmaluu. T mporiecchl 06obimaet IleHTpanbHast JorMa MOJIEKYJIsp-
HoW 6uosnorun, npepnoxennas O. Kpukowm (Crick, 1958, 1970) (puc. 6) 1 Boruionaoas
COBPEMEHHYIO MOJIEKYJISIPHO-OUOJIOTHYECKY 0 TTapaaurMy. Uto erte Goree CylecTBEHHO,
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[MpeBpauieHue PrP¢ — Prpsc

PrP©
«=13%
B=3%

1| \-I

Prp*:
o=34%
B=43%

Prusiner, 1996

Puc. 5. Kondopmaironnoe pespaiienne kaeTodnoro 6eiaka PrPC s 6emok-npuon PrpSe
(Prusiner, 1998)

Tabnuya 1
IIpuronbl rpu6oB
[IIpwon] (penorun, mpoxykr) | CTPYKTYypHBIN reH Bun Ucrounux
[PST'] SUP35 Saccharomyces | Cox, 1965; Chernoff et
(HOHCEHC-CYTIPEeCcCHs) cerevisiae al., 1993
[URE3] URE2 S. cerevisiae Wickner, 1994
(ycBOEHUE YpenI0CyKIIIHATA)
[PIN'] (uaunmanus [ PSI]) RNQ1 S. cerevisiae Derkatch et al., 2001
[Het-s] HET-s Podospora Coustou et al., 1997
(dakTop HECOBMECTUMOCTH ) anserina
[ISP*] (anTHCytpeccop K sup35) SFP1 S. cerevisiae Porosa u zp., 2009
[SWIT] (perysiist XxpoMaTuma) SWI1/SNF5 S. cerevisiae Du et al., 2008
[OCT*] (TpaHCKpHUNIIMOHHbII CYC8/SSN6 S. cerevisiae Patel et al., 2009
(axrop)
[MCA] (merakacmasa) MCA1 S. cerevisiae Nemecek et al., 2009
[MOT3] (TpaHcKpUIIIUOHHBII MOT3 S. cerevisiae Alberty et al., 2009
axrop)
[GAR™] (ycroitunBocTb PMA1, STD1 S. cerevisiae | Brown, Lindquist, 2009

K TJIIOKO3HOM PErpeccun)
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na B GUOJIOTHH, a BOBCE HE OTPaKeHUe
oToKa nH(opMaIu B KJIeTKe, Kak ya-
DNA CTO ee TIOHUMAIOT U C 9THUX TTO3UIIHI He-
’ \ 3aCJIy’KEeHHO KPUTUKYIOT.
Y DopMmyaupoBanre MaTPUYHOTO
Marpuunwe | HPUHIIKIIA B OMOJOrMU — OJJHO M3 BasK-

m 9TO BOIIOIICHUE MAMPUUHO20 NPUHUU-

”p‘[’)f:;“ 1 \\ Helinmx cobpiTuil Hayku XX B. Hamowm-

5 ', HIO, YTO MATPUYHBII NPUHIIUII BIEP-
RNA Protein Bble ObLI MPEVIOKEH ISt 00bICHEHUS
AN BOCIIpou3Be/ieHus Xxpomocom B 1928 1.

U P;E)tein H. K. Kombroseim (1936). Kosbiion
SR i l 30Ty K/IAJICST, CUUTAST XPOMOCOMBI TI0-

Mpoueccu M popa o 0o - JINTIENTUIHBIMU 1[ETISIMU, HO OKa3aJICs

[PaB B OTHOIIEHUU MATPUYHOTO MeXa-
HU3MA UX PEIJINKAIUH.

Bce Tpu npuBBIYHBIX HAM MaTpUY-
HBIX TIPOIECCA: PEIIMKAIUS, TPaHC-
KPUIIIH, TPAHCJISIIS, — UMEIOT HEeKO-
TOpbIe 06IIHE XapaKTePUCTHKHI:

BO-TIEPBBIX, B KAKJOM IIPOIIECCE PA3IMYAIOT TP CTAAUU — MHUIIUAIUS, DJIOHTAIUS
(KomMpoBaHue), TEPMITHAIUST, YTO TPUBUATBHO;

BO-BTOPBIX, /IJIsI BCEX TPEX MPOIECCOB XapaKTePHA NOIUBAPUAHMHOCHIL OCYIIIECTBIIE-
Hus (Uure-Beutomos, 1976, 2001), T. e. 11 Kask/10T0 MATPUYHOTO MTPOTIECCA CYIIIECTBYET
HECKOJIbKO BAPUAHTOB MOJIEKYJISIPHBIX MAIIMH — YUTAIONUX YCTPOUCTB, PabOTAIONIHX C
Pas3HO TOYHOCTBIO, ¥ TAKKUM 06PAa30M MOJIMBAPUAHTHOCTH MATPUYHBIX ITPOIECCOB COMIPSI-
JKeHa C UX HeOOHOZHAUHOCbIO,

B-TPETHUX, B KAJKIOM MATPUYHOM IIPOIECCEe 3AJI0KEHA BO3MOKHOCTb KOPPEKIINH,
WM Perapary, J09epPHEero noJnMepa.

Bananc aByx mocjielHUX CBOICTB — NOJAUBAPUAHMHOCU T KOPPEKMUPYEMOCU —
OITpeJIesisieT BO3MOKHOCTD 3BOJIIOIINOHHON ONMUMUSAUUU YPOBHSL HeOOHO3HauHOCmuY (WTn
Y4acTOThl OMMGOK, YTO 3BYYUT HECKOJIBKO aHTPOIOMOP(MHO) /s KAKIAOTO MATPUYHOTO
CHHTE3a.

Takum 06pa3oM, U3MEHYNBOCTh (KaK CBOWCTBO HEOJHO3HAUYHOCTH) ATPUOPHO 3a-
JIOJKEHA B CaMOIl OPraHM3allMd MATPUYHBIX ITPOIECCOB, & CaM PAa3BUBAEMBIIl TTOAXO.
MI03BOJISIET PACCMATPUBATH C €UHBIX MO3UIIUI BCE TUIBI UBMEHUYUBOCTH, CBSI3AHHBIE C
perInKaIueii, TPAaHCKPUIIIIMEN 1 TpaHcdimeil. Torna cBs3b MeXIY Pa3HBIMKU THUIIAMU
U3MEHYMBOCTH TIPEICTABJISIETCSI BIIOJIHE €CTECTBEHHOIT, 0COGEHHO, €CJIU YYeCTh, YTO Pas-
Hble MATPUYHBIE TIPOIECCHI TIOPOH BKJIIOYAIOT COBMECTHUTEEH — 00IIMe MOJIEKYJIPHBIE
KOMITOHEHTHI ynTatomux ycrpoiicts (Mure-Beutomos, 1976, 2001).

Puckuy yTBepKAaTh, YTO MATPUYHBIN IPUHIIAI U MATPUYHBIE MEXAHU3MBI BCE €llle
Heoo1eHeHbl B Guosiorun. To, 0 4eM 1uIa pedsb 10 CUX 0P, IIPEUMYIIECTBEHHO KACATIOCh
MATPUYHBIX [IPOIIECCOB, B KOTOPBIX IIOCJIE0BATEIBHOCTD 2JIEMEHTOB OJIHOTO [OJUMEPA
(MaTpuIlBl) OTIpe/esiseT TOCIeI0BATEIBHOCTb JIEMEHTOB JIPYTOr0 — J0YepHEro IOJIH-
Mmepa. HazoBem nx matpuunbiMu nporieccamu 1 pozpa. Ecth erie u mMarpuunbie mpoiiec-
col 11 poma, koTopble Mbl Takke yrnomuHaan (cu.: puc. 5, 6). CyuiectByor KoHdopma-
IIUOHHBIE (TIPOCTPAHCTBEHHBIE) MATPHIIbL. Ha X 0CHOBe BOCIIPOM3BOAUTCS U3MEHEHHAs
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[IPOCTPAHCTBEHHAS CTPYKTYpa OEJIKOB-TIPHOHOB, IIPOYNX aMUJIOU/IOB, BKJIIOUAsT TIAY THHY
MAYKOB, IIUTOMJIA3MaTHYECKUE CTPECC-TPaHYJIbl MIEKOUTArONX 1 1p. O6 3THX MaTpIy-
HBIX TIPOTIECCAX BTOPOTO POJIa MbI 3HAEM IOPA3/I0 MEHbIIIE, XOTsI, TO-BUIUMOMY, OHH HIAPO-
KO PacIipoCTpaHeHbl B IpUpoe. [Ipu aToM He MIPOUCXOMUT PEIIMKAIIMN B OGIIETPUHSATOM
cMBIciie. Bocipon3BouTCst, MM TOUHEE — TIEPEIAeTCsl, TOMBKO TIPOCTPAHCTBEHHAS CTPYK-
Typa MakpoMoJieKyJibl. B ueM-To Gimskue uaen Boickasbisain JI. b. Mekiep u P. T. inc
(1993), roBopst 0 CyTIECTBOBAHNH HECKOJIBKUX TUTIOB KOJIMPOBAHMST B KITIETKE.

C y4eToM BCETOo M3JI0KEHHOTO B HACTOSITIIEM COOOTIEHNH TPEICTABIISIETCST HEOOXOII-
MBIM TIEPECMOTPETH KIACCUDUKAIINIO0 U3BMEHUMBOCTH, TTOJIOKUB B €€ OCHOBY MaTPUYHBII
MIPUHIIAT W OTKA3aBIIIICh OT anpuoprozo JIeJIeHNs ee Ha HACIEICTBEHHYIO U HEHaCJIe/-
cTBEeHHY0. J[eJI0 B TOM, UTO OJHU U T€ K€ MEXaHU3MbI MOT'YT ObITh OTBETCTBEHHBI 32 TOT
WJTM MHOU THII UBMEHYUBOCTH B 3aBUCHMOCTH OT 0OBEKTa U CTaJU1 €ro pasBuThst, VIMeH-
HO 9TO SBJISICTCS IPUYMHON GOJIBITMHCTBA TIPOTHBOPEUNIT HbIHENIHEH KaacCubUuKaIim
U3MEHUYNBOCTH, TPUMEPBI KOTOPHIX

MBI TIPUBOJIUIIN PaHEE. PenvKalins
Bonee  sormuno  pacematpu- - repernveckoro ﬂﬂ::> N3MEHYNBOCTD
BaTh HM3MEHUMBOCTD, CBASAHHYIO  yareppana
¢ 1) pennuxayueil zenemuueckozo 1
Mmamepuanra M 2) sKcnpeccuetl ze- perynaims
Hemu4eckol uHgopMayuu, JOmoJ- 1
HUB 3Ty KapTUHY PETYJSTOPHBIMHU
MexaHusMamu (puc. 7). Takum 06- SKcnpeccus
PasOM, IBUTAIACH B HAMPABACHIN K ropatyyeckoro N3MEHUYNBOCTD
001I1ell TeOPUN U3MEHUUBOCTH, MbI MaTepuana “[":>
MOTIBITAJIMCDH TIPEICTABUTD HEKOTO-
poe BTOPHYHOE YIIPOILEHIE CHTYa- Puc. 7. AmbrepHaTHBHBIN cI0CO6 Kaaccuurarimm
1y (BCIIOMHUTE OIPE/IEIEHHYTO U M3MEHYUBOCTH
HEOTPE/IETICHHYI0  M3MEHYMBOCTD
Hapsuna).

BrickasaHHble COOOPaKEHIS HE OTMEHSIIOT TIPECTaBICHII 0 HACIeyeMbIX U HEeHa-
CJIelyeMbIX BapUaIUaX, OJIHAKO MEXaHU3MbI BOSHUKHOBEHUSI KaK TEX, TAK U [PYTUX MO-
I'yT OBITh CYIIECTBEHHO PA3IMYHBIMU MJIH CXOAHBIMU: TIOBTOPHM, B 3aBUCUMOCTH OT TaK-
COHOMMYECKO NPUHAJJIEAKHOCTH U CTAJIK KU3HEHHOIO IIUKJIa opranuama. IloapobHoe
paccMOTpPEHIe TUTIOB M MEXAaHU3MOB M3MEHYNBOCTH MTOKA3LIBAET, YTO MEKILY HUMU HET
OJTHO3HAYHOTO COOTBETCTBUSI HA MOJIEKYJIIPHOM U Ha (DEHOTHITMYECKOM ypoBHsX. Ha-
GJroIaeMast CBsI3b MEsKAY MOAMMUKAIMOHHON W HACTEACTBEHHO N3MEHYMBOCTBIO (110
YacTOTaM COOBITHIT, HO He M0 aJallTHBHON HANPaBJIEHHOCTH ), CYIIECTBOBAHUE SITUTEHE-
TUYECKOI MBMEHUMBOCTU HE OTMEHsIET 3HAUCHUS JaPBUHOBCKOIO €CTECTBEHHOTO 0TOOPa
U HEe CJIYXKUT TTOBOAOM JIJIs peabU/IMTAIlny JJaMapKusMa U TeM (oJiee JIbICEHKOBIINHBIL.
TpancmyTaiust 2JIeMEHTOB He OITPAaBABIBAET AJIXUMHIKOB, YCIIEXU aCTPOHOMUU HE OIPaB-
JIBIBAIOT aCTPOJIOTOB.

OT160p Tak u Gyaer paboTaTh ¢ HacJeLyeMbIMU U3MEHEHUSIMU B BBIPAOOTKE JIydIiieit
MIPUCITOCOOIEHHOCTH. [Ipyroe [esi0, 4To «HaceayeMble MOAM(BUKAIINNI» — SIIUTEHETHYE-
CKHe U3MEHEHUsI — MOTYT CKa3bIBAThCS HA MeMNAx omoopa no npucnocobieHHocmil.

B yremenve HeomamapKucTaM OTMETHM, YTO HAa CaMOM JieJie MECTO JIJIsT JlaMap-
KM3Ma eCTh — 9BOJIOIUS YeJ0BeKa He B OMOJIOrMYECKOM ILIaHe, a B IJIaHe CUTHAJIbHON
HacseacTBeHHOCTH (JIobamies, 1961), kyabrypsl. « Membi», win mumbl ([oknns, 1993),
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HaCJeLyTOTCS TI0 JJAMapKUCTCKOM cxeme. OTCIo/Ia M KOJIOCCATbHOE YCKOPEHUE 9TOH 0CO-
60ii, HeOMOJIOTMIECKON «980I0UUL> YETTOBEKA.

B sakmouenue HeoOGXOAUMO OTMETUTD, YTO OHOJIOTUS U TEOPH SBOIIOLUK KaK KBUHT-
ACCeHIMst GHOJIOTUN UCTIBITHIBAIOT CBOETO Po/Ia ToJisipusaiiiio. Ha ogHOM mosroce — yriiy-
GJIeHIE B MOJIEKYJISIDHBIC MEXaHU3MbI, & MEXaHU3MbI OHOJIOTMYECKHUX MTPOIECCOB MOTYT
OBITh TOJIBKO MOJIEKYJISIPHBIMHE, IIOCKOJIBKY, KPOME aTOMOB 1 MOJIEKYJI, B KJIETKE HUYEro
Het. Ha ipyrom 1osrioce — Moy isiiinOHHbIE U 9KOJOTHYECKHEe 3aKOHOMEPHOCTH, KOTOPBIE
C Cepe/INHbI ITPOIIJIOTO BEKA BCE 6OJI€e IIpUBJIEKAIOT BHUMaHN€ 9BOJIOIUOHNCTOB. 3BOJIIO-
moHupyet 6uochepa B esiom. Ha Halmx riiazax Co3aeTcst HOBBIH 9KOJIOTO-TeHETHIECKII
CUHTE3 B TEOPHUH IBOJIONUHU. JTO, OJTHAKO, TEMA JIJISI OTIETBHOTO Pa3roBOpa.

Pabota nojjieps;kana rpaHTaMu: IporpaMMbl «Beyiine HayuHbie KoJbl Poccuny —
HIIT — 197.2008.4 w nporpammsbl [1pesnanyma PAH «Bo3amKkHOBEHME 1 9BOJIIOIUS K13~
HU Ha 3eMJie».
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Central dogma (Crick, 1958, 1970) as expression of template principle in biology, suggests
a basis for consideration of different types of variability connected with replication,
transcription, translation from the single position. There are conformational templates
(the second order templates) which should be described in addition to the conventional —
templates of the first order. Nevertheless, there is no direct correlation between molecular
mechanisms and phenotypic (organismic) expression of variability types. It explains
contradictions in accepted classification of variability types. The same mechanisms may
underline both inherent and non-inherent variations depending upon taxonomic position
and a stage of the life cycle of an organism. Inherent genetic and epigenetic variations
appear with different frequencies and so may differently influence efliciency of natural
selection.

Keywords: contradictions in classification of variability, templates of the I and II order,
mutations, modifications, epigenetics, prions, polyvariancy and ambiguity of template
processes.



3BOJIIOLUA B NPOCTPAHCTBE BO3MOXHOCTEW: AAPBUH U BABUJIOB
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B opranmsaiiu peryJisiTopHbIX PAilOHOB FeHOB, AKTHBHBIX CAUTOB GEJIKOB 1 B TEHHbIX Ce-
TAX HPUCYTCTBYIOT 3BOJIOIIMOHHO-KOHCEPBATUBHBIE MOJYJIH, 33/Ial0lIHe TPOCTPAHCTBA
BO3MOJKHOCTEIi, OrPaHUYNBAIOIINE U3MEHYMBOCTD M KaHAJIU3UPYIOIINE 3BOJIOIIIO. DTO
1103BOJISIET TI0-HOBOMY B3IVISIHYTb Ha 3aKOH romoJiorndeckux pszgos H. V. Basunosa u
JIpyTrHe ciaydau HapajjiebHON aBosoruu. Moyan caMomo/iiepKuBaloTCs 3a cYeT Iy-
TIJINKAIH ¥ KOHBEPTeHTHOH MOJIeKYJISIPHON aBOIoNNH. B To ke BpeMs, BBIBO/IST M3-TIO
0160pa YacTh MyTaIMH, MOAYJIH CIIOCOOCTBYIOT UX HAKOILJIEHUIO B KBa3UHEHTPAJIbHOM pe-
JKUMe, TIOJIrOTaBJIMBAs IAJTBHEHTITYIO 9BOJIOIUIO U 0OECTIeYrBast €€ HETIOBTOPHMOCTD.

Kmouesvte cnosa: IBOJIIOIMA, TapaJlJIeJIn3M, TeHHAA CETH, KOIKCIIPECCUPYIOMINECS I'e€HbI,
TpaHCKpI/IHL[I/IOHHbel (i)aKTOp, 3aKOH 'OMOJIOTUYECKUX PALOB.

BBenenune

CpaBHUTETHHO-TEHOMHBIE MCCJIEIOBAaHUS BHOBD MOJHSJIM BOIIPOC O TeMIAaX MoJie-
KYJISIPHOU 1 MOP(hOTOTUIECKON 9BOJIONNHN. BO-1TepPBBIX, ITOJTHOT€HOMHBIE NCCTIEIOBAHUS
BBISIBUJTM HU3KWH YPOBEHb MOJIEKYJISIPHON TUBEPTEHITUH B TI€JIOM IO TEHOMaM B cOYeTa-
HUU C BBICOKUM YPOBHEM JIMBEPTEHITMH 110 TEHAM OT/AEIbHBIX cucTeM. Tak, HecMOTpsT Ha
Goubire MOpGOJIOrHUeCKIe PA3INUUs MeK LY YeJI0BEKOM M NIMMIIaH3€, IOJTHOTeHOMHbIE
CPaBHEHMSI IAIOT OIEHKU Pasjandnii B npenenax 1—-2 % — He BbIle, 4eM MEXIY IMHM-
naHse W JIPyruMu desioekoobpastbiMu obesbstuamu (Glazko et al., 2005; CSAC, 2005).
B T0 ke BpeMst cpaBHEHME FeHOB-0PTOJIOIOB II03BOJISET BbISBUTH KOHCEPBAaTUBHbBIE U Obl-
CTPO AIANITUBHO 9BOJIIOIMOHUPYIONE (hyHKITMOHAIbHBIE TPYTIIBI TeHOB. Tak, y MiieKo-
MUTAOIIIX OBICTPO AAATITUBHO 3BOJIOIMOHUPYIOT TeHbl UMMYHUTETA, T€HbI, CBA3aHHbBIC
C PENPOAYKIIHEN, TeHbI 0Jb(AKTOPHBIX PEIENTOPOB U TeHbI MOAUMUKAIINYM XPOMATHHA
(CSAC, 2005; Arbiza et al., 2006). Bo-BTOpPBIX, IIOJIHOT€HOMHBIE UCCJIEOBAHUSI 3aCTa-
BUJIM II€EPECMOTPETh MOHO(DUJIMIO TAKCOHOB, BHICTPOEHHYIO Ha 9MOPUOHAIBHOM U MOP-
obuoxummyeckoM cxozctBe. Tak, y 9yKaproT OKOHYATEIbHO OCTaBJeHa MOHO(DUIIMS
Coelomata, ocriopeHo eMHCTBO PaKooOpasHbIX U MX PoACcTBO ¢ HacekombiMu (IITaras-
ki, 2003; Cook et al., 2005; Regier et al., 2005), 3aT0 «BoccTaHOBJIEH B IIpaBax» (haroiu-
TeJLIoNoA00HbIH 001ui pegok Metazoa (11epBUYHOCTH OMIaTEPAIbHON OpraHu3alun
110 CPABHEHMIO C pauaJbHON 1 panee obocobienune Acoela) (Garcia-Fernandez, 2005;
Ogishima, Tanaka, 2007; Ryan et al., 2007). ¥ npokapuoT mocTraBjieHa 10 COMHEHUE
MOHOGMUJIS TaKOH KOHCEPBAaTUBHOMN IPyIIbl, Kak nuanobakTepun (3axapos-Iesexyc,
2008). C y4eToM aTUX JaHHBIX KapTHHA 9BOJIOIUHI GOJIbILE COOTBETCTBYET He KJIaccuye-
CKOMY JIEPEBY C INIMHHBIM CTBOJIOM U BETBSIMU PA3HOM JIJIMHBI, & «KYCTY», BETBSIIIEMYCST Y
KOPHs. BOJIBIMMHCTBO BETOK «KyCTa» 9BOJIOIUOHUPYIOT HAPaJIeIbHO, YTO U 00bICHSIET
CPaBHUTEJIbHO-aHATOMUYECKOE 1 HMOPHUOIOTHYECKOE CXOICTBO, a TAKIKE HUBKUI YPOBEHD
MOJIEKYJISIPHOM AMBEPreHITUU B IIEJIOM TI0 TEHOMAM.

Kraccmaeckoe orpe/iesieHre nmapajiebHON 9BOJIOIUN TOAPA3YMEBACT CXOMHBIH
orBer 001Iel reHeTUYeCKoil OCHOBBI Ha cxozHble BekTopbl otbopa (Ipant, 1991). OxHako
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TPYHO MPEAIONOKUTH OOIIHET BEKTOP 0TOOpA Ha MPOTSKEHUN MIJITHOHOB JIET JIJIst TAKOW
MOPGhOJIOTHYECKH Pa3HOOOPA3HOI U 9BOJIOIMOHHO TIACTHIHON TPYIIITHL, Kak Pakoobpas-
Hbie. MopgoJIOTHIECKU CXOJIHDIE, HO TEHETHYECKH OT/IaJIEHHbIE JIUHUK [IHAaHOOAKTEPUil
HACEJISIIOT TaKne pasHble GUOTOIBI, KaK TOPSTYre UCTOUHIKH, MOPST U TIPECHbBIE BOOEMBI.
B uem mpuymMHa MIMPOKOTO paclipocTpaHeHUs Tapasiiean3MoB? B craTbe paccMoTpeHa
MOJIEKYJIIPHO-TEHETUYECKAs OPraHU3allisd TeHHbIX CeTeH ¢ TOUKHU 3PEHUs CYyIeCTBOBA-
HUST 9BOJIIOIIMOHHO-KOHCEPBATUBHBIX MOyJieil. CaMOoToIepKUBasICh 3a CUeT MyTIInKa-
U, MOJIEKYJIIPHOM KOHBEPTeHINHN, KOOPAMHAIIMOHHBIX 3aMeH, OHU (DOPMUPYIOT TPO-
CTPAHCTBO BO3MOKHOCTEN, KAHAJIM3UPYIOIIEE IBOJIOINIO.

3akon romosornyeckux psaoB H. W. BaBuinosa

[MIupoxkoe pacpocTpaneHne NapaaIeJn3MOB 3aCTaB/IseT BCIIOMHUTD 3aKOH TOMOJIO-
rudeckux psiaos H. WM. Basumosa (1920, 1935):

1) BU/IBI ¥ PO/IBI XapaKTEPU3YIOTCS CXOJHBIMU PSI/ITaMU HACTE/ICTBEHHON N3MEHYH-
BOCTH € TaKOH MPABUJIBHOCTBIO, UTO, 3Has psaj (HOPM B IpesiesiaX 0JHOr0 BU/Ia, MOKHO
[pe/ICKa3aTh mapajiesibHble (POPMBI IPYTUX BUIOB U POJIOB; 2) ceMeiicTBa B 001eM Xa-
PaKTepU3YyIOTCS ONPeIeJIEHHBIM IIMKJIOM U3MEHYUBOCTH, TTPOXOSIINM YepPe3 BCE POIIBI
n Bujpl. [l GpopmarbHOl 3anmucy nmapasiiesbHbIX (TOMOJOTUYECKUX) PSI/IOB U3MEH-
YMBOCTH OBLT MPEJIOKEH PATUKA BUA — 3aICh MPU3HAKOB B MOPSIJIKE KOHCTAHT-
HOCTH WX TpostBieHus. Paaukaner, mo H. V1. BaBuioBy, BosHUKaOT Ha 6Gase 00Iero
IyJia TeHOB-TOMOJIOTOB, IOTIOTHEHHOTO OOTIMM CXOJICTBOM (DU3MONOTHIECKOTO TIYTH OT
rera o npusHaka (3mech H. . Basumos cepimaercs uHa 10. A. @uannyenko, 1925 u
A. A. 3asapsuna, 1923, 2000). MopdoTur 060l HOMYJISINNA MOKHO OIMCATh Pajii-
kasioM. Ero sieBag yacTb — KOHCTaHTHBIEC TPU3HAKUA — ITPAKTUYECKU OJIMHAKOBA Y BCEX
ocobeil, XapaKTepu3yst TAKCOH BBICOKOTO MOPSIIKA — POJI, CeMelcTBO, oTpsizt. [IpaBas
YacTh — HEYCTOMYMBBIE MPU3HAKU — PACIAJIETCS 110 CTENIEHN BapbUPOBAHUS HA TPYII-
IIbI, COOTBETCTBYIOINNE HUSIIUM TakcoHaM (OT MO/BHU/IA /10 KOPJaHOHA — MOHOTHUITAYE-
ckoit momyssuun)! (Basunos, 1931, 1935, 1967). YuukanbHoe coyetanne KOHCTaHT-
HBIX ¥ BapbUPYIONINX TPU3HAKOB «(DU3MOHOMUYECKH» XapaKTEePU3yeT BWJI, MPUUYEM,
B OTJIMYME OT COBPEMEHHBIX KOHIENINI BI/Ia, KOHCTAHTHBIE U BapbUPYIOIIKe [TpU3Ha-
KU OJIMHAKOBO BAXKHBI, & PEIPOAYKTUBHAS U30JAINSA, €CJIU OHA €CTh, ABJISCTCS JIUIID
OJTHUM W3 TIPU3HAKOB B paankaie (Basuios, 1931; Bacuibesa, 2002). ®opmuposanue
panukazia Buga B aposonuu H. V. Basunos (1931) o6bsacHsI yepes B3auMozieicTBIe
reHeTU4ecKoii coctapsioneil JapBUHOBCKOI HeolpeieeHHOl U3MeHYUBOCTU TIpeji-
KOBOI IOMYJISIIIMY € Pa3HOOGPasreM KOHTPACTHBIX (pU3NKO-reorpaduueckux (hakTopoB

UH. M. Basunos (1967) paspabaTbiBaji, HO He 3aKOHYII KJacCU(pUKAIMIO TPU3HAKOB 3/1aKOB.
B Hacrosiiee BpeMst FoMOJIOTMY€ECKIe Psijibl HanGoJiee MUPOKO MCIIOAb3YIOT aleoHToI0TH. JlaH-
Hble 110 pacrenusM (Meiien, 1974; 1977 a, 6; Meyen, 1971, 1973) u 6eHTOCHBIM MOPCKUM Opra-
nusmam (Anuctparerko, 1998; Posxros, 2006; Sheldon, 1987) rosopst, uto HanboJiee 4eTKO Psibl
BBISIBJISTIOTCST HA YPOBHE POJIa, a He BUJIA.

24, Jlapsun (1991) oT/inyan HeonpeneJeHHYI0 H3MEHUMBOCTh OT «CHOpTa» (caoBopuecKuii
TEPMUH ) — BHE3AMHOTO, CJAYYAiTHOTO ¥ KOHCTAHTHOTO B JAJIbHEUIIIEM PSI/IY TIOKOJIEHIH U3MEHEHU ST
npusHaka (To, uto nosanee [ 1e @pus HazoBeT «MmyTaiueii» ). Heonpenenennas n3MeHUNBOCTh —
MPU3HAKK C HEYCTOIYMBbIM, BAPUPYIONIUM B Py HOKOJEHUH U OT 0COOU K 0COOU MPOSIBIEHUEM.
Ot160p ukcupyer ee, KyMyJSTHBHO OIPaHUYKMBas CTEIIEHb BaPbUPOBAHUS, TOIIA KaK KOHCTAHT-
HbIE «CIIOPTBI» 0TOOP MO0 BEIOPAKOBBIBAET, TMOO KOMOUHUPYET UX COUETAHUS.
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BHEIITHEH cpelbl B Mpeeiax HeOOIbIIoro apeaia. TakuM YCIOBUSM YIOBIETBOPSIIN
IEHTPBI MPOUCXOKAEHUST KyJbTypHBIX pactennii (Basuios, 1965), mpuypoueHHbie K
TOPUCTHIM PAallOHAM C TIEPECEUEHHOM MECTHOCTBIO U Pa3HOOOPa3HBIMU, YACTO KOHTPACT-
HBIMH YCJIOBUAMU. 371€Ch BCSA U3MEHUYMBOCTH HEOOJBIIUX MOMYJISAIMNA-TIONYU30JIATOR
nMesla HaWIydInii ITaHC TPOSIBUTHCA U OBITh 3aKPEIIEHHON 0TOOPOM® — U3 TepBo-
HaYaJIbHOTO MOJUMOP(U3Ma BbIIe/IAIach JeBasd, KOHCTAHTHAS YacTh paankaia. Torma
€To TIpaBast 4acTh — JUGO He3aBePITEHHbII 9BOJTIOIUOHHBIN MPOIECE, THO0 TTPU3HAKH,
yell moJauMop(du3M BbITOJIEH BUuy (cucTeme MomyJsiuii — aunneony) B 1esom (Ba-
BusioB, 1931, 1965). IToz:xxe M. M. Kammmmios (1935) Ha aposoduie cMomeanpoBai
(hopMmupoBaHue KOHCTAHTHON yacTu pagukana B kourpactueix (Kammiumos, 1935) u
mengonmxes (Kammmaos, 1939, 1940 a, 6) ycI0BUAX CPeibl B MOMYJISIMK ¢ KCXOAHO
M3MEHUYMBBIM 3HAUEHNEM MTPU3HAKA.

Onnospemenno ¢ H. M. Basunoseim [I. H. Co6oses (1924) nocTpounst MUKIbI U3-
MEHYUBOCTH ((DUIIOTIMKIIBT) YIIPOTIEHUS—YCI0KHEHUS CYyTYyPbI OTPSAI0B aMMOHUTOB. [0-
MOJIOTUYECKUE PSAJIBI B TIAJICOHTOJOTHH OKA3aIUCh YAOOHBI Ui porHo3a. Tax, mycTbie
kjaerku B Tabuie apxeouuat A. I0. Pozanosa (1973) npogoskalor sanonnarsesat. Uaen
H. V. BaBunosa namuiu ropsunii otkauk y JI. C. Bepra (1977). syuas cxozHbie psijibl
HU3MEHYMBOCTH Y CTPOTO U30JIUPOBAHHBIX IPYIIIT (OTJaIEHHBIE TAKCOHBI, HATIPUMED PBIOBI
U MJIEKOTIUTAIONIHE, JTUOO reorpaduueckue U30JAThl — OIS O3EPHBIX U PEUHBIX
PbI0), OH TIPETIONOKILI, UTO COXPAHEHIE FeHETHYECKOH OOIIHOCTH Y HIX MaJIOBEPOSITHO,
[O9TOMY OTBEPT TBOPYECKYIO POJib 0TOOPA, PEJIOKNUB COOCTBEHHBIE INHAMIYECKIE 3a-
KOHBI 9BOJIIOIINH, 3 poBaHHble B KoH(GopMalmn 6ekoB. OrpaHUYeHHBIN HAOOP KOH-
opmanuii 3ajaet IPOCTPAHCTBO BOSMOKHOCTEN JIJIST HBOJIOIUE, 0OeCIIeynBast IOBTO-
psieMOoCTb ToMoJIoTIYecKuX psioB. B 70-e roger XX B. akagemux I'. A. 3aBapsun (1973)
BBEJI TIOHATHE <ITPOCTPAHCTBO JIOTUYECKUX BO3MOKHOCTEH Y 171 B3AMMOUCKIIIOUAIOTIIX
MPU3HAKOB B crucTeMaTnke 6akTepuit. Mbl BOCIOTB3YEMCS 1T OTPAHIYEHHOTO TTepebopa
KOMOWHAIMII TIPU3HAKOB TEDMUHOM <IIPOCTPAHCTBO BO3MOKHOCTEI».

I'ennsble cetu

3aKOH TOMOJIOTHYECKHUX PSIIOB BBI3BAJ OOJIBIIOI SHTY3MAa3M, HO KOHIIEMIUS BHU/IA,
00bsACHAIONIAS UX 9BOJIOIMOHHOE CTaHOBJIeHue, coppeMenHukamu H. V1. Basusosa He
ObLta BocipuHsaTa. Ilocie knaccudeckoil paborsr k. Xosgeitna (Haldane, 1927) 1o
OKpacKe MJIEKOITUTAIONINX TOMOJIOTHYECKHE PSI/IbI CTAJTN CBSI3BIBATH TOJIBKO C TOMOJIOT Y-
HBIMU T€HAMU, YTO XOPOIIO COBIIAJIO ¢ KOHIENInei «oaun red — oua pepment» (Beadle,
Tatum, 1941). Ho cTpouts, onupasich Ha CTOJIb TPOCTON TTOXO/T, TOMOJIOTUYECKUE PSIIIbI
He yaBAJIOCh W OHU TIPAKTHYECKU BBITIATN U3 CUHTETUYECKOM TEOPUH HBOJIIOINHN, XOTS
ITUPOKO (M YaCTO HEOCO3HAHHO) IPUMEHSIICH B MeInTIHE (MOJIEJTH TTaTOJOTHI Ha JKU-
BOTHBIX) U CEJTEKITUM.

B orsmune oT 6MOXUMIYECKAX MOHOT€HHBIX IIPU3HAKOB, ¢ KOTOPBhIMU paboTan JIx.
Xoapeitn, romonornueckue psabl H. V. BaBuioBa mocrpoenbl Ha MaTepuase Gosee
CJIOKHBIX MOpdodusnosornuecknx npusHakoB. MopmMupoBaHue TaKUX MTPU3HAKOB,
kak mokasan M. M. Kammmros (1935, 1939, 1940a, 194006, 1974), BO3MOKHO JIHIIb Ha

3 Amamutiaecku crporo 210 nokasan A. H. Koavoropos (1935).
“TlepBonavanpio Tabmmia copepkanta 140 ponos, B Hactosmiee Bpems — 6osee 200 (PoxHoB,
2006).
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6aze CIOKHBIX KOIKCIIPECCUPYIONTIXCS KOMIITIEKCOB MHOKECTBA T€HOB, CBSI3AHHBIX pe-
TYJIATOPHBIME B3anmoeiicTBuamu. [[nsg takux komriekco C. Kaydman BBesr tepmun
«rerHas cetb» (I'C) (Kauffman, 1977). Jlio6ass IT'C umeer: 1) rpymiy reHoB (<Ampo»),
obectieunBaILyo BoinojaHenue ee GhyHKIU; 2) IeHTPAIbHbIE PEryJSITOPbl — TPAHC-
kpurinorHbie hakTops! (TA), KOOPAMHUPYIOTIHE TEHBI «sIIPay, B3ANMOIENHCTBYSI C cali-
tamu cBsizbiBanust (CCTD) B UX PEryIsiTOPHBIX 00J1aCTsIX; 3) PEIENTOPDI, 3AITY CKAIOTI[IE
paboty T'C B 0TBeT Ha BHEIIHUE CUTHAJIBL; 4) MY TH Mepeladll CUTHAIOB ¢ perienrtopos I'C
Ha ee IEHTPAJIbHBbIE PEryJIATOPbL. YacTh MPOAYKTOB reHoB «sipas ['C urpaiot poJb cur-
HAJIOB, B3aMMOJIEHCTBYS ¢ perenropamu cobcTBeHHON T'C 1/uiu APyrux reHHbIX ceTel,
(hopMUPYsT PeryIATOPHbIE KOHTYPBI ¢ MOJIOKUTENbHBIMI U OTPUIIATETLHBIMU OOPATHBI-
mu csi3simu (Kosraarnos u ap., 2005).

KOHCCpBaTHSM TeHHBIX ceTeit

Takum 06pa3oM, BOIIPOC MaPAJIENbHON M3MEHYMBOCTU YIIUPAETCS B KOHCEPBa-
TU3M HE OT/IeJIbHBIX TeHOB, a TEHHBIX ceTell. Ero MOKHO OIeHUTDb 110 MUKPOUUTIOBBIM
IpODUIIM KOSKCIPECCUH, YaCTO JOMOJHEHHBIM ITOTAPHBIM aHAJIN30M TOMOJOTHH
HocJIeI0BaTeIbHOCTEN KoaKcpeccupytomuxcst reHos (Bergmann et al., 2004) u ana-
Ju30oM ceteil 6estok-6ekoBbIX B3aumopeicTeuil (Xia et al.,, 2006). Tak, cpaBHeHMe
3182 aKCcrepuMEeHTOB 110 U3YYEHUIO IKCIIPeccuu opTosioroB Homo sapiens (6591 ren),
Drosophila melanogaster (5802 rena), Caenorhabditis elegans (5180 reros) u Saccharo-
myces cerevisiae (2434) BbigBuII0 22 163 KOHCEPBATUBHBIX cirydast Koakcnpeccnu. OHu
pactpezeananch mo 11 KoHCcepBAaTUBHBIM MATTEPHAM, COCTAB TEHOB B KOTOPBIX KOPpe-
JIUPOBAJI C XOPOIIIO U3yUeHHBIME TeHHbIMY ceTsiMu (Stuart et al., 2003), kak gpeBHUMU
(ceTn «IOMAITHEeTo X03IHCTBa» 1 GA30BBIX METAOOTUIECKUX TTPOIECCOB — KIETOUHBIH
KT, TPAHCJSINS, TPAHCKPUIIIHIS, TIPOTEOCOMHAS JETPafalisa OeJKOB U [p.), Tak
1 MOJIOIBIMU (HATIpUMep, CeTU HelporeHe3a, CUTHAJIbHBIX TTyTel U T. /1.). [laTTepHbl
KOKCIIPECCUM MOXKHO pasfeauTh Ha Tpu tuna (Bergmann et al., 2004; Stuart et al.,
2003). TenHbIM ceTsiM (Ga30BBIX IIPOILECCOB «IOMAIIHEr0 X03IHCTBa» COOTBETCTBYIOT
MATTEPHBI ¢ BBICOKOKOHCEPBATUBHBIM COCTABOM M KOJKCIIPECCUEH OPTOJIOTOB, a TaK-
JKe BBICOKOCBSI3HBIM Tpadom (tum 1). IlaTTepHsl, rie cocTaB OPTOJOTOB BapbUPOBAJ
TIpH Tepexofie OT TakcoHa K TakcoHy (I'C peryasanum TpaHCKPUTIIINY, MEKKICTOTHOMN
KOMMYHUKAITNN ), CBSI3aHBI C MOSABJIeHNEM HOBBIX (DyHKIMH (TUT 2); mMaTTEepHBI, T1e
KOHCEPBATUBHOCTb COCTaBa OPTOJIOIOB HE COOTBETCTBYET KOHCEPBATMBHOCTH KOIK-
cupeccun (I'C nHeiiporenesa) — ¢ auBepreninueil pyHkiuii B aposoruu (tun 3). Tpu
TUTIA TATTEPHOB KOIKCIIPECCUU 3ACTABJSIOT BCIOMHUTD BaBUJIOBCKUI pajnkas: Tun 1
COOTBETCTBYIOT JIEBOW YaCTH, TUI 3 — MPABON YaCTH C BapbUPYIOMNM (eHOTUInYe-
CKHUM TIposiBiIeHNeM. Tun 2 ¢BsA3aH ¢ IPU3HAKAMHU, KOTOPbIe HEBO3MOKHO BKJIIOYUTH
B PaJIMKaJ Ha JAaHHOM TaKCOHOMUYIECKOM YPOBHe.

J171s1 KOHCEePBATUBHBIX MOJYJIeH KOIKCIIPECCHH TTPEJIOXKEH TEPMUH «PETyJory («reg-
ulog») (Babu et al.,, 2004). ¥ npokaproT B3anMOpPacoJIOKeHne TeHOB PEryJjora 4acto
KOHCEPBATUBHO, YTO CBSI3aHO C ONIEPOHHON CTPYKTYpoii TeHoMa (3axapos-I'ezexyc, 2008).
Y aykapuor B psjie ciydaeB OTMeUYeHa CBSI3b PETYJIOrOB U OIpe/ieJIeHHbIX PailoHOB XPo-
mocom (Taddei et al., 2001; Pauli et al., 2006). B perysiorax MOKHO BBIZEIUTD «SIIPO» U3
TOMOJIOTUYHBIX T€HOB (OPTOJIOTOB W MApaJOTOB) M <«Iijieiih» HETOMOJOTUYHBIX BUIO-
CHenu(PUIHBIX TEHOB. «S/Ipa» MOTYT CUJILHO BapbUPOBATh KaK TIO COCTaBY TE€HOB, TaK W
o crenenn Koakcnpeccuu (Bergmann et al., 2004). Tak, «sapo» T'C nupkagHOro put™Ma
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y Metazoa xoncepsarusro (Badiu, 2003): MyTaiiuy B reHe Ka3eMHKWHA3bl STICUIOH |
YKOPAUMBAIOT IIUPKAIHBIN PUTM Y IPO30(DUIIbI, TPBI3YHOB U YeJIOBEKA, CHUXKAST YPOBEHD
hochopummposanust 6eska PER (Vanselow et al., 2006). Myrtarmu 1o 1pyruM Ka3enH-
KWHAa3aM COXPaHSIOT TOMOJOTUIHOCTD, XOTS HANPABJICHHOCTh HAPYIIeHU (yAJIUHEHNE
WJIM YKOPOUEHME IUPKAJHOIO PUTMa) B PasHBIX BHIAaX MOKET He coBlazath (Xu et al.,
2005). 3amedaTeIbHO, YTO ACCOIMAIINS C PETYJIOTaMU MO3BOJISIET TIPEICKA3bIBATDH (DYHK-
o reroB (Stuart et al., 2003, Huynen et al., 2004), uTo B3auMOIONOTHUTETHHO K 3a-
KOHY TOMOJIOTHYECKUX PSIJIOB.

Bricokocssisublii rpad perysoros tuma 1 00bsacHuM aelicTBreM CcTabUIN3UPYIONIEro
or6opa (IlImanbraysen, 1968) — yem Gosibliie IPOIECCOB, B KOTOPbIE BOBJIEYEH T€H, TEM
MeHee BepOsITHA eT0 9BOJIONHS U3-3a MJIeHOTPOnHOTO addexTa MmyTaruii. O ABYX APyTrux
THIIAX ATOTO CKa3aTh HesIb3sl. KaKoB jke MeXaHM3M MX 9BOJIOIIMOHHOM YCTOMUNBOCTH?

IIpocTpaHcTBO BO3MOXKHOCTEI /1JIs1 9BOJIIOIUU T€HHBIX ceTeil

[Tpocreiimmii MeXaHW3M COXPAHEHUST PETYJIOTOB CJEAYeT M3 BABUIOBCKON KOHIIET-
uu Buga. Boceranossenue I'C, ybn aj1ieMeHTDI TOBPEKEHDI PA3HBIMU MYTaLlUSIMU, BO3-
MOKHO TIyTeM KOMILJIEMEHTAIIMW TP KOHTAKTaX MEXKAY MOJIyu3ossitTaMu. Tak, 1BeTHl,
XapaKTepHbIE JIJIST [[BETHON KamyCThl 1 OPOKKOJIM, BO3HUKAIOT Y KOYaHHOM KaIlyCThl TPH
00beIMHEeHNI HOHCEHC-MYTalluil B 9K30Hax 4 u 5 redoB TM BoAP1-B u BoCAL, ay apa-
6usoricuca — B ux oprosorax AP1 u CAL. 3Tu MyTaIiiuu CyImecTBYIOT KaK MOJUMOP-
(usmbr B momyisiiusx y kpecronseTHbx (Lowman, Purugganan, 1999). Takim o6pasom,
apeas BUa, pOPMUPYs CJIOKHYIO HONYIAIMOHHYI0 cTpyKTypy Buna® (Basuos, 1931),
3a/1aeT BHEITHEE TTPOCTPAHCTBO BO3MOKHOCTEH /I ABOJIONNH, TIPETISATCTBYS TIOTEPE TI0-
TEHI[UAJIBHOTO Pa3HOOOPa3Hsl B XO/I€ CIICIUATM3AINN UK UBEPreHITUH,

BuyTtpennee 11pocTpaHCcTBO BO3MOXKHOCTE /7151 9BOJIOIMH (DOPMUPYETCS MOYJISIMU
rennbix cereil. [Ipocreiimmii mogyab — mapa «red TO + ren ¢ CCT®D». Koncepsatusm
TAKKX [P MOXKHO OIEHUTH TIOMAPHBIM BHYTPH- 1 MEKBUIOBBIM aHAJIU30M KOPETYJINpye-
MbIx reHoB (Snel et al., 2004) Kpurepuii koperysin — Haamare oommux CCTD B renax
u BeicOKuit (r>0,6) KoaduimenT Koarcnpeccun. Y S. cerevisiae BuisiBJIeHO 975 TaKnx
map. B BoiGopke renos C. elegance 1jist OPTOJIOTOB TAKUX AP TAK/KE XapPaKTEPEH BHICOKHIA
koaddunment koakcupeccuu. Harsgagno BbigBiaseT MoAyJsu TpaHcreHes. Tpancrenes
renoM Pax-6 (mientpanbubiii perysagrop I'C pa3BuTus riasa) MbIIH, acCllUIUN U KaJlb-
Mapa UHLYLUPOBAJ y Apo30duiibl pazsutue GaceTounbix rias. ObpaTHble S9KCIIepUMeH-
TBI HE CTOJIb YeTKHU (BBI3BAHO Pa3BUTHE Psi/ia TJA3HBIX TKAHEH ), YTO, BUIUMO, CBSI3aHO
CO CJIOKHBIM CTpoeHneM Kamepaibhoro riasa (Gehring, Ikeo, 1999). Macerounsie riiasa
MOSBUJIMCDH He TI03Ke KeMOpusi, KamepaJsbible — B opgoBuke (Muxaiiiosa, Bonpapen-
ko 1997), napasiesbHO Pa3BUBIINCH U3 CBETOYYBCTBUTEIBHBIX KJIETOK TJIATETbMUHTOB

5 U Tpymmsl GAMSKUX BUAOB. MoJeKyIapHO-(hIIoTeHeTIIecKIe MCCaeI0BaHNs OIMBKIIX,
JUTUTETHHO BUKAPUPYIONUX BHUIOB CBUJIETEJNBCTBYIOT O HEMOJHON PENpOAYKTUBHON W3OS,
YTO BEZIET K AIU30[MIeCKOMY OOMeHY reHamu (BCJIEACTBAE KPOCCHMHIOBEPA 3a CUET 3HAUMTEIbHBIX
YUYACTKOB TOMOJIOTUE 1 0OPaTHOTO CKpelnnBanus rubpuaos u poaureseii). Cu.: [loauros, Kpytos-
ckmit, 1998; Politov, 2007.

6 B cospemenHoii JuTepaType /s BHyTpeHHeH CTPYKTYPbI TakcoHa (4MCJIO cyOTaKCOHOB)
[IPUHST TEPMUH <«9KCTEHCUOHA», TOT/Ia KaK OTJIMYUTE/IbHbIE IPU3HAKU TAKCOHA (ero apXeTuir) 00-
pasyioT ero nateHcuonan (Meiien, [ petinep 1976; Bacunbesa, 2002).
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n kaugapuii (Gehring, 2005). TeM He MeHee TOCTAaTOYHO MMOSIBICHUSI HY/KHOTO TIEHTPAJTb-
HOTO PEryJIsTopa, 4ToObl Bocco3nath «aapo» I'C passurus riaszal MopdoreHes KpblibeB
HACEKOMBIX U TTAaPHBIX KOHEYHOCTEH XOPIOBBIX (C y4eTOM MHBEPCHUU IOP30BEHTPATBHON
ocn) Takke Gasupyercs Ha 06uux Moayasx (Ilarankun, 2003).

Taxkum 06pa3oM, pa3 BO3HUKHYB Ha 3ape HBOJIOIUHI, MOYJIM UCHOIb3YIOTCSA He3a-
BUCHMO, MHOTOKPATHO W TIApPAJJIeIbHO B PA3HbBIX, TIOPOH OYEHD OT/AAJCHHBIX TAaKCOHAX
st GOPMUPOBAHUS KaK TOMOJIOTUYHBIX, TAK W HETOMOJOTHYHBIX CTPYKTYp. O6pacras
«tneiihomy BupocenupUIHbIX TEHOB, MOLYJIH (POPMUPYIOT <«sIjipa» PETYJIOrOB, KOTO-
pble, B3aUMOIEHCTBYsI APYT ¢ ApyroM B riiobanbHoii T'C opranusma, GoOpMUPYIOT MPO-
CTPAHCTBO BO3MOKHOCTEH /7151 AabHelIel aBoaonuu. Tak, JoKHble HOTU TYCEHUIL IO
HabOPY KOPETYJIUPYEMbBIX TeHOB OKa3a/lCh TOMOJIOTMYHBI HOTaM UMAro, a JIOKHbIE HOTU
JIMYMHOK MUInbinkoB — Mauaubyaam (laranku, 2003). ScHo, 4To B 060UX CIydasx
peub ujieT He 00 UCTUHHOM TOMOJIOTHH, a O Pa3BUTUN MAPAJLJIETM3MOB Ha 6a3e pasJind-
HBIX PeTyJioroB. biaromapsi akcmaHcuu, BEPOSTHOCTh MOTEPU PETYJISTOPHOTO MOJLYJIS
B 9BOJIOIMK Masia’. ITO 0ObCHSIET YCTONUMBbIE MUJLIMOHBI JIET TOMOJOTHYECKHE PsI/IbI
B PEMPOAYKTUBHO M30JUPOBAHHBIX TAKCOHAX, & TAKKe HU3KUI YPOBEHDb MOJICKYISAPHON
JIMBEPreHINY B 11€JI0M 110 reHoMaM. MyTalinoHHas peakTHBallis «MOJIYAIIero» perysora
MokeT 00bsicHUTD busorukibl. puuem npunrwn oo (Tpart, 1991) cobmonaercs:
TeHHbIEe ceTH MOP(OJOTHYECKH CXOHBIX OPTAaHOB PA3IUYAIOTCS TI0 «IIeldy» BUpOCTIE-
1U(UYHDBIX TEHOB.

IIpocTpaHCTBO BO3MOSKHOCTEH /1J11 9BOJIIOIUH B TEHHBIX CETAX

IKcnaHcuo MopyJieit obecnieunBaroT ayrnkanun. B mape «reH-T® + ren ¢ CCTD»
BO3MOJKHO JINIIb TPU BapuanTa: ayminkanus reixa T, nymnukanus rera ¢ CCTO u mo-
caenoBatebuo 06a cobbrtnst. Y E. coli To IepBOMY TyTH BO3HUKJIO 272 PETYISTOPHBIX
CB3H, 110 BTopoMy — 128, 110 Tpetbemy — 74. Y aposkskeii GoJibliie poJib AyIIMKALAN TeHa
T® (Teichmann, Babu, 2004). ObecrnieunBast 9KCHAHCHIO MOLYJI€H, AYIJIUKAIIUN OHO-
BPEMEHHO CHIIKAIOT WHTETPAIMIO TeHHBIX ceTell W reiioTponHocTh MyTamuii (Duret,
Mouchiroud, 2000), oTkpbiBast Iy Th ABUKYILEMY OTOOPY.

Jlpyroii myTh aKkcHnancu — KoHBepreHTHOE BosHuKHOBeHHe CCTMD, uemy crocob-
CTBYIOT UX HeGOJbIINE pasMepbl M OTPAHUYEHUS, HAKJIA/BIBAEMbBIC OTHOIICHUEM THIIA
«ymrabg-penentop». Tak, anamuz CCT® dakropa SF-1 B peryastopHbIX paiioHax
GOJIBIION BEIOOPKH T€HOB BBISIBUJI CXOAHbBIE 0COOEHHOCTH BCTPEYAEMOCTH AMHYKICOTH-
JI0OB U KOPPeJsALUU Mexay dacTotamu aunykaeotunos (Levitsky et al., 2007). Ilapan-
JIEJIU3M BO B3aUMOPACIIOJNIOKEHUH Y/Ke He HYKIeoTH/0B, a camux CCTD, obpasyormnx
KOHCEPBATHUBHbIE MOTUBBI, XaPAKTEPEH /IJIsT KOAKCIIPECCUPYEMBIX F'eHOB. TaK, TpoMOTOpbI

unTepdepOH-UHYLUPYEMbIX FeHOB 0boralleHbl KoMOUHaLel caliToB cBA3bIBaHUs (DaK-
topos ISGF3, STAT1, IRF1 u NF-kappaB (Ananko et al., 2008).

7 Taxe ecm T'C He mcmombayeTcst, MOMHON moTepn He mponcxoant. Tak, B Hh-kackame nema-
Toz yrpadeH mopdoren Hh, ogus us ero perenrtopoB — Smo, Ho coxpateH aApyroi perentop — Ptc.
To ectb, ot I'C Hh-kackaza ocTajics TOJbKO OIMH U3 ABYX MOJYJIEH Tlepeiayn CUTHAIA yepes Iu-
TorasMy Ha s7ipo. Kakoii curnan npunnmaer Pte moka nescno, XoTs y HemaTto/1 BbisaBsenbl Hog-
6esiKu, KoAMpyeMble ceMeiicTBOM TeHoB, romosorndnbix Hhi (Aspock et al., 1999, Kuwabara et al.,
2000, Zugasti et al., 2005).
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MopcenecTHAT SKCIIPECCHA

Puc. 1. ©opmasbHOe [IpeCTaBIeHIE TaPAJIeTbHON H3MEHUNBOCTU MOJIEKYJISIPHOTO
denoTHIa TeHA AL a-KPUCTALINHA B IBYMEPHOM IIPOCTPAHCTBE IIPU3HAKOB!
och OY — Tranecnenmdrueckas akcpeccus = cpoactso (Sax et al., 1995)
TpaHckputnimonHoro dakropa PE1B k coorBeTcTByI01IeMy caiity n ocb OX — moBcemMecTHast
akcrnpeccust = cpoactBo TBP-6enka k TATA-6okcy

Kom6uHanuu nykireotunos 1/mii CCTD hopMupyoT cBoe cobCcTBEHHOE TIPOCTPAH-
CTBO BO3MOKHOCTEN JIJIsT 9BOJIFOIIUU PETYJISIIIUU OT/EJIbHBIX TEHOB, TeM GoJiee OTpaHu-
YEeHHOE, YeM MEHbIIIe PEeryJIATOPHbIN paiioH. Tak, B mpoMoTOpe TeHa alb@a-KpucTaainia
CCT® PE1B, orBevarommuii 3a TkaHecuenuduunyio skcrnpeccuio u TATA-6oke cbm-
JKEeHBI, 00pas3ysl KOMITO3UIIMOHHBIH ajeMeHT (Sax et al., 1995). dBosonus B CTOPOHY
adekTBHOCTN TKaHecTeuMUUHOI sKcmpeccun BeneT K ycusenuio PE1B-cpoacTsa
y 4esioBeka, mbiitu u Nannospalax sp. Tpeun yeunenust cpogctsa TBP-6enka k TATA-
GOKCY BBISIBJIEH HAMU Y XOMSIKA M KypHIbL. J[pyTie TpeH/ibl 9BOIIOIMY 3[€Ch IIPOCTO He-
BO3MOKHBI (puc. 1).

Peryssitopabie Moztysin hopMupytorest u Ha 6ase map «MuPHK — caiiT-muiiess B
MPHK». Tak, MuPHK miR319 perysmupyer akcrpeccuto renoB TCP y Tomara u apabu-
noricuca. nrencusHoe BozzieiictBue MuPHK na MPHK-mumiens paer siver ¢ uspesan-
HBIM KpaeM (HOpMa ToMara, MyTanus y apabuaorncuca), CHUKeHUe WHTEHCUBHOCTA —
[eJIbHOKPaHIi et (MyTalnst y ToMaTa, HopMa apabuzorncuca). BajkHo, 4To CXOICTBO
(heHOTUTIOB TTOJTYYEeHO Pa3HBIMKM MOJICKYJISPHBIMU MEXaHU3MAMU: y TOMaTa CHIKEHUE
BO3JIEHCTBHUSA MOJYYEHO 3a CYET MyTalluu, MeHsomel cpogactso k MuPHK, a y apabu-
JI0TICHca UHTEHCUBHOCTD BO3/IeHICTBU TIOBbIIIIEHA [TyTeM ycuieHus akcipeccun miR319
(myranus jaw) (Palatnik et al., 2003).

AHayiornusbie cOOOPasKEHUST O TIPOCTPAHCTBE BO3SMOKHOCTE BOIONUHN OYAYT CIpa-
BeJUIUBBI 7151 JI0ObIX GronoanMepos (Gesku, pasiuunbie PHK), pabGoune cTpyKTypbl KOTO-
PBIX POPMUPYIOTCS 32 CUET B3AUMOJICHCTBIS OTPAHUUYEHHOIO MHOKECTBa MOHOMEPOB. Tak,
B MOJIEKYJI€ POJIOTICHHA 32 JIJTAHY BOJIHBI TIPEMMYIIIECTBEHHO MOTJIONIAEMOTO CBETa AMax,
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OTBEYAET yYaCTOK aMUHOKHUCIOT 76—94. CpeziHee 3HaYeHUE M303JEKTPUIECKON TOUKU T
MOMEHT rEAPOGHOOHOCTH AMUHOKHUCIIOT 3/1€Ch XOPOIIIO KOPPEJUPYIOT ¢ Amax. [Toatomy 3a-
MEHbl AMUHOKHCJIOT Y BCEX BUJIOB, NCIOJIBb3YIONIUX POJOICHH, [IOBTOPAIOTCS B 9BOJIOIMI
(Chang et al., 2002, Briscoe, 2002). OauH 13 MeXaHU3MOB YCKOJIb3aHUST BUPYCa rprIma A
OT UMMYHHOTO OTBeTa — 00pa30BaHUE CAliTOB CBSI3bIBAHUSI NOHOB B AHTUTEHHOU JleTep-
muHaHTe. Mon Memmaer nipermmnuraryn antutesr. HeGosbime pasmepsl Gesika orpaHndm-
BarOT KOJIMUECTBO BEPOSITHBIX CAWTOB CBSI3bIBAHMUST HOHOB. B uTore, y OIM3KOPOACTBEHHBIX
[ITAMMOB BHPYCa CATHI CBSI3bIBAHUST HOHOB 3aHUMAIOT PA3JINYHOE MTOJIOKEHHE — TIepedop
MPOCTPAHCTBA BOSMOKHOCTEH TOJIBKO HAYAT, a Y IAJTbHOPOICTBEHHBIX — CXOHOE: TIepe6op
MPOCTPAHCTBA BO3MOKHOCTEH 3aBepIleH W 3aBepiieH MUK ((DUIOINKI) U3MEHYMBOCTHS
(UBanucenko u ap., 2008). Takum 06pa3oMm, IJist MOJIEKYIISIPHOTO (heHOTHIA GEJIKa, KAaK HI
crpanHo, moaxoaut koruenius JI. C. Bepra ¢ mompasKkoii Ha poJib 0TGopa.

KoHcepBarusM MOJIEKYJISIPHOTO (DEHOTHIIA AKTUBHBIX CAHTOB OEJIKOB MO3BOJISIET Jie-
Jarh poruos. Tak, 6aza panubix PDBSite (Ivanisenko et al., 2005) copep:xut 6ubmo-
TEeKy MAa6JIOHOB — KOHCEPBATHBHBIX TPEXMEPHBIX CTPYKTYP aKTHUBHBIX CAiiTOB XOPOIIIO
nsyueHHbix Genkos. [Iporpamma PDBSiteScan mosunmonupyer ot mab/aoHsl in silico
Ha HeU3ydeHHbIe GEJIKY C TEJIbI0 TPeCKa3anust (GYHKIUN. DTU UCCIeI0BAHUST TIOKA3aJIH,
4TO B HATMBHOM GeJIKe aKTHBHBIN caliT MOKeT ObITh OKPY/KeH HaGOPOM aMUHOKUCJIOT,
ONTUMU3UPOBAHHBIX TaK, YTO JIJIS MOSIBJIEHUS HOBOTO CaiiTa JOCTaTOYHO OJIHOW-BYX
myTtanmii (MBarucenko u ap., 2008). MoKHO MPEANION0KUTD, YTO KPOME JICHCTBYIONIETO
IIPOCTPAHCTBA BO3MOKHOCTEN 9BOJIOIMN MOJIEKYIAPHOTO (heHOTUIIA CYIIECTBYET TaKKe
MOTEHI[UAJIBHOE MMPOCTPAHCTBO BO3MOKHOCTEH, Kyaa OEJOK MOKET OBbITh IepeGpoleH
OTIpe/IeJIeHHbIMU My TaIlUSIMU B pallOHe aKTUBHOT'O caifTa.

Matpuiia B3auMOoIeHCTBUSA MEXKy MOHOMEPAMU CYIIECTBEHHO KOPPEKTUPYET MPO-
CTPAHCTBO BO3MOKHOCTEN JIJIsT ABOJIOIUH, JIeJIast €T0 BBIPOXKAEHHBIM IO OTHOTIEHUIO K
COCTaBY MOHOMEPOB 3a CUET KOAJANTUBHBIX 3aMeH. DPDEKT KOAJANTUBHBIX 3aMEH BbI-
SIBJIEH KaK JJIs HYKJIENMHOBBIX KUCA0T (Anémud 1 ap., 1999), tak u nis 6enkos (AdoHHUI-
k0B, Komaanos 2001). Tak, B mpoTaMmHax MOBBITIEHA J0JIST OCHOBHBIX aMIHOKHUCJIOT, UTO
HeoOxoanMo i kKoMmnakrusaiuu JJHK B ciepmaTosounge. Myraiys, sJMMAHUPYIOas
OCHOBHYIO aMUHOKUCJIOTY, OY/IET TIOBBINIATE BEPOSITHOCTD (DUKCAIMH KOMIIEHCHPYIOTIEN
MyTanuu. B urtore, XxapakTepHbIi sl TPOTaMHHOB BhICOKUI yposeHb dn/ds (Wyckoff
et al., 2000), Ha jgese He cBs3aH ¢ U3MeHeHHeM MX (DyHKIUKY, XOTs BeAeT K IpeBasu-
POBaHMIO HECMHOHMMUYHBIX 3aMeH U u3Menenuio nociaenosarensbnoctu [JHK (Rooney
et al.,, 2000). KoaganTusHble 3aMeHbl 0OecieunBaOT KoHcepBaTiaM cTpykTypbl pPHK,
OCTaBJISAS TIPU 9TOM KaK BO3MOXKHOCTDH TaKCOH-CIENM(UIECKU B KBA3UHEHTPAIbHOM pe-
JKUME BapbUpOBATb COCTaB HYKJIEOTH/IOB, TaK ¥ (PUKCUPOBATH KOHBEPIEHTHBIE 3aMEHbBI
B HEPOACTBEHHBIX TaKcoHaX. (AnémmH u 7p., 1999).

8 BosmoskeH Takke mepebop MpOCTPaHCTBa BO3MOKHOCTEl Ha ypoBHe cyObeauuu Genka. Ha-
[IPUMEP, TAKUM 00Pa3oM B PasHbIX TAKCOHAX He3aBUCUMO chopMupoBamuch FecR-perentopbr nm-
myHHOiT cuctembl (Fayngerts et al., 2007; Guselnikov et al., 2008).

9 Tak Kak IIPOTAMUHBI UTPAIOT BaKHYIO POJIb U B OIIOAOTBOPEHUH, ABUKYIIMIT 0TOODP, puk-
CHUPYEeMbIil KUMYPHAHCKUM KPUTEPHEM, BUIMO, UTPAET POJIb B JIBYX IIPOTUBOTIONIOKHBIX TPEHIAX
DBOJIIOIIUN: U3MeHsist GesloK, (hOpMUPYeT PenpoayKTUBHbIH Gapbep (Swanson, Vacquier, 2002) u B
TO K€ BPeMsI IIyTeM KOQJIAITUBHBIX 3aMEH <«CJIeIUT», YTOOBI OOIIIe apaMeTphl OeJIKa He CJAMIIKOM
aykryuposanu (Rooney et al., 2000).
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PaszopBarb KpyT (GUIOMUKIOB MOKHO, BUAUMO, ABYMs criocobamu: 1) mepexomom
B TIOTEHIIMATHHOE TTPOCTPAHCTBO BO3MOKHOCTEH, YTO CTOXaCTUIECKN MEHSIeT OAMH (DUI0-
LUKJI Ha IPYTOM, UK 2) IPOPHIBOM B IMHEHHYIO 9BOJIIOINIO, BEAYIIYIO K IIPHOGPETEHIIO
HOBbIX pyHKIMi. [TocsieHee BO3MOKHO JIMIITH TIOCJIE PAa3PYIIEHUS TPOCTPAHCTB BO3MOK-
nocreit. [l 6eJIKoB, M0-BUIMMOMY, 9TO BO3MOKHO B Pe3yJIbTaTe AJIUTEJIbHOrO IIeprojia
9BOJIOIMHM, OJU3KOMU K HeiiTpanbHoil. Tak, 9BOJIOIUS psiia TEHOB, CBA3aHHBIX C aHTPOIIO-
renesoM — FOXP2, BRCA1 (Arbiza et al., 2006), MYH16 (Stedman et al., 2004), — siyurie
00BSCHSIETCS HE JABUIKYIIIUM OTOOPOM, & ITTUTEJILHBIM €TI0 OCJIabJIEHIEM, € OCeLYoIeil
KPaTKOU BCIBITITKON aJalITUBHON 9BOJIOIIA.

3akoueHue: 3BOJIONUS B IPOCTPAHCTBAX BO3MOKHOCTEMN

Wrak, myTh OT TeHa /10 TPU3HAKA MOKHO MPEACTABUTh KaK MEPAPXUIO PA3TUIHBIX
MPOCTPAHCTB BO3MOKHOCTEI: 1) HA ypOBHE GUOTIONMMEPOB, 2) MOJYJIei B JIOKATbHBIX
FEeHHBIX ceTsiX U 3) perysoroB B ruobaibhoil ['C opranusma. Kpome toro, 4) chopmu-
POBABIIUICA TTPU3HAK OTPAHUYEH CBEPXY IKOIEHOTUYECKUM ITPOCTPAHCTBOM BO3MOXK-
HOCTell apeasia Buja. Kananmsnpys sBOIONNIO, 3TH MPOCTPAHCTBA BO3MOXKHOCTEH B TO
JKe BpeMsI 3HAUUTEThHO CHKAIOT MYTAI[MOHHBIHN TPY3, TIEPEBO/IS PSIJT HECUHOHMMHYHbIX
MyTaIii B pexkuM 0t6opa, 6IMsKuit K HeliTpaabHoMy. Takum 06pa3soM, XOTs TIPOCTPaH-
CTBO BO3MOKHOCTEH M OTPAHUYMBAET M3MEHYUBOCTD, B HEM HUKOT/A He Oy/IeT TOCTHT-
HyTa MoJiHAsl YHU(MUKAINS: BBICOKOKOHCEPBATUBHYIO YacTh (Koposbiii paiton CCTO,
mpocTpaHcTBeHHast crpykTypa 6eska win PHK, «sipos perysiora) Beeria OyeT cormpo-
BOJK/IATh HU3KOKOHCEPBATUBHBIN <«I1yIei».

PaccMoTpuM mpocTeiiimii KOHTYpP ¢ OTpUIiatesibHoil oopaTHoii csizbio (OOC), pe-
ryJupyoleii KoHeHTpaiuto 6enka. IlapaMerp «OTKJIOHEHHE KOHIIEHTPAIIUT OT HOPMBI»
orcaexuBaercst peryasatopabiM 38eHoM OOC, MEHSIONNM CKOPOCTh CHHTe3a OGesrka.
KonTypy 6e3pasinuHbl IPUYKUHBI OTKJIOHEHUs 0T HOpMbL. Takum o6pasom, OOC cyskaer
HOPMY Peakiinu, «0OHelTpasInBast», BBIBOJIA U3-1I0/] 0TOOPA, JTI060e M3MEHEHME Ha HYKe-
Jexanux ypousax uepapxuu. (Komuanos, Hlnngasanos 1991). Ananornyasiv cBOHCTBOM
00/Ia/IAT0T JTMMUTHPYIOIINE 3BeHbsT — Harbosiee ObicTpoTeRytre peakimn (JleMumeHKo
u jip., 2004). Ho Takast yauduKaius Ha BhICIIEM YPOBHE O3HAYaeT HEM30EKHOE Pa3Mbl-
BaHWe rOMOJIOTUH Ha HUZKEJIEKAIUX YPOBHSIX MePapXUH 3a CUET KBa3UHEHTPAIbHOI 9BO-
JIIOTIMH. DTU JAaHHBIE XOPOIIIO COTIAcyioTcs ¢ paKTOM HEPABHOMEPHOCTHU TEMITOB MOPGhO-
dbusuronornyeckoii u MosiekysspHoii apommonuu (Glazko et al., 2005; CSAC, 2005; Arbiza
et al., 2006).

[TaneonTosoruyeckrie U COBpeMeHHbIe [aHHbIE TTOKA3bIBAET, YTO FOMOJIOTUYECKUE
psizibl HanboJiee XapaKTEPHbI JIJIsT PAHHETO TIEPUO/IA BOJIIONUHN (DUIYMOB — MEPUOJIA «ap-
XanuecKoro pazHooOpasusi», Koraa YeTKuii apxetul He chopmuposan (Mamkaes, 1991),
U TIepUo/ia aHareHe3a, KOTa apXeTHTl yCTONInB, HO (huryM erie He Bas B ctasuc (Pox-
HoB, 2006). B riepBoM ciryuae pagukai uMeeT HeOOJIbIIYTo JIEBYIO YacTh U JJTMHHYIO TIpa-
BYIO YacTb, BAPbUPYIONIYIO OT TAKCOHA K TAKCOHY. Bo BTOpOM ciryyae — pajinKai ¢ BbIpa-
JKEHHOI JIEBOIT YACThIO U YETKUM HepPapXUIeCKUM COTIOYMHEHeM PU3HAKOB (PoKHOB,
2006). Yem cuabree OOC, TeM yske HOpMA peakini, CIeA0BaTEIbHO, CTaOUIN3UPYIO-
muit ot6op GuaaronpusitctByer Takconam ¢ OOC. Tlpu [U3pyNTHBHOM WU JABUXKYIIEM
oT6ope CUTYyaIUst TIPOTHBOTIOIOKHA: TIPEUMYIIECTBO MoJIydaioT Takcorbl 6e3 OOC, ciom
KOTOPBIX JIOJUKEH BECTH K BBISIBJICHHMIO BCEX paHee OOHEHTpaeHHBIX MyTaluil (THUIep-
MaHudecTalys u3MeHYnBOCTH ). Takol gecTabuIn3upyomuii oréop aKCIepUMEHTATIBHO
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npozemoHcTpuposan mkoJoit /I. K. Bemsiea mpu gomectukarim sucuil (besnses, 1983)
u kyubux (Tpanesos, 2008). Takum 06pasoM, BO-TI€PBbIX, Ji00asd MyTanus Oyaer Heii-
TPAJIbHOMN JIWIITh /IO TEX TIOP, TIOKA OHA HE CIIOCOOHA MOBJIMSTH HA PETYJISAINI0 B TEHHON
cetn'’. Bo-BTOPBIX, IpH CJIOME PETyIATOPHOrO KOHTYPa BCe HAKOIJIEHHBIE MyTaluu Oy-
JIyT TECTUPOBATHCS OTOOPOM <«ONTOM», CIYYaiiHO TOA0GpaHHBIME aHcaMOIsMu. Takoi
peKIM 0TOOpa MBI TIpe/jiaraeM HasBaTh <«aJallTUBHOU ONTUMU3AIHEN» B TPOTHUBOBEC
KJIACCUYECKOW CXeMe JIBIIKYIINEro 0TGOpa, KOr/a MyTAIlud TECTUPYIOTCS CPa3y TOCe MX
nostByieHust. [Ipu «apXandeckoM pasHo0Opasuu» Mbl BUMM IIPOIECC TAKOM ONTUMU3a-
MU, 2 MOMEHT, KOT/[a B TTAJIEOHTOJIOTUYECKON JIeTonucH (hPOPMUPYETCST yCTOMUNBBII ap-
XeTHT, ykazbiBaet Ha hopmupoBanme cuctemb OOC.
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Possibility Spaces and Evolution: Darwin and Vavilov
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Regulatory sequences, protein active sites and gene networks contain evolutionarily
conserved modules, which create possibility spaces limiting variability and canalizing
evolution. This allows Vavilov’s law of homologous series and other cases of parallel
evolution to be looked at a different angle. These modules live in a self-supportive manner
and carry on with duplications and convergent molecular evolution. In parallel, keeping
a fraction of mutations away from selection, the modules have them accumulate in
a quasineutral mode and thus cater for future evolution, which, above all, will be unique.

Keywords: evolution, parallel evolution, genenetwork, transcription factor, coexpressing
genes, Vavilov’s law of homologous series.



BEJIKOBAA HACNEACTBEHHOCTb U 3BOJIIOLINA
10. 0. Yepnos

Texnosornuecknit UHCTUTYT J[sKOp/zKUM
Armanta, CIITA; yury.chernoff@biology.gatech.edu

JlapBuH 1 €ro 1nocjesoBaTes M CYUTANN, YTO HACJICACTBEHHDbIC IPU3HAKM KOJAUPYIOTCS
MaJIEHbKUMU YacTHIaMu (FeMMYJIAMU UJIA FTeMMaMu ), COOMPAIOIIMUCS B HACJIE[yeMble
CTPYKTYPBI GoJibliiero pazmepa. VccieoBanust IOCIEAHUX JIET CBUIETENbCTBYIOT, 4TO
CTPYKTYPHbIE «MaTPUIbI» OEITKOBON IMPUPOABI ACHCTBUTEIBHO UTPAIOT BAKHYIO POJIb
B HacJeACTBeHHOCTH. [IprMepoM CTPYKTYypHBIX MaTpHUIl ABJSIOTCS TPUOHBI AMHUION/T-
HOro Tuna (MHQEKIUOHHbBIE areHThl HEHPOIereHePaTUBHBIX 3a00JeBAHUIT Y MJIEKOTIU-
TAIONUX U HACJIE[yeMble JeTEPMUHAHTBI Y JAPOKIKEN 1 APYrux rpuboB). AMUIOUIBI —
HEKOBAJIEHTHBIE BOJIOKHUCTBIE [3-00rarhie GEIKOBBIE TIOJUMEDBI, BOCIIPOM3BOSIIIUECS 110
MeXaHu3My HyKJenpoBaHHol mosmumepusain. [lanepoHossiii ammapar cGopku/pas-
6GOpKM GEJTKOBBIX CTPYKTYP U WX 3aIUTHI OT CTPECCOB KOHTPOIUPYIOT BOCTIPOU3BEICHUE
npuoHOB. CyIIecTBYIOT U JIPYTHe CUCTEMbI CTPYKTYPHOI HACJIE/ICTBEHHOCTH, B YACTHOCTH
«MaTpuyHas» cH0PKa MOBEPXHOCTHBIX CTPYKTYP Y HPOCTEHIINX. ITU JaHHbIE YKA3bIBAET
HA BO3MOJKHYIO POJIb IIPSIMOIT TIPEEMCTBEHHOCTH GEJTKOBBIX CTPYKTYD B 9BOJIIOIIIH.

Kmouesvte cnosa: AMI/IJIOI/II[, TeMMYyJia, APOJKIKH, TTAaHTCHE3NC, IIPUOH.

Barasaas /lapBuHa u ero nocjieioBareieit Ha HacJe/ICTBEHHOCTD

Cerozns mbl BecrmomunaeM Yapiza [lapBrHa B IepBYIo 04epeib Kak CO3/1aTeNs TEOPUHI
ecrectBeHHOTO 0TOOpa. Mesky Tem Jlapsun chopMyIMpoBal TakyKe U TUIIOTE3Y TIaHTe-
Hesuca (Darwin, 1868, nut. mo Darwin, 1972), kotopast cocTaBuia KBUHTICCEHITUIO €T0
MpeICTaBIeHUIT 0 HacaeIcCTBeHHOCTH. COTTacHO 9TOH TUTIOTE3€e, KOMITOHEHTBI OPTaHU3Ma
[IPOU3BOJISAT YACTHUIBI (TTAHTEHBI, HJIU TEMMYJIbI ), KOTOPbIE B KOHEYHOM CU€Te COOUPAIOTCS
BMecTe 1 (hOPMUPYIOT [TOJIOBBIE «dJI€EMEHTBI» (I10JIOBbIE KIETKH UJIH UX YACTH ), Tlepe/ia-
I0IIUe TIPU3HAKHY, TIePEHOCUMBIE TEMMYJIAMU, CJIeylolleMy nokosxenuio. Xors /lapsun ne
KOHKPETHU3UPOBAJ MOJIEKYJISPHOI OCHOBBI TEMMYJI, BPSI/L JIN MIPUXOANTCSI COMHEBATHCH,
YTO OH U €r0 TIOCJIE0BATEIN CBSA3BIBAJIN TEMMYJIbI ¢ GeTKaMu, KOTOPbIe H€30r0BOPOYHO
BOCTIPUHUMAJINCH B TO BPEMs OCHOBHBIMU HOCUTEJISIMU SKU3HECHHBIX XaPaKTEPUCTHUK.

I'unoresa reMmy.JI oJIy4ra gajibHeinee passutre B Tpyax B. Taake (Haake, 1893,
1ut. o aaxe, 1996), KoTopkIil TPeIIOKRUI MO/IENTb NePAPXUYECKOI OPraHU3aIuN CTPYK-
TYPHBIX 3JIEMEHTOB HacJsefcTBeHHOCTH. COTJIACHO ATOW MOJEH, MaJeHbKUE TPAHYJIbI,
AQHAJIOTUYHBIE AapBUHOBCKUM remMysiam (Taake MMEHOBAJ MX «IeMMaMI» ), COOMparoT-
€S B KOMILJTIEKCHI («TeMMapuu» ), mpudeM (hopMa TeMM, 13 KOTOPBIX CIOXKCHBI TEeMMapUH,
ompesiesistetr u dhopmy nocaenaux. 13 remmapues B utore cobupaiorcst kiaerku. Cyiie-
CTBYET CPAaBHUTEJIBHO HEGOJBINOE KOJMYECTBO PA3HBIX TUIIOB I'€MM, U3 KOTOPBIX MO-
CPEJCTBOM UX YKJIaAKK hopMupyercss GeCKOHEYHO OOJIbIIoe pasHooOpasre reMMaphes.
CrabuibHOCTh (POPMBI TEMM OTPEEISIET CTAOMIbHOCTD HACJIEJOBAHNSI, TOT/IA KaK M3Me-
HeHUs (POPMBI UCXOMHBIX TeMM (HATIPUMED, TI0JL JICHCTBUEM BHEITHUX YCJIOBUIA) BEIyT K
U3MEHEHUSIM TeMMapUEB U TaKKM 0OPa30M BBIPAKAIOTCS B HACJEYEMOI H3MEHUNBOCTH
(puc. 1). B cBoeit Mmosiesin remm u remmapueB aake daktuyecku copMyInpoBa KOH-
IETIIUIO CTPYKTYPHBIX MaTPUIL, B KOTOPBIX OH U BUIEJI OCHOBY HACJICIOBAHUSI.
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Memma Memmapuan
] —[III1r1r]—
M3mMeHEHHasA M3mMeHEHHbIE
reMma remmapum

[ = U —

Puc. 1. Temmsr n remmapun. Konternust remm 1 remmapueB puBesieHa corsacHo [aake (1996)

€ HEKOTOPBIMU MOIMMDUKAIMSIME 1 B YIIPOIIIEHHOM BapuanTe. VIcXoHas KOHIEN st
MPEIIOIATaeT CyMeCTBOBAHNE PA3HBIX THUIIOB FeMM, 13 KOTOPHIX GOPMHUPYIOTCS reMMapUi
PasHOOOPA3HBIX CTPYKTYP (KOTOPBIE MOTYT BKJIIOYATH OJIOKH, COOPAHHBIE H3 TEMM OHOTO THITA
B KOMOMHAIMH ¢ OJIOKAMU TEMM JIPYTUX THIIOB)

PasymeeTcs1, aTu TIpeCTaBIeHNsT ObITA TPEaHbl 3a0BEHIIO C Pa3sBUTHEM MEH]IE-
JIEBCKON TEHETHKH, KOTOpad OT/eIusIa HaCJIe/CTBEHHbIC IeTePMUHATHTBI (T€HbI) OT
OIpe/Ie/IIeMbIX UMU MTPU3HAKOB, U TIOCIEAYIONMME yCIeXaMi MOJIEKYJIAPHON GHoJto-
U, KOTOpask ujeHTuduiimpoBaia HyKJIenHoBbie Kucjaotsl (kak mpasuso, [IHK) B ka-
yecTBe (hU3NYECKON OCHOBBI TeHOB. KOHIETIINS CTPYKTYPHBIX MATPUI] YCTYITHIIA MECTO
KOHIIETII[NN TeKCTOBBIX MATPHII, COTJIACHO KOTOPOI BCSI HACJECTBeHHAsT MH(GOPMAIII
3ammncana B TocseioBatebHOCTH HyKIeotnnoB JHK u BocmiponsBoanTes mo MexaHU3-
MY KOMILTEMEHTAPHON PEYTIIMKAIIN 9THX TMOCIET0BATETBHOCTEH, 4TO 00€CTIEINBAETCST
xommosutmeti JIHK, cocraBnerHoit n3 AByX KomIsieMeHTapHbIX 1emiei. [Ipossiaenne na-
CJIe/ICTBEHHON HH(OPMAIIMK OCYIECTBIIAETCS Yepes3 «IIPOYTEHIe» TEKCTOB B X0/1€ TPaHC-
kpuniuu (¢ /ITHK na PHK) ¢ nocsienyromum «mepeBogomMy (TpaHCISIMe) B OCTIe0-
BaTEILHOCTh AMUHOKHUCIOT GeJIKa, KOTOPast ¥ OIpe/iesisieT CBOUCTBA GEIKOBBIX MOJIEKY.JI
1, B KOHEYHOM CyeTe, CJIOKEHHOT0 U3 HuX opranuama. [IpeacraBienue o ToM, 4To 3HaHUS
nocaepoBateabroct JIHK (pazymeercst, pu yMeHUM YUTATH €€) OYIET JOCTATOUHO JIJIsT
MTOJTHOTO OITUCAHUS TEHETHYECKOM KOHCTUTYITUHN KJIETKU U OPTaHU3Ma, 0Ka3aJ0Ch BeCbMa
MPOJYKTUBHBIM U MPUBEJIO K OYPHOMY POCTY T€HOMUKH, CBUETEISIMA KOTOPOTO MBI SIB-
JITeMcsl M B HACTOSIIIIee BPEeMs.

PoJth TEKCTOBOTO KOAMPOBAHUSA B OGUOJOTHN GECCTOPHA, HO SIBJISIETCS JIN 9TOT Me-
XaHU3M eIMHCTBeHHbIM? Eciii IpoBOAUTD I1apasiiesin MexXy cucTeMaMy KOJUPOBAHU
B OGUOJIOTHUYECKUX M COIMATBHBIX CHCTEMAaX, HETPYAHO 3aMETUTh YTO, HATIPUMED, B pas-
JUYHBIX (hOpMax IMHICbMa UCIIOJIb3YETCs KaK KompoBanue B hopMe Moc1e10BaTeIbHOCTH
3HaKOB (pasinyHble oHeTHYeCCKUE al(aBUTDI), TAK U «CTPYKTYPHOE» KOJIMPOBAaHUE
(cMbicnioBoe neporauduueckoe nmucbmo). Mudopmaiius, HakamimBaemMas Ha TPOTSIKe-
HUU YK€ JIOBOJIBHO TIPOMOJIKUTEIBHOTO BPEMEHM, OJIHO3HAYHO YKa3bIBaeT Ha TO, YTO
POJIBIO CTPYKTYPHOTO KOAMPOBAHS HEJB3sT TpeHebperats u B Orosoruu. [Ipimdem mo-
JIEKYJISPHBIMUA HOCUTEJISIMU CTPYKTYPHBIX MATPUIl B U3BECTHBIX K HACTOSIIIEMY BPEMEHU
TPIMEPaX OKA3BIBAIOTCS He HyKJIENMHOBbIE KUCTOTHI, a MMeHHo Oeku. Ha 6aze 3HaumnTess-
HO 6oJiee IETATBHBIX MPEACTABICHIH O MOMEKYISPHBIX MEXaHU3MaX HACTECTBEHHOCTH
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MbI JOJIZKHbI ceﬁqac TIpU3HATDH, 9TO yMOSpI/ITeHbeIe IpeaABUAECHUA ﬂapBHHa u raaKe CO-
OTBETCTBYIOT OIPE/ICJIEHHBIM PEATUAM B OKPY/KAIOIIEM HAC MUPE.

Crarps, TpeaaraeMasi BalleMy BHUMAHMIO, KACAETCS TJIABHBIM 00pa3oM MPUOHOB
aMUJIOUIHOTO THIIA KaK HocuTeseidl MH(pEKINOHHON U HacaeAcTBeHHOi nHpopMaluy.
qI/ITaTeJH/I, NHTEepecylolunecs 60.}166 AE€TAJIbHBIM OIIMCaHUEM HaCJI€AyEMbIX IIPMOHOB,
a TakyKe APyTUME IIpuMepaMu OJIKOBOI HACJIeCTBEHHOCTH, MOTYT 00PaTUThCS K HEJaBHO
usjannoii kuure “Protein-based inheritance” (Chernoff, 2007a).

IIpuonbl Kak HH(EKIMOHHbIE OEJIKU

Ha #oBOM ypoBHe KOHTIEMNs Geka Kak HOCUTesT nHpopMaImy (TepBOHAYATHLHO
B poJi MH(DEKIIMOHHOTO areHTa, a He HacJeayeMoro (akTopa) BBIPOCIa U3 MCCIIe0Ba-
HUH WHGEKITMOHHBIX HEHPOIeTeHePaTUBHBIX 3a00/IeBaHIil Y MICKOUTAIONIX U YeI0-
Beka. Mudeximonnbie aniedanonarun (cM. 063opsr: Prusiner, 1998; Weissmann, 2004)
y JIOMAITHUX KUBOTHBIX U3BECTHBI IOCTATOYHO JABHO, B YaCTHOCTU GOJIE3HD CKPAIU Y
oBel[ — 1o kpaitneii mepe ¢ XX B. CxoziHble 110 3TUMOJIOTHH 3a00JieBaHIs ObLIM Haiie-
HBI 1 y YeJI0BEKa, B YaCTHOCTH 0osie3Hb Kypy y abopurenos Ilamya — Hosoii T'BuHen,
pacmpocTpaHenne KOTOPoi OBIIO CBSI3aHO ¢ PUTYATbHBIM KaHHuOamu3MoM. Memee 9K-
30THYECKUM TIPUMEPOM stBJIsieTcst Gomestb Kpeiitdenbara—Ikoba, KoTopast mepemaercst
06BIYHO Yepe3 MEAUIIMHCKIE MHCTPYMEHTHI. M3BecTHa Takyke W HacJeCTBeHHasT (hopMa
ATOM GOJIE3HU, 2 TAKKE HECKOJIBKO IPYTUX HAC/IEICTBEHHBIX 3200J€BAHUI CXOIHOTO THIIA.
VHTepecHo, YTO 3TH HACJEICTBEHHbIE 3a00JIeBaHIs MOTYT TIepeaBaThes MH(MEKITNOH-
HBIM ITyTeM WHAWBUAYYMaM, He UMEIOIINM COOTBETCTBYIOIINX MyTaIlWii B reHoTurie. Bee
UH(pEKITMOHHbBIE SHIEHATONATHH XAPAKTEPUIYIOTCS JITATENbHBIMI UHKYOAITHOHHBIMU
nepuogamu (y gesoBeka g0 10—15 jier, a B HEKOTOPBIX CIIyYasix Jake U JOJIbIIE), BEAYT K
rubes HelPOHOB U JIeT€HePAIINY TOJIOBHOTO MO3Ta, i B KOHEYHOM CYeTe K CMEPTETLHOMY
ucxosy. Hanbosbiiee BHUMaHVE K 9TUM 3a060JIEBAHUSIM TIPUBJIEKIIA IMTUIEMUST KOPOBBETO
GelleHeTBa, KOTOpas HaHeca KOJIOCCAIbHBIN yiepb eBporieiickoMy (1 ocobeHHO Gpu-
TAHCKOMY ) sKUBOTHOBOZICTBY B 90-€ r1. XX B. PactpocrpaneHie KOpOBbero GeleHcTsa,
10 BCeW BUAUMOCTHU, OBLIO CBSI3AHO € WCIIOJH30BAHMEM TUIIEBBIX H00ABOK JJISI KPYII-
HOTO POTATOTO CKOTA, IPUTOTOBJSEMbIX M3 OCTAHKOB OBeIl U Ipyrux KopoB. [lo oxHOM
13 BEPCHUi, KOPOBbE OCIIEHCTBO MPOM3OIILIO B Pe3yJibTaTe WHOEKIUH KOPOB OBEUBIM
ckpanu. Ho B oT/iume OT CKPaTH, KOPOBbe OGENEHCTBO MOKET MEPENABATHCS YETOBEKY
npu motpebreHnu Msica MHOUITMPOBAHHBIX KOPOB. OTaceHusl, CBSI3aHHbIe C TEPEXOIOM
AIUAEMUN KOPOBBETO GEleHCTBA Ha JIOJCH, TPUBEIN K HEOOXOAUMOCTH YHUUTOKECHHS
BCEX OPUTAHCKUX KOPOB, POAUBIIUXCS B IEPHOJ] UCIOTb30BAHKS BBIIIEYTOMSAHYTHIX TTH-
1eBbIX 106aBOK. TOJBKO TAKMM 0OPa3OM SMUAEMUIO YIAJIOCh OCTAHOBUTD, XOTS B IIE€JIOM
3ab0JIeBaHNE HE MCYE3JI0 M COOOIIEHUsT 00 OT/ENbHBIX CJIYYasXx KOPOBBETO OEIICHCTBA
TIPOIOJIKAIOTCS /IO CHX TIOP.

[IepBoHAUATHHO TIPEATIONATATOCE, UTO aTEHTOM WH(MEKITMOHHBIX 2HIIe(aTOTaTHA SB-
JISIETCSI BUPYC C 3aMe/IJICHHBIM IIMKJIOM Pa3BUTHs. Ho HeCMOTPS Ha TPOIOIKUTETbHbIE
MIOVMCKH, BBISIBUTH 3TOT BUPYC He yAaI0ch. Bosiee TOTo, GBIJIO TIOKA3aHO, YTO ATeHT CKPIITH
YCTOMYHB K U3JTyYEHUIM JaKe B TAKUX 032X, KOTOPbIe YHUUTOXKAIOT BCE U3BECTHBIE MKPO-
oprauusmbl u Bupychl (Alper et al., 1967). [Tus o0bsicuenust aroro henomena J[x. Tpud-
¢durc (Griftith, 1967) npeioxkiI HeCKOJIBKO MOJIETIEN, B KOTOPBIX POJIb MH(MDEKITHOHHOTO
arenTa urpai 6enok. OHa U3 9TUX MOiesell TPeoIarana, YTo areHT CKPIITH SIBISETCS
KOH(OPMAIIMOHHBIM BapUAHTOM HOPMAJIbHOTO KJIETOYHOTO OeJIKa, KOTOPBIA CHOCOOEH
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U3MEHSITh KOH(DOPMAIINIO COOTBETCTBYIOINIEr0 KJIECTOUHOTO Geslka MO CBOEMY OA00UIO.
JanpHeiimuii nporpecc B UCCaAeA0BaHUAX NHOEKIMOHHBIX dHIledanonaTuii Obul B 3Ha-
YHUTETBHON CTETEHN CBs3aH ¢ pabortaMu amepukanckoro uccaenosarens C. IIpysune-
pa, KOTOPBIN MPEJIOKUII TEPMUH «IIPHOH» (prion, or proteinaceous infectious particle)
1t 0003HaueHUsT HH(BEKIIMOHHOTO areHTa, U TEPMUH «IIPUOHOBbBIE 3a00JIEBAHUST> JIJIST
obosnavenus nHPeKMoHHbIX sHIedanonatuii (Prusiner, 1982). IIpysunep u ero co-
pyaaukn (Bolton et al., 1982) mokaszasiu, 4to B MO3Ty OOJIBHBIX MHAWBUIYYMOB HaKa-
mBaercs crennduaeckuii 6eIo0K, KOTOpbIil OHU HasBaju PHOHOBBIM GesikoMm (PrP).
B orsmmune ot PrP, HaiizieHHOro B 3/[0pOBOM OpraHu3Me u 0003HAYEHHOTO KaK PrP€, or
cellular (kierounstit), Gesok, acconuupoBanHbIil ¢ 3aboseBaHeM (1 0603HAUEHHBII KAk
PrP5¢, ot scrapie), (hopMUpOBas BOJIOKHUCTbIE CTPYKTYPUPOBAHHbBIC arperathl, Gorarble
B-cTpykTypamu (aMUJION/IBI), 1 XapaKTepPHU30BaJICs TTOBBIIIEHHON YCTONIMBOCTBIO K ITPO-
Teonnsy. B masbHeiieM ObLIO YCTAHOBJIEHO, UTO HACIEACTBEHHbBIE (DOPMBI HH(PEKITHOH-
HBIX 9HI[e(ANONaTHil CBsI3aHbl ¢ MyTaIlMsIMU B TeHe, KopupyionieM PrP. B maGoparopun
mBeiinapckoro uccaenosarens Y. BaiicemaHa ObLIM CKOHCTPYUPOBAHbI JIMHUIA MbILIEH,
smiennbie PrP. C momolbio aTUX JIMHNHN yaJ10Ch TTOKAa3aTh, YTO OTCYTCTBUE KJIETOYHON
uszodopmbr PrP jestaet Mbliiiiell, HEBOCIPUUMYKUBLIMU K MPUOHOBOI nHbekin (Sailer
et al., 1994). B koneuHom cuere OblLia pazpaboTaHa MOAENb, OObACHAIOAS UH(DEKIIN-
onnyio ¢opmy PrPS kak kondopmarmonusiii Bapuant (kordopmep) PrP, kotopsrii
crocobeH KoHBepTUpoBaTh KiaeTounbiii PrPC B PrPS¢ u takum 06pasoM pacrpocTpaHsTh
puoHoByo kordopmaimio (cM.: Prusiner, 1998). HauboJsiee JIOrMUHBIM MEXaHU3MOM
KOH(OpPMAIIMOHHOI KOHBEPCUM B HACTOAIIEe BPeMS MPEJCTABIISACTCS HYKJIEUPOBAHHASL
nosimmepusanust (puc. 2), Ipu KOTOPOit MOHOMEPHBIH GEJIOK BKIIOYAETCS B MOJTUMEPHBIE
aMIJIOUIHBIE BOJIOKHA, YTO COIIPOBOKAAETCS U3MeHeHreM ero Koudopmarnuu (Lansbury,
Caughey, 1995). [leiicTBUTEIbHO, AaMUIOU/IBI UMMOOMIU3YIOT MOHOMEPHBIH OEJIOK TOit
JKe aMUHOKUCJIOTHOM MOC/IE0BATEIBHOCTH in vitr0. XOTSI CTPYKTYPHbIE UCCIEI0BAHUS
AMUJIOW/IOB 1I0Ka ellle He JJOCTUTJIN YPOBHA paspellleHusl COOCTaBUMOTO C UCCJIE/I0BAHU-
SIMU KPUCTAJITIOB PACTBOPUMBIX OEJIKOB, TEM HE MEHEE SICHO, YTO AMUJIOU/IBI SABJISIIOTCST He-
KOBQJICHTHBIMHE TIOJINMEPAMH, B KOTOPBIX OEJIKOBBIE MOJIEKYJIbI TIOBUIMOMY COEJINHEHDI
JIPYT C JIPYTOM 4epe3 MeKMOJIEKYJISPHbIE B3AUMOJIEHCTBUS MEKIY B-CTPYKTYpaMu, Tak
41O GEJIOK B COCTaBE aMIJIONIa OOBIYHO UMeeT GoJiee BBICOKOE COIepPsKaHme B-CTPYKTYD,
yeM TOT ke OeJIOK B MOHOMEPHOH (hopMe. VTHTEpECHO, YTO OMH U TOT e OEJIOK MOKET
06pa3oBbIBATH pasHbie KOH(POPMAIMOHHBIE BAPUAHTHI AMIJION/IOB, OJIHAKO TIEPBOHAYAIb-
HO 06pa30BaHHBIN BAPUAHT B JaIbHEHIIIEM TOUHO BOCIIPOU3BOIUT CBOU XaPaKTEPUCTHKH.

O+ MITN— I —— [T
KneTouHas MpvoHoBasn l
vzodhopma naochopma

AMUNONAHBbIE
AenosnThl

Puc. 2. Tllpuonosast Mmoziesib. Bociiponsseiene npruoHa n306pakeHo B COOTBETCTBUU € MOJIEJIBIO
Hykaerpoannoii monnmepusanuu (Lansbury, Caughey, 1995). MMo6uinsaust KIeTo4HOTO
6eJika B IPUOHOBBIIT TIOJIMMED COPOBOKAAETCST M3MEHeHneM KoH(opMarmu Geika,

B pe3yJIbTaTe Yero BOCIPOU3BOIUTCS IPHOHOBAsT KOHGOPMAIUst

79



10. O. Yepnos

ITO MOKET OOBSICHATD CYIIECTBOBAHUE PA3IMUHBIX BAPUAHTOB (<«IIITAMMOB> ) MH(EKIIU-
OHHOTO areHTa, PasIMYAIOIIUXCS 10 MHKYOAIIMOHHBIM MEePUOaM ¥ CIEeU(GUUHOCTH WH-
exmmm (cm.: Weissmann, 2004).

[TproHoBast MOENb JTUTEIBHOE BPEMsI He TIPU3HABAIACH UCCJIEI0BATESIMU BBULY
OTCYTCTBHUS MPSMBIX JIOKA3aTeabCTB TOTO (hakta, uto PrP He TOJIbKO HEOOXOMMM, HO 1
JocTaToueH Jijist epeHoca uHpeKiuu. B koHedHoM cuete, GOJBIION 00beM KOCBEHHBIX
JIOKa3aTebCTB yoeaua 6oabimHCTBO ckenTukoB, U B 1997 r. C. IIpysuHep mosydun
HobesieBckyto TIpeMuio 3a UCCIIEA0BaHUST TIPUOHOBBIX 3aboJieBatuii. PaboThr mocesy-
IOIUX JIET TOKA3AJIU, YTO POTEA30YCTOMUNBYIO M B HEKOTOPBIX CJIyUYastX HH(DEKITNOHHYIO
dopmy PrP moxHO mostydaTh in vitro ipn gobasaenun HeGOIBIIOTO KondectBa PrpSe
K MO3TOBBIM 5KCTpakTaMm, cogepskamum PrPC (Castilla et al., 2005). B camoe nocaennee
BpeMsl YIaI0Ch TIPOJEMOHCTPUPOBATH ¥ UH(MEKITMIO YUCTBIM GETKOM, TIOJUMEPU30BaH-
HBIM B amuionzinyio (opmy B mpobupke (Kim et al.,, 2010; Wang et al., 2010). Xors ¢
(hopmasibHOI TOYKM 3peHUs K YPOBHIO IOKA3aHHOCTH IIPUOHOBON MOJIESTM MOKHO ellle
IPEXbSABUTH HEKOTOPbIE MPETEH3UH, MAJIO y KOTO OCTAIOTCS COMHEHNS, uTo Gesnok PrPSe
NEHCTBUTENBHO SIBJISIETCS HOCUTEJIEM UH(PEKITNH.

Ilenbiit psan 3aboaesanuii (0xos10 30) y yesoBeka cBsizaH ¢ (GOPMUPOBAHIEM AMIJIO-
uaHbIX (hopM pasindnbix 6ekoB (cm.: Luheshi, Dobson, 2009). Hau6osee pacpocTpa-
HEeHHBIMI U3 HUX SIBJSIIOTCS Oosestn Asbireiivepa u [Tapkumncona (em.: Irvine et al., 2008;
Yankner, Lu, 2009). [locTaTO4HO N3BECTHBI TAK:KE 3a00I€BAHNsL, CB3AHHbIE C arperaruei
MOJIUTJIY TAMUHOBBIX OeJIKOB, Haripumep Oosiestb Xantunrrona (em.: Williams, Paulsen,
2009). TTocenHsIst UMeET HACTEACTBEHHYO TIPUPOJLY, OMHAKO OOIBITUHCTBO CJIydaes 60-
se3Helt Aspiiretimepa u [TapkuHCcoHA ABISIOTCS «CMOPAIMTIECKUMU», TO €CTh He CBSI3aHbI
¢ myTaiusamu 8 JTHK. 9t 3a6osieBaHusT IPEUMYILECTBEHHO MOPAKAIOT JIOAEH IPEKIOH-
HOTO Bo3pacrta (Harmpumep, 60Je3Hb AJbIreiiMepa 0GHAPYKUBAETCSA IPUMEPHO Y TPETH
Jozieit, yeii Boapact npesbiinaer 85). Takum 06pa3oM, poab aTux 3abosesanuii Gyaer
TOJIKO PACTH € YBEJIMYECHUEM MPOJOJIKUTETBHOCTH KuU3HU. Ha ceropus GOJIbIIMHCTBO
9THUX 3a00JIEBAHNI HEM3JIEUUMbI, a MHOTHE (BKJIIOUYast 60sie3Hb AJblireiimepa) datasib-
HbI. JI0 HelaBHETO BPEMEHHU CUUTAIOCH, UTO GOJIBITIHCTBO AMIJIOUI030B OTJIHYAIOTCS OT
[IPUOHOBBIX 3a0JI0JIEBAHUN OTCYTCTBHEM WHMEKIIMOHHOCTH. B HOPMAJIbHBIX YCIOBUIX
UHGEKIMS AeHCTBUTEIBHO He 0OHApY KeHa, HO B 9KCIIEPUMEHTE MHBEKIINST aMUJIOUIOB
MOJKET BBI3bIBATh arrperaiiio Genka B 3moposbix kierkax (Frost, Diamond, 2009; Kane
et al., 2000; Ren et al., 2009). Takum 06pasoM, IPUOHOBbBIE 3a00JEBAHUST IPEACTABJIAIOT
JIMIIb 9KCTPEMaJIbHbII cirydail 6OJIbIIOi rpyIiibl 3a001eBaHni, CBA3aHHBIX ¢ BOZHUKHO-
BEHWEM UJIA BOCIIPOM3BEIEHUEM aJIbTePHATUBHON KOH(pOpMaIuu Oesika.

IIpuoHbl kKak HacjieAyeMble JeTEePMHUHAHTBI y APOsKIKe

Cuietyroruii mar B pasBUTHI TPHOHOBOI MOJIe/IH OBLT COBEPIIEH aMEPUKAHCKIM HIC-
ciemoBaTeseM P. YUKHEPOM, KOTOPBIH MPETOKII PACTITHPUTETBHYTO TPAKTOBKY TIPHOHA
KaK MHOEKITMOHHOTO 6eJTKa U PACTIPOCTPAHUI 9TY TPAKTOBKY Ha IETEPMUHAHTHI APOSKIKEHt
Saccharomyces cerevisiae, nepegasaembie yepes nurtorasmy (Wickner, 1994). ITockosb-
KY IIPOIIeCC Ilepejau TaKUX IeTEPMUHAHTOB B PABHOU CTEIIEHN MOXKET MMEHOBATHCS KaK
[UTOILIA3MATUYECKO nHbeKInell, TaK U HeMEeHIeJIeBCKIM HACIeJOBAHUEM, B 9TOM CJIy-
Jae MBI yrKe MMeeM JIesIo ¢ TPHOHAMU KaK 3JIeMeHTaMH HacaecTBeHHoCTH. KoHmen s
Yuknepa 6asupoBasach Kak Ha er0 COOCTBEHHBIX UCCTEOBAHUIX, TAK 1 Ha PE3yIbTaTax
JPYTUX TPYIII, BKJIOYast ¥ PAGOThI POCCUUCKON MIKOJIbI TEHETHKOB JPOAKIKEIL.
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Emte ¢ 1960—1970-x TT. y ApOsKIKEH-CaXaPOMUTIETOB GBI N3BECTHBI HEMEHIETEB-
CKHUe HacJeJyeMble 2JIeMEHTBI, KOTOPbIe, HECMOTPSI Ha MHOTOJIETHUE HMCCJEIOBAHMS,
HE yIaBajoCh CBA3aTh C KAaKUMHU-THO0 HEXPOMOCOMHBIMU HYKJIECHHOBBIMU KHCJIOTA-
mu. OIMH U3 TakuX 2JeMeHTOB, 0003HaueHHbINH Kak W nau [PSTT], 6b11 00HApysKeH
aursiickum uccaenobareseM b. Kokcom (Cox, 1965) u metaabHO MccIe0BaH B €r0
MOCTEAYIONX PadoTax, B 3HAUYUTEJNHHON CTEleHN ¢ ydacTreM ero yuerunka M. Tyura
(cm.: Cox et al., 1988). [PSTT] npostiisii cebst Kak TPaHCIALMOHHDBIN CYIIPEcCcop, TO €CTh
(hakTOp, MOBBIMIAOIINIT YaCTOTY OMMUOOK TePMUHAIMKH GETKOBOTO CHHTE3a, YTO MOK-
HO OBLIO JIETKO JETEKTHPOBATh B CIIEIMAIbHO CKOHCTPYUPOBAaHHbBIX MTaMMax. JIpyroii
HEeMEeH/IEeJIEBCKUIT JIeMEHT HEeM3BeCTHOM mpupobl, obosHaueHHbIl Kak [URE3], Obu1
obHapyskeH B aboparopuu ¢paniysckoro uccaegonaress D. Jakpy (Aigle, Lacroute,
1975; Lacroute, 1971) npu usydeHun nyTu OMOCHHTE3a ypalluia, U IPUBOAMI K Ha-
PYUIEHUSAM PEryJIsIUU a30THOTO MeTab0JN3Ma, YTO MPUIABATIO JAPOJKKAM CIIOCOOHOCTD
UMIIOPTUPOBATH OJIMH U3 MPEIIECTBEHHUKOB YPAIUIA — YPEUIOCYKIIMHOBYIO KUCJIOTY
(OmATH JKe JIETKO TeCTUPYEMBINl (PeHOTHUTT B CIHEIMATHbHO CKOHCTPYUPOBAHHBIX TITAM-
Max). Oba ajeMeHTa HACJIEIOBAICh M0 MUTOIIA3MATHYECKOMY THITY, HO MPH 9TOM
OBLIN HE3aBUCHMBbI OT U3BECTHBIX HEsIIEPHBIX CTPYKTYP, coaepsxkaniux JHK nmm PHK
(MUTOXOH/IPUI, 9H/IOTEHHBIX BUPYCOB U TIP.).

Oenorun [ PSTT] cxofe ¢ GeHOTUITHYECKUM TPOSIBIEHUEM My Talliii B HEKOTOPbIX Te-
HaX, TPOAYKTHI KOTOPBIX BOBJIEYEHDBI B KOHTPOJIb 3JIOHTAIIMN U TEPMUHAIIIH TPAHCIAINH.
MyTarnuu B 0lHOM U3 TaKuX reHoB, SUP35, 6biin BiepBbie onucanbl B paborax C. I'. Mnre-
BeuromoBa, BbITIOIHEHHBIX Ha Kadeape reHetuku u ceneknnun Cankr-IlerepOyprekoro
(torma JleHMHTPAJICKOTO) TocymapcTBeHHoro yHuBepcurteta (Mure-Beutomos, 1964;
Nure-Beuromos, Auapuanosa, 1971). 1ot red GblI KJIOHUPOBAH U CEKBEHUPOBAH B
Kapanosornueckom nentpe B Mockse B jabopatopun M. [I. Tep-ABanecsiHa, yueHUKa
C. I. Unre-Beuromosa (Kushnirov et al., 1988). [lanbHeiiiine nccaeqoBatust MOKa3alu,
yT10o SUP35 KOAMPYET 9BOJIOIMOHHO KOHCEPBUPOBAHHbBIN (DaKTOP TEPMUHAIMN TPAHCJIS-
uu Sup35, unu eRF3 (Stansfield et al., 1995; Zhouravleva et al., 1995).

B pabore, BoiosnHertoi moj pykosogctsom C. T. WHre-BeutomoBa, aBTOp 3THX
ctpok (B 1o Bpemst corpyaHuk CIIOTY) u acnupanrtka M. JI. [lepkay oOHapy KW,
YTO BBEJICHUE B KJIETKH JPOKKENl MHOTOKOIMUUHOM Tia3Mubl ¢ TeHoM SUP35 mipuBo-
JIUT K BOSHUKHOBEHUIO (C BBICOKOI 4acTOTOI ) HEMEHIEJIEBCKUX JETEPMIHAHT, TI0 BCEM
XapaKTepUCTUKaM CXOAHBIX ¢ [PSIT], KOTOpble COXPaHSIOTCS W MOCJE MOTEPU TLIa3MU-
161 (Chernoff et al., 1993). Takum 06pasoM, BpeMeHHOE TIOBbIILIEHNE KOMUHHOCTU IeHa
SUP35, u cOOTBETCTBEHHO, YPOBHs OGesika Sup35 MPUBOANIO K HACIELYEMOMY U3MeHe-
HUT0. TOT PE3yJIbTAT YKA3BIBAJ Ha MIPSIMYTO CBsI3b Mexk 1y Sup35 u [ PSTY]. Bekope mociie
Harteill pabotsl rpybl Kokca u Tep-ABaHecsiHa TIOKa3ajd, 4TO MyTaiust B N-KOHI[EBOM
nomene reda SUP35 (Doel et al., 1994) uiu neseniust atoro gomena (Ter-Avanesyan et al.,
1994) mpuBoast k aymamunaruu [ PST']. Takum o6pasom, N-korieBoii gomer SUP35 oka-
3aJicst HeoOXOoAMM Jiuist mojepsKanus [ PSTT].

[Tapanensbnuo ¢ atumu uccaegoBanusaMu P, Yukunep (Ha TOT MOMEHT JIiep B UccJie-
JIOBAHUSIX BUPYCOB JIPOXKKeit) 3annrtepecoBasics anementom [URE3] u ero cBssbio ¢ re-
nom URE2, mytaiiuu B KOTOPOM UMEJU CXO/IHOE (DEHOTUITUYECKOE TTPOsIBIIeHNE. Y UKHED
obHapyxu, uTo cBepxupoaykius Oenka Ure2 wnpynupyer BosuukHoBenue [URE3],
Toraa Kak jesers ure2 npuBoaut K anmmuHanuu [ URE3]. K MomMenTy 3aBepiiieHus aTux
HKCIEPUMEHTOB YHUKHEPY CTajla M3BECTHA Hallla OIyOJMKOBaHHAst paboTa 10 WHIYKI[HK
[PST"] muorokommitabiM SUP35, a Takke HeomybakoBanHast eie pabora Kokca o posin
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N-kosieBoro gomena SUP35 B nopnep:karuu [ PST] (pabora Tep-ABaHecsHa, TakKe €Iie
He omybIMKoBaHHas, He Oblma foctymHa YukHepy). ConoctaBuB cOGCTBEHHBIE JAHHBIE TIO
Ure2/[URE3]| u gannbie apyrux uccaenoareseii mo Sup35/[PST|, YukHep npuiies K Bbl-
BOJLY, UTO TIOJTyYE€HHBIE PE3YIbTaThl MOTYT OBITH OOBSICHEHBI TOJIBKO B cirydae, ecyi [ URE3]
u [PST"] smastorest usoopmamu cootBeTcTBeHHO GesikoB Ure2 1 Sup35, KOTOpbie MOTYT
BOCIIPOM3BOAUTH ceOsl [0 MEXaH3MY, aHaJIOrHIHOMY IpuoHoBoi Mogean (Wickner, 1994).
B nocsietytoniye rojibl yCUIMSIMU HECKOIBKHUX JIaG0PaTOPHil GbIIIO TIOKA3aHO, YTO B IIITaM-
MaxX JIPOJKIKEit, cogeprKalluX coOTBeTCTBYIomMii mproH, 6eikr Ure2 (Masison, Wickner,
1995) u Sup35 (Patino et al., 1996; Paushkin et al., 1996) neiicTBUTEIBHO IPEACTABICHDI
B BUJIE IPOTEMHAZ0-YCTONYMBBIX arperupyomux nsodopm. B waeii ¢ W. JI. [lepkau pabo-
Te, Hauatoll B 1abopaTopuu C. I. Mure-Beutomosa u sakonuennoil B CIIIA B raboparopun
C. JIuGmaH, 66110 TIOKa3aHo, uTo npu uHayKimu | PSTY| cBepxnpomyupoBaHHbiM Sup35
BOBHUKAIOT BAPMAHTBI, PA3TNYAIOIIHECS 110 YPOBHIO OIMIMOOK TepMUHAIINH 1 9(DPEKTHBHO-
cTH HacseqoBanus B Mutotrdeckux aenenusx (Derkatch et al., 1996). Kaxupiii us sTux
BAPUAHTOB CTAGUIILHO BOCTIPOU3BOJIUII CBOU XaPAKTEPUCTUKY B JIATIbHEHIIIEM, aHATIOTHYHO
«IITAMMaM» TIPUOHOB MJIEKOITUTAIONINX, OMUCAHHBIM BbIllle. B nasibHeiiiem Hacienyembie
BapuaHThl ObLu ortucansl u yist [ URE3] B maboparopuu ITpysunepa (Schlumpberger et al.,
2000). PaGorsr amepukanckoil aboparopun C. Jiunaksuct (Glover et al., 1997) u miseii-
napckoii maboparopun K. Biotipuxa (King et al., 1997) nponemoncTpuposau, uto (par-
MEHTBI, coziepskaiie N-KOHIEBOi oMen Gesika Sup35, GopMUPYIOT aMIJIOW/BI il Vitro
HocJie POI0JLKUTEIbHON MHKyOalmu (Jar-eproja). B panbHeiinem obpazoBaHuie aMu-
Jon0B ObLIO TToATBepsKIeHo 1 st Ure2 B jaboparopun Yursepa (Taylor et al., 1999).
B aserantHoii pabore us maboparopun M. [. Tep-Asanecsana (Paushkin et al., 1997) u ma-
pasutesibto B taboparopuu C. Jlungksuct (Glover et al., 1997) 6b110 1ipoieMoHCTpUpPOBa-
HO, 9TO 9KCTPAKT mrtamMma [PSIT] (HO He KOHTPOJHHOTO IITAMMa, HE COAEPIKAIIErO IeTep-
muHanTa [PST']) crumysupyer obpasosanue arrperatos Sup35 in vitro 6e3 jar-neproa.
OxonuaTenbHo Oenkosas upupozga [PSIY] O6blia mokasaHa aMEPUKAHCKUM HCCIIe-
nosatesieM /[xk. BaiiccmanoM, KOTOPBIN MPOAEMOHCTPUPOBAJ YTO TIpU TpaHcheKIun
aMUJION/IA, TIOJIYIEHHOTO in vitro U3 YUCTOTo OeJika, cojaep:kaiiero N-KOHIIEBOW JOMeH
Sup35, B mrramm aposkikeit, ne comepskantuii [ PSIT], ¢ BBICOKOH 4acTOTO ITOIyYatoTCst
[ PST"] knerku. [Tepsas mombiTka Baliccmana, Mo ib30BaBIast JIMIMOCOMHYIO TEXHOJIO-
IO JLJISE BBOJAa aMmuiion/ia B aposkiku (Sparrer et al., 2000), ne yOeauia Bcex cremmaim-
CTOB B CHJIy HEBO3MOKHOCTHU a/IEKBAaTHBIX KOHTpoJiell. OHAKO B fajbHENIIEM BBISIC-
HUJIOCH, YTO HK30T€HHBIN OEJIOK JIETKO MPOHUKAET B ¢(DEPOILIacThl APOKKeN (KIECTKHU ¢
paspyIIeHHoil 060104K0iT) 6e3 CrenralbHbIX YXUIIPEeHUN. VICcIonb3ys aTy METOAUKY,
nocseyionas pabora naboparopun Baiicemana (Tanaka et al., 2004) u mapaiienbHas
pabora Y. Kunra u P. [Iuaca-AmnaBoca (King, Diaz-Alavos, 2004) y6eaureabHo mpo-
JIEMOHCTPUPOBAJIH, YTO UMEHHO aMuyions (a He BooOuie 6eok ¢ N-gomeHoM Sup35)
crenuduyecku HHAYLUpyeT odpasosanue [PSI'], npuuem pasible KOHGOPMAIMOHHbIE
BapUaHTBl aMUJIOUZ0B (hopMupytoT BapuanTsl [PST] ¢ pasHbiMu (heHOTUITHIECKUMU
XapakTepucTUKaMu. BoJsiee TOTo, KOT/Ia KCTPAKT MITaMMa, COZEPIKAIIEeTo crermudmae-
ckuil BapuasT [PST*], 6bLI HCIOIB30BAH TSI HYKJIEHPOBAHUST aMUJIONUIA i1 Vitr0, CBOI-
CTBa MUCXOAHOTO BapuaHTa [ PSIT| TOYHO BOCIIPOMBBOAMINCH TIPH TIOCIEYIOMIEH TpaHc-
dexiuu B iposkxkn. Takum 06pazoM, UCKIIOUUTENbHAsE POJIL GeslKa B iepejiaue CBOHCTE
mproHa ObLTA JOKa3aHa st APOAKIKEN Ha Topasio GoJiee BBICOKOM YPOBHE Pa3peleHus,
yeM [T MJIEKOMUTauX. B nanpHeilmem TpaHcdekius Obla MOATBEP/KICHA U IS
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[URE3] (Brachmann et al., 2005), a takske ¥ it HEKOTOPBIX APYIMX BHOBb OOHApY-
JKEHHBIX JIPOK;KEBBIX TPUOHOB (CM. HITIKE).

Kak Sup35, tak u Ure2 comep:xkat N-KOHIIeBbIe 10MeHbI (MHOT/IA HAa3bIBaeMble TIPH-
OHOBBIMHU JIOMeHaMH, i PrD), KoTopbie He SBJISIOTCS HEOOXOAMMBIMU JIJIsT KJIETOUHBIX
(hYHKIMI COOTBETCTBYIONMX OETKOB, HO HEOOXOIMMBI U JIOCTATOUHBI /IS TIO/IEPIKAHS 1
repe/Iavy IPIOHOBOTO COCTOSTHI. VIMEHHO IIPHOHOBBIE IOMEHbI B3aMO/IEHICTBYIOT JAPYT C
JIPYTOM U COCTABJISIOT OCh aMUJIOMTHOTO BOJIOKHA (puc. 3). CpaBHEHME ¢ IPYTUMU BUIAMI
JPOSKIKEN MOKA3bIBAET, YTO MPUOHOBBIE TOMEHBI HBOMIOIMOHUPYIOT GhICTpEe, YeM (yHK-
LMOHAJ/IbHbIE PErMOHbI TeX ke 6eakoB (cMm.: Inge-Vechtomov et al., 2007). CeepxiomyKiiust
PrD (xax u 1esoro Gesika) BbI3bIBaeT MHAYKLUIO cooTBercTBytomero nmpuoHa (Derkatch
et al., 1996; Masison, Wickner, 1995). PrD Sup35 u Ure2 ne romosornusbl Hu PrP mie-
KOIUTAONIUX (eZIMHCTBEHHBIM CXOJCTBOM SIBJISIETCS HAJIIYNE HEITOJHBIX OJIMTOIETH/HBIX
oBTOpoB B PrD Sup35), Hut APYT APYTY, HO OHU COAEPIKAT YUACTKE OOTATHIE TIy TAMIUHAMM
(Q) u/mmm acaparunamu (N), 4To IIPUIAET UM CXOACTBO € IOJUTIIY TAMUHOBBIMU GeJIKaMu
MJIEKOIUTAOIINX, CBSIBAHHBIMU ¢ 60JIe3HPI0 XaHTHHITOHA U IPYTHMU TO00HBIMU 320016~
parusamu (em.: Williams, Paulsen, 2008). Oxono 100 nposxxesbix 6enkos u ot 1 10 4 % Oe-
KOB B ITPOTEOMAX JPYIUX 9YKApHOT (BKJIOYAST YETOBEKA) COAEPKAT JOMEHBI ¢ TIOHOOHBIM
amuHOKKCI0THBIM coctaBoM (Michelitsch, Weissman, 2000). {era/ibHblii aHain3 KaHu-
JIaTOB B IPOJKIKEBOM TIPOTEOME TIOKa3aJI, YT TI0 Kpaiineil Mepe 5 6ekos ¢ QN-GorareiMun
nomeramu (B gonosaerre K Sup35 u Ure2) criocoOHBI (hOPMUPOBATH U MIEPEABATD TPUO-
HoBbIe U30(hopMBI i vivo (cM. Tabu. 1 u cebiku B Tabsmie), u eile 6osee 15 QN-6oraTbix

A

MproHoBEIA  $YHKUNOHANBHDBIA
AomeH (PrD) pPernoH

— <

N wnn C koHeu,
QN-Boratbii
B

DyHKUWOHANBHBIE

PErnoHbl

Puc. 3. CtpykrypHO-QyHKIIMOHAIbHAS
OpraHu3aIMs [POKIKEBBIX IPUOHOB. Ocb BONOKHA

A — Tunuynas opranusanus MOHOMEPHOTO JPOKKe- (npnoHoBbIe AOKMEHDI)

BOT'O TIPHOHOBOTO OeJIKa. c
B — Opranusaiius aMiIOnaHOTO BOJOKHA 06pa30- CTrepuyeckoe MEXMONEKYNApHOe

BAHHOTO IPOKKEBBIM IIPUOHOM. B3auMogelicBue Mexkay BoKoBbIMY Lienamu
{«cyxad nopepxHocTo»)

C — IloBepxHOCTH MEKMOJIEKYISIPHOTO B3anMO/Ieli-
CTBUS B-CTPYKTYP B IIOJMMEDPE B COOTBETCTBUH C

mozedbio . Diizenbepra _ - B-cTpyKTypEI
(Nelson et al., 2005). Cy1iecTBYIOT TaksKe 1 IpyTHe — V4N
MOJIEJI MEKMOJIEKYJISIPHOTO B3AaUMO/IENICTBHS B ? T
JPOXKKEBBIX TPUOHOBBIX TosimMepax (Krishnan, BoaopoaHble
Lindquist, 2005; Wickner et al., 2008) CBA3N
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Tabnuua 1
VY cranosiennbie npuonst Saccharomyces cerevisiae

Bemnox DyHKimst [Ipuon Ccplika

(i%psg) DaxTop TepMUHALINN TPAHCJISIIAN [PSTT] Wickner, 1994
Ure2 Peryssitop a30THOTO KaTabom3Ma [URE3] Wickner, 1994

Rnq1 Bestok nenssecTHoii byt [RNQ+]+I/I]IPI Derkatch'et al., 1997, 2001;

[PINT] Sondheimer et al., 2001

Swil Pemopesiep xpoMaTuia [SWI] Du et al., 2008
Cyc8 TpaHCKPUIIIINOHHBII KOPETIPECcop [OCT] Patel et al., 2009
Mcal T'omomor xacma3zsr (TrpoTeassr) [MCA] Nemecek et al., 2009
Mot3 PeryJisitop TpaHCKPHUITIHN [MOT3*] Alberti et al., 2009

JIOMEHOB CIIOCOOHBI IeJIaTh 9TO IIPH MOACTaHOBKe B 6estok Sup35 BMecto Hero PrD (Alberti
et al., 2009; Osherovich, Weissman, 2001). Taxum 06pa3oM, IPHOHOBbIE CBOMCTBA HIXPO-
KO PacIipoCTPaHeHbl CPer APOKKEBBIX OEJIKOB, U TPYIAHO TIOBEPHUTD, YTO IPOKKU MIPEJl-
CTaBJIAIOT B 9TOM IIJIaHe UCKJIoueHue. bojee Toro, 04eBUIHO, YTO HE BCe PUOHBI COJIEP-
xaT QN-6oTaThle YIacTKH, MOCKOIBKY PrP MIEKOMUTAIONINX, a TAK/Ke TIPHOHOBBIH HETOK
Het-s, o6HapyskeHHBII y Mule/manbHoro rpubda Podospora anserina (em.: Saupe, 2007),
ux He copepskar. Cie0BaTesIbHO, peabHOE YNUCIIO IIPUOHOBBIX OEJIKOB MOKET 0Ka3aThCs
3HAUUTEJILHO GOJIBIIE, YEM Mbl MOKEM Celuac IPeIIOJI0KUTh, 1 eCTh OCHOBAHUS YTBEPIK-
JIaTh, 4TO OHW COCTABJISTIOT HE NCKJIIOUEHME, a BECbMA PACITPOCTPAHEHHOE SIBJIEHUE.

Knerounsrii alrmapar HacJe€J0BaHusA IPUOHOB

XO0Ts IPUOHOBBII GEJIOK JPOKIKEI T0CTATOUEH JIJIs CTPYKTYPHOTO KOAUPOBAHMS WH-
(hopmartiy, «3anmcanHoii» B ero kKoHdopmaiuu, 3(hGeKTUBHOE BOCIIPOU3BEIEHE U Ha-
CJIeJIOBaHNEe TIPUOHOB B KJIETKAX JPOXKKEN KOHTPOTUPYETCS dH3UMATHUECKON CUCTEMOA,
POJIb KOTOPOH B GEJIKOBOW HACJIEACTBEHHOCTH MOJKET OBITh COTOCTABJIEHA C POJIbIO 9H3U-
MaTHUYEeCKOTO aliapara PeIIMKAIlMK U CEerPerainy XPOMOCOM B <«HYKJIEMHOBOIT» HaCJIe/l-
crBeHHOCTH. [TepBBIi 1 KIIOUEBON KOMIIOHEHT 9TOi CUCTEMBI ObLI BBISIBJICH B MOEi paboTe,
HAYaTol BO BpeMsi KOMaHAMPOBKY B Snonuio B rpymmy b. Ono, npoposskentoit B CaHkT-
IMerepbyprcrom yausepcutete B aboparopuut C. I'. ITare-BeutoMoBa, U 3aBEpIIEHHON B
CIITA B smaboparopuu Jinudman mpu mnomotm jabopatopun Jluaaksuct (Chernoff et al.,
1995). Dra paboTa TPOAEMOHCTPUPOBAJA, U4TO I Toaepskanus [PSTT] (npuoHOBOi
dbopmbr Sup35) HEOOXOAMM TPOMEKYTOUHBIN ypoBeHb Gesika Teriosoro moka Hsp104.
Ceepxmnponykiust Hsp104 npuBoania k gactoit motepe [PSIT], a menenust reHa, KOIu-
pyiomero Hsp104 — k nosmoit asmmunarmu | PSTT]. Tak BiepBbie yaanoch CBSI3aTh Iiame-
pox ¢ mpronoM. ITockoabky 0bu10 u3BectHo. uTo Hsp104 BoBeuen B pasbopKy OeIKOBbIX
arJIOMEPATOB, BBI3BAHHBIX TEIIOBBIM ITIOKOM U Jipyrumu crpeccami (Lindquist et al., 1995),
B. B. Kymaupos u M. [I. Tep-Asanecsin (Kushnirov, Ter-Avanesyan, 1998; Paushkin et al.,
1996) mpeamonoxum uro Hspl104 HeoOXoauMm Jist pasOMBKK MPUOHOBBIX arTPEraTosB Ha
OJINTOMEPHBIE «3epHa», MHUIUUPYIOIINE HOBBIE ITUKJIbI TIOJTMMEpHU3arii. [Ipu cauimkom
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GOJIBIIIOM KOJIMYECTRE THANEPOHa TIPHOH, BO3ZMOKHO, PACIIAZacTCsl HA MOHOMEPBI, KOTOPbBIE
HE MOTYT MOJ/IEP;KUBATH TIPUOHOBYIO KOH(MOPMAIIUIO (XOTSI CYHIECTBYIOT W IPYTHE MOJIEJIH,
obwscHstone adext ceepxnpoaykimu Hsp104). B orcyTeTBre niim npu HUSKUX YPOBHSIX
Hsp104 achdexTrBHOCTD BOCTTPON3BEIEHNST TTPHUOHA HAPYIIAETCS U3-32 OTCYTCTBUST HOBBIX
«3€peH», M TPOUCXOAUT HEPETYIMPYEMBIl POCT arperaToB, KOTOPBIN HAPYIIAET UX ITIepe-
Jla4y JOYEePHUM KJIETKAM U B UTOTe TIPUBOUT K [IOTEPE arperatoB B KJIETOUHBIX JI€TE€HIIX
(mst Gosee meranbroro 0030pa, cM. Rikhvanov et al., 2007; Romanova, Chernoff, 2009).
JletictBuTesibHO, B Moeit tabopatopun B TexnosormdeckoM uactutyTe JIsKopmkum (AT-
sanTa, CIITA) 6bLT0 MOKa3aHO, YTO CHUKEHUE YPOBHS uin aktuBHocT Hsp104 B mpuoHo-
coZiepsKalfX KJIETKAX COTPOBOKIACTCS YMEHBIIEHUEM YHCJIA U YBEJTMUCHUEM pa3Mepa
arperatoB Sup35, cautoro ¢ duyopecieHTHbiM GeskoM (GFP) it MUKPOCKOTIMYECKOi
nerexim (Wegrzyn et al., 2001). Bapuantst npuota [PST'], KoTopbie BOCIIPOU3BOAATCS
HeaHEKTUBHO U3-32 CHUKEHHON YyBCTBUTETBHOCTHIO K Hsp104, Takske XapaKkTepusytoT-
¢ yBesmueHHbIM pasmepoM arrperatos (Borchsenius et al., 2001, 2006).

Taxum 06pazoM, IMEHHO YPOBEHb YYBCTBUTEILHOCTH K MIATIEPOHY OTIPEeseT, Oy-
JIET JIM aMUJIOUIOTIOOOHBIN arperaT HacJeJOBAThCS 10 TPUOHOBOMY TUTTY (PHC. 4). ITOT
MEXaHU3M TTOBUIUMOMY SBJISETCS OCTATOYHO YHUBEPCAJIBHBIM [0 KpaiHel Mepe st
IposkskeBbix QN-O0raThIX IPUOHOB, TOCKOJIBKY BCE TPUOHBI, TIEPEUNCIEHHbIE B TAOIUIIE
1 (¢ BoamoxubiM uckioyenuem |[MCA™]), okazanuch 3aBucumbiMu or Hsp104, xoTst
tosko [PSTT] u [MCAY] uarnbupyiorest csepxmnpoaykitmeit Hsp104 (eMm. ccbinkm B Ta-
6amrie, u 0630pbl Rikhvanov et al., 2007; Romanova, Chernoff, 2009).

ITpu «pemapaiuu» nospeskaeHHbx GenkoB Hsp104 BsammozeiicTByer ¢ mamnepo-
namu cemeiicts Hsp70 u Hsp40 (Glover, Lindquist, 1998). Pa6otsr moeii (Allen et al.,

MoTepsn NG
P |I||H/X\I|||||

OtcyTcTBHE NN
HU3KWIA YPOBEHD
Hsp104

BocnpouseeaeHne
[PSH]
BosHuWKkHOBEHWE

OO oI
O Ceepxnpoaykuus Hopma.anbm
e [j

Sup35es* Sup3b sup35P5\+ YpoBeHb

Hsp104

.

Beicokuii ypoBeHb

Motepa [FSi]

Puc. 4. «;Kusnennpiii uuki» npuona [PSI*] u poss manepora Hsp104. Ha pucynke nuzo6paskeHsl
COBPEMEHHBIE TTPE/ICTABJIEHUS O BOSHUKHOBEHUH, BOCIIPOM3BEIEHUH U TOTEPE TIPUOHOBOI 130-
dopmsi 6esika Sup35 ([PSIT]) B kieTkax AposKKeii-caxapoOMHIIETOB, 1 O poJiu anepona Hsp104
B 9TUX npoleccax. bosee moapo6HO CM.:

Rikhvanov et al., 2007; Romanova, Chernoff, 2009
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2005; Chernoff et al., 1999; Newnam et al., 1999) u apyrux (cm. 0630psi Rikhvanov et al.,
2007; Romanova, Chernoft, 2009) nabopaTopuii mokasaiu, 4To IPeACTAaBUTEIH ITUX HKe
cemelicTB B3anmozeiictByior ¢ Hsp104 u B mporiecce BoctpousBesiennst mpuoHos. [lo-
Ka3aTeJIbHO, UYTO «PEILINKAIUST> IPHOHOB OCYIIECTBIISIETCS] TEMU JKe IallePOHAMM, KOTO-
pble OTBEYAIOT 32 «PEapainios OEJIKOB, MOBPEKIAEHHBIX TIPH CTPECCOBBIX BO3/EHCTBUSIX.
Hamwu pammbie Takske 1mMpojeMOHCTPUPOBAIN, YTO IOMUMO IHATIEPOHOB, ITPOIECCH BO3-
HUKHOBEHUS U TOJIEPKAaHUS TPUOHOB MOYJIUPYIOTCS IIUTOCKEJIETHBIMUA CTPYKTYPaMH
(Bailleul et al., 1999; Ganusova et al., 2006) u yOUKBUTHHOBOII CHCTEMOM, BOBJICYEHHOI
B gerpaganuio 6enkos (Allen et al., 2007).

Buosornueckas posib IPUOHOB U IPYTUX aMJIOUIOB

[IproHOBBIE GEIKU APOKIKEH BOBJICUECHBI B PA3IMUYHBIC KICTOYHBIE (DYHKIUE (CM.
tabu. 1) 1 He 06HAPYKUBAIOT TOMOJIOTUH JPYT ¢ ApyroM. He sicHo, siBysieTest Jin UX crio-
cOGHOCTD 0OPA30BBIBATH MTPUOHBI MATOJOTUEN WM BBITIOJHSET TO3UTUBHYIO OMOJIOTH-
yeckyio pynkuuio. Xors npuonsl [PSIT] and [URE3] naiizenbl B G0JIbIIOM KOJUYECTBE
JIADOPATOPHBIX MITAMMOB JIPOKKENH-CaXapOMUIIETOB, B MIPUPOAHBIX U WHIYCTPUATBHBIX
mramMmmax ouu oOHapyskenbl He Oblin (Chernoff et al.,, 2000; Nakayashiki et al., 2005;
Resende et al., 2003), uTo ckopee CBUAETEIBCTBYET B [0JIb3Y IaTOJOTHYECKOTO ahdekra
aTux npronoB. Oauako proH Rnql 611 06HAPYIKEH B HEKOTOPHIX HHYCTPUATBHBIX U
npuponubix (knananuecknx) usonsarax (Nakayashiki et al., 2005; Resende et al., 2003).
CucreMaTuyecKuii TOUCK OCTANBHBIX TPUOHOB TIOKA HE TIPOBOIUIICH, TIOATOMY BOTIPOC 00
WX PACIIPOCTPAHEHUN OCTAETCS OTKPBITHIM.

B paborax sabopatopun JIMHAKBUCT ObLIa MpeJIOKeHa TUIIOTe3a, PacCMaTpUBa-
fotast mpuoH [PST'] kak dakrop, CoCOOHbII 1eMacKUPOBATh CKPHITYI0 H3MEHUHBOCTD
(HampuMep, TeHbI, IPEePBAHHbBIE HOHCEHC-MYTAIUSIMI) UM TeHePHPOBATh HOBOE PAa3HO-
o6pasue (6enKy ¢ 106aBICHHBIMU «XBOCTAMHU») 34 CYET MPOYTEHUS TPAHCIISIIMOHHBIX
TEPMUHATOPOB BCJIE/ICTBUE HapyllieHust (GyHKIMU Geika B TEPMUHAIUU TPAHCIISIITUN
(True, Lindquist, 2000; True et al., 2004). TTo MHEHUIO AaBTOPOB, 3TO MOKET HPUBOJIUTH
K PACIIUPEHUIO CIIEKTPA M3MEHYUBOCTH, YTO B CBOIO OYE€PEb, IPEIOCTABJISIET [OIIOJI-
HUTEJIBHBIN MaTepuas JIJIs 9BOJIONNN W aJalTAll B AKCTPEMAJIBHBIX YCJIOBUAX. JTa
IUIIOTE3a B OCHOBHBIX MYHKTAX TOBTOPSIET MPEACTABJICHUST 00 9BOJIOIMOHHON POJI He-
OJIHO3HAYHOCTH TPAHCJIAIMN, 0OCy KaaBiecss B paborax Mure-BeutomoBa (cM. Hamp.:
Wure-Beutomos u zp., 1994), HO B mpuMeHeHNN KOHKPETHO K npuony. [IpsimMbie moka-
3aTeJIbCTBA ATON IMIIOTE3bI [TOKA OTCYTCTBYIOT: XOTst [PSIT| MOKET UMETDh ITO3UTUBHBIN
addeKT HA BBIKMBAHWE HEKOTOPBIX JAOOPATOPHBIX IMITAMMOB JPOKIKENR B OMpPeEIeeH-
HBIX YCJIOBUSIX, 9TOT 9(P(hEKT 3aBUCUT OT TEHOTUIIA 1, BO3MOIKHO, OIIPEIEJISIETCS TEM, YTO
JIAbOPATOPHBIE IITAMMBI, MPOIIE/IIINE YePe3 MHOKECTBEHHbBIE IIUKJIbI MyTarcHesa, Ha-
KOTIMJIM MyTalu, cynpeccupyempie [PSIF]. Janubie o Tom uto [PSIT| Biusier Ha npo-
rpaMMHPOBAaHHOE U3MEHEHIe paMKK CUUThIBaHus B reHe anTusnma (Namy et al., 2008),
PETYIMPYIONIEro GHOCUHTE3 TTOJMAMIHOB, TOXKE He JOKAa3bIBAIOT €T0 a/AlTHBHON POJIH
(cm. Chernof, 2008). B mo6om ciryyae runoresa JIMHAKBUCT IPUMEHNMA UCKIIOYITEIb-
HO K [PSI*] 1 He 00bsacHsIeT OMOJIOrMIeCKON POJIM APYTUX IPUOHOB.

C apyroii cTOPOHbI, B [IOCJIe/IHee BPEMS CTAIH MOSIBJSATHCS JAHHbIE O HE TOJIbKO T1a-
TOJIOTHYECKUX, HO ¥ MO3UTUBHBIX OUOJOTHYeCKUX a(heKTax HEMPUOHOBBIX aMUJIOU/IOB
(em. 0630p Inge-Vechtomov et al., 2007). TTokazaHo, 4TO aMHUJIOU MOJKET 3al[UIIATh
pbiGbIo UKpy oT Bhickixanust (Podrabsky et al., 2001), BbimosssaTh posb ckaddoaa mpu
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CUHTE3¢ KOBAJICHTHBIX MTOJMMEPOB, HAllpUMep MeTaHuHa, y miekoruraommx (Fowler
et al., 2006) 1 obecrieunBaTh KOHTAKThI MEKAY KJIeTKaMu (Harpumep, pu (hopMupoBa-
HuY 6MO(MUIBMOB) WK KJIETOK ¢ cyOcTpaToM y Mukpoopranuamos (cm.: Gebbink et al.,
2005; Wang, Chapman, 2008). CekpeTupyemMblie FOPMOHBI MHOT/Ia XPAHATCS B KJIETKaX B
amutougnoM cocrosauu (Maji et al., 2009). Xopolo u3BeCcTHBIM IPUMEPOM GHUOIOTIYE-
cKku (M TEXHOJIOTUYECKH ) UCTIOJIb3YEMBIX aMUIOUIOTIONOOHBIX CTPYKTYP SIBJISIETCS TIEJTK
(Romer, Scheibel, 2008). HexaBuss pa6ora saboparopun 9. Kanzgena (Si et al., 2010)
[IPOJIEMOHCTPUPOBaJIa, YT0 (POPMUPOBaHIE AMUJIOUIONOAOOHBIX CTPYKTYP CBSI3BAHO C
naMsThio y Mosrocka Aplysia. Tlocnennee HaboneHe HanboJiee HHTEPECHO, TOTOMY
YTO TI0 CAMOMY TIPHHITUITY CBOETO 00PA30BAHUS aMUJIOHM/IBI KaK OBl SIBJISIOTCS «MaTITH-
HaMU» MOJIEKYJISIPHON mamMsatu (HeoGpaTiMoe WIIH TPYAHOOOPAaTMOe U3MEHEHVE KOH-
dopmaruu kak 6b1 GUKCUPYET U MOMHUT TIpesKHee Bo3zeiicTBue). HacieoBanue apox-
JKEBBIX TMPUOHOB TOXKE MOKHO TPAKTOBATH B OOIIEM BUE KaK MOJEKYJSAPHYIO MaMSITh,
COXPAHSIONIYIOCS B PS/IY KJIETOUHBIX TOKOJIEHUI.

BuyTpukeTouHble 06paszoBaHust, UMEIIE (DYHKITMOHATBHYO UK TPOTEKTHBHYIO
POJIb, B YaCTHOCTH cTpeccoBbie TpanyJbl (cM.: Anderson, Kedersha, 2009), Takske BKJIO-
AT aMIJIOUA0TOA06HBIE OEJIKH, KOHTPOJUPYOIINe 00pasoBaHue STUX CTPYKTYp. Panee
s (Chernoft, 2007b) BbicKasbIBaI THIIOTE3Y, MIPEANOJIATAIONIYIO, YTO APOKIKEBBIE TPUOHBI
MOTYT 06Pa30BBIBATHCS KaK «COPOCHI» ¢ KOHBEHepa, MpeIHasHAueHHOTO JIJist POPMHUPOBa-
HUSI 32U THBIX KOMILIEKCOB, TPEAOXPAHSIONINX OEJIKU OT PAa3pyIIeHUs TP HEGIArOTIPH-
SITHBIX yes10BustX. OOBIYHO TaKIe KOMILJIEKCHI OOPATHMBI U «Pa3OupaloTCst» IanepoOHaMU
[OCJie BO3BPAIIEHNST B HOPMAJIbHbIE YCJIOBHS, HO TIPU 0OPa30BAHUN CJUIIKOM YCTONUM-
BOIT (hopMBbI (IIPHOHA) IIATIEPOH HE MOKET PasOUTh KOMILIEKC Ha MOHOMEPBI 1 TAKUM 00-
Pa3oM TOJIBKO CTUMYJIUPYET €ro «PEeIIKAInioy>. JelicTBUTEIhHO, MHOTHE CTPECCOBBIE
BO3/IEIICTBYS TOBBIIIAIOT YACTOTY BO3HUKHOBeHUs npuoHa [PSTT] (ecm. Hanp., Tyedmers
et al., 2008), a muTepHOE XpaHEHME [IPU MOHUKEHHOI TeMIlepaType WHAYLUpPyeT 00-
pasoBaHue 1 HeKOTOpbIX Apyrux npuonos (cm.: Chernoff, 2007b; Derkatch et al., 2000;
Wickner, Chernoft, 1999).

B o61iieM Bujie IPUOH MOXKHO PACCMATPUBATDH KaK «<MYTaHT, HACJIE/LyeMbIN Ha OeJIKO-
BoM yposte (cm.: Chernoft, 2001). CooTBeTcTBEHHO, BO3MOKHBI OEJIKOBBIE MYTAHTHI KaK
C HETaTUBHBIMH, TaK ¥ C TO3UTHBHBIME OUOJIOTHYeCKIME addektamu. [laske HeraTUBHbBIE
a(deKThl OEJIKOBBIX MyTaHTOB MOTYT MI'PaTh CYIIECTBEHHYIO POJIb B 9BOJIOIMI. MHOTHE
(ecsm He Bee) Gesku crocoGHbI (POPMUPOBATH AMUJIOUBI 72 VitT0, B CBS3K C YeM ObLIO Bbi-
CKa3aHO MPEMONOKEHNE, YTO aMUJIOU TIPEICTABISACT OIHY U3 JPEBHEHITNX GETKOBBIX
kondopmarmii (cM. Stefani, Dobson, 2003), cyiiecTBoBaBILYIO, BOSMOKHO, €Ille B TOKJIe-
TOUYHYIO ATIOXY, KOT/Ia GeJIKU He GBI TPe0XPAaHeHbl KOMIIapTMEHTaIU3aIeli ot Hebaaro-
MPUSTHBIX YCJIOBUH MPeOHOTHYECKOTO OyibOHA. B 9TOM cirydae paibHENIast SBOTIOIUST
6eIKOB MOTJIa B 3HAUMTEJBHOM CTETIEHU HAMPABJISATHCSI HEOOXOAMMOCTBIO OTPAHIUYEHUST
AMUJIONIOTEHHOTO TTOTEHITHAJIA B YCIOBUSAX KJIETKI. Besku, coXpaHUBIITE CIIOCOOHOCTD 00-
Pa30BBIBATh U BOCIIPOU3BOIUTH AMUJIOUIBI B KJIETOUHBIX YCJIOBUSIX, BOBMOKHO, COXPAHIIIN
€€ IMEHHO TIOTOMY, 4TO 9Ta CIOCOOHOCTH MOJKET UTPATh TTO3UTHBHYIO GHOJIOTUYECKYIO POJb.
Bouiee Toro, aMuionzibl caMu criocoGHbI 06Pa3oBbIBATE MEMOPAHOIIOAOOHBIE CTPYKTYPBI, 4TO
JleJIaeT BOBMOKHBIM UX YUACTHE B BOSHUKHOBEHUH U 9BOJIIOIUU CAMOTO IIPOIIECCA KOMITAPT-
MeHTaJIM3alK elle 10 HosgBieHus annuanbix MemOopan (cm.: Chernoff, 2004).

ITo kpaiineii mepe, y rpuba Podospora ipuon | Het-s] onipeesieHHO BbIIIOJIHSET aall-
TUBHYO (DYHKIIIO GJIaroiapst CBOEMY YYACTHIO B KOHTPOJIE IIUTOIIA3MATHIECKON HECO-
BMectuMocTH (cM.: Saupe, 2007). ponust cocTout B TOM, 4TO 9Ta QYHKINS JOCTUTACTCS

87



10. O. Yepnos

Yyepes IeCTPYKTUBHOE BO3/IeiicTBIE (ITPU KOHTAKTE) Ha MUTIEJUINI, HE COIEPIKATIUIN TTIPU-
oHa. O6uJIME PerysiTOPHBIX OEITKOB CPEIH APOKKEBIX TTPHOHOB (Tabur. 1) Takke cBuUIE-
TeJIbCTBYET B [10JIb3Y BO3MOKHBIX Il THBHBIX 9((eKTOB IIPUOHOB Y Aposkskeil. B 1emom
MBI HAXOJIUMCSI TOJIbKO B CAMOM Hayajie Iy TH, U B OTHOMIEHUN GUOTIOTHYECKUX 3(h(HEKTOB
[PUOHOB MOYKHO CMEJIO YTBEPIK/IATh, YTO HAM BUJ[HA TOJILKO BepIiiHa aiichepra, pasMepbl
KOTOPOTO HA CETOIHS HEBO3MOKHO OIIPEEJIUTD.

JIpyrue npuMepsl 6€JIKOBOM U/WiIHM CTPYKTYPHOM HACJIEICTBEHHOCTH

[TproHbI aMUTONTHOTO TUTIA HE SIBASIOTCS €ITMHCTBCHHBIM TTPUMEPOM HACJIE/ICTBEH-
HOCTH, KOHTPOJIIPYeMOIl He Ha YPOBHE IIOCJIe[0BATEIBHOCTEH HYKIENHOBBIX KHCJOT.
CaMOaKTHBUPYIOIIIE KOBAJIEHTHBIE MOANGDUKAINI GEITKOB TOKE B MPUHITUAIIE MOTYT Ha-
cienoBaTbest. Tor ke YUKHep MOKa3al, IIPaB/ia B ICKYCCTBEHHO CO3/[AaHHOI 9KCIIePIMEH-
TaJLHOI CUCTEME, UTO BaKyOJISIPHASI IIPOTEA3a JAPOKIKEN, KOTOPask PACIIEisieT camy ce0st
U TEM CaMbIM aKTHBHPYET COOCTBEHHYIO TIPOTEOJUTUIECKYIO AKTHBHOCTD, MOKET, TAKIM
06pa3oMm, ToKe KOHTPOJUPOBATh TIPU3HAK, HAcJeLyeMblil Ha OesikoBoM yposHe (Roberts,
Wickner, 2003). Vcxoas U3 paciimpuTebHOTO TOJKOBAHUST IPUOHA KaK MWHOEKIHOH-
HOro (MJIM HacjieyeMoro) Oejika, OH OTHEC 9TO SIBJICHHE TaKKe K MPHOHAM, YTO BHOCHT
HEKOTOPYIO HEOJHO3HAYHOCTh B TepMUHOJOTrUI0. HaciemxyeMplii caMoaKTUBUPYIOIINIA-
cs1 GeJIKOBBIN Kackajl, BKIIOYAoNiil KIHA3Y, BbIsBIEH Takke B paborax @. Cunapa Ha
Podospora anserina (Kicka et al., 2006).

[pyroii mpuMep CTPYKTYPHOU HACJIEOBAHHOCTH, TaK HA3bIBAEMBIN ITUTOTAKCUC, WU
HacJIeZIOBaHUEe TIOBEPXHOCTHBIX CTPYKTYP y WH(DYy30pwii, m3BecteH ere ¢ 1960-x rr. (cm.:
Beisson, 2008). B aTom carydae B poi CTPYKTYPHOI «MaTPUTIBI» BBICTYTIAET TETBII KOM-
MIJIEKC TIOBEPXHOCTHBIX CTPYKTYP. MOJIEKYJISPHBIN MEXaHU3M 9TOTO (heHOMEHA /10 CUX
IOP HETOJHOCTHIO pactmdpoBal. Boobie BHY TPUKIETOUHbBIE CTPYKTYPbI TIPH JIEJICHUH,
KaK MpaBuiio, (GOPMUPYIOTCA U3 TIPELUIECTBYIONIUX CTPYKTYP, COXPAHsIS TAKKM 00pa3oM
IIPEeeMCTBEHHOCTb B PsIJIy MTOKOJIeHU. B kakoil Mepe aTa 1peeMcTBEHHOCTb HOCUT Ma-
TPUYHBIN XapakTep (TO eCTh OMPEEIISIOT JI OCOOEHHOCTH MATEPUHCKOMN CTPYKTYPBHI Ha-
PSAMYI0 0COOEHHOCTH I0YEPHEH CTPYKTYPHI ), HA CETOIHST OCTAETCST OTKPBITHIM BOITPOCOM.
VHTEepeCHBIM TPUMEPOM SIBJISIETCS IIEHTPOCOMA, KOTOPast TPY MUTO3€ OOBITHO BO3HIKAET
MyTeM JIEIEHUsT TIPECYIECTBYIOMEN TIEHTPOCOMBL. JITnTebHOE BpeMst 06CYKIAICS BO-
IPOC O BO3MOKHOCTH MTPSIMOTO HACTIEAOBAHNST XapaKTePUCTUK IIeHTPocoMbl (eM.: Wilson,
2008). B rocsieinee BpeMs HHTEPEC K 9TOMY BOTIPOCY YMEHBIITNJICS B CBSI3U C IEMOHCTPA-
1ueit Toro hakTa, 4To IeHTPUOJIU, KJII0UeBble KOMIIOHEHTHI IIEHTPOCOM, MOTYT (hopMupo-
BaThCST 3aHOBO MIPU CBEPXIPOAYKInN ux KoMmmoHeHToB (Rodrigues-Martins et al., 2007).
O/HaKo cemyeT OTMETUTD, 9TO U JPOKIKEBBIE TIPUOHBI MOTYT (hOPMUPOBATHCS 3aHOBO
[IPU CBEPXIPOAYKIIH TIPHOHO0GPasyroliero Oeika, Kak ObljIo orucaHo Boiire. Takum 06-
pasoM, BO3MOKHOCTb (DOPMUPOBAHUS IIEHTPUOJN 3aHOBO B MCKJIIOYUTETBHBIX CAYIAsIX
He MCKJII0YAeT BO3MOKHOCTH TOTO, YTO B HOPMAJIbHBIX YCJIOBHSX INPEACYIIECTBYONIAs
IEHTPHOJIb MOJKET UTPATh POJIb CTPYKTYPHON MATPUILBI /17151 (DOPMUPOBAHUST HOBOIL.

3akiaoueHue

[la mpocTAT MHe 3KCKYyPC B IUATEKTUKY, 3HAKOMYIO (M He BCer/a MUJIYIO) Hallle-
MY TIOKOJIEHHTO CO CTYZIEHUECKUX JIET, HO HayKa JeHCTBUTEIHHO YaCTO Pa3BUBAETCS 110
CIMpasu, ¥ HOBOE MOJKET HECTH B cebe 4epThl XOPOIIo 3a6bITOTo cTaporo. JloctatouHo
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B3TJITHYTH Ha Mojiesb TeMMapueB [aake (puc. 1) m coBpeMeHHYIO MO/IesTb HyKJIenpo-
BaHHOH TOJIMMEPHU3AIMK TPUOHOB (pHcC. 2), YTOObI YOEAUTHCS, YTO OHM ITOCTPOEHBI Ha
OIHMX M TeX ke 0a30BBIX IMPUHIUIIAX, IIPU KOTOPBIX CTPYKTYPa UIPaeT POJb MaTpH-
(bl TIpY 0OPa30BaHKKM HOBOH CTPYKTYPbI ¥ KOH(MOPMAI[MOHHbIE M3MEHUSI KOMILIEKCa
U COCTaBJISIONINX €r0 KOMIIOHEHTOB B3aUMOOTIPEENSIOT APYT APyra. ITO OTKPHIBAET
U TEOPETUYECKYI0 BO3MOMKHOCTb [JIsI HACJAEJOBaHUS HEKOTOPHIX OJaronpuobpereH-
HBIX MTPU3HAKOB 10 JAMapKUCTCKOMY THILY, Yepe3 aJeKBaTHOe N3MeHEHUe CTPYKTYp-
HBIX MATPUIL, XOTSI IPSIMbIE JIOKA3aTeJIbCTBA TAKOTO IIPOIlECca HA CETOIHS He TOJTyYeHbI
(cm.: Chernoft, 2001). Boasee Toro, HHGEKIIMOHHBINA XapakTep MIPUOHOB JeJaeT Teope-
TUYECKU BO3MOSKHBIM U CYIIIECTBOBAHUE IADBUHOBCKUX TEMMYJI-IIAHI€HOB, Tiepe/iaBae-
MBIX OT COMAaTHYeCKUX B 3aPOJIbIIIIEBbIE KIETKHU.

Xots BKIa OEJIKOBON U CTPYKTYPHOI HACJIEACTBEHHOCTH B 3BJIIOLUIO TI0KA ellle He-
BO3MO’KHO TOYHO UBMEPUTD, PACTYIIEE YHCJIO TPUMEPOB YKA3bIBAET, UTO TOT BKJIAJ MOKET
OKa3aThCsl OYEHb 3HAYNTEJNbHBIM. HEBO3MOKHO TIPEACTABUTD, YTO SIBJEHUS CTPYKTYPHOI
HACJIEACTBEHHOCTH CBOMCTBEHHBI TOJIBKO IPpOaM 1 IIPOCTEHIIIM, XOTs OBl 1 IIOTOMY, 9TO
MepBbIil TpuMep MHMEKIIMOHHOTO MPHOHA 00HAPYsKeH Kak pa3 y muekoruTtaonmx. CKo-
pee, Xopolasi TeHeTHYECKasT U3YUYEHHOCTD JIPOKIKEN-CaXapOMUIIETOB MTO3BOJINITA BBISIBUTh
U Uccae[oBaTh (PeHOMEH, KOTOPBIiA, TOYTH HECOMHEHHO, UMEET IIMPOKOE PacIpocTpaHe-
uue. Ecau Tak, To, 10 BCell BUAMMOCTH, Ha KAKOM-TO 3Talle MbI JOJUKHBI OyeM IIPU3HATE,
4TO IIpouTeHue rnocsienosarenbHoctu JJHK B ipuniiiie ne MoKeT 1peoCTaBUTh BCIO MH-
bopmario, HeOOXOAMMYIO s BOCIIPOU3BEeH!s (DeHOTHIIA OPraHU3Ma M YTO KJIOHHPO-
BaHMe )KUBOTHBIX UJIM YeJI0OBEKA He 00513aTeIbHO BOCIIPOU3BOAUT IIOJHOCTHIO MAEHTUYHBIX
unuBuyymoB. [IpoiineT BpeMs, 1oKa OlbsHEHHbIE YCIIEXaMU FTeHOMUKU UCCJIeI0BATENN
0CO3HAIT HEOGXOAUMOCTH PACIIA(POBKH CTPYKTYPHOTO KOJIa B JIOTIOJHEHIE K KO TI0-
cregoBaresbrocTeil. Ho yike ceifuac MOKHO 3aKJIFOUNTh, YTO ITOTO He U30ekKaTh.
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Protein-Based Inheritance and Evolution
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Charles Darwin and his followers thought that small particles (gemmules or gems)
assembled into the larger structures serve as carriers of heritable information. Recently
accumulated data indeed show that structural “templates” of protein nature play an
important role in inheritance. An example of structural templates is provided by amyloid-
based prions, that manifest themselves as infectious agents of neurodegenerative diseases
in mammals and heritable determinants in yeast and other fungi. Amyloids are non-
covalent B-rich fibrous protein polymers, reproduced via nucleated polymerization.
Chaperone machinery of protein assembly/disassembly and stress defense controls prion
propagation. There are also other systems of structural inheritance, such as “templated”
assembly of the surface structures in Protozoa. These data point to the potential role of
the direct continuity of protein-based structures in evolution.
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BO3HUKHOBEHWE HOBbIX BENKOB 3A CYET JYIIMKALUA TEHOB
I'. A. ’Kypasnesa

Kadenpa renervku u cenexinn CankT-ITeTepOyprekoro rocyIapcTBEHHOTO YHUBEPCUTETA
Canxr-IlerepOypr, Poccus: zhouravleva@rambler.ru

JlynuiMkaiuy reHoB UrpaioT JOMUHUPYIOIIYIO POJIb B CO3IaHIK HOBBIX reHoB. O61enpu-
3HAHHO, YTO JIJIsT 9BOJIOIIH HG0JIee BasKHA Ay IJIMKAIINSI TEHOMA, a HE OTAEIbHBIX €TI0 YacTel,
TaK KaK B TIOCJIETHEM CTydae BO3SMOKHO BOSHUKHOBEHHE PETYJISATOPHOTO Anchananca ns-
32 YACTUYHOI Iy TJINKAIINN PETYJISITOPHBIX 3JIEMEHTOB reHoMa. VI3BeCTHO, 4TO TTOJIUIIIION-
JIU3AIUU TeHOMA TIPOUCXO/IUIIN HA MPOTSIKEHUN IBOIIOIUOHHON NUCTOPUM BCEX YEThIPEX
AYKaPUOTHYECKUX T[APCTB: PACTEHNUH, KUBOTHBIX, TpOOB U mpotuct. CoxpaHnenne ay-
[JIMIMPOBAHHBIX KOIMH B 9BOJIIOIIMU MOKET 00ECIIeUMBATHCS OJHUM MX TPEX MPOLECCOB:
1) HeodyHKIMOHANU3aKell; 2) cybbdyHKIMOoHaMM3anuel; 3) koncepsaiueid. OxHuM U3
BapUAHTOB HEO(DYHKIIMOHATIU3AIMHU SIBJISIETCS OOPa30BaHUE «XUMEPHbBIX», UJIH CJIUTHbIX,
reHoB. B 06001eHHOM BHIE 9TOT MPOLECC U3BECTEH MMO/] Ha3BaHUeM OJIOYHBIX EPECTPOEK
TEHOB. DTO SBJIEHUE CTAHOBUTCS BO3MOKHBIM BCJIEACTBUE JAYIIMKAIIMM BCETO IreHa MJIN
€r0 YaCTH, TaK KaK JIUIIb B 3TOM CJy4yae OHO He MpHUBeJeT K HapYNIeHUIO (DyHKIINU KC-
XOJTHOTO TeHa. B HacTog1ee BpeMs BbIIEJISIIOT TPU TUIIA 9BOJIOIUU ceMelicTB reHoB. /[Ba
CaMBIX [IPOCTDIX TUIIA — AUBEPreHIINs U COrIacoBanHast aBo olu. [1pu TperbeM criocobe,
HA3BAaHHOM <«POJKIEHUE U CMEPTh F€HOB», KOMOMHUPYIOTCS TIEPBbIE [[Ba CIOCO0Aa.

Knrouegvie crosa: nynivkanys, AMBepreHiins, 9BOJIONN, TOTUIIONN3AIs, HeO(DYHK-
[HOHATN3AINST, CYODYHKIIMOHAT3AITHSL.

1. Poap pymimkanuii B 9BOIIOIUA

Yapsibs JJapBun 3HaMeHUT CBOUM BKJIA/IOM B pa3BUTHE 9BOJIOIMOHHON Teopuu. I'o-
paszio MeHee M3BECTEH TOT (GaKT, UTO OH OBLT TaKiKe XOPOITUM GOTAHUKOM U HATIHCAT
HECKOJIBKO KHMT, IIOCBSIIIEHHBIX I[BETKOBBIM pacTeHUsM. Dyjiyun uyecTHBIM ydeHBIM,
JlapBUH He CKPBIBAJI CBOEH HECTTOCOOHOCTH OOBSICHUTH BHE3AITHOE TTOSBJIEHIE U OBICTPOE
pacrpocTpaHeHre TOKPBITOCEMEHHbBIX PACTEHUI ¢ TOYKU 3PEHUS TEOPUU HBOJIIOIUH, Ha-
3bIBast 9TO SIBJICHUE «OTBPATUTEIbHON TaitHoW» (abominable mystery). OguumM u3 Bo3-
MOSKHBIX 00bsICHEeHMI 3araiky, BotHoBasneil U. lapsuna, MOKeT ObITh TO, YTO B HaYale
JIUBEPTEHITIN TOKPBHITOCEMEHHBIX MTPOU30IIIIO HECKOJIBKO MOCAEA0BATEIBHBIX AYTIINKA-
1[I TEHOMA WX JIPEBHETO MPEITECTBEHHUKA, YTO U TIO3BOJIMJIO BHOBb BO3HUKABIIINM Ba-
puaHTaMm ObICTPO HaKaILIMBaTh M3MeHeHus 1 ausepruposarhb (Cui et al., 2006).

[Ipennonoskerus o0 BO3MOKHOU POJIU IYIJIUKAINI TeHOB B 9BOJIOIUN CYII[ECTBOBA-
s eme B 1930-e rr. (Sturtevant, 1925; Haldane, 1932; Muller, 1936; Lewis, 1951). Ho
JIIIb OYPHOE PA3BUTHE METOJIOB MOJIEKYJISIPHOI GUOIOTMHU TO3BOJIUIIO UAECHTU(DUIIUPO-
BaTh MHOTOUMCJCHHBIE TTOBTOPSIONINECS TTOCIE0BATEIHHOCTH, TTOKA3aBIINE BBICOKYIO
YacTOTY MyIIMKAIMil rTeHOB B aBoJionuu. Ha ocrose atux ganubix C. Ono (Ohno, 1970)
BBIJIBIHYJI ITPEITOTIOKEHIE O TOM, UTO IYILINKAIUS TEHOB — €IMHCTBEHHBIN CITOCO0 BO3-
HUKHOBEHUS HOBBIX I'€HOB.

NsBectrs! pazsmunbie Tunbt gymmmkanuil JJTHK, ato 1) gymimkarms vactu rena (nim
BHYTPEHHSS IyTITUKAINSA); 2) AYTJINKAIAS OJTHOTO TeHa; 3) AYTJIMKAINAS YaCTH XPOMO-
COMBI; 4) MYIUTMKAIMS BCEH XPOMOCOMBI; 5) AYIUIMKAIUS T€HOMA, MW MOJUTLIIOU/IUSL.
[TepBbie yeThIpe THIA AYIUIMKAIMI HHOTAA 0ObeAMHSIOT o/ TepMuHOM “SSD” (smaller

95



I'. A. 2Kypasnesa

scale duplication) (Davis, Petrov, 2005). /I[pyrue aBTOpbI TIPE/IaTatOT TEPMIH «ITapajio-
roH» (IIPOM3BOIHOE OT MAPAJIOT) JIJIS TIPOTSKEHHBIX AYTITUITIPOBAHHBIX YYaCTKOB, CO-
nepsKkanmx mapasiory, sogas TepMud SGD (single gene duplication) ansa mymimkanmii
oraenbubix redos (Durand. Hoberman, 2006). JIynmkanuu Beero renoMa 0603Ha4aior
kak “WGD” (whole genome duplication) (Davis, Petrov, 2005). C Touku spenus C. Ono,
JUISA DBOJIONUK oJiee BasKHa JYTUIMKAIUS TEHOMA, a He OTAEIbHbBIX €ro 4acTeil, Tak KaK
B TIOCJIE[THEM CJTydae BO3MOKHO BOZHUKHOBEHHE PETYJISITOPHOTO jncOaiaHca M3-3a Ya-
CTUYHOM IYTUTUKAI[NE PETYJISTOPHBIX TEHOB /1 aeMeHToB reHoma (Ohno, 1970).

2. BHyTpeHHHe qyIIMKanuu

[TpeamoxReHo HECKOIBKO MEXaHU3MOB YCOBEPIIEHCTBOBAHUSA (YHKIHHA GETKOB U
co3IaHus HOBBIX GYHKIM. OIHUM M3 TAKUX MEXAaHU3MOB SIBJISTIOTCSI BHyTpeHHIE (da-
CTUYHBIE ) IYTIJINKAIUY TEHOB, UTPAIOIINE BAsKHYIO POJIb B YBeJIHUEHNH (DYHKIINOHATBHOI
cnoxkuocTu renoB B aBomonuu (Li, 1997). Cunraercs, 4to Takue AYIJIMKAIIUKA CITPATIN
KJIIOUEBYIO POJIb B BOHUKHOBEHHUU CJIOKHBIX TeHOB. MHOTHE GEIKI COBPEMEHHBIX Opra-
HU3MOB OOHAPYKUBAIOT BHYTPEHHUE TOBTOPHI aMHHOKHUCJIOTHBIX MOC/IEI0BATEBHOCTEN
(Tabs. 1), 1 9T MOBTOPBI YACTO COOTBETCTBYIOT (hYHKITMOHAIBHBIM MU CTPYKTYPHBIM
moMeHaM GelKoB. DTH JaHHbIe TTO3BOJIMIIN MPEATTOM0KUTD, YTO TEHBI, KOAUPYIOIIHe 9TH
Gesiku, 006pasoBaIKCh 3a cueT BHyTpeHHuX aymaukanuil (Lavorgna et al., 2001). Buy-
TPEHHUE JYTIUKAIMN 00eCTIeYnBaIOT yydlieHue yHKIiA Geka 3a CUeT YBeJnYeHs
YKCTa AKTUBHBIX CAWTOB, MPUOOPETEHUS JOTIOJHUTETbHON (DYHKIMU 32 CUET MOJH-
(dbukanuu u36HITOYHOrO YYACTKA, a TAKXKe ydacTHst B GJIOYHBIX TepecTpoiikax. MHoro-
YUCJIeHHbIe AHHbIE O POJIM BHYTPUTEHHBIX AYILUINKAINN HA PAHHUX JTAMAX dBOJIONUN
GeTKOB MOTYYEHbI TPU CPABHUTEIHHOM aHAJIM3e CEKBEHNPOBAHHBIX reHoMoB (Marcotte
et al.,, 1999; Lavorgna et al., 2001; Conant, Wagner, 2005; Chen et al., 2007). B ciyuae
(bukcarum IyTmIMKaIil B X0/1€ 9BOJIONWH B AYTITUITUPOBAHHBIX YUACTKAX MOTJIO MTPOKUC-
XOJINTH HAKOIIJIEHNE MYTAIWH, YTO COCOOCTBOBAJIO AUBEPTEHIINN MTOBTOPEHHBIX (hpar-
MeHTOB. [T09TOMY B COBPEMEHHBIX aMIUHOKUCIOTHBIX TIOCIEI0BATEILHOCTSIX MOTYT OBITH
0GHAPYIKEHbI TOJBKO CJE/bI AYIIMKAIMN B BUIE HECOBEPIIEHHBIX TTOBTOPOB (Tabr. 1).
IyKapuoTHyeckre HEIKM XapaKTepu3yIoTcst GOMBITUM YHUCIOM TIOBTOPOB MO CPABHEHUIO
¢ npokapuornueckumu (Marcotte et al., 1999; Chen et al., 2007).

Tabnuuya 1

BuyTpeHHue IyIUIMKAIMA IPUBENH K TOSBJIEHHIO 0€JIKOB YeJ0BeKa
C TIOBTOPSIONMMHCS CTPYKTYPHBIMH lOMeHaMu |

Pasmep | IloBrop | Ymcio Tponent
Benku HAEHTHYHOCTH
(ak) (ax) |moBTOpPOB

B IIOBTOpE
B-TiMKompoTenH 474 91 5 96
DubponexTrH 2324 40 12 21
l'ekcoknHasza 917 447 2 97
Penenrrop uHTepIieiiknHa-2 251 68 2 54
VmmyHornoOysius y (C-06acTh) 329 108 3 98

! Nerounux: Li, 1997.
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3. lynimkanuu reHomMa

JIpeBHME MOUIIIONIU3AIINY BCETO TeHOMa GbIIN TPOAHATU3UPOBAHBI BO BCEX UEThI-
PEX 9YKAPUOTHUECKUX [TAPCTBAX: PACTEHUI, JKUBOTHBIX, TPUOOB 1 TIPOTUCT. BO BCex aTux
CJTydasix J10JisI TEHOB, COXPAHUBIIUXCS B BUJIE AYIUIMIINPOBAHHBIX KOMUI, BAPHUPYET OT
10 mo 50 % wu uale BCcero KOppeJarpyeT O BPeMEHEM, MPOIIEIIEM ¢ MOMEHTA JIyTLIH-
karuu (Scannell et al., 2006). Tem He MeHee XapaKTE€PHBIM SIBJISIETCS TO, YTO Y MHOTHX
BUJIOB B BUJIE IyOIUKATOB COXPAHAIOTCS CXOAHbBIE (DYHKIIMOHATBHBIE KJIACCHI TEHOB.

W3BecTHO, 4TO y pacTeHUIl MYTIITHMKAIIS TeHOMA SBJISIETCS MIMPOKO PACIIPOCTPAHEH-
Hoit (Vision et al., 2000; Adams, Wendel, 2005) (puc. 1). O1ieHK# 4acTOThl BCTPEYaeMo-
CTH IIOJIMILJIOUIMK Y TIOKPBITOCEMEHHBIX BapbupyioT oT 30 10 80 %, u 0xoJ10 3 % cobbiTuii
BUZ006PazoBanus 00bACHAIOT 3a cueT Aymankanuil renoma (Otto, Whitton, 2000). Ta-
KuM 06pa3oM, BO3SMOKHO, 4TO MHOTHE (€CJIM He BCe) BBl PACTEHUI UMEIOT M0 Kpaii-
Heil Mepe OTHOTO TIOJMUTLIOUHOTO mpeaka. [Ipeamnoaraercst, 4To OOJIBITMHCTBO 9BAUKOT
(Eudicots) mpou3011110 OT APEBHEr0 TeKCATLION/IHOTO TIIPEIIeCTBEHHUKA € TOCIeAYIOINeit
TeTpalionau3anmeil B nekoropbix takconax (Jaillon et al., 2007). IIpu atom y Tomous
(Populus trichocarpa) w 6060BbIX IPOM30IILIA OfHA Takas TeTpartonausanus (Cannon
et al., 2006; Tuskan et al., 2006), B To Bpems kak y apabuporncuca — ase (Simillion et al.,
2002; Conant, Wagner, 2005), a y Bunorpaza — uu oxtoit (Jaillon et al., 2007).

Jlynnukarus Bcero reHoMa y Apoxikel S. cerevisiae mpuBesa K TIePBOHAYAIBHO-
My yBesmuennio yucsa reqos ot 5000 k 10 000, HO TOCAEAyIONINE TTOTEPU TTAPATIOTOB
[IPUBEJIN K COXPAHEHUIO Y COBPEMEHHBIX JIPOsKKEN-caXapoOMHIIETOB 0K0I0 5500 Gestok-
KOJMPYIONNX TeHoB, 13 KoTopbix 1102 dopmupyior 551 mapasornunyio mapy (Byrne,

Sorghum (copro)
L ) Saccharum (caxapHbIA TPOCTHUK)
4Q7 Zea (kykypysa)
1114 . -
e e ryZa (puc
§0-70 2645 o F

Triticum (nweHwuua)

Hordeum (A4MeHb)

_O_ Lycopersicon (Tomar)
225-300 L | Solanum (kapTodens)
4|:O Helianthus (nogconHe4YHWK)

Lactuca (naTyk)
35

Glycine (con)

Medicago (nouepHa)

1316 12 Gossypium (xnonok)

Arabidopsis (apabuaoncuc)
2&4@ E )_— Brassica (kanycTa)
Puc. 1. Tlpeanonaraembie cOObITHSE TIOJMUILIOUAN3ALNE (CEPble OBAJIbI) BO BPEMS HBOJIOLUY

HOKpPbITOCEMEeHHbIX. J[/inHa BeTBeil okasana He B macinrabe. [ludpbl cOOTBETCTBYIOT BpeMe-
HY (B MJIH. JIeT) ¢ MOMeHTa ayrmkann. Moaudunnposano ns (Adams, Wendel, 2005)
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Wolfe, 2005). Isist mapamoros, BosHukinux B pesyabrate WGD, B uects C. OHO ObLI TIpe-
JIOKEH CIIEIaIbHbIN TepMuH «oHoJorn» (ot “ohnologes™) (Wolfe, 2000).

O6HapysKeHue eCTeCTBEHHON MOMUTUIONIN3AINY SBIISIETCS CIOKHON 3aj1auei, 0co-
GEeHHO eci pedb UET O JpeBHeM cobbiTnn. HemasHue Mymimkaniu MoryT ObiTh 06Ha-
PYJKEHBI TIPU CpaBHEHUU GJIM3KOPOJACTBEHHBIX BUAOB, OJIMH U3 KOTOPBIX MPETEPIIE U-
[JTIOM/IU3AINIIO W TOATOMY COEPIKUT BABOE OOJIbIIIE XPOMOCOM T10 CPABHEHUIO C JIPYTHM,
KOTOPBII He AUILIONAN3UPOBaJIcd. B yacTHOCTH, cpaBHeHue reHoMoB Ashbya gossypii u
S. cerevisiae MO3BOJIMIIO YCTAaHOBUTD, YTO 002 BU/IA TIPOU3OIILIN OT OJHOTO TIPEIIIeCTBEH-
HUKa, COJEePIKaBINEro ceMb Min BoceMb xpomocoM (Dietrich et al., 2004). NameneHus
YIIC/Ia XPOMOCOM 32 CUET TIEPECTPOEK, B YACTHOCTH TPAHCIOKAIINI, TPIBEJIO K TTOSIBJICHHUIO
npeikoB A. gossypii u S. cerevisiae. [luttongmsanust reHoma S. cerevisiae npelocTaBma
9TOMY BU/IY HOBbIE BOBMOKHOCTH (DYKHITMOHAIbHOI IMBEPreHIINH, OTCYTCTBOBABIIUE Y
A. gossypii. AHaJIOTUYHBIN CPAaBHUTEJIbHBIN aHAJIN3 MTPOBE/ICH TaKKe Ui S. cerevisiae n
ero GJIDKAIIIero «HeAy IIUIIUPOBAHHOTO> pojicTBeHHUKa Kluyveromyces waltii (Kellis et
al., 2004).

Tewm He MeHee, ueM JIpeBHeE YTJINKAIINS, TeM TPYAHEe TaKOW aHaIu3, TaK KaK BCJIe]
3a TOJIUTIJION/IN3AIINEN CJIeyeT TIePUO/l TUTIIOUIU3AIIUY, KOTOPBII 3aBEpIaeTcs <Ipe-
BpaleHneMs TOJIUIUIOUHOTO TeHOMa B IUILTOUAHBINA. /locTHTaeTcsT 3T0 MHTEHCUBHOM
noTepeii TeHOB, MEPECTPOKAMHI TeHOMA U PA3TMYHBIMU CIIOCOOAMY JIUBEPTEHITNU I€HOB,
OCTABIIUXCS B BUJE AYIIMIIMPOBAHHBIX KoTuil. Kpome ToTo, HenaBHuil aHain3 moxasad,
YTO AYIJIMKAIMK OTAEIbHBIX TEHOB MPOUCXOIMIN B IBOIIOIUHU TOPA3I0 Yallle, YeM pa-
Hee TPE/II0JIATaI0Ch, U X YaCTOTa O3BOJIUIIA ObI Y IIAIIUPOBAT [EJIbIi TeHOM KasK/Ible
100 muta et (Lynch, Conery, 2000; Lynch et al., 2001).

ITpouece aumIonan3aIiy ObLI TPOAHATM3MPOBAH HA MHOTOYHMCIIEHHBIX T€HOMHBIX
JIaHHBIX, B TOM uuciae reHomax pacrenuii (Chapman et al., 2006; Tuskan et al., 2006;
Jaillon et al., 2007), koctuctbix poi6 (Brunet et al., 2006), nposxskeii (Piskur 2001; Kellis
et al., 2004; Scannell et al., 2006; Scannell et al., 2007), napameruu (Aury et al., 2006) u
no3BoHouHbIX (Blomme et al., 2006). ITpeanonaraercst, 4T0 pacTeHUsT MHOTOKPATHO HC-
M0JIb30BAJIN TOJUILIOU/IU3AINIO B XOJI€ CBOEH 9BOIONNHU KAK 32 CYeT BO3MOXKHOCTU Be-
TeTAaTUBHOTO PAa3MHOKEHMS, TAK U 32 CUET CYIIECTBOBAHUS CIeU(PUIECKIX MEXAHU3MOB
PETYJISINN B PACTUTENBHON KJIeTKe. B 9acTHOCTH, TTOKa3aHO, YTO Y MOJIETBHBIX MOJIU-
IJTOU/IOB HAaOJIF0AAt0TCsT OBICTPhIE TIOTEPU OJIHUX TEHOB M CreliuruecKast MHAKTHBAI[US
apyrux 3a cuer merusmposanus (Comai et al., 2000; Lee, Chen, 2001; Kashkush et al.,
2002). Ilpeamonaraercst, 4TO SMUTEHETUYECKUH CAUJIEHCUHT MOXKET 3aluIaTh JAYIIN-
[IMPOBAHHbBIEC KOMUK OT MPEBPAIEHUs B IICEBIOTEHBI U TAKUM 00Pa3oM CriocoOCTBOBATH
npuobperennio Mu HOBBIX (yHkiwmii (Rodin, Riggs, 2003).

T'eHOM TI03BOHOUYHBIX COIEPIKUT MHOKECTBO CEMENCTB TEHOB, KOTOPbIE HE 0OHAPY K-
BAatOTCST y OECTIO3BOHOYHBIX, U, TIO-BUIUMOMY, MHOTHE IYIUIHKAIIUI T€HOB MMPOU3O0IILIN Ha
paHHMX atanax ssoJroruu xopaosbix (Taylor, Raes, 2004). Eme C. OHo GbLIO BBICKa3aHO
TIPEeINIOIOKEHNE, UTO CJIOKHBIF TeHOM TT03BOHOYHBIX BO3HUK B PE3YJIbTATE IBYX PAYHIOB
(2R) renomubix aymmkanuii (Ohno, 1970). 9ra Touka 3peHus Kak OyATO IIOJepP:KIBa-
JIACh YTBEPKIEHUEM, YTO TEHOM YeJIoBeKa COIeP:KUT 0KoJi0 100 ThICSY r€HOB, UTO B YeThIpe
pa3a MPEBBIIIAET OI[EHKY YKC/a TEHOB B TeHOMax 0ecrio3BOHOYHbIX. CeKBEHUPOBAHUE Te-
HOMA YeJI0BEKA YMEHBIINJIO YHUCJIO eT0 TEHOB B HECKOJIBKO Pa3, HO He OTBETUJIO HA BOIIPOC
0 YMCJIe U BO3MOKHOCTSIX JIYTIJTUKAIMI Y €r0 MPEAKOoB. B To BpeMs Kak OiHU aBTOPBI 1TPO-
JIOJKAIOT TIpHIepKuBaThes trmoTesbl 2R (wanpumep, Spring 1997; Meyer, Schartl, 1999;
Wang, Gu, 2000; Larhammar et al.,, 2002; Dehal, Boore, 2005), apyrie oOHapysKHBarOT
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TosibKo ofuH payua WGD (Guigo et al., 1996; Gu et al., 2002a; McLysaght et al., 2002),
B TO BPeMs KaK TPETbH OTPUIAIOT BO3MOKHOCTH WGD M roBOPAT UMD O TyTUTHKAIIAX
orpanndennoro unciaa cermertos (Friedman, Hughes, 2001, 2003).

4. Cynp0a AyIIMIUPOBAHHBIX TEHOB

[To mpotecTBUM AECATKOB MUJIMOHOB JIET TMOCJE TOJUTIJIOUIU3ANNNA TEHOMOB
A.thaliana n S.cerevisiae mutib okosio 30 % 1 10 % reHOB Kaska0To TeHOMa COXPAHUJINCH
B BUJIE AYTIMIMPOoBaHHBIX Komuii (Seoighe, Wolfe, 1999; Wong et al., 2002; Blanc et al.,
2003). CoxpaHeHue AyMJIUIIMPOBAHHBIX KOMUI B 9BOJIOIII MOKET 00€CTIeUnBAThCST OJI-
HUM UX TPeX MpoIeccoB: 1) HeoyHKIMOHATIU3AMEH, TPU KOTOPOI OIMH U3 MapajoroB
nprobpeTaeT HOBYIO (GYHKITHIO, B TO BPeMsI KaK JPYTOil COXPAHSIET CTapyIo, «IPEBHIO>
dyukimio; 2) cyodyHKIoHaMM3aMeid, TPH KOTOPOiT 0da Tapajiora HeOOXOANMBI JIJIsT
BBITTOJIHEHUST (DYHKIIUH, KOTOPYIO paHee obGecreunsan mpeakosbrii rer (Ohno, 1970)
(repmunbl npeanoxennst (Force et al., 1999)); 3) KoHcepBauueid, pu KOTOPOii KOIMK
coxpansttoTcest B HeusmenHoM cocrostauu (Hahn, 2009). Xapakrepro, uto B (1) u (2) ciry-
Yasx BO3MOKHO U3MEHEHWE PETYISTOPHBIX U/WJIH CTPYKTYPHBIX YacTell Tera (puc. 2).

—oolf——

. v, Aynnukauus

.
A.“_.- : ..--"

1. HeothyHKUMOHANUIAUMA ' 2. CyGhyHKUMOHANU3ALMA

o 3. Koncepsauus

» a s 4
A B (o4 D
—_— —_—
! KomGuHaumus Au B i Kom6uHaums CuD
H {oamH 13 4-x BapUAHTOB)
v

ACO — OOy

== crapan dyHmma
I Hobas (hyHKuMA
[ McyesHyswan diyHKunA

Puc. 2. BoaMOsKHbIE IOCIEACTBUST AyInKauu redos (Moauduimposaro ua (Hahn 2009)).
A n C — u3mMeHeHue peryJsITOPHBIX TOCIeI0BATEIbHOCTEH;
B u D — uamenenue cTpykTypHbIX. T.K. BapuanT 3 (KOHCepBallysi) He TTPUBOJUT
K U3MEHEHUIO JAYIIMIIMPOBAHHBIX KON, OH HAa CXeMe He TIPeICTaBJIeH

4.1. CoxpaHeHue, WM KOHCePBaLUs, TYIIMIMPOBAHHBIX KOIUH

JlyTiuiiupoBaHHbIe TEHBI COXPAHSIOTCS B TEX CIyUasix, KOT/A [T HOPMAJIbHOTO pa3-
BUTHS OpPraHU3Ma HeOOXOAMMBI MHOTHE KOITUH I'€HOB ¢ OJMHAKOBOM (DYHKITMEH, U4TO T10-
3BOJISIET CUHTE3UPOBATh Oosibline Komdectsa crerududecknx PHK nan 6enkos (Ohno,
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1970). TlokazaHo, 4TO yBeJMUeHUE KOMUN TaKUX TEHOB KOPPEJHUPYET C YBEJNICHUEM
cnosxkroctu opranuama (Chen et al., 2007). AMuindukaius reHoB y MUKPOOPraHU3MOB
MPUBOAUT K YCTOWYMBOCTU K aHTUOMOTUKAM, MOHAM TSKEJIbIX METAJJIOB, YBEJIMYEHIIO
BUPYJIEHTHOCTU U APYTUM aanTUBHbBIM cBolictBam (Romero, Palacios, 1997; Reams, Nei-
dle, 2004; Andersson, Hughes, 2009). Y pacrenuii amiindukaims reHoB odecriednBaer
ycroitunBocTb Kk repounuaam (Harms et al., 1992; Shyr et al., 1992). K nanGonee ussect-
HBIM TIPUMEPAM COXPAHEHUsI AYIJIMIIUPOBAHHBIX KOMI F€HOB Y CaMbIX PAsJIMYHbBIX OP-
rann3MoB oTHocsATcA redbl pPHK, TPHK, ructonos, MHOTHE 3 KOTOPBIX OPraHU30BAHbBI
B BUJI€ TAHJIEMHDIX TIOBTOPOB (UTO TTO3BOJISIET COXPAHSITH TOMOT€HHOCTD 32 CYET HEPABHO-
ro kpoccunrosepa uinn kousepcuu (Hurles, 2004)).

Optum u3 HanboJiee HHTEPECHBIX BOTPOCOB, CBSA3AHHBIM € COXPAaHEHUEM Iy TIIAIIN-
POBAHHBIX KOIUIT TEHOB, SIBJISIETCSI CJICLY IO TPOUCXOUT JIK TIOTEPSI TEHOB CJIyYaiiHO
WJIH TTOJ[BEPTAETCSI ecTecTBeHHOMY 0TOOpY? Kakue yO0inKaThl TEPSIFOTCSI, & KaKUE COXPa-
HAIOTCST TocJte nouionansamn? Okoso 13 % AposKIKeBBIX TEHOB COXPAHUJINCH B BUJIE
IYTTMITUPOBAHHBIX KO, IPIYeM GOJTBINAA UX YaCTh He HYKHA I 06eCTIeYeH s JKU3-
Hecroco6HocTr (Gu et al., 2002b). HanGosiee yacTo ayIniupoBaHbl FeHbl, KOAUPYIOIIIe
Takue OeJIKU, KaK I[UKJIMHBI, KOMIIOHEHTBI Ty TH CUTHAIBHON TPAHCLYKIMY, IIUTOIIa3Ma-
THyeckre (HO He MUTOXOH/[pUAJIbHbIE) pubocoMHubie Oesku (Tabir. 2). BonbIIUHCTBO U3
HUX XapaKTEPU3YeTCs BBICOKUM YPOBHEM 3KCTIpeccun. Bo3MOKHO, OCHOBHBIM (haKTOPOM
oTbopa Ha cOXpaHeHHe TeHOB B IYTUTHIIMPOBAHHOM COCTOSTHUHN GBI 0TOGOP HA YBETUYEHUE
ypoBHst ux akcnpeccun (Seoighe, Wolfe, 1999).

Tabauya 2
Co3manue 10MOJHUTEIHHOI KON T€HA IPUBOUT
K YBeJIM4EHHIO KOJMYeCTBA TPAHCKPHIITa>
Benxn Kosmmuectso 6ekoB I[IpoueHT ay6anKaToOB
Bcero B renome poskeit 5792 12,9
TIMKINHbBL 22 54,5
Docparaser 40 32,5
Benku rerioBoro moxa 32 31,3
Kunasor 123 29,3
MeTaboJIi3M TIIHKO3bI 223 26,0
MeTaboa3M aMUHOKHICIOT 189 12,7
DaxTopsl TPAHCKPUTIIIAN 261 12,3
Pubocomubie 6ekn 165 50,3

AHanisz HavMeHee JIPeBHE My TIMKAIMKA TeHOMa Y apabu/I0TICHCa BBISBIII TIPEUMY-
IECTBEHHOE COXPAHEHNE T€HOB, YYACTBYIONUX B TPAHCKPUIIIIUY W CUTHAJILHOW TpaHC-
IYKIIMH, B TO BPEMsI KaK JPYTHe KJIacchl, BOBIedennble B permapaunio JJHK nim xogupo-
BaHUe OEJIKOB OpPTaHelI, XapakTepusytorcst bosiee uacroil morepeit (Blanc, Wolfe, 2004).
VHTepecHo, 4TO TeHbl, COXPAHUBIIUECS B BU/E TAPATIOTOB MOCJE JYTINKAIIUN, UMEIOT
BBICOKYIO BEPOSITHOCTH OCTAThCA JAYIIUIIMPOBAHHBIMU MOCJE CJEAYIONETO payH/Ia Jy-
wmkauu (Seoighe, Gehring, 2004). Takum 06pasoM, oTeps AyOJUKATOB HE SBJISETCS
CITyYalHBIM TIPOIECCOM.

2 Ycrounuk: Seoighe, Wolfe, 1999.
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4.2. Cy6dyHKIOHATU3AIMS

IT1a MOJIeNb 00BSCHSIET MOSIBJICHE HOBBIX TEHOB ITPU Y IIHKAIIMY MYJIbTU(DYHKITHO-
HAJIbHBIX TeHOB. Takue reHbl KOAUPYIOT OCJIKU, YiKe BBIMOJHSIONIIE B KIETKE PAs3IUHbIE
dbyHKIIN. ITO ABJIEHUE OBLIO OTKPBITO Y KPUCTALIMHOB (TabJ1. 3), KOTOPbIE UCIIOJIb3Y-
10TCsT B Xpycrasuke riasza. Ouu coctaBistior 110 70 % COAEP:KUMOTO KJIETOK, HO TIPH ATOM
OCTaIOTCsI B PaCTBOPUMON (hopme, He 06pasyst arperatos (06pasoBaHue arperaTos PUBO-
JIMT K Katapakre). B m10I06HbIX yCI0BUAX GOJMBITMHCTBO GEJIKOB B TeUeHUE HECKOJIbKUX
ceKyHJI oOpa3oBaiu Obl HepacTBOPUMbIE arperaTbl. pyroil 0cOOEHHOCTBIO 9TUX OEJKOB
SBJISETCS PEKOPAHOE BpeMsI )KM3HU (paBHOE BPEMEHU JKU3HU WHIUBU/IYYMa, T. €. HATIPU-
Mep 80 sieT), 1ist 6OJIBIIMHCTBA GETTKOB HTO BPEMSI COCTABJISIET MUHYThI 1JH yachl. Cylie-
CTBYET CTAaHAAPTHBII HAOOP KPUCTAIIMHOB (2, b, g) B r1a3ax Bcex MO3BOHOYHBIX U JIOTOJ-
HUTeJIbHbIE BUIOCIIEIIM(PUYHBIE KPUCTAJINHBL, KOJIMPYeMble TeHAMU, KOTOPbIE B IPYTUX
TKaHAX KOAUPYIOT (hepmeHThI (Tabir. 3). B GosbnHcTBe Crydaes Takast ABOWHAS JKU3HD
00ecIeunBaeTCst He Y IMKAIUSMU, 8 «pasjieieHneM QYHKIA», T. €. U GepMEHT, U KPH-
CTAJUTHH KOAUPYIOTCS OJHUM TEHOM, TIPH 9TOM O€JIOK HaUMHAET BHITIOJHSTH JTOTIOJHH-
TesbHble (DYHKIMY €3 M3MEHEHUsT CBOeH aMIUHOKUCIOTHON TTOCTEI0BATENLHOCTH. DTOT
(beHoMeH ObLI HaszBaH «pasienenneM GyHKimii> (gene sharing) (Piatigorsky et al., 1988;
Piatigorsky 2003). 3to oznauaer, 4To ren npuodperaer Bropyio GyHKIUIO 6e3 IyILIiKa-
1uu 1 6e3 norepu nepBudHON (GyHKIu. TeM He MeHee TIPU 9TOM MOKET TIPOUCXOIUTh
M3MeHeHUe TKaHeCTIeN(PUIHOCTH UITH PETYJISIINH B XO/1€ Pa3BUTHSL.

Tabnuya 3
Boinosnenune pasnau4nbix GyHKIHMI OTHAMY M TeMH ske Genkamu (gene sharing)?

Kpucranmn Pacnpocrpanenne Dyuxius

A Bce mo3Bomounbe Kpucranmmn

b Bce no3BoHOUHbIE Kpucraniux

g Bce mo3Bomounbe Kpucrammmu

5 IItunsl, pentunann ApruHMHO-CYKIIMHAT JINa3a

3 HexoTtopblie ITHITBI, KPOKOAWITHI Jlakrat-nernnporenasa B

¢ Mopckast cBUHKa, BepOJIIo]L HAJTDH: XuHOH OKCHIOPETyKTa3a

T MHorue 11o3BOHOYHbIE IHoa3a

[Tprobperenne HOBON (GyHKINK 6e3 AYIIMKAIMK BHAYage OLIIO OOHAPYIKEHO ¥
KPUCTAJLTMHA € TITUIl ¥ KPOKOJMJIOB, KOTOPBII 10 CBOEN aMUHOKHCJIOTHOI MOc/ie0Ba-
TeJbHOCTU MAEHTUYeH JakTaT geruaporedase B (LHD) u obmazaer akTMBHOCTBIO, aHa-
gorrnunoit LHD. Tlocaienyiomas paboTa nokasaia, 410 06a Gejika KOAUPYIOTCA OJHUM
U TEM K€ TeHOM. AHAJIOTHYHO, OBLIO TIOKA3aHO, YTO KPUCTAJIIMH T Y MIHOT, KOCTHCTBIX
PBIO, PENITUIIMH ¥ TITUT] WAECHTHYEH 1 KOTUPYETCS TEM JK€ CAMBIM T€HOM, U4TO 0L 9HOJIA3a,
TIIMKOJIUTHYECKU (hepMeHT, mpeBpariaionuii 2-gocdorauiepat B ¢pochoeHogmmpyBart
(2 cyopepunnner). Kpucrammn ¢ npentnyen HATOH: xunon okcugopeayKkrase, a Kpu-
CTaJUINH § — aprUHUHO-CYKIMHAT Jinase (Tabu. 3). Takum 06pazoM KPUCTAJIMHEL 8, €, §
U T WIIFOCTPUPYIOT TIPUMEPBI «pas/ieJieHust (DYHKIUIT», KOrjia reH IpuoOpest J0TOTHI-
TeJibHbIe QYHKITNHI (€3 Iy ITHKAI[IH.

3 Ycrounuk: Piatigorsky et al., 1988.
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Tenbl, KopupyoIe My abTU(YHKITHOHATBHBIC OCJIKI, XapaKTEPU3YIOTCS 3HAUNTEb-
HBIMU OTPAHIYEHUSIMI B BO3MOKHOCTH KAKUX-JTHO0 QA THBHBIX M3MEHEHHH, Tak Kak My-
TaIUU, KOTOPbIE YCOBEPIIEHCTBYIOT OJHY (DYHKIIHIO, MOTYT HapyIIaTh ApYyTyio. Bosmosk-
HBIM Pa3pelieHneM TaKoTo «a[alTHBHOTO KOH(MIIMKTa» cTajia Obl Ly TIHKAIHSL.

MoJtekyJisipHbIE MEXaHU3MBI, TIPUBOJSIIIE K CyO(hYHKIIMOHATIU3AIIUH, 10 HEJABHETO
BpPEeMeHU He ObLIN JIETaIbHO UCCIe0BaHbl. [T000HbBII aHAJN3 CTasl BO3MOKEH OJraroa-
PSI CPAaBHUTETbHOMY aHAJIM3y TeHOMOB OJIM3KOPOICTBEHHBIX BUIOB, B YaCTHOCTH CPaBHE-
HIe TeHOB, YYaCTBYOIINX B YTUIN3AI[MK TaaKTO3bl ¥ S. cerevisiae u K. lactis, mo3BoJmI0
IPOCJIEUTH IBOJIOIUIO APl AYILTUIIMPOBAHHBIX T€HOB Y S. cerevisiae M TMOKA3aTh MX
IIPaKTUYeCKH 1I0IHYI0 cyOdyukmmonammsanuio (Hittinger, Carroll, 2007).

Jlymkarust Bcero renoma S. cerevisiae puBesia K MOsIBJIEHUIO JIBYX UIEHTUUHBIX KO-
it rea GAL1/3, Kotopbie coxpaHsiiuch ¢ momorisio mporecca DDC (duplication-dege-
neration-complementation). Y coBpeMeHHBIX TpefcTaBuTeieii S. cerevisiae ren GALT xomu-
pyer GbepMeHT rajlakTokuHasy, a ted GAL3 — perynsitoprbiii 6esok Gal3. Gal3 sasisercs
KO-MHIYKTOPOM Fa/IAKTOKMHA3bI, TaK Kak OH cBsisbiBaeT perrpeccop (Gal80) dakropa Tparc-
kpuniu Gal4, akTuBUpyIOIIEro myTh yTUIn3auu rajakrosbl. O6a reHa mpousoNLIv 13
OHOTO OU(DYHKIIMOHAIBHOTO TeHa, Tpu 9toM Gal3 morepsii hepMEHTATUBHYI0 aKTHBHOCTD,
a Gall — peryssitophbie cBoiictBa. CrrelyeT OTMETHTb, YTO U3MEHIIIACH U PETYJISAIs 000X
reHoB (Puc. 3). B ciiyyae GAL 1 ni3amMeHUIOCH PACTIONIOsKEHIE CAUTOB TPUCOENHEHMS TMMEPOB
Gal4, mpuBesst K X OPUEHTAINH € OJTHOI CTOPOHBI CIIMPAJIH, 4TO IPUBOUT K KOOTIEPATUBHO-
my npucoegunennio Gal4 u B To ke Bpems ero 6osee addexTusHoii penpeccueii Gal80.

Gald Gald
b < Gall/3
BudyHKUWoHanbHbIA Genok
1. Aynnukaius __.--" "‘~..,..
""" '-"‘A
Gald Gald Gald Gald
oo cuy Galls G4 , Ga Gall/3
v v

3. Notepa caitoe Gald

2. Pe-opraHusayua caiiros Gal4
4. MNoTepa hepMeHTaTHBHO i aKTMBHOCTH

Gi a Gald
r—.
o Gall Q Gal3
TepmeHT Gall PerynaTtopHulid Genok Gal3

Puc.3. OBomomus reroB GAL mocie gyniamkanm
(momudunmposano us (Hittinger& and Carroll, 2007)). O6uuii npexox K. lactis u S.
cerevisiae comepskan red GAL1/3. Tlocne gynmkaruu y S. cerevisiae onna konust (GAL1)
cTajia KoAUpoBaTh (pepMeHT TajlakToKrHasy, a BTopas (GAL3) — peryiaropHbiii 6e10K
Gal3. 3ra cybhyHKITMOHATM3AIIS COTIPOBOKIAETCST PEOPTAaHU3AIHEN PETYIATOPHBIX MOCTe-
JIOBATEIBHOCTEN, K KOTOPBIM MPUCOETHsIETCsT (hakTop Tpanckpumin Gal4d (cepsiit oBa)
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COBOKYITHOCTD 9TUX COOBITUN MPUBEIA K MOSBJIEHUIO CTPOTO0 KOHTPOJUPYEMOTO U
BBICOKO UHIYIIOeNbHOTo reda GAL7. Besiok perpeccupoBal B OTCYTCTBUM IajlaKTO3bI,
B ee IPUCYTCTBUU ypoBeHb cuHTe3a yBesnnunuBaetcs B 1000 pas, B otsinune ot rena. GAL3
¢ MakCUMaJIbHbIM ypoBHeM MHAyKIuK B 3—5 pas. ¥ K. lactis 06e (hyHKIUU BBITOJIHSIET
6EeJIOK, KOAUPYEMBIN OHIM reHOM. [IpH 5TOM CBEPXIKCIIPECCHST MOJLYJIsI, COOTBETCTBY-
fotero GAL1, yBennauBaet IpUCIocobJEHHOCTb,  MOYJIsL, COOTBETCTBYOIEro GAL3, —
YMEHbBIIAeT. JTO NMPUBOAUT K KOHGMJIMKTY, KOTOPOrO HET Y APOIKIKeli-caxapoMUIIETOB.
Takum 06pa3oM aarTUBHAST 9BOJIONNS TIPUBEJIA K ONTUMAIBHOU PETYJISIIIUN TeHa, KO-
JUPYTOIIETro TePBBIN GepMeHT MyTH YTUIU3AINH TaTaKTO3bl, IPU 3TOM ClIeJIaB ee He3a-
BUCHMOU OT KOUHyKTOpa atoro mytu — Gal3.

(Tern1 | +—> [ren2 | TammaB,C

l OunnouamMsaumsa Puc. 4. Cxema, HLTIOCTPUPYIONIAS COTTIACOBAHHYIO
nuBeprennuio. CTpesiKu MOKa3bIBAIOT, YTO MTPOYK-
[I'eH 1 A] . [ Feno A] Tkanu A, X, Y ThI HEPOJICTBEHHBIX TeHOB 1 1 2 B3aMMOJIeCTBYIOT.
ITapanorn A u B otsinuaiorcst umm tem,
[FeH 18] B [ Ten 28] TkawuB, G,z UTO IKCIPECCUPYIOTCS B PA3HBIX TKAHAX, MM YPOB-
HeM akcrpeccun. Moaudunuposano u3 (Blanc &
Wolfe, 2004)

JluBepreHiys B 9KCIPeCCHU AYTLIUIUPOBAHHBIX FeHOB B TeUeHUe JIUTETbHOTO Bpe-
MeHW IPUBJIEKATa HHTePeC YUIEeHBIX, TaK KaK ee PACCMAaTPUBAIN KaK BasKHBII HTAll B BO3-
HUKHOBEHMU HOBOro rea npu aymaukanuu (Ohno, 1970; Ferris,Whitt, 1979). Taxum
06pa3oM, B psijie CIydaeB KOAUPYIONIHE MOCTENOBATENBHOCTH TyOINKATOB MOTYT OCTa-
BaThCd WIEHTUYHBIMH, COYETASICh C UBMEHEHUSMU B PETYJISITOPHBIX 1TOCJIE0BATEIbHO-
ctsix. OOHAPYKEHO, YTO HEKOTOPbIE MAPbI AYIIUIUPOBAHHBIX TEHOB MOTYT JINBEPTUPO-
BaTh COTJIACOBAHHO, 00pa3ys /IBe TPYIIIDLI, OTIUYAIONIECS SKCTTPECCHEN NI B PA3HBIX
TKAHAX, WM 1IpyU pasubix yeaosusax (Blanc, Wolfe, 2004) (puc. 4). 3tot npouece, 06b-
SICHSIIOIIUE JTMBEPTEHII0 METAOOIMYECKUX MyTell, aBTOPbI HA3BaJId «COTJIACOBAHHOI
JINBEpPTreHITei».

4.3. HeopyHkumoHammsanus

Jluist TOro 4TOObI LY ITMITUPOBAHHbBIE KOIIUI TEHOB CTAOMIbHO MOAEPKUBAINCH B Te-
HoMe, HeoOxouMa ux pyHkimoHanbhas auseprennus. C roukn sperust C. Ono (1970),
BO3MOKHOCTb 3TOTO COOBITUS IOCTUTAETCST 32 CUET TOTO, UTO OJ[HA KOIHS FeHa COXPAHSIET
crapyio (pyHKIHIO, B TO BPEeMsI Kak apyrast mpuobperaet HOBY0. [Ipu aToM HenszbeKHOI
MIPOMEKYTOYHOM CTa/liell B 9TOM IPOIECCe JO0JKHO OBITh BOSHUKHOBEHIUE TICEBIOTEHA,
Tak Kak GOJIBIIMHCTBO MyTaIMil Oy/yT HAPYIIATh WM WHAKTHBUPOBATH TEH, a He TIPH-
BOJIUTDH K BOBHUKHOBEHUIO HOBOU (hyHKITNH. [TOCKOIbKY 3TO COOBITHE CUUTAETCST KpaiiHe
MaJIOBEPOSITHBIM, TO OBLJTa MPEJIOKEHA PACIIPEHHAsE THITOTE3a HeO(DYHKITMOHATU3ATN
(NF), Br/rouaionias cjaeaylonie BapuaiThl: 1) reH, nprobdpeTaioniuii Hopble (yHKIIH,
coxpanset u Bce crapbie (NF-1); 2) HOBBIIT reH TIOJHOCTBIO TepsieT Bee cTapbie (PyHKITUN
(NF-II); 3) HoBbIiT reH coxpansteT yacTh ctapbix ¢yuknuil (NF-I1T) (He, Zhang, 2005).

103



I'. A. 2Kypasnesa

ITpn atom Mozes C. OHO cOOTBETCTBYET BapHaHTY 2. B mocieiHMe To/BI OTTHCAHO T0CTa-
To4HO npuMepoB HeodyHKImoHaau3anuu (Hahn 2009), xors B psijie cydaes ee Jocrta-
TOYHO TPYAHO OTJIMYHUTH OT CYyOHYHKIIMOHATIU3AIMN, YTO TPUBEJIO K CO3MAHUI0 MOJIETN
«cybueodpynknuonanusamu» (He, Zhang, 2005).

4.4. ByiioyHble IepeCcTPOKY TeHOB KaK BapHaHT HeO(PYHKIIUOHATUIAIH

OpHUM U3 BapUAHTOB HEO(DYHKIIMOHAIU3AIUH SIBJISIETCS 00PA30BAHUE «XUMEPHBIX>,
um cautHbiX, reHoB (Long, 2000). B 06001eHHOM BHjie 9TOT MPOIECC U3BECTEH IO/ Ha-
3BaHUEM OJIOUHBIX TIEPECTPOEK TEHOB. DTO SIBJICHUE CTAHOBUTCS BOSMOKHBIM BCJIC/ICTBIE
AYTIMKAIMK BCETO IeHa WJIM €r0 YacTH, TaK KaK JIMIIb B 9TOM CJIy4ae OHO He TPUBEET
K Hapyuienuio (QyHKIUK UCXOAHOTO TeHa. [locsie AynanKaiy reH MOKET 3aXBaTbiBaTh
9K30H(bI) M3 HEPOJICTBEHHOTO COCEIHETO TeHA. J[PyriM BAPHAHTOM SIBJISIETCS] IPUCOE/IUHE-
nue prankupyionieit Hekoaupyioieil [IHK B kauecTBe 10N0JIHUTETIBHON OTKPBITON PAMKU
cunThiBaHust. Mojiesib, U3BECTHAS IO/ Ha3BaHUEM <IIePeTacOBKa 9K30HOB»> (exon shuffling)
(Gilbert, 1978), npeanoaraer, 4o peKOMOMHAIMA B UHTPOHAX MOTJIa Obl 0OECIIEYUTDh Me-
XaHM3M [I7is1 0OMeHa TIOCIeI0BATEIbHOCTSIMI 9K30HOB MesKy TeHamiu. OHAKO TOJBKO B
TOM CJTy4ae, KOT/ia B COOBITHE BOBJIEUEH CTPYKTYPHBIH WIIH (hYHKIIMOHATBHLIN TOMEH, OHO
CTaHeT 9BOJIONMOHHO 3HAYMMBIM. BoJiee TOro, TacoBKa JIOMEHOB MOKET ITPOUCXOAUTH 1 6e3
yuactust uaTpoHoB (Doolittle, 1995). Takum o6pasom, Gosiee IPABUILHO TOBOPUTDH O Ta-
COBKE JIOMEHOB, & He 9K30HOB. B IPOKapHOTHYECKIX FeHaxX He HAlJIEHO MHTPOHOB, HO Y HUX
OIICAHO MHOTO CJIYYaeB TACOBKH JOMEHOB. TeM He MeHee CYIeCTBOBaHME HTPOHOB 3Ha-
YUTEJTHHO 00JIEIIUIIO TACOBKY IOMEHOB, OCOOEHHO Y TIO3BOHOUHBIX. 3a 30 JIeT, TPOIIeAInX
€ MOMEHTA OTKPBITHSI HHTPOHOB, 0OHAPY/KEHO MHOTO TPUMEPOB TACOBKH 9K30HOB Y CAMBIX
PasIMYHBIX OPraHU3MOB (TI03BOHOYHBIX, GECTIO3BOHOYHBIX, pacTeruii). Ho b HemaBHO
GBIJIO TIOKA3aHO, YTO B OCHOBE ATOTO SIBJICHUS JIE)KAT MEXaHU3MbI HE3aKOHHOW peKOMOMHA-
i u perporpancnosuiun (Long et al., 2003; van Rijk, Bloemendal, 2003).

JlaHHBIX, TOJYUIEHHDBIX K HACTOSIIEMY BPEMEHH, SIBHO HE[OCTATOYHO JIJIST TOTO, YTO-
ObI PEIINTh, Kakol u3 ¢rocoboB (HeopyHKIMOHAAN3AIUs, CYO(MYHKIIMOHAIM3AIUSA WU
KOHCEPBAIMsI TEHOB) UCIIOJIb3yeTcst 00Jiee YacTo B 9BOJIONNN. BO3MOKHO, 4TO «BBIOOD»
criocoba 3aBUCHT OT MEXaHWM3Ma, [PUBEAIIEr0 K BOSHUKHOBEHUIO AYILIUIIMPOBAHHON
kormu. OUeBUIHO, UTO AYIJIUKAIUS 32 CUET MOJUIIONIU3AIMN I0JKHA [TPUBOJUTD K
JPYTUM TOCJIE/ICTBUSIM, YeM JIYTIJIMKAIUST 32 CYET PETPOMOZUIIH, TaK KaK B MOCIEIHEM
cJIydae TeH MOMajlaeT B HOBOE XPOMOCOMHOE OKPYIKEHUE, UTO JIOJIKHO CIOCOOCTBOBATH
ero neopyuknnonanusaiun (Hahn, 2009).

5. Poxxnenue u cMepTh reHOB

Bce reHbl, KOTOpbIE IPUHAJIEKAT K OMPEIETCHHON TPYIIE TOBTOPSIOIINXCS TOCTIe-
JIOBaTeIbHOCTEH B TeHOME, 00PasyioT CeMEeCTBO TEHOB, WJIM MYJbTUTEHHOE CEMEICTRO.
OG6BIYHO YJIEHB! CEMEHCTBA TECHO CIETIIEHBI PYT € IPYTOM, XOTSI B HEKOTOPBIX CITydastx
HEKOTOPbIE YJICHBI MOTYT JIOKATM30BaThCS HA JAPYTHX XPOMOCOMaX.

Korma ayniuiupoBaHHbie TEHbI CTAHOBATCS CJWIIKOM OTJIUYHBIMU JIPYT OT JApyra
KaK I10 CBOUM (I)yHK]_[I/IS[M, TaK U T10 TTOCJIeI0OBATEJIbHOCTH, TO UX CTAaHOBUTCA TPYAHO 1
HeyI00HO OTHOCHUTD K OJHOMY 1 TOMY ke ceMeiicTBy. [Tosromy M. Taiixobd (Dayhoft,
1976) npeasiokuia TepMUH «HajaceMelcTBo» (superfamily) st Toro, uTo6br OTAEAUTD
GJIMBKOPOICTBEHHbIE GEIKU OT OTJAJIEHHO POJACTBEHHbIX.
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[pyrmupyst 6eKu 10 uX GYHKIHOHAIBHO posii B MeTaboJU3Me U JAPYTUM TTPOSIB-
neausM, M. Jlatixodd mpeasmoskiia BBECTH HECKOTBKO TAKCOHOMUYECKUX KaTETOPUI 110
CTeTeH! Pa3Imdust aMIHOKUCIOTHBIX MTOCJIEI0BATENbHOCTEH: HagceMencTBo (<85-90 %
pasmumit), cemeiictBo (<50 %), moacemeiictso (<20 %). B 1984 r. usyuenubie Heaku
nozpasessiinch Ha 181 HazscemeiictBo, 314 cemeiicTs 1 537 MOACEMENCTB, BKITIOYAIOTINE
0k0J10 4000 6esKOoB.

[Tpu oTHeceHnn OeJiKa K OIpPeeIeHHOMY CeMEICTBY TaKKe YYMThIBAIOTCSA (PYHKIIMO-
HAJIbHOE CXOJCTBO GeJIKOB U TKaHecnenupuynocts. Hanpumep, o-rioOuHbl 4eI0BeKa U
Kaplia WJIEHTHYHbBI TOJBKO Ha 46 %, T. €. UX HEBO3MOKHO OBLIO Obl OTHECTH K OJHOMY
CEMeCTBY TOJIBKO Ha OCHOBE CPABHEHMUSI TTOCJIEI0BATETHHOCTEN.

[Tocie Ly IIMKAIUKY TeHA KaKIblil 1y ILIMIIUPOBAHHbII JTOKYC He0OSI3aTeIbHO DBOJIIO-
LUOHKUPYET HezaBrucuMo. Hanporus, 1y0ImMKaThl, I0-BUAMMOMY, MHOIa 0OMEHMBAIOTCS
MTOCJIEIOBATENBHOCTSIMU C TIOMOIIIBIO HEKOTOPOTO MeXaHU3Ma, KOTOPBIN TO/IEPKUBAET
TECHYI0 TOMOJIOIHIO TIOCJAe0BATeIbHOCTEH 9TUX ABYX JIOKYCOB. DTOT Ipoliecc OblI Ha-
3BaH COIJIACOBAHHON 3BOJIOINEH.

B nacrosiiiiee Bpemst BbIJIEISIOT TPU THIIA DBOJIIOIMKA CEMEUCTB TeHOB. /[Ba cambIx
[IPOCTHIX TUIIA — JUBEPreHIMs U COrIacoBaHHas 9BoJolus. IIpu TperbeM criocobe 3B0-
JIOLINU CeMEICTB TeHOB KOMOMHUPYIOTCS MepBbie ABa criocoda. Eciu aymmkaimum reHos
ceMelicTBa MPOUCXOIAT YacTo, TO 9TO AAeT Hayaao HOBbIM reHaM. OHU OyAyT IIOXO0KU
JIPYT Ha pyTa, KaK MPU COTJIACOBAHHOM 3BOJMONNN. YHUCTIO TeHOB pacTeT He3HAUNTEb-
HO, TaK KaK YacTh U3 HUX dJUMUHUPYETCS: OHU CTAHOBSITCSI TICEBIOTEHAMU W YMUPAIOT.
B pesysibTate aTOT THI 3BOJIOIUY BBITJISJUT KAK CMECh IMBEPIeHTHON U COTJIACOBAHHOM
ABOJIIOINU U HA3bIBAETCST «posKaeHue u cmepTh reroBs (Niimura, Nei, 2006). Posknenne
¥ CMEPTh IeHOB MOKET OBITh CIIy4aifHbIM MM GBITH 1107 KOHTposieM ot6opa. M. Hummy-
pa u M. Heil npocaenunu cyap0y AyIIMIIMPOBAHHBIX T€HOB Ha IIPUMeEPE TeHOB, KOJM-
PYIOLIMX PELEeNTOPbl OOOHSIHUS Y PasIMYHbIX OPraHU3MOB. [eHOM YeJloBeKa COAEPKUT
388 pasnmunbix renos OR (olfactory receptor), a Takske 414 ncesgoretos. ITpucyrcreue
B TICEB/IOTEHE eIMHUYHBIX MYTAIlUil CBUIETENbCTBYET O €r0 HeJlaBHEM BO3HUKHOBEHNU,
HAIPOTUB, HAKOIIJIEHNE MHOKECTBEHHBIX MYTAI[Hil, BKJIOUast TIPOTSKEHHBIE MHCEPITUN
U JIeJIellnH, TOBOPUT O 1oTepe (PyHKIIMOHAJBHOCTU MUJITMOHBI JieT Ha3aja. Hu oxun u3
OR reHOB He COIEPKUT UHTPOHOB, ATO SIBJSIETCS JOCTOMHCTBOM JIAHHOU MOJIEJTH, TaK KaK
B 9TOM CJIy4ae JIOCTATOYHO JIETKO Y3HATDH T€HBI U TICEBIOTEHDI, AHAIU3UPYST TeHOM. ['eHbl
U TICEBJ/IOTEHBI Y€JIOBEKA KJIacTePUPOBaHbl. HeKoTOpbIE KiacTeph! co/iepKaT IeCITKU Te-
HOB, B TO BPEMSI KaK JIPyTrHe — BCETO HECKOJIbKO reHOB. Bee XpoMocombl yesioBeka (KpoMe
20 u Y) conepskat 95 pa3iudHbIX KIacTEPOB.

Duorenernyeckoe aepeBo 388 dhyHKINOHATBHBIX TeHOB OR BBISIBIISIET 1Ba OCHOB-
HBIX Kiacca. Bee 57 reros [ kmacca kmacteprpoBanbl Ha xpomocome 11. Tersr 11 kmacca
MOTYT OBITh TOJPA3IEeHbl Ha HECKOJBKO MOATPYII, 0b6o3HaueHHbIX 0T A 10 S. TIpu-
MeYaTeJhbHO TO, YTO TEHBI, TPUHAJTIEKAIINE K OHOMY KJACCy, UMEIOT TeHJICHIINIO pac-
nojaratbest psgom. CocenHne, TECHO POJACTBEHHBIE TEHbI, KOTOPBIE TPAHCKPUOUPYIOTCST
B O/IHOM HaIIPaBJIEHIH, CKOPEE BCETO, BOBHUKJIU B PE3yJIbTaTe AYIIJTUKAIIAN.

T'enom mbimn cogepskut 1037 GyHKIMOHANIBHBIX reHOB 1 354 1iceBaoreHa B 69 KJia-
crepax. Kak 1 0kumamoch, y MbIu GOJIbIIe TeHOB 0OOHATEIbHBIX PELEIITOPOB, YeM Y Ue-
JIOBeKa. BOIBITMHCTBO 9TUX KJIACTEPOB KaPTUPYETCS aHATIOTMYHO POACTBEHHBIM KJIaCTe-
paM reHoma uejioBeka. Kak aBoJIOIMOHUPYIOT TeHbl 3TOr0 GOJIBIIOro cemeiictBa? SlcHo,
4TO OOIUI HPEANIECTBEHHUK MBIIIA ¥ YeJI0BeKa A0JEKeH ObLl uMeTh MHOTO reHoB OR.
[ToxosKe, 4TO YKCJIO TEHOB 3HAYUTEILHO MEHSITIOCh B OJIHOW WK B 00enX JTMHUsX. [Touemy
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1 KaK HEKOTOPbIe TeHbI ObLIM MHAKTUBUPOBAHbLI? [IPOMCXOANUT I 9BOIIOIUS CEMENCTB
reHOB GJarofapst eCTeCTBEHHOMY 0TOOPY MJIM YEeMY-TO eliie?

Huwnmypa u Heil cMoryin oTBETUTh Ha HEKOTOPbIE U3 9TUX BOIIPOCOB GJ1arofapsi cex-
BEHUPOBAHUIO TeHOMOB 4esioBeka u Mbilitn. CpaBHenue noceoBaresnbuocTeil Bcex OR
IE€HOB M IICEBJOIEHOB TI03BOJIAJIO ONPEeNnTh, 4To Hanbosee Onuskuil npenok (MCRA,
Most Recent Common Ancestor) Mblliu 1 yejioBeka odmnagan 754 resamu. 13 vux 691 10
cHX HOP paboTaIOT y MBI, HO TOJIBKO 326 — y uesioBeka. ITO uccaegoBaHme ObLIO pac-
HIMPEHO 3a CYeT aHajM3a FeHOMOB JPYTUX OpPraHusMoB. IIpeinecTBeHHUK GecuenocT-
HBIX W YEJTFOCTHBIX PhIO nMeJ Ba reHa. Kak/blil n3 9THX TEHOB Jlajl HAYaJIo IBYM Io/Ice-
MeiicTBaM y pbI6, Tak, 4t0 MCRA pbI6 U TeTpano/ uMeJI ecTh TeHOB MIEPBOro Kjaacca u
TPU reHa BTOPOTro Kjacca. B xoze aBoIoLnY B IMHUSX, BEAYIIUX K COBPEMEHHBIM PbIOaM,
aMpuOUAM, ITUIAM ¥ MJIEKOIUTAIONIMM, IPOUCXOANIO YBEIUUeHe WK YMEHbIeHe
YyHUCJIa TeHOB B KaJK/IOM 110/ICeMeNCTBe. ITO U €CTh HBOJIONMS, Ha3BaHHAST «POK/IeHUEM
n cMepThio TeHoB» (Niimura, Nei, 2006).

6. 3akiaouenue

Cy1IecTBYIOT MHOTOUNCJIEHHBIE TUIIOTE3bI O KOJMUYECTBE PA3JIUYHBIX OEJIKOB Ha Ha-
JaJIbHBIX ATAIaX 3BOJONNH. OIHU aBTOPHI CYUTAIOT, YTO HA PAHHUX CTAAUSAX KUSHU OBLIO
HEMHOTO HeGOIBINX GeTKOB, MHOTHE COBPEMEHHBIE OEJIKU TIPOM3OIIIN U3 HUX 3a CYET
nyrkaiuii u mopuduxanuii (Doolittle, 1995). pyrue npeamnosaraior, 4To CyuiecTBO-
BaJIO OOJIBIIIOE YKCJIO TIOJUIENTH/IOB, U BCE COBPEMEHHbIE OEJIKU TIPOU3OILIN B PE3YJIb-
TaTe TACOBKHU THX MEPBUYHBIX CTPYKTYpHBIX eauaul] (Dorit, Gilbert, 1991). Bosmosken
U IPOMEKYTOYHBIH CIleHapHii, COTJIACHO KOTOPOMY IYTIJIMKAIUS T€HOB C MOCeyIomeit
JIMBEPTeHIMEll U epecOPTUPOBKOI HK30HOB MPUBEJIA K COBPEMEHHOMY PasHO0OPa3HIo
6enkoB (Aravind, Subramanian, 1999). Coraacuo touke 3penusi . JKakoba (Jacob,
1977) (“evolution as tinkering”) aBostonust He paboTaeT, KAk XOPOIIH HHKEHEDP, KOTO-
PBIil MeuTaeT caenaTh paboTy HaWIyUIIUM 00pasoM, COTJIACHO JETaJTbHOMY TIAHy ¥ HC-
MOJIB3YsI CICIUATbHBIE MaTeprabl. HarmpoTus, oHa UCIONb3yeT J000i MaTepuaJ, mora-
JAIOIIUN B PYKH, U CO3/[AeT HEUTO, BHIIOJHIIONIEe HOBbIE (DYHKITIH, HO EPBOHAYAIBHO
COBCEM He HAWJIYUIM cocoOoM. Betes 3a 9THM HacTymaeT sTail MOATOHKY. B cirydae
CIIPABEJIMBOCTH HTOTO MPEANOJIOKEHIS BHOBb BOSHUKIINE TEHbI IOJIKHBI OBICTPO U3Me-
HATbCA. Takum 06pasoM, MYTIUMKAIUS T€HOB SBJSIETCS OCHOBHBIM UCTOUHMKOM HOBBIX
reHoB (Ohno, 1970) 1 B ¢Bsi3u ¢ 9TUM — IIEHTPATBHON CUJIOH, YITPABJISIONIEN SBOJIOIIHEN
renoma (Wolfe, Li, 2003).

Pa6ora nopnepsxkana rpantamu PODU (07-04-00605) u rporpammbl [Tpesuanyma
PAH «IIpoucxosxnerne 6uochepbl 1 9BOJIONNS TeOOUOJOTHUECKUX CHCTEM> .
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The Origin of Novel Proteins by Gene Duplication
G. A. Zhouravleva

Department of Genetics and Breeding St. Petersburg State University
St. Petersburg, Russia: zhouravleva@rambler.ru

Duplications of genes play a dominating role in creation of new genes. It is wide accepted,
that whole genome duplication (instead of its separate parts) is more important for
evolution. In the latter case an occurrence of regulator disbalance because of partial
duplication of genome regulatory elements is possible. It is known, that genome
polyploidization occured during evolutionary history of all of four eukariotic kingdoms:
plants, animal, fungus and protista. Preservation of duplicated copies in evolution can
be provided by one of three processes: 1) neofunctionalization; 2) subfunctionalization;
3) conservation. Neofunctionalization also includes a formation of “chimeric” or fused
genes. This process is known as a block-modular gene reorganizations. This phenomenon
becomes possible owing to duplication of all gene or its part since only in this case it will
not lead to perturbation of function of an initial gene. Now assign three types of gene fami-
lies” evolution. Among them are two most simple types — divergence and the coordinated
evolution. At the third process named “the birth and death of genes” are combined first
two ways.

Keywords: duplication, divergence, evolution, polyploidization, neofunctionalization,
subfunctionalization.
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DaxybTaTUBHOCTD B CTPYKTYpPe U (DYHKIIMU TeHOMA €CTh OJIHO U3 BBIPAKEHUI YHUBEP-
CaAJIBHOTO MPUHIIUAIIA B OPTAHU3AIIMU 1 9BOJIIOINHN KUBBIX CUCTEM BCEX YPOBHEN — «€/INH-
CTBO TIEJIOTO TIpH cBoOOAE acTeii». Ha ypoBHe reHoma (hakyJbTaTUBHOCTD CTPYKTYPBI
cocrout B nonpaszesnenun [[HK u PHK asemenToB sizipa u nuroria3mer Ha /[Be MOJCHU-
cTeMbI: a) 00JIUraTHbIe KOMIIOHEHThI (TeHBI, X CeMeiiCTBa U KOMILJIEKCHI) 1 6) MHOKECTBO
(bakysbTaTHBHBIX KOMIIOHEHTOB (HauMHas ¢ pasHoro Tumna nosTopos JJHK, Mo6uibHbIX
HJIEMEHTOB, AMILIMKOHOB, ILJIa3MU/l, BCTPOEHHBIX BUPYCOB U IIUTOOMOHTOR). VX Kosnue-
CTBO M BHYTPHKJIETOYHAs Tororpadusi BApbUPYET B PA3HBIX KJIETKAX, TKAHSIX, OPTaHM3-
Max ozxHoro Buma. DyHknmonanbHast GhaxyJIbTaTHBHOCTH OCHOBAHA HA BAPUATUBHOCTU
TPeX MaTPUUYHBIX MPOIECCOB — PEIIMKAIIMH, TPAHCKPUIIIIUKA U TPAHCISAIUN — W TPeX
OCHOBHBIX TEHETHYECKUX TIPOIECCOB — perapanu, PeKOMOMHALIMN U Cerperamui. DT
JIBE TPUAJIBI TTPOIECCOB YHUBEPCATIbHBI U CBOMCTBEHHBI TPOKAPHOTAM M 9YKaPHOTAM.
O6006111eHHad KOHIIEIIIUA TeHOMA BKJIIOUAEeT OIIMCaHIe FeHOMa Kak aHcaMOJId 00 IMraTHbIX
u akyJIbTATUBHBIX HJIEMEHTOB, aHAIN3 (DAKyIbTATUBHOCTH B (DYHKIIMY MATPUIHBIX U Te-
HETHYECKUX TPOIECCOB U yYeT BCero pasnooOpasusi (hopM CTPYKTYPHO-IUHAMUYECKUX
HacJle/lyeMbIX u3MeHeHuit. [fomrumo MyTtaiuii cienyer BbIeJAATh Bapuannun (pasHoro
pona usmenenust MK) u snnrenernueckue anpbrepaiiuu, win snumytaiui. Mesxay OK u
DK nojcrcreMaM reHoMa TIOCTOSTHHO ITPOUCXOMT MUTPAIIHS TEHETHYECKUX 3JIEMEHTOB:
aAMIIJITKOHBI M WX BOTLIOMIeH st. [Tporiece BOSHUKHOBEHWS de 7000 HACIEICTBEHHBIX H3Me-
HEHUIi B IIPUPO/IE IBYXATAIIEH: CHAYAJIA [IPU AEIICTBUU CPEIOBBIX (haKTOPOB OOBIYHO ITPO-
ucxosat Bapuanuu B nojcucreme MK u anumyTanmm, a 3aTeM U CTPYKTYPHbIE U3MEHEHMSI
OK, i myrtanuu. Bapuaiiuu u snureneTnveckue ajibTepaiiy, B OTJIUYKUE OT MyTaIlUi,
MOTYT TIPOUCXOIUTD ¢ OOJIBIIO YaCTOTON 1 BO3HUKATH MACCOBO 1 YITOPSIIOYCHHO.

Kntoueesvwte cnosa: TEHOM, UBMECHYNBOCTD, MYTall!, BapUAITNH, ITTUTCHETUKA, 9BOJIIOIHI.

Jlammbie 10 pacindpoBKe MOJIEKYJISIPHOM CTPYKTYPBI TEHOMOB MHOXKECTBA BUIOB
MyTSX UX GYHKIIMOHUPOBAHUS B X0/Ie OHTOTeHe3a ¥ ABOJIOIMN BHOBb BO3BPAIIAIOT HAC
K CUTyalluy «I1apjaMenTa ujaeil» o popmMax u 3aKOHOMEPHOCTSIX OPraHu3aInu HACIe]-
CTBEHHON CUCTEMBI M €€ U3MEHUYMBOCTH. TaKoii mapjaMeHT ujieii CyecTBOBaJ B TIepBbIe
JIBa JIeCATUJIETHS CTAHOBJIEHUS FeHeTUKH U ObLIL C IO3UIUNA UCTOPUK HAYKU KOHIIEIITY-
aJbHO TpoaHamaupoBan A. A. Jlo6umniesbim (JTrooumies, 1925; Tonybosckmii, 2004).
CrpaBel/InBO OTMEUYEHO, YTO B HACTOSIIEE BPEMsI B XOIY «IIPOTUBOPEUNBAS KJIACCH-
dukanus> HopM U3MEHUINBOCTH, a OCHOBHbBIE MOHATHsI (T€H, MyTaIllsl UM MUTEHe-
TUYECKAsd M3MEHYUBOCTh) <«OOBeAUHSAIOT PasHOpPOIHbIe gBjeHus» (Iure-Beuromos,
2009). HeoO6x0auM KPUTUYECKUI aHAIN3 CEMAaHTUKK U 9BOJIIOLUNA OCHOBHBIX TIOHSATHIA,
KaK 3TO CEeJaHO MEXKIYHAPOIHBIM KOJJIEKTMBOM aBTOPOB B CJIyyae KOHIIENIIMU TeHa
(The concept... 2000).

OcTaHOBMMCSI B KOHTEKCTE HACTOSIIEH CTaTbU Ha 9BOJIOIMH KJIIOUEBOTO MOHSITUS
«rerom». Briepsoie ero 8 1920 r. BBest nmrosor . Bunkmiep (Hans Winkler) mist o6o-
3HAUEHMsI COBOKYITHOCTH HACJIEACTBEHHBIX (DAKTOPOB B TAIJIONIHOM HAOOPE XPOMOCOME.
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B aToM cMBICTIe TIONMB3YIOTCS TEPMIHOM «T€HOMHBIHN aHATTN3» Y PACTEHUI WM TEPMUHOM
«pasMep reHomas — xoamdectso JTHK rarmmongHoro Habopa XpoMocoM. 3aTeM K FeHOMY
CTaJIl OTHOCHUTH 1 0OHAPYKEHHBIE Y GaKTePHii pasHOTO po/a (haKyIbTaTHBHbBIE SIEMEHTHI
THUTA TJIA3MUJT ¥ TPAHCII030H0B. CeMaHTHKA TEPMUHA MTOCTENEHHO pacnpsiiack. Temnepnb
OBITYIOT [Ba €ro CMbIC/IA: EPBOHAYANbHBIA, Oosee y3Kuii, 1 0600MeHHbI — 111 060-
3HAYeHUsT BCell HACJIE[CTBEHHOM KOHCTUTYIIMU KJIETKU, BKJIIOUAs CTPYKTYPHbIE U JIIHA-
MHWYeCcKHe acTeKThl. B m3BecTHON MoekyispHoil cBoike P. b. Xecuna «HemoctosucTBO
reHOMa» MOJl TEHOMOM ITOHUMAETCsI BCST HACJIeICTBEHHAST CYOCTAaHIIMSI KJIETKH, Ky/la BXO-
JISIT COCTAB U CTPYKTYPA CAMbIX PA3HBIX 9JIEMEHTOB SIJIPa U IIUTOTLJIA3MBbI, & TAK)KE CUCTEMA
YCTOWYMBBIX TMHAMWYECKIIE CBI3U MEKY HIMHU, OT KOTOPBIX 3aBUCSIT MHOTHE ITPU3HAKN
opranuama (Xecus, 1984).

TepMun «reHOM» B NIMPOKOM CMBICJE, a TakyKe BBejeHHBII BrepBbie B 1909 .
B. MoranceHOM TEPMUH «TE€HOTHIl» CeMaHTU4YecKu ctaiu Om3ku. OHU COOTBETCTBY-
10T BCEll HACJEACTBEHHOW KOHCTUTYITUU 3UTOTHI (KJICTKU, OPTaHu3Ma), a He TOJbKO Ha-
6opy reHOB XpOMOCOM. BecbMa cOBpeMeHHO 3BYyYHT Tpenocrepeskenue B. MoranceHa,
YTO «KUBON OPTaHU3M HAJI0 IIOHUMATh KaK TEeJYI0 CUCTEMY He TOJBKO BO B3POCTIOM CO-
CTOSIHWMM, HO U B T€UEHHE BCETO €r0 Pa3BUTHSL... BblIo ObI HEMPABUJIBHBIM TIPE/IIOIAraTh
GECKOHEUHYIO PacUIeHIeMOCTh (PeHOTHIA KUBOTO OPTaHI3Ma Ha OTIETbHBIE JIEMEHTHI,
OTZIe/IbHBIE SIBJIEHMS, T. €. Ha pocTthie denbl» (Morancen, 1933, ¢. 124). Muoroo6pasue
CaMOBOCITPOU3BOIAIIUXCS 9JIEMEHTOB SIIPA U IIUTOIJIA3MbI TPUXOANUTCS AaHATU3UPOBATH
C TIO3UIINH «BHYTPUKJIETOUHOM MOMYAAIMOHHON reHeTukuy» (Xecun, 1984). Takoii mox-
X0/l €CTECTBEHHBIM 00PAa30M BeJIeT K IIPU3HAHUIO PA3HOTO POJia HEKAHOHUYECKUX UJIH He-
MeH/IeJIEBCKUX (POPM HACTIE/ICTBEHHON N3MEHUYUBOCTH.

B nauase 1980-x rr. Xecur 0co60 BBIAEIAI U PAacCMOTPeEN TPU (OPMBI HEKAaHOHU-
YeCKOIl HacJIe/[[CTBEHHOI M3MEHYMBOCTI: HeCJydaifHble YIOpsiZIOueHHble N3MEHEHUs B
JIOKYCaX M y4acTKax XpoOMOCOM, coctosmux u3 nosropos /|HK, nsmenenws u Hacsenona-
HIle CBOMCTB IUTOTIA3MbI U SITUTEHETHIECKOE HACIIE0BAHUE JIOKATBHBIX 1 OOIUX H3Me-
HEHUH YIIAKOBKM XpOMATHHA. 3aTeM J00aBUIACh U3MEHUMUBOCTD, CBSI3AHHAS C PA3HBIMU
MOOUJIBHBIMU 3JIEMEHTAMM, AHAJINA3 TOBEIEHISI KOTOPBIX TIPUBEJI K TPOOIEME HETTOCTOSTH-
ctBa renomoB (Xecun, 1984).

Heosxumanto B korIie XX B. BOTIPOC O TOM, KAKOBLI TPAHUIIBI 1 CITEKTP HACTEICTBEH-
HOW M3MEHYMBOCTH, BBITIEN 32 PAMKU YMCTO aKaJleMUYecKuX auckyccnit. CHavana B AH-
TJIWH, 2 TTOTOM U B ['epMaHuu MpUIILIOCh 3a0MBaTh CKOT U3-3a HEHPoieTeHepaTHBHON aHO-
MAaJIIH, CITIOCOOHON TIepPeIaBaThCST JIIOJSIM ¢ MSICOM OOJTbHBIX KUBOTHBIX. VIH(MEKITHOHHBIM
arenToM okazainuch He JITHK nmn PHK, a 6esiku, HasBanHbie ipronamu (prions — protein
infectious particles — GenkoBbie MH(MEKITMOHHbBIE YACTHIIB!). Briepsbie ¢ MX HEOOBIYHBIM
[POSIBJIEHUEM HCCie/loBaTes i cToJKHyuch emte B 1960-e rr. Ho Torpa stor (enomen
MBITAJIACH UCTOJKOBATD B PAMKAX KJIACCHUECKUX TIPEICTABJIECHUT, TTOJIarasi, 4To 3TO «Mejl-
JIEHHBIE BUPYCHbIE WHMEKIIUI» KUBOTHBIX MU OCOOBIN THUII CYIPECCOPHBIX MyTaIlUil y
nposkkeil. Termeppb BBISICHSETCS, UTO «(EeHOMEH TIPUOHOB HE SBJIAETCS 9K30THKOH, Xa-
PaKTEpPHON JIJIsT MJIEKOTIUTAIONINX, 2 CKOPEE — YaCTHBIM CIIydaeM 00MEeGHOTIOrnIecKOTO
MexaHuaMa» AuHamudeckoro HacuenoBanus (Mure-Beutomos, 2000). BeposTho, 1eH-
TPAJIBHYIO IOTMY MOJIEKYJISIPHOI TeHETUKU [TPUJIETCST OIIOJTHUTD C YI€TOM BO3MOKHOCTU
BHYTPH- U MEKBUIOBOH Mepeiaun o TUILY UH(PEKITHIA.

e manHO cTaThM — TIOKA3aTh, YTO Pa3Hbie (POPMBI HEMEH/IEJIEBCKOTO HACIEI0Ba-
HUST He UCKJTIOUEHNE, a CIIeICTBIE GoJiee OOIIUX MPEICTaBIeHUI 00 OpraHU3aui reHoMa
(Tomy6oBckmii, 2000).
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2. Ipuniun pakyIbTaTHBHOCTH M 0000IEHHAS KOHIIENIIHS FeHOMa

DakyabTaTUBHOCTh B CTPYKType U (DYHKIMM T€HOMa €CTh OHO U3 BbIPAKEHUN
YHUBEPCAIBHOTO IPUHIIAIA B OPraHM3allii 1 9BOIIOINN KUBbIX CUCTEM BCEX YPOBHEIL:
«e0uncmeso uenozo npu c60000e uacmeli». B macaeacTBenHol cucreMe (reHome) cyie-
CTBYIOT Pa3HbIe CTPYKTYPHbIE U IMHAMUUECKUE CROCOObL KOOUPOBAHUS, XPAHEHUS U Nepe-
Oauu nacienctseHHol uHdopMmanuu. IlocaenHue cocTaBagioT 6asy AMHAMUYECKON Ha-
cireicTBeHHOCTH (OCHOBBI Teopuu — paboTel Yypaesa, 2005). O6oouennasn xonyenyus
2eHOMA BKJIOYAET: a) OIUCAHIEe TeHOMA KaK aHcaMOJist 00 IMraTHBIX ¥ (DaKyIbTaTHBHBIX
9JIeMeHTOB; 0) aHa/u3 GaKyJIbTaTUBHOCTH B (DYHKIMKU MATPUYHBIX M TeHETUIECKUX [IPO-
1IECCOB M B) YYeT BCEro pasnooOpasust (GopM CTPYKTYPHO-AMHAMUYECKUX HACJETYEMBIX
namenennii (Toay6osckuii, 2000).

2.1. CrpykrypHas pakyIbTaTUBHOCTh

DaxyIpTaTUBHOCTD CTPYKTYPHI MPOSIBISIETCST YK€ B BBIPOKIEHHOCTH TEHETHIECKO-
ro koma. Ha ypoBHe renoma akyJIbTaTUBHOCTb CTPYKTYPbI COCTOUT B TO/[Pa3/ie/IeHUN
JTHK 1 PHK s/1eMeHTOB si7ipa U IUTOILIA3MbI Ha J[BE TOACUCTEMDI: a) 00JIUraTHbIE KOM-
noHeHTsl — OK (TeHbl, MX ceMeiicTBA U KOMILIEKCHI) 1 6) MHOKECTBO (DaKyIbTATHBHBIX
kommonenToB — MK (Haunnas ¢ pastoro tumna nosropos JJHK, MoOMIbHBIX 51€MEHTOB,
AMILJITKOHOB, TJIA3MU/], BCTPDOCHHBIX BUPYCOB ¥ IIUTOOMOHTOB).

Nx kosimyecTBO M BHYTPUKJIETOUHAS TOTIOrPachust BAPBUPYET B PA3HbIX KJIETKAX, TKAHIX,
opraHm3Max o/IHOTO Buia. Taxoe Tojipasziesienrie Ha JiBe TIOICUCTEMBI TIPE/ITIOKEHO MHOH B
1985 1., 1abbl COBMECTHUTD JIAHHBIE KJIACCHUIECKOU U «MOABKHOINY reHeTrkr (ToryGOoBCKIiA,
2000). 13 a0l ecTecTBEHHOI Ky1acCU(PUKAIIUHT BBITEKAIOT BAsKHbIE CJIE/ICTBUS, TIO3BOJISTIONINE
OCMBICJITH WK C(HOPMYJIMPOBATh MHOTHE HEOObIYHBIE (haKThI U3 00JACTH HACJIEACTBEHHOM
usmenunsoctu. HazoBem nexoropbie u3 Hux (mozp. cm.: Loybosekuii, 2000):

1. YuuBepcanpuocTh (akyabraTuBHOCTU. HeT BUIOBBIX T€HOMOB, KOTOPbIE COCTO-
AT JIANIb U3 OOJIMTATHBIX JIEMEHTOB, KaK HET KUBbIX OPTaHU3MOB, COCTOSIIUX JIUIIb U3
OJIHOTO CKEJIETHOTO OCTOBA.

2. Tenernyeckast HEMIEHTUIHOCTb JIOUEPHUX KJIETOK. B crity crydaiiHOCTH OHY pa3Jinya-
FOTCS TI0 YHCITY U COCTABY IIUTOILTA3MATIIeCKUX (haKyIbTaTUBHBIX 371eMeHTOB. COOTHOIIIECHIE
bpakimii 06raTHbIX 1 (haKkyIbTaTUBHBIX s1eMeHToB JJHK — oTHOCHTEIBHO yCTORYNBDII
BUOBOIT Ipu3sHaK. VIMest CXOHOE YHCJIO TEHHBIX JIOKYCOB, OJIM3KHE BUABI MOTYT OTJINYAThCST
no kommdectsy JTHK B 2—5 u Gosee pas, HapaimBas GJI0KM IIOBTOPOB U MEHSIS MX T€HOM-
Hyio Tororpaduio. Mexay o6auratoii 1 GakyIbTaTHBHOM YacTsSIMK T€HOMA HEIIPEPHIBHO
HabJoatoTCs pasHble Tepexofibl. CaMble OUEBHIHBIC TPUMEPBI — MYyTAIMH TEHOB 3a CUET
BHeZIpeHusT (MHCEPITHIT) MOOMJIBHBIX 3JIEMEHTOB WM YMHOKEHIE YrCIa (aMII(UKaris)
CETMEHTOB XPOMOCOM U TT€PEXO/T X B Pa3HbIe BHYTPU- M BHEXPOMOCOMHbBIE COCTOSTHUS.

3. XapakTepHbIil THT HACJAEACTBEHHON N3MEHUMBOCTH JIJIST KAXKIOW U3 JIBYX MOJICH-
cTeM renoMa. MopraHoBCKIe MyTal[iu JIEFKO COOTHOCSTCS ¢ OOJIUTaTHBIM KOMIIOHEHTOM.
PasHooOpasHble Hac/leACTBEHHbIE U3MEHEHMsI B Yrc/ie U Tornorpaduu (hakyIbTaTHBHBIX
AJIEMEHTOB s TPEJIIOKUIT HA3bIBaTh «BapualusaMuy» (Kak B My3bIKe — Bapualliy Ha 3a-
JIAaHHYI0 TeMy). Myraiuu, corjiacHO KJIacCU4YeCKUM TIPeJICTaBIEHUSIM, TTPOUCXOJIAT, KaK
[IPaBUJIO, CJIYYailHO, ¢ HU3KOI YacTOTOIl y OTAeIbHBIX 0coOeil. XapakTep Bapualuii co-
BCEM MHOI — 3/1eCh BO3MOKHBI MACCOBbIE, YIIOPsIJIOYEHHbIE UBMEHEHUST T10]] JIEHCTBUEM
CaMBIX Pa3HbIX, B TOM YUCJIe CJIa0BIX HEMYTareHHbIX (PakTOpOB (TeMIepaTyphbl, UIIEBOTO
peXuMa n T. 11.).
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4. JIByxaTarmHbiii Xxapakrep OOJIBITMHCTBA TIPUPOIHBIX HACJICACTBEHHBIX U3MEHEHU,
CHauasia aKTHBU3UPYIOTCS (haKyJIbTaTHBHbIE 2JIEMEHTBI KaK HanboJee 4yBCTBUTEIbHbIE
K UBMEHEHUSIM CPEJIbL. 3aTeM HAYIHAIOT OTI0CPEIOBAHHO TIOPAXKATHCS U TEHHBIE JIOKYCBI.
K takomy BBIBOLY MBI MPUIILIA B XO/I€ MHOTOJIETHUX HAOIIO/ICHWIT 32 BCIBINIKAMU MY-
Tanuii B mpupoe. BoJbIUHCTBO UX 0KA3a10Ch HECTAOUIBHBIMK U OBLIN BbI3BAHBI WH-
ceprusiMU MOOUJIBHBIX 3JIEMEHTOB, KOTOPbIE TAMHCTBEHHBIM 00OPa30M BPEMsI OT BpEMEHU
AKTUBUPYIOTCS B TIpupoje. Y apos3oduiibl 0kosio 70 % MyTaiuil, BOSHUKIINX B IIPUPO-
1e win 1abopaTopyuK CIIOHTAHHO, CBSI3AHO C MEPEMEINeHUsIMU MOOMJIBHBIX 3JIEMEHTOB.
Bb. Mak-KinuHTOK BIiepBble cieiaa 3aKJII0ueHne, 4TO aKTUBAIs (DaKyJIbTaTUBHBIX dJie-
MEHTOB U TIOCTIEAYIONIast CTPYKTYPHAsI PEOPTAHU3AINSA TeHOMA MOTYT OBITh CJIE/ICTBIEM
aganTusHoOro orsera Kiaerku Ha crpece (McClintock, 1984). Haciencreennas cucrema,
AKTUBUPYSI (DAKYIbTATUBHBIE 2JIEMEHTBI, OCYIIECTBIISIET TEHETUUYECKUI TIOUCK, TIePEX07Ist
K HOBOMY a/IalITUBHOMY YPOBHIO (DYHKIIMOHUPOBaHUS. Tak, MHOTOJIETHIE HCCIIeI0BAHIS
JI. 3. KaiianoBa mmokasajiu, 4To 1mocJje JJINTeSTbHOr0 HHOPUAUHTA B JIHHUSX JPO30(IIT
PETYJISIPHO 32 OJTHO-/IBA TTOKOJIEHUS TIPOUCXO/IAT MHOXKECTBEHHbIE KOOTIEPATUBHBIE TIEpe-
METIEHUS TMOBUKHBIX TEHOB M CalT-CIeIU(DUIHbIE TIEPECTPOUKN XPOMOCOM; TIPH ATOM
OJTHOBPEMEHHO PE3KO TIOBBIIIAETCS BBIKUBAEMOCTD.

O60061menHoe TPe/ICTaBIeHIEe O TeHOME Kak ancambiie 06JUTaTHBIX U (haKkyIbTaTHB-
HBIX 9JIEMEHTOB PACIIUPSIET U [TOHATHE «TOPU3OHTAJIBHBII [IEPEHOCY, BKIIOYAIONIUIT He
TOJIKO MHTETPAILINIO Yy>KEPOIHBIX TEHOB B XPOMOCOMBI s1/ipa. O rOPU30OHTAIBHOM TI€pe-
HOCE MOJKHO TOBOPUTD Y3Ke U B CJIy4asiX CO3/IaHUS YCTOMYMBON ACCOIMAIINY JIBYX F€HETH-
YeCKUX CUCTEM, B KOTOPOH MOSIBJISIOTCS HOBbIE TIPU3HAKU W CBOICTBA.

2.2. @yHKuoHadbHas HaKyIbTATUBHOCTh F€HOMA

ODyukinonaabhast (haKyIbTaTUBHOCTh OCHOBAHA Ha BAPHUATUBHOCTH TPEX MAMPUY-
HbLX TIPOLIECCOB — PENIUKAUUU, MPAHCKPUNUUU U MPAHCAAUUYU — 1 TPEX OCHOBHBIX 2€-
HeMUUECKUX TIPOTIECCOB — PEenapaviil, PeKoOMOUHAUUY U cezpezauuil. ITU JIBE TPUAIBI
YHUBEPCAJIbHBI, CBOWCTBEHHBI U IPOKAPUOTAM, U 9YKApUOTaM, 1 KaxkK/1asd U3 HUX OCYIIeCT-
BJISETCS € TIOMOTIBIO ONPe/IeJICHHON cucTeMbl (hepMEHTOB (C BO3MOXKHBIMU BUIOCTICIIN-
buanbIME MOUDUKATTISAME ).

JlJist MATPUUHBIX TPOIECCOB OTMEUEHBI CJIeAyoliue Tpu o0Iux cBoiictBa: 1) oHu
OCYTIECTBIISIOTCS B TPH 9TAlla — WHUTIAAINS, BOCTIPOU3BEICHIIE MATPUTIBI M TEPMUHATIHS;
2) B ciydae OMMUOOK TIPH MOCTPOEHUH MATPHIIBI TIPOMCXOAUT KOPPEKITHST; 3) TTOJHBAPU-
AHTHOCTbD 2JIEMEHTOB MaTpuilbl (niu ux gakyapbratuBHocTb) (Mure-Beutomos, 2009).

OueBuIHO, YTO 3TU TPU CBOMCTBA XapaKTePHBI U 7151 BbIJIEJIEHHBIX BbIIIIE TPEX OCHOB-
HBIX T€HETMYECKUX IpolleccoB. Tak, 3a cerperanuio KJIETOYHBIX F€HOMOB B Ipolecce
MHUTO32 OTBEYAIOT 3TAIBl UHUIMAIIMA U TEPMUHAIUU MPOIIECCA, a TAKKE 0COObIE «KOH-
TpoJibHble Toukmy> (check points), rie mpoBepsieTcst MPAaBUIBHOCTD MTPOXOKIACHUS TIPE-
BIIYIIIETO 3Tala, MPOUCXOINUT KOPPEKIHS, U eCJI OHA HEBO3MOJKHA, TTPOIECC KIETOYHOTO
JleJIeHNS] OCTAHABJINBACTCSL.

OueBUIHO, HACJECTBEHHbBIE N3MEHEHNST BOSHUKAIOT B PE3YIbTaTe OIMHOOK TPoTiec-
COB, BO3HUKAIOIIUX B X0/ie (GYHKIIMOHUPOBAHUS [IBYX HACJEICTBCHHBIX TPUaJl, HHBAPU-
AHTHBIX JIJISA JTOOBIX JKUBBIX OPraHu3MOB: 1) PErUIMKAINY, TPAHCKPUITIIN, TPAHCISIU;
2) pemapaiiuu, peKOMOMHAIMN W CETPETAIIHH.

B pamkax JaHHOU cTaThit 0c060 OCTAHOBUMCS Ha CBOUCTBE (DaKyIbTAaTUBHOCTH.

DakyIbTaTUBHOCTD PEIINKAINU 03HAYAET BO3MOKHOCTH OTHOCHTEIBHO aBTOHOM-
HOU TUTIep- WJIA TUTIOPETINKAIN OT/esTbHbIX yuacTkoB /IHK, HesaBucumo ot myraHoBOM
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3aKkOHOMepHOU pertmkaiuy Bceil renomuonr JJHK B xome nenenns ximetku. Taknmm
CBOMCTBaMM 00JIAJIATOT YYACTKHU XPOMOCOM C MOBTOPaMH, OJIOKHU reTepoxpomaTtita. [1pu
ATOM aBTOHOMHASI PEIIUKAIIUS TPUBOAUT K YMHOKEHUIO YUCIIA OT/AETbHBIX CETMEHTOB U
rMeeT, KaK TIPaBUJIO, aJalITHBHBII XapaKTep.
DakyIbTaTUBHOCTH TPAHCKPUTIIIUU COCTOUT B BO3MOKHOCTH TIOsIBIIeHsT pastbix MPHK
C OJTHOI 1 TO¥T ’Ke MaTPHITBI 32 CUET MPUCYTCTBHS B IAHHOM JIOKYyCe GoJiee OJTHOTO POMOTOPA
U QJIbTEPHATUBHOTO CITAMICHHTA. DTa CUTYAIINsT HOPMaJIbHA JIJIsT MHOKECTBA TeHOB.
Heonnosnaunocts ((hakyJIbTaTUBHOCTD) TPAHCJSITUU TPOSIBJISIETCS B Pa3HBIX Bapu-
AHTaX OMO3HAHUA OJHOTO W TOTO K€ KOIOHA, HAPUMEP CTOM-KOAO0HA MU KOMOHA JIJI
BKJIIOUEHUST OTIPe/IeJICHHOI aMUHOKUCIIOTBI B CHHTE3UPYeMblii Gestok. Takas TpaHcasust
3aBUCHT OT (PUBMOJIOTUYECKUX YCIOBUN B KJyleTKe 1 oT reHoTuna (Tuxoznees u ap., 1990).
CoracHO TeOpUHN MYTAIMOHHOTO MTPOIiecca, KOTOPYIO BBIABUHYJ B KoHIE 1940-X IT.
M. E. JIo6a1és, BOBHUKHOBEHNE My Tal[Ui CBI3aHO CO CIIOCOOHOCTDIO KJIETKH 1 ee HaCJIe]]-
CTBEHHBIX CTPYKTYD K peraparuu mnospexxaenuil. [losgsaennio MyTaium mnpeziiecTByer
COCTOSTHHE, KOT/Ia TIOBPEKACHHUE JTNOO0 MOJTHOCTHIO 06PATUMO, THOO MOKET PEan30BaTh-
¢S B BUJIE MyTAITUH, KOTOPYIO MOKHO MTPEJICTABUTH KaK «HETOKIECTBEHHYTO PEapaIiuio.
K zauamy 1970-X IT. BBISICHUIIOCH, 4TO cTabuibHocTh JJHK B KI€TKe He nMMaHEHTHOe CBOIi-
cTB0 camux Mojieky JJHK, — oo nomuepskuBaercs 0co6oil (hepMeHTaTUBHOI CHCTEMOI.
C cepemuabr 1970-X IT. cTaja MPOSICHATHCS 9BOOIMOHHAST POJIh «OMHUOOK PEKOM-
OUHAIMK» KaK WHIYKTOPA HACJIEJCTBEHHBIX U3MEHEHUIT, TpUeM ropaszio 6oJiee MoIil-
Horo, yeM omubku pernkanun J[THK. Ha MosiekyisipHOM ypoBHE pa3inyaioT Tpy Ba-
puaHTa PeKOMOUHAIIN: OBIIYI0, CAUT-CIEMMUIHYI0 U PETTUKATUBHYIO. J[JIs1 IepBoii,
00111eit, peryJisIpHOil pekoMOuHaIK (KPOCCUHTOBEP) HEOOXOAUMBI JITMHHBIE PAHOHBI
romosiornn JIHK. Caiit-crienuduunas peKoMOUHAIUA JTOBOJBCTBYETCS KOPOTKUMH,
B HECKOJIbKO OCHOBAHWUI, yuacTKaMU TOMOJIOTUH, Kakue, K npumepy, umetor /[HK dara
JIIMO/Ia 1 XpoMocoMa OakTeprn. AHAJIOTMYHO IPOUCXOANT BKIKOUEHIE B TEHOM MOOMIIb-
HBIX 9JIEMEHTOB U COMATHYeCKast JIOKAJIbHAsT PEKOMOUHAIINS B OHTOTEHE3€ MEKY M-
MYHOTJIOOYJIMHOBBIMY T€HAMM, CO3/IAIONIAst UX MOpasuTeabHoe paznoobpasue. OubKu
ob11eit peKOMOUHATINT MOKHO PACCMATPUBATEH KaK 3aKOHOMEPHBIE CJIE/ICTBHUS THHENHO
MIPOTSKEHHON CTPYKTYPBI TeHOB. Bo3HUKaeT AreMMa, 0 KOTOPOU mrcan XecuH: MOKHO
CYUTATH, YTO MUTOTHUYECKIE PEKOMOUHAIIUU — OCOOBII TUIT MyTareHe3a Uik, HATIPOTHUB,
HEKOTOPBIE BUBI MyTaIiil (XpOMOCOMHBIE abepparuu) — pe3yabTaT «OliO0K» MUTO-
THueckux pekombunanuii (Xecus, 1984).

Ecii mepemertieHrst MOOUITBHBIX 3JIEMEHTOB UJIM PEKOMOWHAIUS YUACTKOB 3alpo-
rpaMMUPOBAHbI B OHTOTeHe3e, KIACCU(DUIIMPOBATh TAKUE HACJIEICTBEHHbIE U3MEHEHM
TpyaHo. TparchopMaruio mosa y AposksKeii 10Jroe BpeMs CYUTaIN My TAIIHOHHBIM COObI-
THEM, HO OKAa3aJI0Ch, UYTO HA ONPEIEJICHHON CTaJIMH PA3BUTHST aCKOCIIOP OHA TTPOUCXOIUT
C BBICOKOI1 BEPOSITHOCTBIO B Pe3yJibTaTe calT-crelnpudHoil peKOMOMHALINN.

3. Bapuanuu reHoMa B OTBET Ha BbI3OB CPe€/Ibl

3.1. HaciencrBeHHble U3BMEHEHUS U OTOOD

B Teopun 9BOTIONNY 1 TEHETHKE BCETIA OOCYKIAICS BOTIPOC O CBSI3HM HACTECTBEH-
HBIX M3MeHeHUl ¢ HanpasieHreM ot6opa. CoracHO JapPBUHOBCKUM W MOCT/APBUHOB-
CKUM TIPe/ICTaBJIeHUSIM, HACJIe/[CTBEHHbIE N3MEHEHNs IIPOUCXO/AT B Pa3HBIX HAIpaBJIe-
HUSX U JIIIH 3aT€M TOAXBaThIBatOTCst 0TOOPOM. OcOGEHHO HATJISIAHBIM U YOEANTEIbHBIM

115



M. /1. Tony6oeckuii

OKaszajicst METOJ[ PETINK, M300peTeHHbN B Havase 1950-x rr. cynpyramu Jlegepoepr.
C moMoIipio 6apXaTHON MaTepU OH TTOJIYYa/Ii TOYHbIE KOTIMH — OTIEYaTKI — OTIBITHO-
ro nocesa bakrTepuii Ha yamke [Terpu. 3ateM Ha OJHOII U3 YallleK BeJr 0TOOD Ha YCTOM-
YMBOCTH K (hary U COMOCTABJISLIN TONOrpahuio TOUEK MOSIBICHUST YCTOHUUBBIX OaKTEpUil
Ha yaiike ¢ (aroM 1 B KOHTpoJie. Pacrosoxkenue ycTORYMBBIX K (hary KOJOHUIN ObLIO
OJIMHAKOBBIM B [IBYX YallTKax-perinKax. Taxoil ske pe3yJbTaT MOJTyYUId U [IPU aHAIU3e
MOJIOKUTEJLHBIX MyTAIluil y GakTepwii, 1e(heKTHBIX 0 KAaKOMY-JTHO0 MeTaboIUTY.

OTKpBITHST B 00JTACTH MOABYUIKHOM TEHETUKN MTOKA3aJIH, YTO KJIETKa, KaK IIeJI0CTHASI
crcTeMa, B Xojie 0TOOpa MOJKET aJaliTUBHO TepecTpanBarh ¢Boil reHoM. OHa crmocobHa
OTBETUTD Ha BbI30B CPe/lbl aKTHBHBIM FeHEeTUUYECKUM IIOMCKOM, a He [TaCCUBHO JK/JaTh CJLY-
YalHOrO BO3HMKHOBEHMS MYyTalliH, 1I03BOJIAIONIEH BBIKUTD. A B OlbITaX cynpyron Jle-
nepbepr y KIeTok He 6b110 BhIOOpa: MO0 cMepTh, MO0 aalTUBHAS My TATIUS.

B Tex ke cayuasx, Korga ¢axtop orbopa He JeTajeH, BO3MOKHBI MOCTEIIEHHbIE
MEPECTPOITKU TEHOMA, MPSIMO UJIM KOCBEHHO CBSI3aHHDBIE C YCJIOBUSMU 0TOOPA. DTO BbI-
SICHUJIOCH € OTKpbITHEM B KoHIle 1970-X rr. ocTerneHHOro yMHOMKEHUsT YUC/Ia JIOKYCOB,
B KOTOPBIX PACIIOJIOKEHBI TeHBl YCTOWYMBOCTH K CEJIEKTUBHOMY areHTY, OJIOKUPYIOIIEMY
JeJieHne KJeTok. VIBBeCTHO, YTO METOTPEKCAT — MHIMOUTOP KJIETOYHOTO JAETEHUST — TITH-
POKO IpUMEHSETCS B MEAUIIMHE /IS OCTAHOBKHU POCTA 3JI0KAYECTBEHHBIX KJIETOK. DTOT
KJIETOYHBIN 511 MHAKTUBUPYeT dhepMmeHT auruapodoaarpenykrasy (JTDP), padbory
KOTOPOTO KOHTPOJIUPYET OIpe/le/ICHHbIN TeH.

PacemoTpum, Kak B X0/1e TIO06HOTO 0TGOpa MEHSAJICSA TEHOM Y OJIHOKJIETOYHOTO Tia-
PasUTUYECKOrO KIYTHKOHOCIA JeiinmManny Leishmania tropica, BbI3bIBAIONIETO KOKHbIE
S3BBI W TEPENAIONIETOCS YeJTOBEKY MOCKUTAMU OT TPBI3YHOB. /[0 Hayasa OMBITOB TeH
YCTOHUUBOCTH ObLI B TEHOME JICHIIIMAHUN B OfHOMU j03e. B pesysbrare orbopa uncio
FeHOB YCTOHUMBOCTH YBEJUUNIOCH (aMIIndUIupoBaiochk). Uto jke HabIoAam0ch mpu
pasHbIX BapuaHTax or6opa? (mozap. cm.: Fomy6osekuii, 2000).

YeToitunBOCTD KIETOK JIEHIIMAHNN K S/1y-IIUTOCTaTUKY (METOTpeKcar) Bo3pacrasia
CTYIIEHYATO, U MTPOIIOPIUOHAIBHO YBEJNYNBATIACH 101 aMIIM(UIIMPOBAHHBIX CeTMeH-
TOB C TEHOM YCTOWYUBOCTH. Y MHOKAJICST HE TOJIBKO CEIEKTUPYEMBbIil TeH, HO U GOJIbIITIe
npuiexamue Kk Hemy ydactku [IHK, nazBannbie amrimkoHamu. Kora ycToiunBOCTh
K Any y gedimmvaany nobicuiach B 1000 pas, ammmmdunnpoBaHHble BHEXPOMOCOMHbBIE
cermMenTHI coctasmam 10 10 % /ITHK B kietke! MokHO cKasaTh, YTO M3 OJHOTO OOJIN-
raTHOTO TeHa o6pa3oBasics Ty (haKkyJIbTATUBHBIX 3JIeMEHTOB. [Iponsotia aganTuBHast
mepecTpoiika reHoMa B Xojie 0Tbopa.

Ecam o160p MpojIosKajics JoCTaTouHO JI0JITO, YacTh aMIIJIMKOHOB BCTPAMBAJach B
UCXOIHYIO XPOMOCOMY, ¥ TIOCJIE TIPEKpaIlleHnst 0TOOpa YCTONUNBO COXPAHSIACH TTOBbI-
MeHHas yeTonunBocThb. C yajeHneM nu3 Cpeibl CeJIEKTUBHOTO areHTa YUCI0 aMILIAKO-
HOB C TEHOM YCTOMYMBOCTH MTOCTENIEHHO CHUIKATIOCH B PSY MOKOJEHUN ¥ OTHOBPEMEHHO
nmajiaia yeTonanBocTh. TeM caMbIM GbLT CMOIETUPOBAH (heHOMEH JITUTETbHBIX MOI(H-
Kalluii, Korjja MaccoBble U3MEHEHUs, BbI3BaHHbIE CPe/Iol, HACJAeAYIOTCs, HO IIOCTeIIeHHO
yracaiotT B ps/Ly HOKOJIEHUI.

[Tpu moBTOPHOM OTGOPE YACTh COXPAHMBINUXCS B IUTOIJIA3ME aMILTHKOHOB obectie-
YyuBaia GHICTPYIO UX ABTOHOMHYIO PEIIMKAIIUIO, U YCTOWUMBOCTh BO3HUKAJIA TOPA3A0 Obi-
cTpee, 4eM B Havajie ONbITOB. VIHbIME cjioBaMU, (hOPMUPOBATIACH CBOCOOPA3HAST KIETOUHAS
AMITJIMKOHHASI TIAMSITh O TIPOTIEIeM 0TOOPe Ha OCHOBE COXPAHUBIITIXCST AMILIMKOHOB,

Eciiu cormoctaBuTh METOJI PEILIMK U X0 0TOOPA HA YCTOWYMBOCTD B CJIyvae aMILIU-
(bukamu, To 0OKa3bIBAETCS, YTO UMEHHO KOHTAKT C CEJIEKTWBHBIM (DaKTOPOM BBI3BAJ
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npeoOpazoBaHne TeHOMa, XapaKTep KOTOPOTO KOPPEIUPOBAJ ¢ UHTEHCUBHOCTBIO U Ha-
npaBsJeHreM oTbopa.

3.2. Bapnaunu q)aKyJIbTaTI/IBHI)IX JJIEMEHTOB U l'lpI/I06peTeHHbIe NMPpU3HAKH

WcTopuku HayKn OTMEYAIOT, YTO JIMCKYCCUS O HACJIEJI0BAHUY WU HEHACTIEIOBAHUN
proGPeTEeHHbIX B X0O/I€ OHTOreHe3a IPU3HAKOB — OJIHA U3 CAMBIX JJTUTEIbHBIX U BaZKHbBIX
110 CBOEMY CMBICJIY U TTOCJIE/ICTBUSIM. MOXKXHO BCIIOMHUTH aHAJIOTUUHYIO CUTYAIIUIO C TI0-
MIBITKAMU TIPEBPAIEHUS XUMUYECKUX AJIEMEHTOB. AJIXUMUKHU BEPUJIU B 9TY BO3MOKHOCTD,
HO B XUMUW YTBEPJUJICS TOCTYJIAT O HEM3MEHHOCTH XMMHUYECKUX 2JeMeHTOB. OIHAKO
HbIHE B SI/IepHOI (hU3WKe U XUMUU UCCIE0BAHUS TI0 MTPEBPAIIEHUIO 2JIEMEHTOB — JIEJI0
o0bIuHOe. KTo jke okaszajics paB B MHOTOBEKOBOM criope? MosKHO CKasaTh, YTO Ha YPOB-
He XUMUYECKUX MOJIEKYJISIPHBIX B3ANMOJIEVCTBUI He TPOUCXO/IAT TIPEBPAIIEHUST 9JIEMEH-
TOB, a HA SI/IEPHOM YPOBHE OHO — TIPABUJIO.

HamnpammBaercs cxopHas anajorus U ¢ BOIPOCOM O HACJIE[I0BAHUY TTPU3HAKOB, KO-
TOpBIE TIOSBUIMCH B X0/ OHTOreHe3a. Eciim BHOBb BO3HUKAIOIIME HACIE/ICTBEHHDIE U3-
MEHEHWS CBOJIUTD JIUITH K MYTAIlUSM F€HOB U XPOMOCOM, TOT/IA BOIIPOC O HACJIETOBAHUT
BO3HUKIIIX B X0/I¢ OHTOT€HE3a IIPU3HAKOB (ITPUOOPETEHHBIX ) MOJKHO CUUTATD 3AKPHITHIM.
Ho eciiu ncxoauthb 13 06001I€HHOI KOHIIEIIIMN TeHOMA, BKJIF0Yast [IPEACTaBIEHUE O JI1-
HAMUYECKON HAaC/IeICTBEHHOCTH, PellieHue IpodeMbl Hy K aaeTcs B epecMorpe. [Tomumo
MYTAI[MOHHOM CYIIECTBYIOT BAPUAIIMOHHAS W ANTUTeHeTnYecKast QOPMbI HACTIE/ICTBEHHON
U3MEHUYNBOCTH, CBsi3aHHbIe He ¢ uaMeHennamu B rexkcre JIHK, a B coctoanuu rena. Takue
3 dEKTBI 0OPATUMBI 1 HACTIE/LYEMBI.

Bormennmii B konte 1991 r. MexayHapOIHBIH €KEeTrOHUK 110 TeHETUKE OTKPBLICS
crarbeit O. Jlanamana «Hacienosanue nproGperennbix npustakos» (Landman, 1991).
ABTOP CyMMUPOBAJ JIaBHO MMOJIyYeHHbIE B FeHeTHKe (DaKThl, TTOKA3bIBasl, YTO HACJIEI0BA-
HUe IPUOOPETEHHBIX IPU3HAKOB BIIOJIHE COBMECTUMO € COBPEMEHHOIT KOHIIEIIIHEN MOJIe-
KyJISIpHOM reHeTrKH. JIaHAMAaH /IeTaTbHO PACCMOTPEN OKOJIO JIECSTH 9KCITEPUMEHTATbHbBIX
CHCTEM, B KOTOPBIX YCTAHOBJEHO HACJeJOBaHMe MPUOOPETEHHBIX IIPU3HAKOB. JeThipe
PasHbIX MEXaHM3Ma CIIOCOOHBI IPUBECTH K HEMY: U3MEHEHKEe CTPYKTYP KJIETOUHOU MeM-
Opanbl (koprekca), usydennoe T. Conneboprom y undysopuii; JHK-moxndukarm,
T. €. KIIOHAJIbHO Tiepe/iaBaeMble U3MEHEHUS B XapaKTepe JOKAIbHOTO METUJINPOBAHUS
JTHK (croga Bxoaut (heHOMEH UMIIPUHTHHTA); 9ITUTeHETHYECKIE H3MEHEH WS 0e3 KaKiX-
6o mopudukanuit JTHK; naaynuposantas yrpara 6o npuodpererue hakyabTaTuB-
HBIX 9JIEMEHTOB.

Crarps JlanaMaHa fej1aeT Hac Kak Obl CBUAETEIAMYI KPUTHYECKOTO IEPUOA CMEHBbI
[OCTYyJIaTa B reHeTHKe. ABTOP CIIOKOIHO 0ObeIUHSIET CTapble I HOBBIE JAHHbIE B CUCTEMY,
JIAeT VM SICHOE COBPEMEHHOE UCTOJIKOBaHUEe, MOKHO ¢(hOPMYIUPOBATH OO TPUHITHIL:
HACJIe/I0BaHNe MPHOOPETEHHBIX NMPU3HAKOB BO3MOMKHO B T€X CJIyYasix, KOrJa HEKHil
¢deHOTUIIMYECKUIT TPU3HAK 3aBUCHT OT YHCJIA WM Tonorpaduu ¢hakyIbTaTUBHBIX dJie-
MEHTOB. 31€Ch IIPOMCXOST TPOIECChl 0TOOPA HA YPOBHE BHYTPUKICTOUHO MOITYJISAIH-
OHHOW TeHeTHKM.

[TpuBemy sBa Oy4YMTEIBHBIX TPUMEPA HA APO30ue: MepBbIil CBsI3aH € MOBEIEHN-
€M BUpYCa CUI'Ma, BTOPOI — MOOMIBHBIX 9JIEMEHTOB, OTBETCTBEHHBIX 32 THOPUIHYIO CTe-
PUIIBHOCTH CAMOK M CBEPXMYTaOUIBHOCTb.

M3yueHne B3auMOJEHCTBHS BUPyCa CUTMA ¢ TEHOMOM JPO30(UIIbI Ha4aaoch 00-
see 60 set wHazan. CHauama B 1937 r. dpaniysckuii reretuk @. Jlepurbe 00HAPY KU
pe3Kue HaCAeICTBEHHbIE OTAUYMS Y Pa3HbIX JJUHUN MYX 10 CTEIIEHU YyBCTBUTEIBHOCTH
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k yraekucaomy rasy (CO,). Ilpusnak maciegoBaics TPUUyIIHBEIM 00pa3soM: depes
IUTOIJIA3MY, HO He TOJbKO TI0 MAaTEPUHCKON JTMHUM, a WHOT/Ia U Yepe3 caMIloB. YyBcT-
BUTETHHOCTH MOJKHO OBLITO TIEPENaTh U MYTEM WHBEKIINU TeMOTUMGBI, TPHYEM Pa3HBIM
BUAM Apo30duir. B aTux ciyyasx mpusHak rnepeaaBajics He CTabuIbHO, HO B PE3yJIbTa-
Te 0Tbopa HaC/e0BAHIE CTAHOBUJIOCH YCTONYMBBIM.

Yyscrsurenbnocts kK CO, okaza/ach CBA3aHa ¢ yCTOHUYMBLIM Pa3sMHOMKEHMEM B I10-
JIOBBIX U coMaruueckux kierkax PHK-comepskaiiero myieBUgHOTO pabIoBUPyca CUTMA,
CXOJTHOTO 10 PSIJLY CBOMCTB ¢ BUPYCOM GellieHeTBa Y MitekonuTaromx. Qoronun (KJIETKH,
13 KOTOPBHIX B XO/Ie MeH03a 1 CO3PEBaHNsT 0OPa3yIOTCs ANTEKIETKI) ¥ CAMOK CTaOIITH3H-
pOBaHHOI uHUN 00bIYHO comepkaT 10—40 BUPYCHBIX YacTUII, a OOLUTHI (3peJible siiiie-
kietkn) — 1-10 murH. Bupyc curma — tunudHbiii (hakyabTaTUBHBIN ajieMeHT. MyTaiuu B
€r0 TeHOME MPUBO/IAT K CJAOKHBIM (hopMaM ToBeieHus cucTeMbl. Haliziensl ciydau Bupy-
COHOCHTEJILCTBA, P KOTOPBIX APO30(uJIb 0cTaioTcs ycToiunsbl K CO,, HO BMECTE € TeM
WMMYHHBI K 3apaKEHUIO IPYTUMU IITaMMamMu Bupyca. CuTyalus BIoJiHe CPaBHUMA C T10-
BeJICHUEM CHCTEMBbI «ar—GakTepus», uto cpasy samernsim D. Kakob u 3. BonbmaH.

BaanMmooTHOIIEHNS TeHOMa /Ipo30GNIIBl U Pa3MHOMKAIONIETOCS B ee IUTOIIa3Me
BUpyCa TOAYMHIIOTCS TPaBUJIaM BHYTPUKJIETOYHOH TeHeTHKW. BosmelicTBUS B Xome
OHTOTeHe3a MOTYT BBI3BATh C/IBUT B YNCJIE€ U MEKKJIETOUHOI TOTIOTPA(UH YACTUI[ U KAK
pe3yJIbTaT — U3MEHUTD CTENEHb YYBCTBUTEIbHOCTH K YIIEKUCIOMY ra3y. Tak, moBbIleH-
Hasg Temrneparypa GJOKUPYeT PerIMKAIMIO BUPYCHBIX YacTHll. Eciim caMoK 1 caMIioB B
[epuo/i TaMeToTeHe3a Co/leP:KaTh HECKOJIBKO JiHell ipu teMiiepatype 30 °C, moTomMcTBO
TakuX Myx Oyzer cBoboxno or Bupyca u ycroitunso x CO,. 3nauut, mpuodpeTenHblii
B X0/l¢ MHIUBU/IyJIbHOTO PAa3BUTHUS TPU3HAK HACTELYETCS B PSILY TIOKOJICHWH.

Curyanus ¢ BUpycoM curma He eqmHIYHA. D paHIly3cKue TeHeTUKY U3ydann GaKkTo-
PBI CTEPUIILHOCTH CAMOK, CBSI3aHHBIE € TTOBEICHUEM MOGUITBHBIX 9JIeMeHTOB THTIa «I». Ha-
CJIeJIOBaHIE TOTO MPU3HAKA OIPE/IEJISIETCS CIIOKHBIMU SIIEPHO-ITUTOIIIA3MATUYECKUMU
B3auMoielicTBusAMIU. Eciiu B OTIIOBCKUX XPOMOCOMAaX JIOKAJIM30BAHBI AKTHUBHBIE
[-asiemenTsl, To Ha (hoHe R-TIMTONIA3MBI OHM HAYMHAIOT AKTUBUPOBATHCS, TPETEPIIEBAIOT
MHOKECTBEHHBIE TPAHCIIO3UITNN U B PE3YJIbTATE BBI3BIBAIOT PE3KNE HAPYIIEHUS OHTOTEe-
He3a B TOTOMCTBE CAMOK € UYBCTBUTEIHHOW IUTOTIa3MON. Takne caMKW OTKJIbIBAIOT
stiilia, HO YacTh HSMOPUOHOB rMOHET Ha paHHel cTafnu APobJIeHUsT — elile 10 00pasoBaHUs
GmacroMepbl. JIMHUY, BbIIETEHHbIE U3 TIPUPOAHBIX MOMYJIANNE, OOBIYHO OTIUYAIOTCS TI0
cuie fefictBus [-pakTopoB U cTeleHn PeaKTUBHOCTH (MJIM 4yBCTBUTEIBHOCTH) IUTO-
IJIa3Mbl. DTH TI0KA3aTeJd MOXKHO U3MEHWUTb BHEIIHUM BJMIHHEeM. Bo3pacT MCXOMHBIX
POANTEIBCKUX CAMOK, a TaKKe BO3/IEeUCTBUE B PAHHUN MEPUO PA3BUTUS TOBBIIIICHHON
TeMIEePaTyPbl OTPAKAIOTCS HE TOJIBKO HA TIOIOBUTOCTH BBIPOCHIMX CAMOK, HO U Ha TIJI0-
JIOBUTOCTH UX TIOTOMCTBA. BbI3BaHHbIE YCIOBUSIMU CPe/lbl UBMEHEHUS PEAKTUBHOCTH 11~
TOTLIA3MbI TTOJJIEP;KUBAIOTCST HA MPOTSKEHUM MHOTHX KJIETOYHBIX TIOKoJieHu . «Camoe
3aMedvaTesbHOE, YTO 9T M3MEHEHUST PEAaKTUBHOCTH ITUTOIIa3MBbI 1TO]] BIUSTHUEM HeTeHe-
THYECKUX (haKTOPOB HACJEAYIOTCS: HAGIIOAeTCsT HACTE0BAHNE ,01aTOTPHOOPETEHHBIX
npusHakoB», — otMeuas P. b. Xecun (1984, c. 176).

4. OoreHe3s U dNMUreHETHYECKOE HacJieJ0BaHHUE

B teopun passutus u denoreHernke XX B. BA)KHOE MECTO 3aHUMAIOT IJIyOOKHE U
COBEPLIEHHO OpUrMHAIbHBIE uccaegoBanns smbpuosora I1. T. Ceersiosa (1892-1972).
m pa3pa60TaHa TEOPpHUN KBAaHTOBAaHHOCTH OHTOI'€HE3a (HEUII/I‘-II/II/I KPUTUYECKHUX TTEPUOJ0B
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B Pa3BUTHUH, KOT/[Aa TTPOUCXOJUT JeTePMUHAINS MOP(HOTECHETUYECKUX MTPOIECCOB U O
HOBPEMEHHO TIOBBINIAETCST YYBCTBUTETHHOCTH KJIETOK K MOBPEXKAAONIMM arentam). OH
ApPryMEHTHPOBAJI, YTO U3yYeHNE OHTOreHe3a HaJlo BECTH He ¢ MOMEHTA OIJIOJJOTBOPEHUS
1 06pPa30BaHUs 3UTOTHI, 4 €Il ¢ TAMETOTeHe3a, BKIIOYAIONIETO 0OTEHE3 Y CAMOK MPeJIIiie-
CTBYIOIIEr0 TOKOJIEHUSI — TIPOIMOPUOHATIBHOTO MEPHOJIA.

Ha ocnoBanuu atux nocrynatoB CetsioB nposes B 1960-e rr. mpocTbie u AcHbIe
OIBITHI Ha ipo3oduiie u Mbimax. OH yOeIuTeIbHO MOKa3all, YTO BO3MOKHO CTOMKOE He-
MEH/IEJIEBCKOE HACJIeI0BaHNE CBOWCTB ITUTOMIA3MBI, & MOAU(DUKAIIUN B BBIPAKEHHOCTH
MYTaHTHBIX IPU3HAKOB, BO3HUKIIINE MTOCJE KPATKOBPEMEHHOTO BHENTHETO BO3/IEHCTBUS
B KPUTUYECKU IIE€PUOJ Pa3BUTHUS OpraHu3Ma, TOXKe Iepe/laloTcs B Psijly HOKOJeHUI
(cm. o6cyskaenue: Xecut, 1984; Tomy6osekuii, 2000).

B oznHO# 13 cepuii ONIBITOB OH CPaBHUBAJ CTEIIEHD ITPOSBJICHIS MyTAHTHOTO TPU3HA-
Ka B IIOTOMCTBE JIBYX JIMHUI MBITIIEH, TeTePO3UTOTHBIX 110 PEIleCCUBHOM My TaIllM MUKPO-
(rasbMum (yMEHBIIEHHBIN Pa3Mep CeTUYATKU U TJ1a3 C MOMEHTA POXKIEHNS ): HOPMAJIbHBIX
110 (PeHOTHITY TETEPO3UTOT, Y KOTOPHIX MYTAHTHBIMU OBLIIU MATEPU, 1 TEX, Y KOTOPIX MY-
TAHTHBI OTIIBL. [IOTOMCTBO OT MyTaHTHOM 0aOYIIKU OTINYATIOCH GOJIee CUIBHBIM TIPOSTB-
JieHreM npusHaka. CBeTJIOB 00bSICHSI 3TOT CTPAHHBIA (DAKT TeM, YTO KEHCKHE raMeThl
reTepPO3UTOTHBLIX CAMOK HAaXO/MJIMCD ellle B TeJie UX MYTaHTHBIX MaTepeil ¥ UCIIBITBIBAIN
C UX CTOPOHBI BJIUSAHUE, KOTOPOE YCHUJINJIO MyTaIluu Y BHYKOB.

[To cymectBy CBeTJIOB yCTAaHOBUJI SIBJIEHUE, BIOCIECICTBUU TIOTyYUBIIee Ha3BaAaHUC
«TEHOMHBIN UMIIPUHTUHT> — Pa3jnure B BBIPAKEHHOCTH TeHA B 3aBUCUMOCTH OT TOTO,
[IPUIIENT OH K TIOTOMCTBY OT MAaTepPH WU OT OTIA. DTU PaBOThI, YBbI, OCTAIUCH HELOOIIE-
HeHHBIMU. /[eJ10 B TOM, 4TO etrie B KoHIe 1980-X IT. UMIPUHTHHT, KaK OCTPOYMHO 3aMETHJI
reretrk K. CanueHia, GbLIO «IIPUHSTO CYUTATH TEHETHUYECKIM KYPbhE30M, 3aTPAarHBAIOIIM
JIMIIb OYEHb HeMHOTHe IpU3Haku. MeHs HeoZlHOKPATHO CIIPALIMBAJIN, II0YEMY $ [IOIIPOCTY
Tpady cBOe BpeMsI Ha CTOJIb He3HaunTesrbHOoe siBiennes (Canuenia, 1990, c. 19).

BosbiimieTBo nccegoBaresieil 6e30roBOpOYHO IPUHUMAIN OJIHO U3 TJIABHBIX I10-
JoskeHnit Menzienss — «3a4aToK», WK T€H, He MOXKET MEHATb CBOW IOTEHIIMM B 3aBU-
CHMOCTH OT T0JIa, HA YeM OCHOBAHO MOBceMecTHO Haburogaemoe paciierienue 3:1. TTpu
aHAJIM3€e MEH/IEJEBCKOTO PACIIEIIEHIST 0OBIYHO PACCMATPUBAIOT TOJIBKO HAJIMUKME WJIH
OTCYTCTBUE TIPU3HAKA, & €CJIM OH KOJIMYECTBEHHBIH, TO TPAHUILy ecmb—Hem YCTaHABJIU-
BaJIN TIO TIPUHSATOMY TIOPOTY. Ec/i ske BBISIBUTH, KAKOBA CTENEHD TIPOSIBIEHNS TIPU3HAKA
(B COBPEMEHHBIX TEPMIHAX, CTETIEHb TPAHCKPUTIIINH ), 0OHAPYKUBAETCST (PEHOMEH JITHTe-
HETUYECKOTO HACJIEJI0BAHUS.

Vmenno takos 6611 mojxox CBETIOBA, KOT/Ia OH TIATEIbHO U3ydasl, KaK MEHSIETCsI
BBIPAJKEHHOCTD IMTPU3HAKOB Y TOTOMCTBA B 3aBUCMOCTH OT MAaTEPUHCKOTO reHoTura. Kax
SMOPHUOJIOT OH BUJET OOIIHOCTD HACTEACTBEHHBIX M 0COOBIX HEHACJECTBEHHDBIX U3MeE-
HeHUN — (GeHOKONMnl (MMUTUPYIONUX MYTAIUN), €CIN 3aTPAaruBacTCs OJWH U TOT K€
MOp(oreHeTHIeCKIH anmapar, OTBETCTBEHHBIN 32 OCYIIECTBICHUE JaHHOTO TTPU3HAKA.

BriepBble Ha pasHBIX BUAAX KUBOTHBIX (/po3oduiax u Mbiax) CBETIOB TOKa3aT
BO3MOXKHOCTD HacJIe/l0BaHUS Yepe3 Meii03 U3MEHEeHHOI0 XapaKkTepa IIPOsIBJICHUS MyTaHT-
HOTO TeHa. ITU THOHepcKue paboThl XecHH B CBOEH CBOJKE HA3Bajl 3aMeYaTelbHbIMU
(Xecun, 1984). KparkoBpemennoe (20 Mun) mporpeBanue Tejga BOCbMUJIHEBHOTO Mbl-
[IOHKA CaMKHU BBI3BIBAJIO CTOIKHE U3MEHEHUs OOIUTOB, OCIA0JISABIINE eHCTBUE BPe-
HOU MyTanuu y BHYKOB! «Ilepeaua yJydiieHust pasBUTHS TJ1a3, HAOJII0[aeMast B OTIbITaX
¢ HarpeBaHUEM, MOKET OBITh OOBSICHEHA TOJIBKO TIepeaueil CBOUCTB, TPUOGPETEHHBIX
OOIIUTAaMM HATPETHIX caMoK 10 HacjencTBy» (CetsioB, Kopcakosa, 1966, c. 71). dtor
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dheromeH CBETIOB CBSI3BIBAT ¢ 0COOEHHOCTSIMI (DOPMUPOBAHIS U CTPOCHUST SIHTIEKICTKI
y JKMBOTHBIX, HOO «B OOIIUTE MMEETCS Kak Obl KapKac, OTpaskatoluii Harbosee o01iie
YepThl APXUTEKTOHUKH CTPOSIIIETOCs OpranuaMay. /11 mpohupakTuKy HapynmeHuil pas-
BUTH Y YeJIoBeKa OH 000CHOBAJI HEOOXOAMMOCTh U3YUEHUsT KPUTUIECKUX TIEPUOJIOB Ta-
MeTOTeHe3a, B KOTOPBIX MOBBIIIIEHA UyBCTBUTEIBHOCTD K TIOBPEKIEHUSIM.

OTOT BBHIBOJ TMOJATBEPKIAEH MOJIEKYISIPHO-TEHETUUECKUMU HCCAEIOBAHUSIMU TI0-
crennux pecartunernit (Kopoukwn, 1999). Y nposodussl ycTraHoBIEHBI TPU CUCTEMBbI
MaTEePUHCKUX TeHOB, KOTOPbIe (hDOPMUPYIOT OCEBYIO U MOJSAPHYIO T€TEPOTEHHOCTD IIUTO-
IJTa3MbI ¥ TPAJIMEHThI paciipeieieHus: OMOJIOTHUECKH aKTUBHBIX TEHHBIX TIPOAYKTOB. 3a-
JIOJITO /IO Hayajia OIJIOJIOTBOPEHUS TIPOUCXO/IUT MOJIEKYJISIpHAST leTepMUHAIus (1IpeJo-
npe/iesieHne) TIaHa CTPOEHUS M HadaIbHbBIX ATANOB pa3sutus. B hopmupoBanum oormra
GOJIBILYIO POJIb UTPAIOT FEHOIIPOAYKTHI KIETOK MaTEPHHCKOrO OpraHusma. B HekoTopoM
CMBICJIE 9TO MOKHO CPABHUTH C OTKAPMJIMBAHIEM MATKU B YJIbe IPYIIION paboumnX Muel.

Y 4esioBeKa epBUYHBIC TIOJIOBbIE KJIETKU, U3 KOTOPBIX TOTOM BO3HUKAIOT ANIECKIICTKU-
raMeThl, HAUMHAIT 000COOMISTHCS Y IByXMECSIYHOTO aMOproHa. B Bospacte 2,5 mecsia
OHU BCTYMAIOT B MeH03, HO cpa3dy TOcJIe POKACHU 9TO [ejeHue 6imokupyercst. OHO BO3-
oGHOBIIsIETCST yepes 14—15 jieT ¢ HayaloM MoJIOBOTO CO3PEBAHNS, KOT/IA STTIEKIETKH Pa3 B
MecsIT BBIXOAAT U3 oKy, Ho B KOHIlEe BTOPOTO JieJIeHUsT Meiio3 CHOBA OCTaHABJIMBA-
ercs, u ero OJIOKMPOBKA CHUMAETCsI TOJBKO IIPU BCTpede co crepmueM. Takum oOpasom,
JKEHCKUII Meiio3 HaunHaercs B 2,5 Mecsala U 3akanuusaercs auib gepes 20—30 u Gosee
JIET, CPasy MOCJIe OTLIOAOTBOPEHUSI.

3urora Ha cTaguu 2—8 KJIETOK UMEET OCJIa0JeHHBI FeHOMHBIA uMMyHUTET. [Ipn
MU3YYEHUN HeCTaOUJIbHBIX WHCEPIHOHHBIX MYTalluil B MPUPOAHBIX TOMYJISIIUIX IPO30-
(uJIbl MBI OGHAPYSKILIIN, YTO AKTUBALINST MOOMJIBHOTO 9JIEMEHTA, COTPOBOKIaeMast MyTa-
IIUOHHBIM MIEPEXOIOM, IPOUCXONT YACTO YKE B IEPBBIX JIECJIEHUSAX 3UTOTBI UJIA B TEPBBIX
JeJIEHUAX TIEPBUYHBIX TI0JIOBBIX KJIETOK. B UTOre 0HO MyTaHTHOE COOBITHE 3aXBAThIBAET
Cpa3y KJIOH MEPBUYHBIX ITOJIOBBIX KJETOK, ITyJI TaMET CTAHOBUTCSI MO3aUYHbBIM, U HACJIE-
CTBEHHbBIE U3MEHEHHST B TOTOMCTBE BO3HUKAIOT MyYKaMU M KJacTepaMu, UMUTHPYSI ce-
Mmeitnoe Hacaegosanue (Golubovsky, Manton, 2005).

ITU 9KCTIEPUMEHTBI BEChMA BAKHBI [IJI5T STHUIEMUOJIOTHH, KOT/Ia BOZHUKAET BOIIPOC O
CTeTIeH! BJANSHUS TOW UM MHON BUPYCHOM annieMny Ha TeHooH/ moToMcTBa. HavaTsie
emte B Havamne 1960-x rr. mnonepckue nccaenopanus C. M. T'epmensona u 10. H. Amek-
caHziposa npuBesn K BeiBofy, uto JIHK- m PHK-coznep:kamme Bupycs u nx HyKJIenHo-
Bble KUCJIOTBI — MOIIHbIE MyTareHHble areHThl. [lomanas B KiIeTKy, OHM MTPOBOIUPYIOT
FeHOMHBIN CTPecC, akTUBUPYIOT CUCTEMY MOOMIBHBIX DIEMEHTOB XO3IMUHA U BBI3bIBAIOT
HecTabuIbHble MHCEPIMOHHbIE MyTAal[i B IPYIIIIE U30PaHHBIX JOKYCOB, CIeU(pUIHBIX
JUTST KQKJIOTO arcHTa.

Tenepb npeacTaBUM, YTO MBI XOTUM OIICHUTH BIUSHUE HA HACTE/ICTBEHHYIO N3MEH-
YMBOCTH ¥ YeJOBEKA KaKOH-NG0 BUPYCHOI mauaeMuu (HarmpuMep, rpurima). [Ipu sToM
MOJKHO OJKHIaTh, YTO YacTOTa PA3sHOIO POJa aHOMAJIWIl pasBUTHs OyIeT MOBBIIICHA B
MEPBOM TIOKOJIEHWH Y TIOTOMCTBA, POJIMBIIIErOCST B TOJ/L WJIU CITYCTSI TOJI TIOCJIE AITUJIEMUN.
OlieHKy ke 4acTOThl MyTallMOHHBIX W BaPUAITMOHHBIX M3MEHEHHUI B ITOJIOBBIX KJETKAX
(ramerax) cJaeayeT MPOBOAUTH BO BHYYAaTOM TTOKOJIEHHH.

OO0l BBIBOZ COCTOMT B TOM, UTO HACJIEACTBEHHAS U3MEHYMBOCTD Y BHYKOB MOJKET
BeChbMa 3aBHCETh OT YCJIOBHIA, B KOTOPBIX IIPOMCXONI 00TeHe3 y ux 6adyiek! TIpencraum
JKeHIHY, KoTopoii B 2000 1. 6bLI0 OKOJIO 25 JIeT, a MATEPho OHA CTAHET B TPETHEM ThICSTUE-
getrn. OTTOI0OTBOPEHHAS STHTIEKIIETKA, M3 KOTOPOI OHA cama MOsIBUJIACh Ha CBET, HavaJia
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(hopMUPOBATHCST B TO BPEMST, KOT/Ia €€ MaTh ObLJIA eIIle ABYXMECSIHBIM 9MOPUOHOM, T.€. TIIe-
to B cepenutie 50-x rT. XX B. U ecivt B 9TH TOIBI CBUPETICTBOBAJIA MTAHIEMIS TPHUIIIA, TO €€
MOCTIE/ICTBYST IOJKHBI CKA3aThCsl Yepe3 MoKoJIeHne. JIJist OTleHKM MOCIeCTBII TI06ah-
HOI1 3IMJIeMUH Ha TeHO(OH/ YesoBeyecTBa HaJl0 CPAaBHUBATD BHYYaTOE TIOTOMCTBO TpPeX
IPYIII, WK KOTOPT, — TeX, y KOTOPbIX 6abyiiku Gblin GepeMeHHbI B TOJI, KOTjla pa3pasu-
JIACh DIUAEMUs, ¢ TeMU, Ybr OadyIIKy 3abepeMeHesIr 10 U [ocJIe aHAeMuu (9To JBe KOH-
TPOJIbHBIE KOTOPTHI). K coskasenmio, Takue BasKHBIE 171 OXPAHBI 3/[0POBbS STTHIEMUOJIOTO-
reHeTnvecKue cpesieHns moka orcyrerByior (Golubovsky, Manton, 2005).

Cuycra 30 mer mocse ombiToB CBeT/IOBA, HECTOKHBIX 110 TEXHUKE, HO OPUTUHAIb-
HBIX TI0 3aMBICTy W TIyOOKHX TI0 CBOMM BBIBO/IaM, B cepeamne 1990-x rT. mpousorie
MCUXOJIOTHYECKIIT TIEPETIOM: PE3KO BO3POCJO YKCIO paboT B 06IaCTH HACITIEACTBEHHOI
M3MEHYMBOCTH, B HA3BAHUU KOTOPBIX CTOMT CJIOBO <«3dIUTeHETUYeCKUil». PasHoro pona
anUMyTaluy (HacJjle/ICTBEHHbIE BapyUallii B XapaKkTepe reHHOW aKTUBHOCTH, HE CBA3aH-
Hble ¢ u3MeHeHusiMu B Tekcre JIHK u Hocsiine MaccoBBbIil, HAITPABJIEHHBII 11 0O6PaTUMbIil
XapakTep) Mepelniy U3 pa3psjia MApTUHAJIBHBIX B aKTUBHO u3ydaeMoe sipjeHue. Ctaio
OYEBHUJIHO, UTO KUBbIE CUCTEMbI 00JIA/IAIOT OTIEPATHUBHOI «[AMSITBIO», KOTOPast HAXOIUT-
Cs1 B HEMTPEPHIBHOM KOHTAKTE CO CPEION U UCIIOJIb3YeT CPEACTBA IPUPOLHON aMOpHOTEHE-
THYECKON WHIKEHEPUH JIJIsT OBICTPOTO HACJEYEMOTO TIEPEX0/Ia 13 OJIHOTO PesKiMa (hyHK-
IIMOHUPOBAHUS B JIPYTOH.

Oxa3zanoch, YTO SMUMYTAIIUU CIUIONIb U PSIIOM MOKHO OOHAPYKUTH Y OOBIUHBIX
«KJIACCHYECKUX TEHOB», €CJIM TOJIBKO MOA0OPATh MPUTOIHYIO0 SKCIIEPUMEHTAIBHYIO CU-
cremy. Emte 8 1906 1., 3a 11176 JteT 10 Toro Kak T. Mopra#u crasi paborars ¢ 1po30(uiioi,
dparmysckuii 6uosor-sBosionuoruct JI. Kano oTKpLIT y MBIl MeHIeMeBCKYI0 MyTa-
IO «KeaToe Tenoy. Ona obrafana yaIuBUTETbHON 0COOEHHOCTHI0 — TOMUHAHTHOCTHIO
110 OTHOLIEHUIO K HOPMaJIbHOI OKpacKe (Cepo-KOpUYHeBOI) U JIeTaJIbHOCTBIO B TOMO3U-
rore. IIpu ckpemyBaHuM TeTEPO3UTOTHBIX XKEJTHIX 110 OKPACKe MBIIIEH IPYr ¢ IPyroM
13-3a THOEJIN TOMO3UTOT HOPMAJIbHbBIE MBIIITH MOSIBJISLIUCH B TIOTOMCTBE B COOTHOIIEHIH
e 3:1,a 2:1.

BoIsSICHILIOCH, 9TO B 00JIACTY TPAHCKPUIIIIUN OJJHOTO U3 AJLIEJIEH TeHA <JKEJITOE TEI0>
BHEJ[PEH MOOUJIBHBIN 3JIEMEHT, HAIOMUHAIOIIUN TI0 CTPYKTYPE M CBOWCTBAM PETPOBH-
pyc. B pesysibrare Takoi BCTaBKU T€H CTaJ MOMYMHSTHCS 3HAKAM ITYHKTYAI[UU CBOETO
HE3BAHOTO TOCTS W HETIPE/ICKAa3yeMO aKTUBUPOBATBCS <8 HEHYNUCHOE BPEMS U 8 HEHYICHOM
mecmes. Y MyTAHTOB € HHCEPLUUAMU (BCTAaBKaMU) BO3HUKAIOT MHOKECTBEHHbIE JIe()eKThI
(skenTast OKpacka Mexa, OKUpeHue, Inabet ¥ JIp.), a MOBeJICHUE CTAHOBUTCS HECTAOUITb-
HbIM. Heny:kHasi akTUBHOCTD BCTABKH B TOM MJIM MHON CTETIEHN TACUTCS B PA3HBIX TKAHIX
3a cuer obparumoil MoauduKanuu uin Metuinposanust ocuosanuii /IHK. Ha yposue
(heHOTHITA TPOSIBIIEHUE TOMUHAHTHOTO AJLTENS CUIIBHO KOJIEOJIETCST 1 HOCUT MO3AMYHbII
xapakrep. ABCTpalMiiCKie TeHETUKN OOHAPYKUJIM, YTO Y OTOOPAHHBIX U3 TOMOTEHHOI
JIMHHUN JKEJITHIX CAMOK B TIOTOMCTBE OBLITO GOJIBIIE JKEJATHIX MBIIIEH, a (DeHOTUIT OTIa —
HOCHTEJISI MyTalliy — He BJIUSET Ha M3MEHEHE OKPACKH Y TTOToMCTBa. CaMKH OKa3aJiCh
GoJiee MHEPLUOHHBI, 1 0TOGpaHHbIe 110 (peHoTrny Moandukauu JHK, win ornevaTku-
HMMIIPUHTBHIL, JIy4llle COXPaHSAJIUCD B ooreHese. [[pyrue reHeTHKY HAIILIN U YUCTO MaTepUH-
CKO€ BJIMSIHUE, aHAJIOTHYHOE 0OHApy:KeHHOMY B ombitax CBeryioBa. B 3aBucumocTtu ot
JIETHI OEPEMEHHBIX CAMOK BBIPAKEHHOCTH MYTAIUU «KEJITOE TEJI0» OIPEeJEHHBIM 00-
Pa3oM MEHSJIUCHh B TEHOTHIIE TETEPO3UTOT. Takoe M3BMEHEHHOE COCTOSTHUE HECTONKO, HO
HacJIeI0OBAJIOCH B ToToMCTBe. CTelleHb MPOSIBJICHNS TPI3HAKa KOPPEINpoBaja co cTere-
Hbto MeTrMpoBaHus ocHoBauuii JIHK Bo Beraske (Jaenish, Bird, 2003).
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IBPUCTUYECKN BAXKHO cesaannoe B 1975 r. mpeiosKerie BLIIeMSTh 9IeMeHTaAPHYIO
eIMHUILY ATTUTEHETUYECKUX HACIEICTBEHHBIX N3MEHEHWH, WH anuzer (Teopust: Yypaes,
2005). Ira ar0bast CTPYKTYPHO-(DYHKIIMOHAIbHAS HACJAEACTBEHHASA eIMHUIIA — I[UKJIH-
YecKast CHCTEMa, MMEIOTIast He MeHee JIBYX PEKUMOB (DYHKIIMOHUPOBAHUS ¥ CIIOCOOHAs
COXPaHSITh KaXK/IbIil U3 HUX B PSLY KIE€TOUHDBIX [TOKOJEHN 03 CTPYKTYPHDBIX U3MEHEHU I
B /IHK. TlousTue snuzen ajekBaTHO BOLIEANINM PaHee B «sIBOYHOM TOPSI/IKE» TTOHSATU-
SIM dNUATNENU, INULEHOMUN, INULEMEPO3UZOMA U SNUMYMAYUY. AHATIOTHS: TTOHITHE <«TeH»>
BO3HUKJIO TTO33KE MOHSATUN «MYyTaIUSI», «<TOMO- U TETEPO3UTOTA>.

3. HCKOTOpre 9BOJJIOIITMOHHO-TEHETUYECKHUE CJIICICTBUA

Hert Bu10BBIX TEHOMOB, KOTOPBIE COCTOAT U3 intb OK 11 He TPOSBIAIOT CTPYKTYPHO-
(OYHKIIMOHATBHOM (PaKyJIbTATUBHOCTH MATPUYHBIX U T€HETUYECKUX MpoIeccoB. V3men-
YUBOCTB, OTIOCPEIOBAHHAS MOOMJIBHBIMY 3JIEMEHTAMU — BaKHBIA (DaKTOp ajanraiuu
u MmesxxBuioBoit aBosonun (Esrennes, 2007). C ux 1MOMOIIbIO KJIETKH, KAaK 1eJI0CTHBIE
CHCTEMBI, OTBEYAIOT HA BBI30B CPeJibl. PeopraHusaliisi FfeHOMOB € TIOMOIIBIO NpUpooHoi
zenemuveckotl undcenepuu — rtepmun JIx. IMamupo (Shapiro, 1992) — perynupyercs
KJIETOYHBIMHU CHCTEMaMK ¢ 0OpaTHBIME CBs3siMi. OHU MIEPEKII0YAI0OTCS U aKTUBHO UIILYT
BO3MOJKHOE aJIalITUBHOE PEIIEHIE B OTBET Ha BBI30B CPEJIbI IPH cTpecce (TeHeTHUECKU
nouck). HaciecrseHHble MI3MEHEHNsT, BO3HIKAIOIITIE B X0OJI€ B3AaMO/IEHICTBUII B CICTEME
«cpena—OK—-OK», MOryT HOCHTb HEMEHIEJIEBCK I XapaKTep — «MOJIEKYJISIPHOE YIIPaXK-
HeHue», (peHoMeH IKCIAHCUU MTOBTOPOB, HACTIENOBAHUE YIIOPSIIOYEHHBIX MAaCCOBBIX
Bapualuii u snumyTaiuii, reHoMmusiit umnpuaTuar (Xecut, 1984; Tomy6osckuii, 2000).

PaGota IMMYHHOH CHCTEMbI TIOCTPOEHA HA HETPEPHIBHOM KOHCTPYUPOBAHUY HOBBIX
BapUAHTOB MOJIEKYJl HMMYHOTJIOOYJIMHOB Ha OCHOBE JEHCTBUS IPUPOAHBIX OGUOTEXHOJIO-
THYecKUX cucteM ((hepMEHTBI: HyKJIeasbl, TUTa3bl, 00paTHbIE TPAHCKPUTITA3BI, TOJTNMEPA3hI
U T. J1.). DTH JKe CHCTEMBI UCTIOIB3YIOT MOOUIIbHBIE 3JIEMEHTBI JIJIsI CO3/[aHsT HOBBIX HacJIe-
JyeMbIX CTPyKTYyp. [Ipu aTOM reHernyeckrie U3MEHEHUsT MOTYT ObITh MACCOBBIME ¥ YTIO-
PsZIOYEeHHBIMU. Peopranusaliust TeHOMa — OJIUH M3 OCHOBHBIX OMOJOTHYECKUX MTPOIECCOB.
ITpuposHbIe TeHHO-UHKEHEPHDIE CUCTEMbI PETYJIUPYIOTCSI CUCTEMAaMU ¢ 0OPATHOU CBSI3BIO.
JTo TI0pbI 10 BpeMEHU OHU TIPeObIBAIOT B HEAKTUBHOM COCTOSTHUY, HO B KJIFOUEBBIE TIEPUO/IBI
WJI BO BpeMst cTpecca npusostest B aeiictsue (McClintock, 1984; Jaenish, Bird, 2003).

Knemounwiii ungopmavuonnolii npoyeccume ONpenessieT mejeoHoMUeckull XapakTep
JKUBHEJESATENLHOCTH KJIETOK, X0/ UX JeNeHUs, THOEN, Mepe/IBUKEHNsI, OPTaHU3aIlio
B TKaHWU. DTOT K€ MEXaHU3M BO MHOTOM BJIMsIeT HA BO3HUKHOBEHMe U (POPMbI HacJe/-
CTBEHHBIX M3MeHeHUl. TepMUH «TeIeOHOMUYHOCTh> OBLI MCIOJIb30BaH yxke B 1961 1. B
kiaccuueckoii crarbe @. JKakoba u K. Moo, re 6buu chopMyIupoBaHa KOHIENIUS
reHHol peryJsinuu. [IpuHimn TeseoHoMuaHOCTH 32 mipornesiive 50 JeT 1eTaan3upoBan
u pacumper. OHO U3 caMbIX Ba)KHBIX OTKPBITHIL B 001aCTH OMOJIOTHN KJIETKH COCTOUT
B TOM, 4TO KJIETKa HEIPEPBIBHO COOMpAeT M aHaIM3UpyeT WH(MOPMAII0 O CBOEM BHY-
TPEeHHEM COCTOSTHUU U BHEIITHEH cpejie, TPUHIMAsI PellieHre O POCTe, ABIKEHUH U TUd-
depennnaruu (McClintock, 1984; Jaenish, Bird, 2003).

OcobeHHO MoKa3aTeIbHbl, KAK OTMEYEHO BBIIIE, MEXaHU3Mbl KOHTPOJISA KJIETOUHOTO
NleJieH s, JieKalie B OCHOBe pocTa u pa3Butusd. [Ipoiecc Murosa ynusepcasen y Bbic-
MIMX OPTAaHW3MOB U BKJIIOYAET TPHU IMOCJEI0BATEIbHBIX 3TAlaA: TMOATOTOBKA K JI€JIEHUIO,
PETIMKAIIS XPOMOCOM U 3aBepIIeHre JIeIeHUs KIeTKI. AHAIN3 TeHHOTO KOHTPOJIS 9THX
(a3 pUBEN K OTKPHITHIO 0COOBIX KOHTPOJIBHBIX TOUEK, B KOTOPBIX KJETKA MPOBEPSIET,
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Hpumgun qbalcyﬂbmamueuocmu, O606u{€HHLlﬂ KOHUenuus zenomau Hacaedcmeennas USMeHUUBOCmo

TTpoM30IIIa JU perapanns Hapymernil B ctpykrype /[IHK ma npempiaymiem arame nian
Her. Ecn onmiOKu He OyyT MCIIPaBJIeHbI, TIOCJAEAYIONHIA aTa He HauHercs. Korma ke
JIMKBUUPOBATH TIOBPEKICHUS HETh3s, 3aMyCKACTCS TEHETHUECKU 3aIlPOTPAMMUPOBAH-
Hasl CUCTeMa KJIETOYHOH CMEPTH, MJIU alloTITO3a.

B ycioBusIX BBI30BA CPEIbl KJIETKA AEHCTBYET TleIeHAPABICHHO, TTOA00HO KOMIThIO-
Tepy, KOT/la MPH €ro 3allyCKe Iar 3a [IaroM MPOBEpsieTcsl HopMaibHast paboTa OCHOB-
HBIX IIPOTPaMM, U B CJIy4ae HEHMCIIPABHOCTU paboTa KOMITbIOTEpPa OCTaHaBIuBaercs. 11o-
CKOJIBKY KJIETKA, C TOMOIIBIO CBOl HACJIECTBEHHOI CHCTEMBI, CTOCOOHA OCYIIECTBIISITh
TEeHETUYECKWH TONCK, CTAHOBHUTCS BHWIHA TPABOTa HETPAMUIIMOHHOTO (DPAHIY3CKOTO
3oosora-aBosioninonucta [loms T'pacea: «’RKuth — 3HaunWT pearmpoBaTh, a OTHIOAH He
OBITB 5KePTBOI» (cM. 00cyskaeHme: Haiikosckuii, 2006).

B nmpupoze HempepbIBHO TTPOMCXOAUT MEKBUAOBAS MUTparus gyskepoanbix JHK
n PHK nmocuresneit (Tipesk/ie BCero BUPYCOB), KOTOPbIE MOTYT OTHOCUTENHHO YCTOWMINBO
aCCOIMUPOBATRHCS U 3aKPEIIATHCS B TeHOMe, Tiepexost B panr (DK. Accorumposaniibe
B sI[Ipe WU IUTOIIa3Me IUTOOHOHTHI, TIepelaBaeMbie B PSIY KJIETOYHBIX TOKOJECHUM,
toxe MoskHO otHocHTh K DK (PHK-comepskamiuii BUpyc curma y apo3opu, bakTepun
Wolbachia, y HacekoMbiX 1 pako0OpasHbIX ). ITOHSITIE 20pU30HMANbIbLL NEPEHOC CIIELYET
PACIIUPUTH BILUIOTH JI0 CJIYYaeB YCTOHUMBBIX aCCOIUAIMN TeHOMOB (CUMOHO03).
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Facultativeness principle in the genome structure and function reflects the general prin-
ciple of the life system organization and biological evolution: the unity of the whole and
the freedom of parts. On the genome level a structural facultativeness consists of subdi-
vision of DNA and RNA elements on two subsystems: obligatory elements (genes and
their complexes) and many families of facultative elements including high and moderate
repeats, diverse families of mobiles elements, integrated viral and foreign DNA, amplicons
and plasmids and even diverse nuclear and cytoplasmic cytobionts. Their number and
intracell topography varies from cell to cell, in different tissues and in different individuals
from natural populations. Functional facultativeness is based on facultativeness of three
template processes — Replication, Transcription and Translation and three basic genetic
processes: Repair, Recombination and Segregation. The Generalized Genome Concepts
includes a genome description as an ensemble of both obligatory and facultative elements,
functional facultativeness and an existence of both structural and dynamical inheritance,
including variations or changes of diverse facultative elements and dynamical or epige-
netic changes. A process of occurrence of hereditary changes in nature usually consists
of two stages: a) weak environmental factors activate the mobility of various facultative
elements (such changes are named as variations); b) variations, in turn, induce changes in
mendelian genes (point mutations or chromosomal rearrangements), or epigenetic changes.
Both variations and epigenetic changes may occur simultaneously in many individuals
reminding phenomenon of inheritance of acquire characteristics.

Keywords: genome, hereditary changes, mutation, variation, epigenetics, evolution.



NONBEKA C LLEHTPANbHOW ,OTMON MOJIEKYIAPHON BEMONOT UK
H. H. Xpomos-bopucos

Mennmrckuii hakysabrer CankT-IleTepOyprekoro rocy1apcTBEHHOTO YHIBEPCUTETA
Canxr-Ilerepbypr, Poccus: Nikita.KhromovBorisov@gmail.com

IlenTpasibHag gormMa MoJiekysiproit 6uosornu (IIIMB) — 0HO 13 HEMHOTUX MOJIO-
JKEHUiT, B OMOJIOrMU KOTOPOE SIBJISIETCSI JAJIEKO He TPUBUAJIbHBIM U HE BBITEKAET U3 3a-
KOHOB ¢uauku. /[0 cUX 1Op OHA BBI3BIBAET Y HEKOTOPBIX aBTOPOB HENPUSATHE, BILIOTDH
J10 OOBUHEHUSI B TOM, YTO sIKOObI «OHA MprHeca GUoJoruu HOJIbIe BPejia, YeM JIbICEH-
xoBmuHay. Criopsr Bokpyr L[JIMbB Bo MHOTOM CyTh CIIOPBI O CJIOBAX M CMBICTIE CTPETIOK
B «Tpeyrospauke Kpuka». Coberserno II/IMB «umoctpupyors» 0TCyTCTBYIONINE Ha
HEM CTPEeJIKH JIJIsl 3alPElieHHbIX HallpaBJIeHUl repeHoca «MHGOPMAIUU O TOCJIe0-
BaTeJIbHOCTUY. Bosiee mpuemieMoil cienyer Npu3HaTh «OlepalMoHadbHy0» (hopmy-
anpoBKy Meiinapaa CMuTa: eciii BECTH B KJIETKY M3BHE HOBBIN (4ysKepOIHbIii) GeI0K
WM BHYTPU KJIETKU M3MEHWUTH MOCJIEI0BATENbHOCTD aMIHOKICIOT B Gesike (WK ero
konpopmanmio), To To He BBI30OBET MOABJICHUS COOTBETCTBYIOIIETO T'eHa, T. €. HOBOI
wu usMererHoii Mosiekynsl JJHK, crioco6Hoit Koguposath aTOT HOBbIIT OeJioK. B coBpe-
MeHHBIX TepMuHax [[/IMDb ects 3anpet Ha penymkannio, TPAHCKPUTIIINIO U TPAHCIISITIIO
6eskoB («3anper Kpukas).

Kntoueswte cnosa: ientpasibias forma MosiekyJisipaoii buosorun, Opencuc Kpuk, xon
Meiinapn Kpuk, reHeTka, MOJIEKyIsIpHAst GUOJIOTHS.

Hamsimu @pencuca Xappu Komnmona Kpuxa (08.06.1916 — 29.07.2004)
u Jlcona Meiinapoa Cumuma (06.01.1920 — 19.04.2004)

«IlenTpanbHas gorma MoJsekyasproii ouosoruu (ILIMB) saBisiercst oqHUIM 13 He-
MHOTHX TOJIOKEHUI B OGUOJIOTUH, KOTOPOE SIBJISIETCST AJIEKO HETPUBUAIBHBIM, HE BBITE-
KaeT U3 3aKOHOB (DM3UKK M OcTaeTcs YHUBepcaabHo BepHbiM» (Maynard Smith, 1975—
2000). OxnHako BpeMsi OT BPEMEHU OHA BbI3bIBACT y HEKOTOPBIX aBTOPOB HENPUATHE
BILIOTb 10 OOBMHEHMI B TOM, 4TO OHA <HE MMeeT Io3HaBaTe bHoii enHoctu» (Thieffry,
Sarkar, 1998, p. 316; Sarkar, 2000, p. 211) u gaxe B TOM, 4T0 AKOOBI «OHA IPUHECIa GHO-
sioruy GoJIblIe Bpeja, 4eM JibicenkoBiunay (Yaikosckuit, 2006, ¢. 396; 2008, c. 393).

IIpenpicropus

B 1957 1. na XII cummnosuyme OO6IecTBa 9KCIEPUMEHTATLHON OMOIOTHY HA TEMY
«Buosormueckas permkaiust Makpomodiekyi» @O. Kpuk mpencraBuit mporpaMMHbIii 10-
knag «O cunrese Genka» (Crick, 1958). B 1o Bpemst 0 6ejikax ObLI0 H3BECTHO A0CTATOYHO
MHOTO. BBITO sicHO, 4T0 OcHOBHASA (DyHKITNSA GETKOB — IECTBOBATH Kak (hepPMEHTHI U YTO
OHU CTIOCOOHBI JIeJaTh IOUTH Bee. [IpobiieMa cocTosiia B TOM, YTOOBI TIOHSITh, KAK OHU MO-
ryT cuHresuposarbes. Hanbosiee yeTko cyThb 910ii 11pobiieMbl copmymposan J. Jayne
(Dounce, 1956): eciii TPeANONIOKUTD, YTO OEJIKH CHHTE3UPYIOTCS TOJIBKO € TIOMOIIHIO
crienuuIHbIX PEPMEHTOB, TO IS CHHTE3a TOCIEAHUX B CBOIO OYePE/lb TOTPEOYIOTCst
apyrue crenuduunbie pepMenTsl 1 Tak ad infinitum (10 6ecKOHEYHOCTH ).

Kak ke MOJKHO BBIPBAThCS U3 TAKOTO MTOPOYHOTO Kpyra?
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Kpuk moaMerust, 4To XUMIdecKasi peakiisi, ¢ MOMOIIIBI0 KOTOPOil JIto0ble Be aMu-
HOKHUCJIOTBI (MJIN aKTUBUPOBAHHBIE AMUHOKHUCJIIOTHI) COEAMHSIIOTCST BMECTE, CKOPEE BCETO
Bcerzia oiHa u ta ske. Kpome Toro, yHUKaIbHAS 0COGEHHOCTH GETKOBOTO CHHTE3a COCTOUT
B TOM, YTO B HErO BOBJIEUEH CTaHAAPTHBIN Habop 13 20 («Marn4eckux») aMuHOKUCIIOT 1
4TO B KAJKJIOM WHIAMBUAYAILHOM GeJIKe aMUHOKHUCIIOTHI JIOJIKHbBI COEIMHATHCS B CTPOTO
orpesieJIeHHOM (IIPABUJIBHOM ) TIOPSIZIKE.

Tasee Kpuk OTMETHLL, 4TO €10 COOCTBEHHBIE Pa3MbIIILICHUSE (M PA3MbBIIIIEHISI MHOTUX
€ro eIMHOMBIIIJIEHHUKOB) OCHOBAHbI Ha JIBYX OOIIMX MPUHIUIIAX, KOTOPbIE OH HasaBaJl
«TUTIOTE30H MOCJIe/I0BATEIHHOCTI» U «II€HTPATbHOM IorMOoli». B rpocreiinieit hopme TH-
TOTe3a MOC/Ae[0BATETbHOCTH MIPEIIOIAraeT, YTO CIEM(PUIHOCTD YIaCTKa HYKIENHOBOM
KUCJIOTHI 0OYCJIOBIEHA HCKIIOUUTEIBHO MOCJAEI0BATEIBHOCTLIO €T0 OCHOBAHWIA 1 UTO 9Ta
MOCJIEZIOBATENBHOCTD SIBJISTETCs (ITPOCTHIM ) KOJIOM IJIsI TTOCJIeI0BATENbHOCTH AMIUHOKHUC-
JIOT OIIpeIeIEHHOr0 GeJIKa.

[lenTpajibHast [OorMa IJIACUT, YTO KAK TOJBKO «MH(MOPMAIHs» TEPEXOIUT B OEJIOK,
OHa He MOJKET BhITH 00paTHO (TOSBUTHCsE cHOBA). BoJiee moapoGHO: iepeHoc nHopMa-
WU O TIOCJIEIOBATELHOCTH OT HYKJIEMHOBOM KUCJIOTH K HYKJIECWHOBOI KUCJIOTE, UJTH OT
HYKJIEHHOBOW KUCTOTHI K OETKY BOSMOYKEH, HO TePEHOC OT OesTka K GeJIKy Uit oT Hesika K
HYKJIEMHOBOI Kucsiore HeBo3MozkeH. [IpuHinuanbHo BaskHo, uto Kpuk ocobo nopuep-
KHYJI, 4TO «<MHGOpMAIIKs» 3/1€Ch O3HAYAET TOUHYIO ETEPMUHAIIIIO TTOCIE[0BATETbHOCTH
160 OCHOBAHUH B HYKJIEUHOBOI KUCJIO0TE, TMO0 aMUHOKUCIOTHBIX OCTATKOB B OeJIKe.

Cnycrsa 12 et Kpuk BepnyJicst k 6osiee nmogpobHomy pasbsicHennio cytu IIIMB B
CBSI3U C OTKPBITHEM 00PATHOU TPAHCKPHIIIIII, KOTOPOE, TI0 MHEHUIO Psijla aBTOPOB, SIKO-
6b1 ee mHucnposepraso (Crick, 1970; Kpuk, 1971). B wacTHOCTH, OH OTMETHJI, 4TO HIepe-
HOCBHI WH(MOPMAIIHH O MOCIEI0BATETBHOCTH B HATIPABIEHUSAX OT OGeka K GeJKy Wl OT
6enka k HykaenHosbiM kuciaoTaM (PHK wiu [THK) coBepineHHO HEMBICIMMBI, HCXOISA
U3 CTEPEOXUMIYECKIX COOOPaKEH M, U TOTOMY GuocuHTe3 Gesika (TPAHCIISIINSA ) SIBJISET-
sl IPUHIUTTHAIBLHO HEOOPATUMBIM TIPOTIECCOM.

Moz HEE 3TH OCHOBHBIE TIOJIOKEHUST GBLIN TIOBTOPEHBI B aBTOOHOTpadhuecKoil KHUTE
Kpuka «Be3yMHBIl TIOVMCK: IUUHBIH B3TJIsi/T Ha HayuHoe oTkpbiTre» (Crick, 1988; Kpuk,
2004). Tem HE MeHee TTOUTH KaXK0e TTOCTeyToee HeOKIIaHOe OTKPBITHE B MOJIEKYJISIP-
HOI 6uostornu (pubosumsl, pegakTrposarre PHK, crutaiicuir, TeHOMHBIH UMIPUHTHHT
n uHble anurenetTndeckue apiaenns, PHK-unrepdepennms, mpruonnusais) Bo3poxKaaio
comuenust B ciipaseyiuBoctu [I/IMB.

Tpeyroibnuk Kpuka u cMbICH CTPEJIOK B HeM

[Touemy xe I1I/IMDb BbI3bIBaeT Takoe HeplonoHManue U HepudaTe? OHa U3 1pu-
YH — Tpaduueckas cxeMa, WLTIOCTPUPYIONIAs paspeulenivlie HAPABIeHNS Mepeadn
«uHdopmanyn o nocyaeposareabioctu» (Crick, 1970; Kpuk, 1971, puc. 3), koropas cra-
Jia BocripuHnMaThest Kak cuMBoat LI/IMB (puc. 1A). Ee MoskHO HazBaTh «TPeyTroOIbHUKOM
Kpuxas.

Ha camom siesie rieHTpasibHast I0TMA MOJIEKYJISIPHON GUOJIOTHH eCTh BOOGPaKkaeMo
JIOMBICJIUBAEMOE OMCcYymcmaue CTPeNoK Ha «rpeyroyburke Kpukay (puc. 1a). Harssnee
6110 OBI 0TOOPAKATD UX 3aYEPKHYTHIME cTpekamu (puc. 106).

B nacrosiiee BpeMs cTaiu OCTYITHBIMU MaTepUaJIbl U3 apxuBa Kpuka, B KOTOpOM
COXPaHUJICS TIPEIBAPUTEIbHBINA BapuaHT jgokiaaga «O cuHTese Oeka», JaTHPOBAHHBIN
1956 r. (Crick, 1956). B Hem NpuBeICHBI JIB€ CXEMbI, KOTOPBIE JIYUIIIe OTPAKAIOT CMbICJT
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E Protein
a) 0) U Q

Puc. 1. Tpeyroasunk Kpuka. Ciiesa — cxema u3 cratbut Kpuka o IIJIMB (Crick, 1970; Kpuk,
1971, puc. 3). 3mech CTPEJKK WLTIOCTPUPYIOT JIUIIIb paspeuierHole Ty TH iepeHoca «iHpop-
MaIUK O MOCJIE0BATEIbHOCTH MEKLY HYKJIEMHOBBIMU KucaotaMu u 6enkom. Ho coberseH-
Ho II/IMDbB nipusBanbl «HJIIIOCTPUPOBATL» OMCYMCcmayioujue Ha JIeBOM cXxeMe CTPEIKU JIJIs
3anpeujenHvlx HATIPABJICHUI TIepeHoca NHMOPMAIIUN OT AMUHOKHUCJIOTHBIX [TOCJIe/I0BATEb-
HocTell (TlepeyepKHyThIe CTPEJIKH Ha CXeMe CITPaBa)

That is, we may be able to have

.//’_F\\h
DA~ I,> RNA _’; Protein

.

OO

but never

— —

_.—"_"_" _h-‘"‘“--.
DA &< REA 4———— protein

)

Puc. 2. DparmMeHT MOATOTOBUTENBLHOTO MaTepuana K fokaany Kpuka «O cunrese Gemka»
(Crick, 1956). Beepxy — paspelieHnble myTH TiepeHoca HHGOPMAIUH O TIOCJIe[0BATEIbHO-
CTH TIPH peaym3annu reHetndeckoit nadopmannn. [lynkrupuas muang or PHK x /ITHK no

CYIIECTBY eCTh NpeBuieHre 00paTHO TpaHcKpuliuu. BHusy — 3arpelieHtbie mwyTu

where the arrows show the transfer of information.

I[IAMB (puc. 2). Y iuBUTEIBbHO, HO OKa3bIBaeTCsl, 4TO yke Torma, B 1956 r., Kpuk npeasu-

zies1 (He OTPUIA) BO3MOKHOCTD OOPATHON TPAHCKPUIIIIK (IYHKTUPHAS JIMHUST HA PHC.
2 BBEpXY).

TepMuHbI, KOHIIENIIMH WK MeTadOopbI?

pyroii mpuunHOil Hefopazymenuii ¢ matepnperanueii [[/IMB, ouesnno, asagercs
HCTIOb30BaHIE B ee Hanbosee PACITPOCTPAHEHHBIX (HOPMYTUPOBKAX M3JIUIIHE MHOTO-
3HAYHOTO W PA3MBITOTO TIOHATUSA «MHMOpMaInsg». B moaTBepsKaeHNe 9TOTO TOCTATOYHO
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MPOIUTUPOBATH MHEHWE aBTOPUTETHBIX YUEHBIX. «IIpUXoanTCs coXameTh, 9TO MaTeMa-
TUYECKUe OHSATHUS, BBeleHHble XapTiu, BooO1ie Oblin HazBaHbl ,uH(opMaimeii“s (Yep-
pu, 1972, c. 76). «B orcyTerBue 1060r0 KeCTKOro OlpeeieHus: TepMuHa ,iH(GopManusa”
HOHATUIHASA KOHIENIIMS 9TOT0 CJ0BA HE3aMETHO CIIOJ3aeT B PYCJO HEBBIPA3UTEIbHBIX
MeTadop, mUTaoNMX yMbl coBpeMerHbix 6uosoros» (Hoffmeyer, 2002, p. 6). «Mbl He
yYMeeM OIPEIENUTh, 9TO eCTh ,MHPOPMAIU® 1 OYIeM CUMTATh, YTO ITO TAKOE CJIOKHOE
MOHATHUE, CMBICTT KOTOPOTO PACKPBIBAETCS MPU UYTEHUU TeX (pas, B KOTOPBIX OHO yIIO-
tpebisercst> (Hammmos, 2003). Kak Bepro moamerua Capkap, «uHGOPMAIsa»> eCTh He
6osiee yeM Metadopa, KOTOpast TIPUTBOPSIETCS HAYYHOM KOHIEIIENH U MPUBOINT K HC-
KQKEHHOMY TPEJICTABJICHUIO O KOHIENTYTBHON CTPYKTYPE MOJEKYJISPHON OMOIOTHIL.
Metadops! nmoBcemecTHbl B Hayke. Ho xorzia onu ciryat Juiib cypporataMu JiJisl He-
CYILECTBYIONINX HAYYHBIX KOHLEIIUH, nX BausHue HebezomacHo (Sarkar, 1996a; 1996b;
BoctpoussezieHo B: Sarkar, 2005, p. 183—204; p. 205-260).

IIpaBuJIO IPHHYSKAEHUS B MOJIEKYJISIPHOM OHOJOTUHH

Korma Mbl, He 3ayMbIBasich, uHOTA roBopuM, uto /IHK saBasercs camopenauuupy-
10ueticss MOJIEKYJIOH, TO 9TO ecThb jajieko He OGesomacHast HeOpeskHocTh. «Henpasa, 4To
JTHK Moxer permmunnposarbes 6e3 6eJIKOB, st 9Toro HeodXoauMbl ¢hepmeHThl» (May-
nard Smith, 1989). «/IHK He saBjseTcs camopermmnupyouieiics cyocTatiei, mogo6Ho
TOMY KaK KCEPOKOIMPOBAHUE JIOKYMEHTA He SIBJISIETCSI €T0 caMoperinkaiueil. bes ciosxk-
HOIT MoJiekyIsipHOl Mawunepuu penmkaiug JHK neBosmoxnas (Lewontin, 2003).

B cBs13u ¢ aTuM Bo3HMKaeT Botpoc: HeceT Jjint aTa Mamunepust (JJHK-momumepasa)
HEKYIO «<MH(MOPMAIIAIO» O TTOCTIE0BATETHHOCTH HYKJICOTUTHBIX OCTATKOB BO BHOBb CUH-
tesupyemoii Hutu JJHK? PasoGpaThcst B 9TOM MOKET MOMOYb ILIOOTBOPHAS KOHIIE-
LVISL: MPAGUNO PUHYHCOCHUSL.

IIpaBuio NPUHYKIEHUS B MOJIEKYJISIPHOI OHOMOrHU. B jKuBbIX (GHOJOINYECKHX)
cucTeMax Ha MOJIEKYJISIPHOM YPOBHE OU€Hb YACTO TIPOUCXOJISAT IPOTIECCHI, KOTOPBIE TIPAK-
TUYECKK HEBO3MOKHBI B HEKUBBIX crcTeMaX. M HA000POT: B AKMBBIX CUCTEMAX II0JaBJIe-
HBI HEKOTOPBIE TPOIIECCHI, KOTOPBIE HETIPUHYSKJICHHO TIPOUCXOSAT B HEKUBBIX CUCTEMAX.
[Tpumep: KIeTOUHBIE MOHHBIE HACOCHL. J|pyTUMU CJIOBAaMH, MOKHO CKa3aTh, UTO, KAK NPd-
U0, TIPUPOHBIE MOJIEKYJISPHO-OUOJOTHYECKIE TIPOIECChI OCYIIECTBIISIOTCS N0 NPU-
HysHcOeHUIo.

B aToMm cocTouT 0/1HO U3 X OCHOBHBIX OTJIMYUIA OT TIPOIECCOB B HESKUBBIX (KOCHBIX )
cucTeMax, KOTOpble TOMYMHSIOTCS PUHIIAITY Haumenvuiezo npunyrcoenus . Tamanes.
OTH TIPE/ICTaBJIEHNS TIEPEKJIUKAIOTCS CO CJOBAMU HEMEIKOTO (hPU3MKa, U3BECTHOTO T10-
nyssipuszatopa Hayku Desmkca Ayapbaxa, Kotopbiit 3azouro 10 J. IlIpenunrepa B cBoeit
KHure «IKTponusM, uin Dusndeckast TeOPUst JKU3HU» MUCAT: «Decropsiiok HacTymaer
,CaM 1o cebe, nopsadox Mmoo cozdamv moavko npunyxcoenuems (Auerbach, 1910;
Ayapbax, 1911, c. 78). «Idkrponust» mo M. Ayspbaxy — 310 TO, uTo 1mo3anee J. IIpeaun-
rep Ha3BaJl «OTPUIIATETHHON SHTPOIINEN >, a JI. BpUJIIIioeH COKpaThI 10 <HETIHTPOITUI».

BoIpaskeHust «<MoneKynapHas MAUUHepUsts, <MOJEKYIIPHAS MAUUHA > HE STBISIOTCS
metadopamu. DepMEHTHI U UX CJIOXKHbIE KOMILIEKCHI IeliCTBUTENbHO 00I1a1al0T CBOIi-
CTBAMU MalllMH HAa HAHOYPOBHe. B jKUBOII 1Ipupojie Kaxk/[as MOJIEKYJISIPHAS MalInHa
OCyILEeCTBIIsIeT CBOI0 cneuuduueckyio gynxuuio (Schneider, 2009). IToaromy MOXKHO
CKa3aTh, 4TO, KaK Npasuio, B buocucremax et pyHkuu (Mau mpoiecca) 6e3 MoJIeKy-
JIIPHOU MaITUHBI.
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«IIpuynnnas» popmymuposka [1/IMb

Emte ApucroTesib icadt, 9to 1abbl He OBITh TABTOJIOTHEN, <OTpe/iesieHue [mpeamMera
JIOJIZKHO BCKPBIBATDH HE TOJBKO TO, YTO OH €CTh, KAK 9TO JIeJaeTCsi B GOJIBIIUHCTBE Olpe-
JIeJIEHUI, HO OHO JOJIKHO 3aKJII04YaTh B cebe U BbIABJIATD [ero] npuunnys» (ApuUcToTeb,
1975, c. 396).

Cuaienys coBeTy ApUCTOTEJIST, MOSKHO JIATh CIEAYIONLYIO <IIPUYUHHYI0» (DOPMYJTUPOBKY
IIJIMB: 6 cospemeroii acusotl Kiemxe peniukauus, mpancKpunyust u 0opamuas mpanc-
St 10001 6eIK060U NOCAC008aAMEeNLHOCIU HeB03MONCHLL (3anpewens). [TpuunHa: Takue
CJIOJKHBIE TIPOTIECCHI HEMBICTUMbI U HEBO3MOKHBI G€3 COOTBETCTBYIONMX MOJIEKYISPHBIX
Matid, OZHAKO BO BCEX M3BECTHBIX MPUPOAHBIX OMOCKCTEMAX TAKUE MOJIEKYJISIPHbIE
MAITMHbBI OTCYTCTBYIOT.

3anper Kpuxka: [[/IMb moxno nasBarp «3amperom Kpuka», KOTOpBIN SBIsIETCS
CTOJIb JK€ BaKHBIM 3aIIPETOM, KaK TPUHIINT (3ampeT) [laymm, Kak 3ampeTs Ha CyTeCTBO-
BaHMe BEYHBIX [[BUTATEJICH TEPBOTO ¥ BTOPOTO POJIA, TOCTYIMPYEMbIE TEPBBIM U BTOPBIM
HayaJlaMU TePMOAMHAMUKH, U Apyrue dhyHAaMeHTalIbHble HayYHble TPUHIUILL. Mbl He
HCIOJIb3YEM UX B KaK/IOJTHEBHON MPAKTUKE, HO OHU BaXKHBI, KOT/IA TIOSBJISIOTCS 3as1BJIe-
HUsE 00 UX HAPYIIEHUSIX.

Homo faber. B xauecTBe MyTKH MOKHO CKa3aTh, YTO TOJBKO YETOBEK CIIOCOGEH
oboiitu 3amperst II/IMB 1 0CyIIeCTBUTD «PEMIMKAINIO», «TPAHCKPUIIIHIO» U «00paT-
HYIO TPaHCJSIIHIO> 6ekoB. Ho B CHITy BBIPOKIAEHHOCTH TEHETHYECKOTO KO/Ia 0OpaTHAsT
TPAHCAINS He OY/IeT OTHO3HAUHOTT.

OnepannonaapHas ¢popmyupoBka I[/IMbB. MHoria 110/1e3HBIME B HAYKE OKa3bIBa-
I0TCS OTlepallMoHAIbHbIEe onpeeaenns. Hanbosee yCImenHbiM onepauoHaIbHbIM MOjI-
xozoM K [I/IMDB caexyet mpusaath hopMysmpoBKH, B padHble To/bl, HauuHag ¢ 1969 T,
npemnarapimecs Jx. Meiinapgom CmuroMm ¢ HekoropbiMu Bapuarmsamu (Maynard
Smith, 1969; 1975-2000; Maynard Smith,1989a; 1989b). Ix M0OKHO CyMMUPOBATh CJie-
JYIOIIMM 00pa30M: €CJIM BECTH B KJIETKY M3BHE HOBbI (4y KepPOAHBII ) GEIOK UM BHYTPH
KJIETKY U3MEHUTD MOCJIE[0BATETBHOCTD aMUHOKHUCJIOT B OesiKe (MIIH eT0 KOH(POPMAIIUIO),
TO 9TO HE BBI30BET MOABJICHUS COOTBETCTBYIOIIETO I'eHa, T. €. HOBOH UJIN U3MEHEHHO MO-
sekybl JJHK, cioco6HOI KOAUPOBATh 3TOT HOBBII OGEJIOK.

Meiinapa CMUT Halles TakKe yAaqHylo Texuudeckyio ananoruio s [ILJJIMbB: mieep
criocober mpeobpa3oBbIBATh 3alMCh HA KOMIIAKT-IUCKE B 3BYK, HO HEBO3MOKHO MTPOU3-
BECTHU HOBBII IUCK, ecain nieTh B mieep (Maynard Smith, 2000).

Orciona gcuo, yto noctymnar Kpuka (ILAMDB) ectb «MoneKkysigpHbIi aHATIOT» TI0-
crynata Beilicmana o HeHacsiegoBanuu yBeunii (mutilations) u nmpounx «mpuobperen-
HBIX» Tpu3HaKoB. Hanpumep, mogobHo ombitam A. BeiicMana ¢ 0OTCeKaHHEM XBOCTOB Y
kpbic (okos0 1500 HecyacTHBIX JKUBOTHBIX Ha mpoTsikennn 20 mokosennit), K. Haiit
(C. A. Knight) ormmernisii KoHIIeBbIe aMUHOKHUCJIOTHBIE OCTaTKK y Gesika BUpyca Tabad-
Hoit Mozauku (BTM). 3apaskast pactenust «6eCXBOCTBIMIT» BUPYCHBIMHU YaCTUI[AMU, BCSI-
KU Pa3 OH TIOJIydaJl «XBOCTaToe» MOTOMCTBO (cM.: KpuBuckwuii, 1962).

IIpuons! u HeHTpaTbHAS JOTMA

B nacrosiiee Bpems I[I/IMDB sBisiercst myTeBOIHON HUTHIO U (DAKTOPOM, CIEPIKU-
BaIOLIMM HeyeMHYI0 (haHTasuio UcC/ieoBarTeeil, Ipu oOHapyKeHU ABJIeHUIl, KOTOPbIe
JIVITITh Ha TTePBBIN B3TJISA/ KAKYTCS HAPYTIAIOIIIMU ee.
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Beaox PHK Benok

U ELG'IOR

Puc 3. Tpeyrossnuk Kpuka (2) n ero MoguduKaIus, T0N0THEHHAS «TIEPEHOCOM NHMOopMa-
n Mesky Genkami» o Vare-BeutomoBy (6). OHAKO 9TO He eCTh mepeHoc nHhOopMaIum
0 TOC/IeI0BATENLHOCTH, 0 KoTopoM TiacuT IIJIMB (mybaukyercs ¢ pa3pelieHuss aBTOPOB:
Wnre-Beuromos, 2003; Nnre-Beutomos, Muponosa, 2003)

B wyactroctn, mpasunbao mougTag [I/IMb moMoraet ysiCHUTD, UTO TaKO€ YAUBUTEITb-
HOE SIBJIEHUE, KaK Npuonusayus 6eIKoB, HHKOUM 06pa3soM He OMpPOBEPTaeT ee, Kak HTO
unoraa kaxercst (Uure-Beuaromos, 1996; 2000; 2003; 2009; Nure- Beuromos, Muponosa,
2003; Keyes, 1999a, b; Chernoff, 2001). Tak, Haripumep, OblIa IpeAIoKeHa Moar(UKa-
s «tpeyrosbiHuka Kpukay (puc. 3a), 1onosHeHHast «I1epeHocoM UH(MOPMAITUU MEKITY
6enkamu» (puc. 30).

CoBepiiieHHO 04eBUIHO, YTO B 9TON CXeMe CMBICJI CTPEJIOK JIid «IiepeHoca nugop-
Maruuy ot Gesika K OeJIKy COBEPIIIEHHO WHOM, HeXKen B «Tpeyrosibaike Kpukas. TIpu-
OHM3AIMS He eCTb 3alpellaeMblil HeHTPAJbHON JOIMOI nepenoc ungopmayuu o nocie-
dosamenvrocmu ot Oesika K Genky. [IPHOHMBANNIO CKOPEE MOKHO MIPU3HATH TIPUMEPOM
<«cuznanvnoll nacredcmeennocmuy, o Jlobaresy, Ha MoJsiekyasipHoM yposHe (Jlobares,
1961) 1 Ha3BaTh «KOHTAKTHBIM MTPUHYKIAECHUEM K TPEoOPa3oBaHUIO 110 CBOeMY 00pasy 1
nozgobuto». [TapagokcanbHo, Ho camy IIJIMB aBTop a0l MoMIdUKaUy HOPMYIUPYET
COBEPIIIEHHO BEPHO: «TlepeHoc nHdopMaru BoamMoskeH Tosibko ot JIHK « 6eskam, Ho He
B o6parHoM HarpasjeHun. aKTHYeCKU ,I[eHTpalbHas 10rMa“ — COBPEMEeHHbIH (MoJie-
KyJISpHbIiT ) aHajior npuHua A. BelicMaHa 0 HeHacIe10BaHUK IPUOOPETEHHbBIX IIPU3HA-
koB» (Uure-Beuromos, 2004, c. 25).

Urak, IIJIMB B coBpeMeHHBIX TepMWHAX €CTh 3anpem Ha PEIJINKAINIO, TPaHC-
KPUIIIHUIO U TpaHcstiuio Oeskos (3amper Kpuka). Cero/tst OHa CTOJBKO JKe BaKHA, KaK
M TOr/a, Korjaa Oblla BbICKasaHa BIepBbie. [IpaBUIBHO MOHSATAs, OHA OCTaeTcs Ujaeel
bynnamenrtanbHoll 3HaUMMOCTU. B HacTosiiee BpemMst HeT OCHOBAaHUII COMHEBATHCS B ee
cipasesmmBocTH. Ckazath, uto [I/IMDb He urpaet nosuaBaTebHOM (KOTHUTHBHON ) POJTH
(Thieffry, Sarkar, 1998), Bce paBHO uTO CKazaTh, YTO aTOMHAsI TEOPUS HE UIPAET POJIM B
XUMWHN, — OHA PEIKO YIIOMUHAETCS, TOTOMY 9TO OOJBITIMHCTBO CUUTAET ee BepHoit (May-
nard Smith, 1975-2000).

S1 rry6oko npusHaresen IOpuro Onerosuuy YepHosy u Cepreto T'eopruesuuy Hre-
BeuToMOBY, penKie MUHYTHI OOIIEHUsI ¢ KOTOPBIME CTUMYJIUPOBAIN JAHHYIO padoTy.
Braropapro @éxny XpomoBy-boprcoBy 3a moMotis B 0hOpMIEHNN HILTIOCTPAITUT.
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Half a Century with the Central Dogma of Molecular Biology
N. N. Khromov-Borisov

Saint Petersburg State University, Medical Faculty
St. Petersburg, Russia: Nikita. KhromovBorisov@gmail.com

Central dogma of molecular biology (CDMB) is one of the very few biological statements,
which is rather nontrivial, and cannot be deduced from physical laws. Time to time, how-
ever, it is still not accepted by some authors up to the verdict that “it appeared to be more
detrimental to biology than Lysencoism”. Controversies about CDMB are rather debates
on the words in its formulations and on the meanings of arrows in the “Crick’s triangle”.
One of the more attractable definitions of CDMB seems to be “operational” formulations
proposed by John Maynard Smith: if a new (“foreign”) protein will be introduced into the
cell, or some protein sequence preexisting in the cell will be modified, then such events will
not result in appearance of corresponding gene, i. e. new or modified nucleotide sequence,
which will be able to code that new (or modified) protein. In modern terms CDMB is an
exclusion principle according to which replication, transcription and/or translation of
proteins are forbidden.

Keywords: Central dogma of molecular biology, Francis Crick, John Maynard Smith,
genetics, molecular biology.
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ANUTENbHBIA HANPABJEHHbIWA OTEOP
KAK UCTOYHWUK HACNEACTBEHHON U3MEHYUBOCTU

A. M. Mapesun, K. A. /lasudenxo, H. A. Mapesun, JI. B. Kpvicosa, O. H. Aumociok

Ypanbckuii rocyapctBeHHbIil yauBepcuteT uM. A. M. ['opbkoro
Exarepun6ypr, Poccus: kdavidenko@yandex.ru

OcylecTBIIeH AJUTeTbHBII HalpaBaeHHbII 0TOOP HA YACTOTY BCTPEYAEMOCTHU TTOBPEIK-
JIEHUST KPbLJIA OJIHOBPEMEHHO Y IBYX MEKJIMHENHbIX rubpunos Drosophila melanogaster
Ha MPOTSKEHNN 425 TIOKOJIEHWIT ¢ UCIOIb30BaHeM MyTalluu vestigial. Boura mpocieskena
JIMHAMUKA U3MEHEHUS] TeHOTUITMYECKON CPe/ibl ¢ MCIIOJIb30BAHUEM TAaKUX MOKa3aTe-
Jiell, KaK JUHAMMKa YaCTOTBI MIOBPEXKEHMS KPbLIA, SKCIIPECCUBHOCTU U IIEHETPAHT-
HOCTH M3y4YaeMOro IIPU3HAKA, JKU3HECTTOCOOHOCTH, MOPGhOMETPHH KPbLIa U ILIOMAAN
JIOP3aJbHOTO ME30TOPAKATBLHOTO Ancka. B xoje orGopa GbI0 06HAPYKEHO HEOTHO-
KpaTHOE TOsIBJIeHUe CHOHTaHHbIX MyTauuil yellow, white u scalloped, B cBsi3u ¢ yem
HaMU BBICKA3aHO IPEIIOIOKEHNE O HATUYUN MOOUJIbHBIX TEHETHYECKUX 3IE€MEHTOB
B HCCIIE/yeMBIX JMHUX. VI3MeHeHne HarpaseHust orbopa sapJisiercst Hanbosee addek-
TUBHBIM B OTHOIIEHUU MYyTallnOHHOTO Tpotiecca. MakT MHOTOKPATHOTO BO3HIUKHOBEH U
crionranHoil myTaiuu scalloped y retreposurot 1o vestigial moATBepKIAET B3AUMOIEI-
CTBUE NPOAYKTOB JIaHHbIX 'eHOB, BbisiBjeHHoe paHee Halder G. u Carrol S. B. Ha moJie-
KYJISIPHOM yPOBHE.

Kntoueswvte cnosa: Drosophila melanogaster, ninresibHblii HallpaBJIeHHbINA 0TOGOP, TEHETH-
yeckast accuMusiist, vestigial, scalloped, sxustectioco6HOCTb, MOPHOMETPHSE KPbLIA.

Bompoc 06 neTouHMKaxX HACTEACTBEHHON H3MEHUNBOCTH 1 TBOPUECKON POJIH 0TOOPa
HEM3MEHHO 3aHNMAET Ba)KHOE MECTO B 9BOJIIOIMOHHOM YUEHUH HA TIPOTSKEHUH BCElt €ro
ucropuu. OHUM U3 BAXKHENIINX CJIEICTBUI (DU3NOJOrTYECKON TUIIOTe3bl My TAIUOHHO-
ro Tmporiecca, BbLABUHYTOI Muxaniom Edumosuuem JlobamesbiM B 1947 r. (Jlobarues,
1976), aBasgercs Te3uc 0 3aBUCUMOCTU YPOBHS TEHETUYECKOI MU3BMEHYMBOCTHU OT HAIPaB-
JieHust 0TOOPa ¥ CTENeHN aJIalTAIlUU CEJTEKTUPYEMBIX JIMHUI MOBPEKAAONUM (haKTOPOM
cpenbl. CorylacHo aToil THIMOTE3e, YeM MEHBIIE OPTAHU3M TIPUCTIOCOOIIEH K TEM VIIH HHBIM
(haxTopam cpenpl, ICHCTBYIOINUM Ha HETO, TeM a(hdekTUBHEE 3TH (PaKTOPLI UHAYITUPYIOT
MPOIECC MYTAIMOHHBIX U3MEHEH Wi, «a M3MeHeHNe HallpaBJIeHus 0TOOpa UIIH YCKOPEHUe
HAITPABJICHHUST €TO TEMTIOB O[HOBPEMEHHO COMPOBOKAAETCS 00SI3aTEIbHBIM MOBBIIEHUEM
TEMIIOB MYTAIl[MOHHOW M3MeHUYNBOCTH». CIPaBeyIMBOCTD TOMO0OHBIX YTBEPKICHUN He-
OJIHOKPATHO MOJTBEPIKIAIACH B XOJI€ IKCIIEPUMEHTOB TI0 [[JTUTETHHOMY HAIIPABJIEHHOMY
otbopy, B TOM YnCJIe U Ha JAPO30de.

JanHas paboTa MOCBSIIEHAa U3YYEHUIO TEHETHUECKUX MOCTEACTBUN JITUTENTBHOTO
HAIIPABJIEHHOTO OTOOPA ¥ UCTOYHUKOB TEHETHUYECKONW M3MEHUYNBOCTU B MHOPETHDBIX JIH-
HUSIX IPO30QUITBI, CEJEKTUPYEMbIX HA YAaCTOTY BCTPEUYAEMOCTU MOBPEKIEHUST KDPbLIA
THUTIA «BbIpe3Kar. [I0CKOJIbKY cOrIacHO JTUTEPAaTYPHBIM JIAHHBIM B OCHOBE TIOBPEKICHUT
KpbLIa IpOo30(DUIIbI TUIIA «BbIPE3Ka» JIEKUT SIBIIEHUE AIOITO3a, B3SIThII 32 OCHOBY Ce-
JICKIIHOHHON paBoTHI PU3HAK UMEET CIOKHYIO MOJEKYIISIPHO-TEHETHIECKYTO TPUPOILY.
Ncxomst 13 9TOTO, MOSKHO BBICKA3aTh TMPEANIONIOKEHIE, YTO, KOT/Ia PeYb UET O HAIpaB-
JIEHHOM 0TOOPE, TO, TI0 CYTH JIeJIa, TOBOPUTCS O TAK HA3BIBAEMOM «TEHETHYECKOM TOUCKE>
Ha YPOBHE TIPOIECCOB, 00YCIABIUBAIOININX ATIOTITO3. IKCIEPUMEHTAIbHBIE JAHHBIE, TIPE/I-
CTaBJICHHBIC B JIOKJIA/IE, SIBJISIIOTCS] PE3YJIbTATOM UCCJIEI0BAHUI JTabOpaTOPUK TeHETHKH
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VpTI'Y Ha uporskenun nocsienanux 17 ser. B kauecTBe HCXOHOr0 MaTepuaia HaMu ObLIK
BBIOPaHbI MEKJIMHEITHbIe THOPH/BI OT CKPENMBAHUS MYTaHTHBIX JUHUH vestigial (vg) u
Bar, a taxxe psga quauit qukoro tuma. B 1935 r. P. Tombammuar mokasasi, 4To WHOTAA
B pesyJibTarte CKpemuBanus ocobeil vg na ocobeit auKoro Tuma, y rubpugos F, Moxno
Ha0II04aTh XapaKTepHble IOBPEKIECHI AUCTAIbHON YaCcTH KPbLIa B BUAE HACEYEK WU
BbIPE30K. HECKOIbKO TI03/1HEe 3TUM JKe aBTOPOM Obliia OOHApy:KeHa mo00HasT KapTHHA
HOBPEKACHUS KaK B X0/€ PeHTreH-00ryderus (peHTreHMoph0o3bl), Tak 1 IIpu 06paboTke
PAZIOM XMMMYECKMX COCAMHEHUN Ha CTaAuy JUYUHKK (XeMOMOP(dOo3bl), 0003HaYEeHHASA
uM «K N». B ciyuae penTreHn- u xeMoMopho30B HaCJAeIOBaHUS B MOCJAELYIONUX TTOKO-
JieHust He Habmoganock. [Togo6HOTO poia HAOMIOAEHUS, KOTOPbIE BIIOCJAEACTBUI HAlll-
JI1 HeogHOKpaTHOe moaTeepsxkaeHue (Goux, 1973), npeacrasisaior coboii GaarogaTHbIi
MaTepuas JIJIst U3ydeHns MEXaHU3MOB, JIEKAIUX B OCHOBE TEHOTUITMYECKON aamTalinum.
MHOroYnc/IeHHBIMK JIMTEPATYPHBIMI UCTOUHUKAMU ObLIO IIOKAa3aHO, YTO B X0/1e (hOpMHU-
pOBaHUsE Kpbljia 0co0ell MyTaHTHOU JIMHUU g UMEET MeCTO OOIIUPHBIN aroInTo3, B pe-
3yJIbTaTe Yero KPhLIO NMaro XapakTepU3yeTcsl He TOJTbKO 3HAUUTETbHBIM YMEHbIIIEHUEM
IUTOMIA/IA, HO W OTCYTCTBUEM IieJioro psita cTpykryp (Fristrom, 1968; Bownes, Roberts,
1981; O’Brochta, Briant, 1983). Kak nokasaiu skcrepumentsl P. Toapammiara (Gold-
schmidt, 1939) u nocaexyionmx asropos (Green, Oliver, 1940), moBpexIeHIEe KPblia
THUIIA «BBIPE3KA» Y MEKJIMHEHHBIX TMOPUIOB ¢ UCIOJAb30BAHIMEM MYTAHTHON JUHUU 0Z
HACJIEMYeTC s, a €€ 4aCTOTa CIIOCOOHA MOBBIIIATHCS B X01€e 0TO0pa.

Bcé 970 103B0OJINIIO BBICKA3ATh TIPEATTION0KEHNE, YTO JAHHAS MOJIeJIbHASA CUCTEMA MO-
JKeT OBITh MCIIOJIb30BAHA JIJIsI PEIICHUST TIOCTABICHHOW T1eJIU: U3YUUTh BJIUSHUE J[JINTE/Ib-
HOTO HaIIPABJIEHHOTO 0TOOPA Ha YaCTOTY BCTPEUYAEMOCTH TIOBPEKIACHIS KPbLJIA Y MEKJIH-
HeUHBIX THOPUIOB Ha IIPOIECCHl U3MEHEHUsI TEHOTUITIYECKOI CPe/IbL.

MaTepI/IaJIbI 1 METO/ bl

Jlunuu Drosophila melanogaster, ucnoiwsosanuvie ¢ pa6ome. B ocHOBHOM aKcriepu-
MeHTe HaMU ObLIN UCIIOJBb30BaHbI Cieaytolue suaun Dr. melanogaster. muHust TUKOTO
tuna Canton-S, manust Bar (B, 1-57.0), vestigial (vg, 11-67.0). B xo1e MekIuHERHON TH-
Gpuausanuu Bar X vg cO3/1aHbl IBE€ OCHOBHBIE JIMHUY APO30(DUJIBL, TIPpeTepIesiie 425 mo-
KoJieHuit otbopa: Bar c62 (MOJOCKOBUAHBIN TJIa3, MOBPEKACHNUS Ha 000MX KPBLIbSX),
Bar'™" ce2 (KpyTibiit TJ1as, MoBpesKAeHNsT Ha 000X KPbLIbsx ). Ob1ast BHIGopKa — 0KOJIO
1 MutH ocobeil, MHANBUAYATEHO MPOAHATIN3UPOBAHHBIX Ha YACTOTY BCTPEYAEMOCTH TI0-
BPEKIEHUI KPbLIA.

Memod xomnnexcrozo anausa scusmecnocodnocmu. B 1ensax KoJudecTBeHHON 1 Ka-
YeCTBEHHOI OTIEHKHU HAOJII0IAEMOTO SIBJICHUST «TEHETUIECKON ACCUMUJISIIIITY HaM¥ ObLITN
UCTIOTb30BAHBI TAKHE TTAPAMETPBI OTIEHKH KM3HECTTOCOOHOCTH, KaK CPEHsIST WHANBU/LY-
aJibHas 1I0A0BUTOCTD 32 10—12 jHedl ombITa, YaCTOTa BCTPEYAEMOCTH IMOPUOHATBHBIX
U TOCTaMOPHOHAJIBHBIX JieTasieil. O01iast BIOOpKa IPoaHaIM3UPOBAHHBIX SIUIl — CBBIIIE
300 ToIC.

Memoo ananusza mopgonozuueckoii usmeHuusocmu kpoiia 0po3oduivt. st orenkn
JMMHAMUKY U3MEHEHMs KAPTUHbI MOphOoTeHe3a KPbLIa, KOTOPAst COIIPOBOKAAETCSI TIPOIEC-
COM TEHETUIECKON ACCUMUIISIIIUU B XO/Ie 0TOOPA, MBI UCIIOJIB30BAIH MOPHOMETPUUECKUI
aQHAJIN3 KPbLIA 10 24 MOKA3aTeJsIM ¢ TTOCIEAYOIIEl TPOrpaMMHOIT 00pabOTKOM ¢ TIprMe-
HeHMeM MeTO/a TNCKPIMUHAHTHOTO aHaIn3a. B Xo/e 9Toi paboThl OBLIO OCYIIECTBIEHO
oxoJ10 150 ThIC. TPOMEPOB.
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Jliist 0OBEKTUBHON OIEHKH MPOIlecca alonTo3a Ha YPOBHE J0P3aIbHOTO ME30TOpa-
KaJIbHOTO JICKa GBI OCYIIECTBJICH aHAIM3 TIIOIMIAAN KPbLIOBBIX AMCKOB B Y. €. Ha MO3/I-
Heii CTaZiii TPEThEero JMYMHOUHOTO MEPHoa ¢ YIeTOM MOJIOBbIX pasanunii. Beero 6110
ucroab3oBano okosio 1000 nop3anibHbIX ME30TOPAKAIbHBIX JICKOB.

Memod ouerku npocmpancmeenioi Kapmuitvl nO8pPeAcoeHs Kpblia. Bblio BblIeJeHO
9 6a30BbIX TUIIOB MMOBPEKIEHUS KPbLIa, OXBATHIBAIOIIMX BCE SUEHKM AMCTAIbHON YaCTH.
ITO MMO3BOJIMIIO OXapaKTEPU30BaTh KOJMUYECTBEHHO BCe BADUAHTHI TOBPEXKIEHUIN U HA UX
OCHOBE JIaTh KOJTMYECTBEHHYIO OI[EHKY MOBPEKIAEMOCTH KaK/I0M U3 TISATH SUeeK.

PesyabTatsl u 00CysKAEHHE

Kax mb1 yske ormeuanu Beite (Goux, 1973), yactoTa BcTpedyaeMoCTH TIOBPEKIEHUS
KPbLJIa TUTIA «BBIPE3Ka» Y MEKIUHEHHBIX THOPHUIOB C MCTIOJB30BAHUEM MYTAIMU Vesti-
gial 8 F, mosxer 6bITh pasmnunoii — ot 0,2 10 74 %, B 3aBUCUMOCTH OT JIMHUH JIHKOTO
tura. [10aToMy B KauecTBe MPeIOTbiTa HAMU ObLIN MOJTYYeHbI MEKIMHENHbIE THOPU/IbI
¢ ucrnosib3oBanreM 10 pa3IMyHBIX TUTIOB JUHUH IMKOTO THITA. MaKkcuMaibHasg 4acToTa
BCTPEYaeMOCTH ToBpeskeHus kpbia B F, coctasuna 10 % (nmunus Host), Torma xax
vuanManbhas — 0,8 % (munusa Kpeiv). Onnako k F, or6opa 9TH pasaudus HUBEINPY-
1oTcest U coctaBisaior 70—75 %. CremnoBaresibHO 0TOOD 110 U3ydaeMoMy Npu3HaKy addek-
TUBEH U JIOCTATOYHO KECTKO KOHTPOJIUPYETCSI.

Cornacno qureparypubiv ganabiM (Silber, Becker, 1981; Sin, 1982; Silber at al., 1989;
Silber, 1993; Zieder at al., 1996) u HamM TPEABIAYIM UCCIETOBAHUSAM, Y MYTAHTHOI
JIMHWUU 0g YKe HA CAMBIX PAHHUX 9TAllaX SMOPUOHATBLHOTO PA3BUTUSI MOKHO OOHAPYKUThH
Hapymienus kak cuHtesa JJHK, tak u Genka. Takum 00pasoM, MyTaiust g OKa3blBaeT
SIPKO BhIpaskeHHbIH mureiioTporubiii addext (Halder at al., 2001).

Kpome Toro, Hanbosiee XapaKTEPHBIM JIJIT MYTAIIMN 0g SIBJSIETCS TMOBBIIEHTE aK-
TUBHOCTU (DepPMeHTa T'MIOKCaHTUH-IyaHuH-(pocdopubosun tpanchepassr (ITDT), B
pesyJibrare uero HabJIo/laeTCsl YBeJIMYEeHHAs KOHIIeHTpalus npeiectsennnkos JTHK.
YpoBenb 1aHHON aKTUBHOCTH CYIIECTBEHHO CHIKAETCSI Y T€TEPO3UTOT, OJHAKO ITPO0JI-
JKAeT OCTAaBaThbCA HA JIOCTATOYHO BBICOKOM ypoBHe. Ha Mopdosornueckom ypoBHE 3TO
COTIPOBOK/IAETCS Y TETEPO3UTOT HE3HAUNTEILHBIM U3MEHEHUEM, TT0 CPABHEHUTO € IMHUEH
JIUKOTO THTIA, PA3MEPOB NMAarHAJIBLHOTO JOP3aJbHOTO ME30TOPAKATBHOTO JNCKA, KPbLIa
U IPYTUX TTaPaMeTPOB.

C apyroii CTOPOHBI, B JINHUSIX JIUKOTO TUIIA PA3IIMYHOTO TIPOMCXOKIECHISI MOKHO 06-
HAPY’KUTh 3HAUUTEJIBHOE CHIDKEHIE aKTUBHOCTU (hepMeHTa AUTUAPOdOIATPELYKTASHI,
KOTOpast IIPUHUMAET y4acTHe B CUHTE3€e IyPUHOBBIX OCHOBaHU. TakuM 06pa3oMm, MosiB-
JIEHUE TIOBPEXK/IEHUST KPBLIA Y MEKJINHENHBIX THOPUIOB 00YCIOBJIECHO CHIKEHUEM aK-
TUBHOCTH AUTHApodoIaTpeayKTassl Ha (oue nosbimmenHoi aktusaoctu [TOT. Beé ato
B TI€JIOM OKa3bIBaeT BIWSHUE HA MHTEHCUBHOCTD alloNTo3a B CTPYKTYPAxX KPbLIa B X0/
OHTOTEHE3A.

B 0CHOBHBIX HAIUX HKCIEPUMEHTAX MO JJIUTENHLHOMY OTOOPY MBI HCTIOIB30BAIH
MexxuHeitHbie rubpubt  Bar X dvg. JInHaMuKa 4acTOThI BCTPEYAEMOCTH TIOBPEIKICHYST
KPBLJIA B XO/I€ TN TENLHOTO HATIPABIEHHOTO 0TOOPA B PA3IMYHbIX JIMHUSX [TPEICTABJIEHDI
na pucynkax. B mmnuu @ Bar X dvg B F| yactora nospesxenus kpbiia cocrasuia 0,2 % ¢
TOC/Ie/IyIONIM yBeIndenneM B xozie ot6opa. B F,, Ha ocrose 21011 iuHny ObLIN CO3/aHbI
JIBE JIMHUU JPO30(HIIbI, KOTOPbIEe ObLIN yCJI0BHO 0003HaueHbl Bar cé2 u Bar**ce2. Pas-
JINUUST MEKY 9TUMU JBYMsI JIMHUSIMU Ha TIEPBBIX dTaraX 0TO0pa COCTOSIN JIUIIb B TOM,
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YTO OJ{HA JIMHUSI IEMOHCTPUPOBAJIA MOJOCKOBUIHBIE T1a3a, a IpyTas — KpyrJibie. B o6onx
BapUaHTaX 4acTOTa BCTPEYaeMOCTH IIOBPexkienus Kpbiaa B F, cocrasuma 0,2 %.

Bo Bcex Tpex JMHUAX Ha TIEPBLIX 9Tamax otbopa B Teverre 30 MOKOIEHNH GBI TTPO-
CJIE’KEH CXOMIHBIM XapaKTep KapTUHBI U3MEHEHUS MTOBPEKICHUS KPbLIa B KOJUYECTBEH-
HOM M KayeCTBeHHOM OTHOIIeHUU. [109TOMY MOJKHO OrpaHUYUTbCS XapaKTePUCTUKOM 13-
y4aeMbIX HaMU [TPOIIeCCOB reHeTUYeCKO aCCUMUJISIIINMT Ha IIpUMepe 0/IHON 13 HuxX — Bar
c62. K F,, otbopa yacToTa BCTPEYaeMOCTH MOBPEK/ICHIS KPbLIA B 9TOM JIMHUM JOCTULIA
90 % (puc. 1).

WcnonbzoBanue 9 6a30BbIX THIIOB MOBPeskAeHUN (MOPd) MO3BOJIIET AaTh HE TOJIb-
KO KOJTMYECTBEHHYIO, HO U TIPOCTPAHCTBEHHYIO XapaKTEPUCTUKY KaPTUHBI IIOBPEKICHIS
Kpbuia (puc. 2). Ha nepsbix atanax or60pa 0CHOBHON 30HOI MOBPEkKIEHUS KPbLIa SBJIsI-
eTcsT TiepBast 3a/(HssT sTUeliKa U MPUJIETAININE K Hell cyOMapriuHaibHast ¥ BTOPast 33 HIS
d4elika, IpUYeM MOBPEKJAEHU HOCAT, KaK IIPABUJIO, OJIHOCTOPOHHUI Xapakrep. B xoze
016GOpa 30Ha TIOBPEKACHUSA KPbLIa OXBATbIBAET BCE HOBbIE SYEHKU JUCTAJbLHOU 4acTh
kpblta. Takoro posa KapTHHa NOBPEKACHNS KOCBEHHO TOATBEPKAAET MPEATON0KEeHNTEe
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Puc. 1. JIlunammka 9acTOTBI BCTPEYACMOCTH TIOBPEKACHNH KPBIJIa THIIA «BBIPE3Kas»
y MesknHeiiHoro rubpuga Bar ¢2 B xojie AIUTeILHOTO 0TO0pa

100 F31 camkm
90 F31 camu!
80 F60 camkun
70 # FB0 camubi
60 W F70 camkm
50 B F70 camubl
;g M F80 camkmn
20 B F80 camub!
10 B F130 camkm

0 B F130 camus
MapruHansHascybmapruHancHas 1 3agHas 2 3agHan 3 3apHan B F150 camkm
M F150 camupi

Puc. 2. luHaMUKa 9aCTOThI MOBPEXkKEHUS OTAEIbHBIX sTYeeK Kpblia 0cobelt mutnuu Bar ce2
B XO/I€ JUTUTEJILHOTO 0TOOpa
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0 TOM, YTO 0COOU € TIOBPEKAECHIEM KPbLIA I10 CBOEH MIPUPO/IE ABASIOTCSA TETEPO3UTOTAMU
1o vg. VI3 tutepaTypHbBIX TAaHHBIX U3BECTHO, UYTO Y MYTAHTHOW JUHUN Ug OCHOBHON ovar
arornTo3a B JIOP3AJLHOM ME30TOPAKAJIBLHOM JIUCKE MPUYPOUYEH K CTPOTO JIOKAJTU30BaH-
HO 30He U 9Ta 30HA OXBATHIBAET B MEPBYIO OUEPe/b MEPBYIO 33HION0 sTuciiKy (Mopda 3).
JlaHHast JoKaJbHAsT 30Ha TIOBPEKACHIS Ha IIUTOJOTHYECKOM YPOBHE B X0/Ie 0TOOpa pac-
ITUPSIET CBOW TPAHUIIBI, OXBATBHIBAS BJIEBO M BIIPABO COOTBETCTBYIONINE SYECHKHU KPBLIA:
CcyOMaprUHAJIBHYO ¥ BTOPYIO 3a/IHIOK0 STUCHKH,

B psizie carygaeB MHTEHCUBHOCTD ITPOIECCA ATIONTO3a CTOJTh CUJIbHA, YTO TIOBPEKICHHUE
OXBaTBIBACT BECh KPHLIOBOIT 3aUaTOK, B PE3YJIbTATE UeTO MOsIBAsTOTCst 0coO6m hemithorax,
y KOTOPBIX OTCYTCTBYET HE TOJBKO KPbLIO, HO 1 YacTh thorax. Cyzst 1o uteparypHbiM
JAHHBIM, TOSBJIEHUE JJIMHHOKPBLIbIX 0cobeil Tuia hemithorax cocrasaser 1 : 120 000,
TOrjJla KaK B HAIIUX OIbITaX, 0COOEHHO Ha mepBbixX aramax orbopa — 1 : 5000. Janmbie
10 MBYYEHUIO TJIONAJN TOP3ATbHBIX ME30TOPAKAIBHBIX JMCKOB MCXOMHBIX POAUTEJD-
CKUX (POPM M MYTAHTHBIX TIOATBEPIKAAIOT HAJIWUKE THOET 3HAUNTETBHON MACChl KIIETOK
B XOJIe OHTOTreHe3a Kpblia (puc. 3).

600 534
463
4 500 423 442 445 389
> 400 322 375 358 525 ¢ 32
4 316 304
& 300 7 232
g 200 B camkm
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0 .
= [=:] — o g ° »
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NUHUK Apo3othunel

Puc. 3. Ilnomanps 1op3aabHOTO ME30TOPAKAIBHOTO JMCKA B PA3JIMUHbIX
JIMHUSIX IPO30(UIbL, y. €.

Cyzst Mo KapTuHe paciierieHus, B OTHONIEHUN PyANMEHTAPHOKPBLIBIX U JITTAHHO-
KPBLIBIX 0c0O€eil MOKHO ¢ YBEPEHHOCTHIO YTBEPIKIATH, UTO BCe €3 MCKIIOUEHHST 0COOM
C TIOBPESK/IEHUEM KPBIJIA 110 CBOEH MPUPOJIE FeTEPO3UTOTHI, T. €. vg”/0g. Bo Besikom ciry-
gae, BILTOTH 710 50—60-r0 moKoIeHnst 0TGOpa B HANTUX JIMHUSIX METOZIOM aHATM3UPYIOTIe-
IO CKPEIUBAHUS CPEIU MYX C IBYX U OHOCTOPOHHUM MTOBPEKICHUEM KPbLJIa He 0OHAPY-
JKeHO ocobeil o reHoruty vg*/vg”.

B 110-m moxomennn ot6opa B iuHuN Bar ce2 6bisa 0CyecTBIeHa MIHYC-CETEKITI B
OTHOIIIEHUN YaCTOTHI BCTPEYAEMOCTH TIOBPEKICHUS KPbLJa. AHATOTUIHBIE CKPETTUBAHUS
OBLIN TTOCTABJIEHBI W Ha JIBYX APYTHX JUHUAX (puc. 4). OTOOP OCYUIECTBISIICS BILIOTH
7o F . Ha Bcem mpoTsKeHun ombiTa MbI Hab/IoaIH TosiBIeHne ocobeii (Kak TpaBIio,
MY>KCKOTO T0JIa) ¢ MOBPEKACHNEM KPBLTa THTIA «BBIPE3Kay, MPaB/a, ¢ JOCTATOYHO HU3-
KOi1 4acToToil. B 50 MOBTOPHOCTSIX aHATM3UPYIONIET0 CKPEIMBAHUS € UCIIOJIb30BAHNEM
cam1ioB c6(7) (oBpesxmeno 1 Kpoiio) He 6bLT0 06HAPYIKEHO HIT OAHOTO CIyYast MOsTBIIe-
HIISI TETEPO3UTOTHBIX 0COOEH 0 MyTarnu vestigial. ITo TO3BOJISIIO CAETATh BBIBOI O TOM,
9T0 0GHAPY/KEHHBIE B XO/Ie MUHYC-CETEKITN 0COOM € TOBPEKIEHNEM KPBITA TI0 TEeHO-
Ty siBasiorest vg'/vg”. CrieoBaTebHo, B X0/Ie TUTETBHOTO 0TOOPA Ha MPOTSIKEHNH
110 mokoJieHu cpent 0coOel ¢ ABYCTOPOHHUM TIOBPEKIACHIEM KPbLIa IOMUMO TeHOTHTIA
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vg* /ug IPUCYTCTBYIOT B OIpE/IeIeHHOM KoJsimuecTBe u ocobu vg't/vgt. pyrumu cio-
BaM, MMOBPEKICHNE AUCTAIBHOM YacTU KPbLIa THITA «BBIPE3KAa» YACTHUHO OAasUPyeTcst
Ha MHOU reHeTHyecKoil oOCHOBe. XOTs TPAKTUYECKU OTJIINYNTD TOBPEKEHUST KPbLa BYX
PasHbIX FeHOTUIIOB BU3YaJIbHO He IPEe/ICTaBJISIIOCh BOSMOKHBIM. B asbHeiiinem B iMHun
Bar**ce2 Taxe ObLIM BBISIBJIEHBI 0COOM ¢ TEHOTUIIOM 0g'/0g*, HecylIre MoBpexKIeHne
JIMCTAIBHOIM yacTh Kpblia. MeTojaMy TeHeTUYeCKOro aHaji3a OblJI0 YCTAHOBJIEHO, YTO
HacJieJoBaHKe JJAHHOTO TUIIA MOBPEK/ICHUS KPBLIa CIEIJIEHO ¢ TI0JIoM. Takum 06pasoM,
BHOBb BbIJIeJIeHHAst MOP(OJIOTUIECKast MyTaIUs1 JIOKATU30BaHa B X-XPOMOCOME 1 ¢ GOJIb-
II0¥i BEPOSITHOCTBIO MOKET OBITh OTHECeHa K JIoKycy scalloped (puc. 4). Janpueiinmme nc-
cJIe[IoBaHMs B 9TOM JIMHUK Sd TTOKA3aJIi, YTO ee IeHeTpaHTHOCTh cocTtasisier 60—70 %,
a 9KCIIPECCUBHOCTH BapbUPYyeT B 3HAUNTEJbHBIX IIPEIe/IaX, OXBaThIBasl IIPAKTUYECKU BCE
SIYEKN AUCTATbHON YaCTH KPbLIa, HO MPEUMYIIECTBEHHO TIEPBYIO 3aHIOI0, MapTUHAIb-
HYIO ¥ BTOPYIO 3/[HIOI0 STYEHKU.

AHaslorMyHbIE PE3YJIbTATHI B OTHOIICHU Y BBISIBJICHUST M CO3/[aHUsI MyTaHTHOU JIMHUN
scalloped 6biv nosyyensr B innun Bart™ c62, a rakske npousonieammx us nee wBar® ¢62,
ywBar™™ ca2 (puc. 4). [JMCKPUMUHAHTHBII aHAJIN3 C UCTIOIb30BaHueM 24 MopdomeTpu-
YeCKMX MMOKasaTesieil Kpbljla TO3BOJISIET HATJISAAHO BBISIBUTH 9TOT MYTaHTHbIN (DeHOTHIT
KpPbLJIa, 0COOEHHO Ha MEePBbIX aTamax oTbopa. B xo/e mioc-ceneki BBIOOpKU ocobeit
Bar ¢62 v MmyTanTHOI JIMHUN Sd IEMOHCTPUPYIOT KapTUHY HOCJIeI0BATETbHOIO COMMKe-
HUS TapaMeTpoB Kpbiia. Kak MoKasasii HAllli UCCIeI0BaHus, B X0/e 0TOOpa 10Jist ocobeil
sd (vg+/vg+) Bospacraer (puc. 5).

Bar x vg

F12 (¢B2 X cB2)

0/B X
| Bar cB2 Bar++cs2 ‘ cB2 X cB2
F white
7 4
scalloped o/B X 6/B Fl 46
L — F cB2 XcB2 . white
175 cB2 X cB2
b o/B X 0/B -
scalloped «—— F174 ¢B2 X cB2 F wBar++cs2
3V
o/B X 6/B yellow
scalloped « F,qy l
l Y A
scalloped ‘ Bar cB2 \ \ Bar++cB2 H ywBar++cs2 i ‘ wBar++cs2 ‘
Fo Fis F309 Fyg Fys

Puc. 4. Cxema OIIBITOB 110 U3YYEHUIO BJAUSHUS JTATETHHOTO HATIPABIECHHOTO 0TOOPa
Ha THTEHCUBHOCTD CIIOHTAHHOTO MYTAIITMOHHOTO MPOIlecca
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KpUTepuii 2
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8 . y ; ; : ! } © Barce(2), F183
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KpuTEpUA 1

Puc. 5. lunaMuKa n3MeHEHNsI TEHOTUITMYECKOT CPeIbl B X0/1e 0TOOpa B Innun Bar c62

Tax:xe 1711 OLIEHKN KapTUHBI TIOCAE0BATEILHOTO U3MEHEHNsI TeHOTUIINYECKOH cpe-
bl MBI MCIIOJIb30Ba/IM KOMILIEKCHBIN aHa13 sKusHecocodHocTu (puc. 6). B xome orGopa
TIPOCTIEKIBACTCS TTOCTIeI0BATETbHOE I3MEeHeHe KaK MJI0IOBUTOCTH, TaK U YaCTOTHI BCTpe-
YaeMOCTH JIOMUHATHBIX SMOPUOHAILHBIX JIeTaseil. BhICOKMI yPOBEHD MOSABICHUST O3/IHUX
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Puc. 6. Cpensist M”HAMBHU/YATbHAS TVIOZIOBUTOCTD (@) M 4YaCTOTA BCTPEYAEMOCTH MTO3/IHUX J10-
MUHAHTHBIX SMOPUOHAJIBHBIX JieTajieil (6) y pOAUTETIbCKUX JTMHUH U MEKINHEHHBIX THOPHU-
1oB Bar ce2 B xozie 0160pa Ha YACTOTY BCTPEYAEMOCTH MMOBPEKIEHIS KPbLJIA THIIA «BBIPE3Ka»
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oMOPHOHABHBIX JleTastelt B iepuos Fgg—F -, B 0CHOBE KOTOPBIX JiesKaT, KaK MPaBILIO, XPO-
MOCOMHBIE [IEPECTPOIKHM, a TaKKe HEOJIHOKPATHOE TIOSIBICHNE CIIOHTAHHBIX MyTalluil yel-
low v white (puc. 4), TO3BOJISIIOT BBICKA3aTh MPEAIONIOKEHIE O BEAYIIEH PO MOOUIBHBIX
reeTnueckux aseMenToB (MTI) B aTOM TIpoIiecce. Kak ussectHo, Jokychl yellow u white
paccMaTpuBaIOTCS B KadecTBe «ropsgunx Todek» miasg MTO (3axapenxo, 2008). Briosme
BO3MOYKHO, UTO JIOKYC Scalloped B 5TOM OTHOIIEHUH UMEET CXOHYIO TIPUPOLY.

Takum 00pa3oM, Pe3yJIbTaThl 110 U3YUYEHUIO SIBJIECHHS TEHETUYECKON acCUMUJISIIUN
B XOJIe JUIUTEJIbHOIO HaIllPaBJIeHHOro 0TOOPa Ha YacTOTy BCTPEYAEeMOCTH HOBPEKIEHUS
KPbLJIa, OCYIIECTBICHHbIE HaM1 Ha Ga3e MEKIMHETHON rMOPUAN3AIH, TTO3BOJISIIOT TOBO-
PHTh O TOM, 4TO OTOGOP MOKET BBICTYIIATh HCTOYHUKOM HACJIEACTBEHHON M3MEHUMBOCTH.
ITOT TIPOIIECC B PSIJIE CIYUAEB COMTPOBOKAAETCS BOSHUKHOBEHUEM CITOHTAHHBIX MY TaIlHi
yellow, white u scalloped.

Ciieyer mogyepkHyTh, 4TO HauboJiee pe3yJbTaTUBHBIM B OTHOIIEHUM MYyTal[UOH-
HOI'O IIpollecca sIBJseTCs M3MeHeHue HarpasieHus orbopa (puc. 4). Mcnosbsyembie
HaMU KPUTEPUU aHAJN3a MPOIecca TeHeTUYECKON aCCUMUJISIIINKT — JIMHAMKWKA 4acTO-
ThI TIOBPEXKIAEHUST KPBLJIA, SKCITPECCUBHOCTU U MEHETPAHTHOCTH N3y4aeMOTO NMPU3HAKA,
JKU3HECTIOCOOHOCTH, MOPGOMETPUN KpPbljla M IUIONAAU AOP3aJbHOIO ME30TOPAKa/Ib-
HOTO JINCKA — IO3BOJISIOT TPOCTENUTh HAJUYNE TOCTOSTHHBIX U3MEHEHUI TeHOTHITH-
YEeCKOU Cpe/ibl, BHE 3aBUCUMOCTU OT IMOSIBJIECHUSI CIIOHTAHHO BO3HUKAIOMIUX MYTAIlMA.
Tem He MeHee HAIN JaHHbBIE HE TIO3BOJISTIOT C/IeJIaTh OKOHYATETbHBIN BBIBOJ O TOM, UTO
oOHapy KeHHble HaMK HacJIeCTBEHHbIE U3MEHEeHUsT BOSHUKIN de novo B xone otbopa,
a He SIBJISTIOTCST PE3YJIbTATOM HAJNYHST CKPBITON HACJIEICTBEHHOIW N3MEHUMBOCTH Y POIH-
tenbckux popm (Rutherford, Linquist, 1998).

UccaenoBanus nopaepxkanbl rocyapcTBeHHbIM KoHTpakToM Nel11709 B pamkax de-
JIepaJibHON 11eJ1eBoii IporpaMMbl « HayuHble ¥ HayYHO-TIe/JarOrndecKre Kajpbl MHHOBA-
nuontoin Poccun».
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The Long Directed Selection as a Source of Hereditary Variability
A. M. Marvin, K. A. Davidenko, N. A. Marvin, L. V. Krysova, O. N. Antosjuk

Ural State University named after A. M. Gorky
Yekaterinburg, Russia: kdavidenko@yandex.ru

The long directed selection on frequency of occurrence of wing’s damages is carried out
covered at two interstrain hybrids of Drosophila melanogaster simultaneously throughout
425 generations with use of mutation vestigial. Dynamics of changes of genotype environ-
ment with use of such indicators, as dynamics of frequency of damage of a wing, expres-
sion and penetrance of a studied sign, viability, wing’s morphometry and the area of dorsal
mesothoracal disk has been tracked. During selection numerous occurrence of spontane-
ous mutations yellow, white and scalloped was revealed, in this connection we come out
the assumption of presence of mobile genetic elements in investigated strains. Change of
a direction of selection is the most effective concerning mutational process. The fact of
repeated occurrence of a spontaneous mutation scalloped at vestigial’s heterozygotes con-
firms interaction of products of this genes, revealed earlier by G. Halder and S. B. Carrol
at molecular level.

Keywords: Drosophila melanogaster, the long directed selection, genetic assimilation, ves-
tigial, scalloped, viability, wing morphometry.



DYNAMIC PROCESSES SHAPING THE GENE POOLS
IN THE NATURAL POPULATIONS OF DROSOPHILA MELANOGASTER

L K. Zakharov, Yu. Yu. llinsky, O. V. Vaulin, Ya.Ya. Sinyansky, A. M. Bocherikov,
Yu. A. Koromyslov, A. V. [vannikov, M. A. Voloshina, L. P. Zakharenko,
L. V. Kovalenko, S. V. Cheresiz, N. N. Yurchenko

Institute of Cytology and Genetics, Siberian Department
of the RAS, Novosibirsk, Russia: zakharov@bionet.nsc.ru

A semi-centennial experience in the monitoring of processes that generate gene pools in
the natural populations of Drosophila melanogaster testifies to the occurrence of mutation
outbursts in the history of the species. The observed phenomenology of these events
includes: 1) several genes or groups of genes with similar phenotypic expression, which
can be involved in a particular outburst: 2) local or global geographical prevalence, the
latter referring to a practically simultaneous process occurring in geographically remote
populations; 3) outburst duration spanning ~7—11 years; 4) the recurrent mutation vogue
phenomena involving particular gene/genes. Transposon invasion in a naive species as
well as recurrent activation of a mobile element were proposed to be the causal processes
of the particular observed outbursts. Both the global singed mutation outburst, which
involved the entire areal of D. melanogaster at the territory of the former Soviet Union
(in 1973-1979), and the local yellow outburst (in 1982—-1991), which caused an increase
in concentration of mutation and mutability in that locus in a single separate population of
Uman’ (Ukraine), are characterized by the transition of the involved genes into unstable
condition. The latter event was caused by a single mobile element, obo, while the former
was related to the activation of several types of mobile elements. Transposable elements,
as the facultative genomic components, co-evolve with the genome, and their role in the
generation of genetic variability is logical to consider within the conceptual frame of co-
adaptive genome — as both the important factors facilitating the ability of genomes to
evolve and the major source and evolutionary tool generating the genetic variability in
response to environmental changes.

Keywords: populations, gene pool, mutations, mutability, natural selection, Drosophila
melanogaster, symbiosis, unstable genes, mobile elements.

Since the moment of its publication and for a period of already more than 150 years,
the Darwinian theory has been repeatedly challenged by the revisionist attempts. Natural
selection, as the cornerstone of the Darwinian evolutionary theory and, subsequently, the
central point of the synthetic evolutionary theory as well, was most usually aimed at by
the revisionists. Quite often the discoveries of the new biological phenomena or the origi-
nal biological data obtained with the use of contemporary methods were employed by
the Darwinian critic’s, however, all those biological “novelties” proved to be successfully
incorporated into the modernized versions of the synthetic evolutionary theory.

The problem whether the mutability rate is permanent in the wild nature or it may
fluctuate throughout the life time of species is crucial for the understanding of the genetic
bases of evolution. At the beginning of the last century, Hugo de Vries came up with an
idea of special mutational periods in the life time of species, when the hereditary factors
are labile or unstable. For a long time these ideas were considered false and were not
taken into account. However, along with the development of genetics, experimental data
supporting Hugo de Vries’ hypothesis began to accumulate. In the 1920t" M. Demerec
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encountered the phenomenon of gene instability in the laboratory strains of Drosophila
virilis (Demerec, 1937). Over the following decade, a great deal of communications re-
porting the increased mutability in laboratory strains of different Drosophila species has
been made. Mutator genes and highly mutable strains were discovered in the wild nature
as well (for review, see Woodruff et al., 1983).

However, the recurrence and other specific traits of mutational outbursts were estab-
lished only due to a longstanding research of geographically remote natural populations,
commenced in the late 1920ties by Sergey S. Chetverikov and his followers and subse-
quently actively pursued in Russia by several generations of geneticists (see reviews by
Golubovsky, Kaidanov, 1995). As a result, the unique data on the dynamics of mutational
process in natural populations of Drosophila melanogaster have been accumulated, with
some Eurasian populations being monitored permanently since 1931 until now (Bepr,
1948, 1961; Berg, 1966, 1982; Iy6unun, 1966; Tonybosckuii u ap., 1974; Zakharov et al,
2001; 3axapos u zip., 2008).

Here, the results of the four decades of research in this area carried out in our lab
are presented. Taken together with the previous research data obtained in the popula-
tions of the same area, they evidence the regularity of mutation outbursts accompa-
nied by unstable allele occurrence. Mutational outbursts may be local or may involve
remote populations in a short period of time; the latter phenomenon being referred to
as the “mutational vogue” (Tomy6osckuii u ap., 1974; Golubovsky, 1980; Berg, 1982).
The mutational outbursts usually damp out within ~7—11 years. We were the first to
report the secondary outburst or the “recurrent mutational vogue” of the yellow gene
(y; 1-0.0) (3axapos, TosnyboBckuii, 1985).

Genetic and molecular analysis of unstable alleles isolated from the wild indicated
at the insertional nature of their instability (Golubovbsky et al., 1977; Toaxy6oBckuii,
Bengesa, 1985; Yurchenko et al., 1984; O'Hare et al., 1998; Ipauesa u np., 1998). Hence,
such mutation outbursts could have been caused by the sporadic activation/invasion of
genetic mobile elements, although the key events leading to such activation still remain
under question. However, one of the causative mechanisms underlying the periodical
mobile element activation should, obviously, be related to the biocenotic interaction of
populations with infective agents.

Long-standing observations enabled us and others to establish two types of abrupt
mutability fluctuations. The first is related to the fluctuation of the overall mutability
rate evaluated by the total frequency of lethal mutations in a given chromosome. This
sort of event is typical both for laboratory strains and the strains isolated from the nature
(Green, 1977; Golubovsky et al., 1977; Woodruff, 1983). This paper focuses on another
type of events associated with fluctuating concentration and mutability of particular
genes (Zakharov, 2001; Zakharov et al., 2001).

Mutational vogue of different genes phenotypically similar
to abnormal abdomen mutation

In 1968, an increased frequency of anomalies similar to the previously known abnor-
mal abdomen mutation was observed in all studied D. melanogaster populations (Berg,
1972 a, b, 1973, 1974; Tonybosckuii u ap., 1974). As a rule, anomalies had a semidomi-
nant inheritance. These mutations differed in localization (sex-linked or autosomal),
in penetration and expression. This variability is the source of a certain subjectivity
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in discrimination between the wild-type phenotype and weakly expressed mutation.
Despite that, an increased concentration of abnormal abdomen-like phenotypes as well as
their stronger expression in females are evident (Berg, 1974; Golubovsky, 1980).

Two outbursts in yellow — the global and the local one

Beginning in 1937, in numerous remote populations of D. melanogaster of the former
Soviet Union, an increased concentration of yellow body mutation (y; 1-0.0) was detect-
ed. An increase in mutation concentration was accompanied with (or resulted from) the
increased mutability rate of phenotypically wild-type yellow alleles (Tepiienson, 1941;
Jlyceena, 1948). The frequency of mutation of those alleles from phenotypically yellow™
to yellow peaked to the values of 0.02-0.08 %. In other words, phenotypically wild-type
alleles of the yellow locus were highly unstable. Unfortunately, the reversion frequency of
mutant derivatives has not been studied at that period.

Mutational outburst of yellow gene in 1930—1940-ties is referred to as a global one as
it involved 35 populations studied over this period in the European and Asian parts of the
Soviet Union. The concentration of mutant yellow chromosomes reached 0.2 %; and the
mutability of some y*-alleles was up to 0.4 % ([lyceesa, 1948). This outburst lasted for at
least a decade. In 1946, an acute drop in mutability of yellow locus (as compared to 1937),
was found in two populations of Tiraspol (Moldavia) and Uman (Ukraine), although yel-
low allele concentration in Uman still stood high (Bepr, 1948).

In the same period, an increased mutational activity in other sex-linked genes was
observed as well. Increased mutability in white, singed and forked bristles loci was found
in two populations of Voronezh (Central Russia) and Dushanbe (Central Asia) (/Iyceesa,
1948; Berg, 1966).

In the subsequent to this outburst decades, the concentration and frequency of yel-
low mutations lied background (0.04 % and below) (Bepr, 1961, Berg, 1966).

A remarkable exception is the D. melanogaster population in Uman, where we ob-
served a strong rise in the concentration of yellow-X-chromosome beginning from 1981
(3axapos, Toay6osckuii, 1985; Tonybosckuii u ap., 1987, Zakharov, Skibitsky, 1995;
3axapos u ap., 1995; Ipauésa u ap., 1998). Year by year, we monitored the dynamics
of the Uman’ population outburst. In the period of 1981-1991, an increased concentra-
tion of yellow-X-chromosome observed in the males averaged the frequency of 0.9 %
(N=11,139), while the frequency of heterozygous females carrying yellow-X-chromosome
averaged to 1.7 % (N=3,217), and in females inseminated in nature by yellow-mutant
males the average frequency of yellow-X-chromosome was 0.8 % (N=2,609). Thus, the
mean concentration of yellow X-chromosomes in Uman over the studied period equaled
t0 0.9 % (N=20,182), which is a 30-fold increase compared to the background concentra-
tion of yellow mutations (0.03 %) (N=198,210).

The phenomenon of increased mutability (102-10*) of phenotypically mutant and
wild-type yellow alleles in Uman, discovered in 1980, can be explained by recurrent in-
versions and reinversions of the regulatory region of yellow gene flanked by the copies of
hobo transposon. Most of the molecular events accompanying this process occur with no
visible phenotypical changes. The fly strains from Uman and their derivatives seem to re-
main phenotypically stable, however, following several generations of lab culturing they
can change the molecular-genetic characteristics of the yellow locus. Thus, the level of
instability in yellow locus, as evaluated by the phenotypical changes, is, in fact, underesti-
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mated. Phenotypical instability in D. melanogaster strains from Uman can be lost during
their lab maintenance. In some strains, however, it can be induced by the series of crosses
with laboratory stocks carrying the attached X-chromosomes. Therefore, the saturating
crosses with laboratory stock can induce genetic instability. In our work, the major mech-
anism generating genetic heterogeneity in the yellow locus of D. melanogaster is shown
to be mediated by hobo element. An increased frequency of recessive lethal mutations in
y?717-X-chromosome from Uman is, possibly, due to the reinsertions of mobile elements,

which are the major cause of spontaneous mutations in Drosophila melanogaster.

Global mutation outburst of singed gene

In 1973, some researchers have independently found the sharp increase in mutational
frequency of singed gene (sn; 1-21.0) in the populations of Caucasus and Central Asia (Berg,
1974; Nanos, Tonybosckuii, 1977). Subsequently, starting from 1975, phenotypically and
genetically different alleles of singed (mutant males and sn/+ heterozygous females) were
isolated from different remote populations (Golubovsky, 1980; 3axapos, 1984; 3axapos,
Tosry6osckwmii, 1984; 3axapos u ap., 1995). A hundred-fold increase in mutability level of
singed has been observed. For example, in 1974—1977, the observed mutability was equal
to 0.2-0.5 x 103 and the concentration of heterozygous females averaged to 0.1 % in North
Caucasian and Trans Caucasian D. melanogaster populations. Starting from 1980, both the
frequency and concentration of singed mutations began to decrease. This outburst of singed,
thus, lasted for 7 years and was related to the activation of zobo and other mobile elements.
For example, insertion of hobo element caused the genetical instability of singed-49 X-chro-
mosome, the derivative alleles of which were studied in details by molecular-genetic meth-
ods (Yurchenko et al., 1984; O’Hare et al., 1998). Singed-49 X-chromosome was remarkable
due to the fact that it was carrying the sn*’: : Tn-clo transposon, the naturally occurring in
the wild genetically engineered construct. In this system, all mutational transitions fall
into 4 clusters, characteristic for the phenotypical expression of their unstable singed-
derivatives, the directions and frequencies of mutation transitions of the latter, as well as
the character of expression of club-wing mutation.

Male Recombination class of mutators and the lethal mutations
in chromosome 2 in the natural populations of D. melanogaster

We study the MR-class of mutator genes detected by their ability to induce recom-
bination in the progeny of D. melanogaster males and their effects on the viability of ho-
mozygotes for chromosome 2 obtained from the different Eurasian natural populations.
In 1988 and 1990, as much as 201 chromosomes isolated from Dushanbe population were
studied for MR-activity yielding 54 chromosomes (26.9 %) MR-positive, one of which
(0.5%) was classified as a strong MR-factor with recombination frequency over 0.5 %.
In 1993, in Uman population, fifteen chromosomes 2 out of 83 studied (18.1 %) carried
MR factors, one of which (1.2 %) was strong. Populations of Pospelikha, Zmeinogorsk,
and Gorno-Altaisk studied in year 1992 yielded 25 MR-chromosomes out of 85 chro-
mosomes studied (29.4 %), with one of them (1.2 %) being a strong MR factor. In 2001,
we studied the MR-activity of 55 chromosomes from Bishkek and Tashkent populations
and detected 39 MR-chromosomes (70.9 %), 25 out of which (45.5 %) being the strong
MR factors. These data show that the frequency of MR-chromosomes found in Central
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Asian populations in 2001 (70.9 %) was twice as high as the MR-frequency observed in
the period of 1988-1992 in the different populations of Northern Eurasia (see also: Ivan-
nikov et al., 1995). Noteworthy, the fraction of strong MR-chromosomes in Central Asia
in 2001 (45.5 %), is also considerably higher than previously (1.2 %).

MR factors are known to induce a wide range of mutations. It seems logical to assume
that the high concentration of MR-chromosomes in populations and a high fraction of
strong MR factors among them would increase the concentration of the lethal mutations
in those populations. In 1990, we studied 240 chromosomes 2 from Dushanbe population
and detected 41 lethal chromosomes (17.1 %). As much as 25 chromosomes 2 out of 136
studied (18.4 %) in 1991 in Uman population were carrying lethal mutations. In popu-
lations of Bishkek and Tashkent, as much as 17.5 % of chromosomes 2 (58 out of 332)
collected in year 2001 were also carrying lethal mutations (the combined data for both
populations). Obviously, the concentrations of the lethal mutations in Dushanbe (1990)
and Uman (1991), 17.1 % and 18.4 %, respectively, do not differ much from those in Bish-
kek and Tashkent (2001), 17.5 % (MBanuukos u ap., 2008).

Our data, therefore, suggest that the two-fold increase in concentration of MR-chro-
mosomes accompanied by a manifold increase in the fraction of strong MR factors, ob-
served in the last decade, obviously, did not effect the concentration of lethal mutations
in the natural populations of D. melanogaster.

Wolbachia, an endosymbiont in natural populations of D. melanogaster

An endosymbiotic alpha-proteobacteria, Wolbachia, is prevalent among arthropod and
filarial nematode hosts and is characterized by vertical transmission. Wolbachia causes repro-
ductive abnormalities in the host species, which represent the mechanism of spread of in-
fected cytoplasm in the population (Hilgenboecker et al., 2008). Here, isofemale lines estab-
lished from fly collections from the Eurasian populations of D. melanogaster were screened for
Wolbachia infection. Wolbachia were genotyped by the use of 5 variable markers: insertion of
1S5 sequence into two loci, number of repeats of two mini-satellites, and an inversion. In this
study, 665 isofemale lines isolated from the natural populations of D. melanogaster from the
Ukraine, Belarus, Moldavia, the Caucasus, Central Asia, the Urals, Udmurtia, Altai, Western
and Eastern Siberia, and the Russian Far East since 1974 were screened (VmmHckuii, 3axapos,
2007, 2009; Ilinsky, Zakharov, 2007). Drosophila populations of the Caucasus, Cental Asia,
and Altai were found to be heterogenic in the genotypes of prevalent cytoplasmic Wolbachia
infection. wMel is the most widespread Wolbachia genotype found in all of the studied popu-
lations. wMelCS2 genotype was sporadically occurring in the Eastern European populations
while regularly found in the Asian and Altai populations. wMelCS was sporadically found
only in the latter populations. The interaction of genes and genomes of the host species and
its symbiont plays an important part in structuring the ecological relation between the two
species (Boponun u sip., 2009; Ununckutii, 3axapos, 2009).

Genetic variability in populations, insertion mutagenesis
and natural selection

The data accumulated during 5 decades of monitoring over the mutation process in
natural populations of D. melanogaster allow the conclusion that mutational outbursts are
regular events in the life of the species. The population phenomenology of these events
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is as follows: 1) The outbursts may involve a particular genome locus or a group of genes
with similar phenotypic expression; 2) The outbursts may be local or global, the latter
breferring to an almost synchronous spread across numerous remote populations; 3) Life
span of a particular outburst may last for ~7—11 years; 4) The mutational vogue of a par-
ticular gene can be recurrent.

The mutation outbursts are accompanied by transition of particular genes into unsta-
ble state. This statement is clearly demonstrated by the example of the global outburst of
singed. In this case, for the first time a set of mutant unstable alleles was isolated from na-
ture; and the instability was dissected by genetic analysis. Alleles were found differing both
in phenotype as well as in the direction and mutation frequency in germ and somatic cells.

On the basis of genetic data obtained from natural populations, and prior to the dis-
covery of mobile elements in Drosophila, a conclusion was made that unstable sn-alleles
in the wild were generated by insertional mechanism (Green, 1977; Golubovsky et al,
1977). This conclusion was supported by molecular genetic data, as well as by in situ
hybridization to salivary gland polythenic chromosomes (Tory6osckuii, Bensiea, 1985).
Although the sn locus is a “hot spot” for P element insertion, the global outburst of singed
locus was found to be associated with activation of other mobile elements, as well. Be-
sides, these elements were activated in one and the same population. In such a way, in
two X chromosomes from Far East population studied in 1975, the unstable mutations
occurred. One of them was caused by P-element insertion, whereas the other — by mdg3.
In the sn* allele, a large inserted sequence of hobo-element origin was detected in the
first intron of singed gene, and dissected in detail by molecular genetic methods (O’Hare
et al., 1998).

The origin of many alleles of the yellow-2 type are related to the insertion of the mdg4
or gypsy mobile element (Biessman, 1985; Geyer et al., 1988). The outburst in yellow-2 is
caused by hobo-mobile element insertion (I'payesa u ap., 1998).

Thus, the stable and unstable mutations that appear during the outburst period are
related to the activation of different mobile elements, which are capable to site-specific
insertion mutagenesis.

Let us consider abnormal abdomen mutation. In this case, we observe the abrupt in-
crease of mutability and population concentration of phenotypically similar mutations
in different loci. The phenomenon of this kind is referred to as “heterogeneity of similar
phen”. Heterogeneity of similar phen in Drosophila was observed in the cases of inser-
tional and viral mutagenesis (Gazaryan et al., 1987).

We will illustrate the situation by the example of singed loci, which is better studied
by the methods of molecular and population genetics. This locus is a target for P-element
insertion both under the action of MR-like mutators and as a result of their activation
in the system of hybrid dysgenesis (Green, 1977; Brookfield, Mitchell, 1985; Roiha et al.,
1988; Engels, 1989; JTagsumenxo u ap., 1990). Two facts are in a good agreement with
these data. First, Male Recombination factors are of widespread occurrence throughout
the studied populations (Ivannikov et al., 1995). Second, a predominance of P-insertions
amongst the samples isolated from nature during the singed-allele burst.

On the other hand, P-DNA replicas began to spread in Eurasian populations of D. mel-
anogaster (as in the case of populations studied by us) only in 1960ties (Anxolabehere et
al., 1988; Kidwell, 1994), whereas the increase of singed mutability was registered even in
1930-1940ties. Besides, the individuals from natural populations characterized by singed
gene burst, according to our data, fall in the M-cytotype. Moreover, these individuals carry
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deleted variants of the P element. These variants were denoted as KP and were found first
in the Krasnodar population (Black et al., 1987). They turn out to be dispersed throughout
the whole species areal (Read, Gibson, 1993). The action of KP leads to suppression of full-
sized replicas transposition, although the presence of KP replicas in genome is not always
necessary for P-mediated instability to be suppressed (Otori et al., 1994).

Thus, the relation between P-element replicas distribution at the end of 1960ties
in Eurasian populations and singed gene mutability outburst in 1973 does exist, but the
former is not the direct and the only cause of mutability outburst in this locus. All the
more difficult is to explain the reason of the other types of outbursts registered more than
half of a century ago. To our opinion, the common biological approach is required for the
search of the factors and key events that shape the population and genetic regular pattern
of mutational bursts.

Stable and unstable mutations occurring during the outburst period are therefore as-
sociated with the activation of different mobile elements capable of site-specific insertion.

This brings up the questions: how can mobile elements be activated in nature? Which
processes trigger activation? How are these processes synchronized in geographically re-
mote populations? Why this activation demonstrates wave-like pattern? Why insertion
of mobile elements is site specific? Only tentative answers to such questions can be given
(Kidwell, Lish, 2001).

Investigation of insertion mutagenesis, in case of insertion alleles isolated from natu-
ral populations of D. melanogaster, allows us to understand the complex pattern of ge-
netic events caused by insertion mutations at different levels and to gain more knowledge
about the nature of genetic variability in natural populations (Golubovsky, Kaidanov,
1995; 3axapos u ap., 2008).

The mechanism of action/manifestation of transposable elements lies in induction of
mutations and recombinations, which increase the mutability rate and expand the poten-
tial of combinatorial variability. Still, even on this background, the role of the selection
remains the same.

Transposable elements, as the facultative elements of the genome, co-evolve with the
genome, and their role in the generation of genetic variability is logical to consider within
the concept of co-adaptive genome. Transposable elements are being currently consid-
ered as both the important factors facilitating the ability of genomes to evolve and the
major source and evolutionary tool generating genetic variability in response to environ-
mental changes.

All the species in biocenosis are subjected to infections with microorganisms (most
often, of viral origin). The temporal dynamics of this interaction may be of pulse, wave-
like mode. It may cause synchronized alteration of gene pool in populations because the
transmission of infections agent is incomparably higher rather than usual migration of the
individuals of the host species. This may cause both local and global bursts of infections
(Andrewes, 1967).

In conclusion, the results of the analysis given in the present paper and some other
data give evidence that facultative genetic elements of the combined nuclear/cytoplasmic
genome (including different classes of mobile elements, microorganisms, and viruses) play
a significant role in spontaneous mutagenesis and in structuring the natural population
gene pools (Temin, Engels, 1984; Smith, Corces, 1991; Golubovsky, 1995). Spontaneous
mutagenesis can be considered as a two-stage process. At the first stage, the facultative
genome elements are activated by some currently non-identified weak, non-mutagenic
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environmental factors. They cause inherited genotypic alterations, which, as a rule, do
not exceed the limits of morphophysiological norm. Such alterations may be considered
as pre-mutational. Only at the second stage of mutagenesis, the classical gene or chromo-
somal mutations appear under the influence of facultative genome elements.

Thus, the modern genetics carries on the description and characterization of the mu-
tations, describes novel mechanisms of mutagenesis as well as differential expression of
particular gene systems, thus expanding the described field of the raw material for evolu-
tionary changes, the substrate, with which the selection works.

This work was supported partly by Russian Foundation for Basic Research No. 99-
04-00872-a, and by Program of Basic Research of the Presidium Russian Academy of
Sciences “Biological diversity” Ne 23.30.
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JInHaMHuYeCKHe MPOLEeCChl B TeHOMOHAAX MPUPOIHBIX MOMYIAIMA
Drosophila melanogaster

U. K. 3axapos, IO. IO. Ununckuii, O. B. Bayaun, A. A. Cunsnckuil, A. M. bouepuxos,
10. A. Kopomvicnos, A. B. Usannukos, M. A. Borowuna, JI. I1. 3axapenxo,
JI. B. Kosanenxo, C. B. Uepecus, H. H. IOpuenxo

MucruryT rurosoruu u rederuku Cubupckoro oraenennss PAH
Hosocubupck, Poccus; zakharov@bionet.nsc.ru

[TosnyBekoBoe HabJIO/IEHUE MYTAMOHHOTO MPOIECCa B HPUPOAHBIX HOMyJsiusx Dro-
sophila melanogaster 1103BoJIsIET clle/IaTh BHIBOJ O CYIIECTBOBAHUU BCIIBIILIEK MYTAIlUil
B sKU3HU Buzia. [lomysisiiinonHas (heHOMEHOJIOT S IAHHOTO sIBJICHUS TaKoBa: 1) BCIbIIIKU
MyTaIMil IPOUCXOJISIT O OTAEIbHBIM JIOKYcaM reHoMa (yellow wnu singed) wiu 1o rpyiie
IEHOB CO CXOJIHBIM (heHOTUIIIYecKUM MposiBjeHneM (abnormal abdomen); 2) Beubimku
My Tl MOTYT OBITh JIOKAJIbHBIMU UJIU [I00AIbHBIME ([IOCJIEIHEE O3HAYAET CXOKUE TeHEe-
TUYECKHE TIPOLIECCHI, TPOUCXO/SIIE TIPAKTUYECKI OJIHOBPEMEHHO B Y/IaJICHHBIX T€HETH-
YEeCKHX TOMYJISINNAX ); 3) olpe/iesieHHas BCIbIIIKA Mpojiosikaercst 7—11 Jet; 4) BO3MOXKHO
BO3BPALIEHUE «MO/IbI» HA MYTAI[MU ONPEAEJIEHHOTO reHa. PeakTuBaiiust MOGUIILHOTO 3Jie-
MEHTa WJIM WHBA3Usl HOBOTO JJisI BUJIA TPAHCIIO30HA MOTYT JIEKATh B OCHOBE HEKOTOPBIX
u3 HabJIOABIINXCS BCIibiiek MyTaiuii. Kak riobanbHas BCIbIIIKA MyTalUil B JIOKyCe
singed, oxpatuBIas Bech apeas Buga D. melanogaster na tepputopuu 6oisiero CCCP
B 1973-1979 rr., Tak ¥ JIOKaJIbHast BCIIbIIIKA MyTaluil B jiokyce yellow ¢ 1982—1991 rr.
B OT/IEJIbHOM TromyJistiiiun Y Manu (YKpanHa) XapaKTepu30Bauch HeCTaOUIbHBIM COCTOSI-
HUEM COOTBETCTBYIOIIUX JIOKYCOB, CBSI3AHHBIM C AKTMBHOCTHIO MOOUJIbHBIX 3JIEMEHTOB.
[Tocsennss Benbllika B Y MaHCKOM MOILYJISIIIAN CBSI3bIBAECTCS C aKTUBAIMEH e/[MHCTBEH-
HOTO BUJIa MOOWJIbHBIX 3J1eMEHTOB, h0bo. MOOWIbHBIE 3JIEMEHTBI, KaK (haKyJIbTaTUBHbBIE
KOMIIOHEHTBI TEHOMa, KOSBOJIIOIIMOHUPYIOT ¢ TEHOMOM XO3sIMHA, ¥ MX POJib B (hOPMUPO-
BaHUY FEHETUYECKOU M3MEHUMBOCTHU JIOTHYHEE PACCMATPUBATh B PAMKAX KOHIIEIIUU KOa-
JIAIITUPOBAHHOTO reHoMa. MoOUJIbHBIE 3JIEMEHTBI CErOJIHSI TIPUHATO PACCMATPUBATH KaK
BaskHbIe (haKTOPbI, 00€CIIeYUBAOIIIE CIOCOOHOCTH FEHOMA SBOJIIOIIMOHUPOBATD, U PABHBIM
00pa3oM Kak [VIABHBI KOMIIOHEHT 9BOJIIOIMOHHOTO MHCTPYMEHTAPUSI, TEHEPUPYIOLIETrO
IEHETUYECKYI0 M3MEHUYNBOCTD B OTBET HA M3MEHEHUS! OKPYIKAIOIIEN CPEJIbL.

Kantoueswvte cnosa: nonysiu, renodous, Drosophila melanogaster, cumbuos, myranuu,
MyTabUIbHOCTD, ECTECTBEHHDII 0TOOP, HECTAOU/IBHDIE TEHbI, MOOMIbHbBIE DJIEMEHTDI.
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CE30HHbIA OTBOP N0 U3MEHYUBOCTU KONMYECTBEHHbIX
MOP®OJIOTMYECKUX MPU3HAKOB B MPMPOAHOM NONYAALUU APO30DUNbI

E.JI. Epmaxos,

I. B. Ipeuanuiii]

HI 6uonoruu npu MpKYyTCKOM roCyIapCTBEHHOM YHUBEPCUTETE
Wpxyrck, Poccus: ermakov_eugeny@mail.ru

B ceBepokaBkascKoil IPUPOAHOIL TOIYJISAIUH APO30(MUIIBI HCCIET0BAHA BO3MOKHOCTD
CE30HHOTO 0TGOPA TI0 UBMEHYMBOCTH CYETHOTO ¥ MEPHOTO KOJIUYECTBEHHBIX MOPGhOII0-
TUYECKUX MPU3HAKOB: YncIy BeTouek apucTel (BA) n pymast xkpeuta (/IK). [lokasano,
YTO Ce30HHAs INHAMUKA UBMEHYMBOCTHU B UCCJIEIOBAHHOM TPUPOTHOM TOTYISIIUU JPO-
30(hIIIBL IO KOIMUECTBEHHBIM MOP(OTIOTMIECKIM TIPU3HAKAM OIpe/IesIsIeTCs U3MeHeHueM
COOTHONIEHUS TEHOTHUIIOB, JIETEPMUHUPYIONINX HU3KYI0O M BBICOKYIO M3MEHUYUBOCTb.
Xapakrep 97Ol AMHAMUKH crieluUueH sl CYeTHOTO U MepHOro npusHakoB. OOHa-
py’keHa B3aUMOCBSI3b MEXK/IY AUHAMUKON COOTHOIIEHUST PETYJIUPYEMOTO U HEPETYJIH-
PYEMOT0 TeHOTHIIOB 110 peakiuu Ha rmotHoctb 1 JJK. Ha ocHoBanum aTux pe3yabTaToB
BbIJIBUTAETCSI IPEIIOJI0KEHIE O BIUSHIN CE30HHOTO 0TGOpA Ha H3MEHYUBOCTD KOJIIYe-
CTBEHHBIX [TPU3HAKOB B IPUPOAHOL IOy Apo30duiibl. OOCYKAAOTCS BO3MOKHbIE
MEXaHHU3MBbI CEJIEKIIMOHHO-TEHETHIECKOTO KOHTPOJIST MOANDUKAIIOHHOI 1 OCTATOUHON
M3MEHYNBOCTH KOJMYECTBEHHBIX TIPU3HAKOB B MOMYJISIINSIX.

Knioueevte cnosa: BeToukn APUCTHBI, IJIMHA KPblJja, TeHOTUITNYECKUIA KJacg, [[])OSOq)I/I]Ia,
TIpUPOAHAA TIOITYJIATINA, MOp(l)OJIOI‘I/I‘{CCKI/IC TIPpU3HAKU, MO/II/I(I)I/IKaLII/IOHHaH " ocTaTouyHad
N3MEHYUBOCTD.

BBenenune

[Tpobsiema usmerunBoCTH co Bpemer Y. JlapBuHa Obljia BAKHBIM HATIPABJICHUEM 3BO-
JIOIUOHHBIX HccenoBanuil. C BOSHUKHOBEHUEM U Pa3BUTHEM T€HETUKH OBLIH MOAPOOHO
U3y4YeHbl pa3udHble (hOPMbI U3MEHUMBOCTU U POJIb (DAKTOPOB, X OIPEAEIAIONNX. 3a
9TO BPEMsI HAKOILJIEHO MHOKECTBO TIOAX0/I0B K MCCJIEIOBAHIIO IAHHOTO SBJIEHUS: OT MO-
nexynspubix (Mure-Beutomos, 2003) 1o nmonyasmmnonnsix (Anryxos, 2003). B cBsasu ¢
3TUM 0COOYIO aKTyaJTbHOCTH MPUOGPETAET MCCIEA0BAHNE CEJIEKIMOHHO-TEHETHYECKUX
MEXaHW3MOB PETYJISAIINH N3MEHIIMBOCTH Ha TIOMYJISIINOHHOM YPOBHE TI0 KOJUYECTBEH-
HbIM nipusHakam (Tpeuansrii u ap., 20040).

B npenpiayinx uccnepoBatusax (Ipedansiii u ap., 1996) HaMu ObLIO TTOKA3aHO, YTO
B CEBEPOKABKA3CKOM MPUPOHON MOMYJISIY APo30huiibl («HO3eMI1€BO» ) TPOUCXOIUT
CE30HHBIIT 0TOOP 110 peakiinu ocobeil Ha yBemYeHHe MIOTHOCTH, DTOT MOKa3aTe b TIPel-
cTaBJIsieT cOOON OJIMH 13 BO3MOKHBIX TIOIXO/IOB K OI[eHKe MOIM(PUKAIIMOHHON U3MEHY M-
BOCTH TIOXOBUTOCTH. 10 CUETHBIM U MEPHBIM MOP(HOJOTUIECKUM MTPU3HAKAM ObLI JIOKa-
3aH 0TOOP MO CPETHUM 3HAYEHUAM, & TAKAKE MOTyYeHbl HEKOTOPbIE CBEJCHUS O CE30HHOM
IMHAMKKe OOLIENONyJIAIMOHHbIX IoKasaTe el nsMenunsoctu (I'pevansiii u ap., 1998;
2004a). B nacrosiueii pabore ObLI IPOLOJIKEH aHAIU3 9TOr0 MaTepraia. B yacTHOCTH,
MBI 6oJiee IeTANbHO ONEHUIIN PA3JIMIHbIe KOMIOHEHTBl U3MEHUMBOCTH MOPhOIOTHYC-
CKUX IPU3HAKOB, MCCJIEAOBATIA BO3MOXKHOCTD CEJEKI[MOHHO-TEHETUYECKOTO KOHTPOJII
M3MEHYNBOCTU B CE30HHOM pa3pe3e U CPaBHIJIN TOTyYeHHBIE Pe3YJIbTAaThI 0 MOPQOJIO-
TMYECKUM TIPU3HAKAM C IAHHBIMHU TI0 TIIIO/IOBUTOCTH.
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Marepuaibl 1 METOBI

WccenenoBaiach TPUPOAHAST TIOMYISANNS TI0A0BON Myxu Drosophila melanogaster
Mg., oburaromas B ognoM u3 canos noc. Mnosemueso (Cesepubiii Kaskaz). Omnogo-
TBOPEHHBIE CAMKH, OT KOTOPBIX OBIIIH 3aJI0/KEHBI JIMHU, OTJIOBIEHDI B ieprof 2125 mMast
(Becennss BbibopKa), 8—11 aBrycra (sietHsas Boibopka) u 19—22 cenrsbps (0ceHHsIS BbI-
6opka). Beibopku npecrasiaensl 59—66 JTUHUAMEU, KOTOPbIE COAEPKATNCH HA MAHHO-
AposKIKeBOI cpeze. Tectuposanue muHuMii 1poBoaANN BO BTopoM (F,) u tperbem (F,)
MTOKOJIEHNN OT Havyasla UX 3akJafky (TIepBbIi M BTOPOM OTIBITBI). ¥ 5 CaMOK 1 5 CaMI[OB,
B3SITBIX OT KQKIOI U3 JIMHUI, B IAHHOM OIIBITE IIPOBO/IUJIACH OI[EHKA CYETHOTO YK CJIa Be-
touek apuctbl (BA) n meprnoro — mmmabl Kpbiiia (JIK) konmdyecrBerHbIX MOpdosorn-
YecKUX MPU3HAKOB. /[JTMHA KPblJa ONPEesIach 10 PACCTOSHUIO MEK/Y AUCTATHHBIMU
KOHIIaMU 4 1 S5-I pogosbHbIx sKuIoK (Tapakanos u ap., 1988). 1o amne Kpblra mMaro
MOJKHO C BBICOKOII CTEIIEHBIO YBEPEHHOCTH CYAUTH O pazmepax Tejia (JlaseOHblit u ap.,
1996). Bce nmpusHaku y4uTBIBAIUCH C JIEBO U MIPABON CTOPOH TeJia HACEKOMOTO. 3a Ba-
pHAHTY MPUHUMAIACh CYMMa 3HAYCHUH ¢ 06EMX CTOPOH TeJa.

Craructuueckyio 006pabOTKY pe3yJIbTaTOB TPOBOIMJIN CTaHAAPTHBIMU METOMaMU
(Poxunikuii, 1973). Ucnosnb3oBann kputepun CThIOEHTA U «XU-KBAIPAT», IBYX(MAKTOP-
HBII INCTIEPCUOHHBIN aHaimm3 (MOJIesIb ¢ B3aUMOJIECTBIEM ). Bhijlesienre reHoTutrmye-
CKHUX KJIACCOB IIPOBOJIUIIN TI0 METOAUKE «PEAYKIINU BHIGOPKU» € MCIOJIb30BAHUEM OJIHO-
daxTopHOil Mozesu AuctepcrorHoro ananusa (I'pevansiii u ap., 1996, 1998, 20044, 6).

Pe3yabraTsr

Jlist OLeHKY OOIIeNnoNyISAIUOHHON N3MEHYMBOCTH 110 KaxK0il CE30HHON BhIOOPKE
MbI HCII0JIb30BAIU TPH [OKa3aTeIsl, BhIpaskeHHble B Koadduunenrax sapuanuu (CV): 06-
mas (CV,), sayrpusuneiinas (CV,) n mexiuneiinag (CV,) nsmenunsocts. CV, nipe-
craBjsieT coboil 0010 (DEHOTUIMUYECKYI0 U3MEHYMBOCTD MOMYJISIIIAN 10 UCCJIEI0OBAH-
HbIM npu3HakaM. [Ipezronaraercs, 4To 9TOT OKA3aTesb BKIIOYAET U HETeHETUYECKYIO 1
reHeTyecKkyo kommonentsl. Ilokaszarens CV, npencrasiser coboit CV, Bbrunc/IeHHbIe
JUIST KKJIOH JINHUY, a 3aTeM yCpeHEHHbIe Ha BHIOOPKY. DTO BHYTPUJIMHEHAS M3MEH-
YUBOCTD, C IOMOIIBIO KOTOPOI Mbl CTAPATUCh OIIEHUTb HETeHETUYECKUI KOMITIOHEHT (e-
Hotunnyeckoil namendusoctu. Yepes CV, onennBazach M3MEHYMBOCTD YCPEIHEHHBIX
[oKasareJieil JIMHUN, IPUHAJIEKAIINX TPeM BhIOOpKaM. TTOCKOJIbKY HUCCielyeMble TIpH-
3HAKH Y JIMHU OIIEHUBAIUCH ITPU OTHOCUTEIHLHO OIMHAKOBBIX YCJIOBHSIX JTaGOPATOPHOTO
COJIEPKAHUSA, MOKHO C/leJIaTh Mpe/nooxkenne o Tom, yto CV, onpenensercsa B OCHOB-
HOM TEHETUYECKUMU Pa3IMIUsAMU JIMHWUH, a CJIe/I0BaTebHO, U 0c06eii, OT KOTOPBIX JIK-
HUN OBLITN 327T0KEHDL.

[Tokasano (puc. 1), uto CV, u CV, no BA yBemuuparoTcs J1€TOM U COKPAIIAIOTCA
K OCEHH, YTO ITPOTUBOIIOJIOKHO IUHAMUKE CPEHUX TeX ke rnpusHaxoB (['pevanstii u ap.,
1998, 2004a). CV, u CV, mo /1K BecHoii u ietom ObLIU BBICOKHUE, MEK/Y 9TUMU CE30HAMU
JIOCTOBEPHO HE OTJIMYAsICh, a OCEHbI0 — ropaso Huxke. CV, Bo Beex ciydasx XxapaKkTepu-
30BaJICSl OTCYTCTBUEM JIOCTOBEPHON Ce30HHON AuHaMUKU. OTCYTCTBUE CE30HHBIX Pa3-
JIMYUH 110 MEKJIUHEHHOM M3MEHYMBOCTH TOBOPUT O CTaOUJIBHOCTH FEHETHYECKOTO CO-
cTaBa MOIYJISAIUY 110 UCCJIEIOBAHHBIM TIPU3HAKAM, 4TO U ObLIO TT0Ka3aHo B (I'pevaHbiii
u 1p., 1998, 2004a). D10 00BACHAETCS Pa3HOHAIIPABIEHHOCTHIO CEJEKIUMOHHBIX BEKTO-
POB, IEUCTBYIONUX Ha MOMYJISAINAI0 B Pa3JUYHbIe ce30HbI Toj1a. C IPYToii CTOPOHBI, TPU
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Cesonnulil om6op Nno USMEeHYUBOCMU KOJUUECTBEHHIX Mopd)mlozuuecxux NPUSHAKOB...

BbIpakeHHOM ce3onHoi uHamuke no CV, u CV,, BO3HMKAET BOIPOC O MEXaHU3MaX 5TO-
ro ABJIeHU. MOXKHO JI1 IpeosaraTb BAUsSHIE CEJIeKIMOHHO-TeHeTHYeCKUX (akTopoB
Ha BBISBJIEHHYTO CE30HHYIO IMHAMWKY U3BMEHYMBOCTH, JIA OHA OIPe/IesIgeTcs AeHCTBUEM
9KOJIOTHYECKUX (PaKTOPOB?

M pemenns sToro Bonpoca Ml 1poBesn oneHky CV, B 1€pBOM U BTOPOM HOKO-
JeHusxX, a Takxke Boraucanm CV, 3a 0o6a MOKoIeHus. TN TPH MOKa3aTels OleHIBAIH
Mo Kak10#t iuann. B npeapiaynmx pabotax HaMu ObLIO YCTAHOBJIEHO, YTO JIOCTOBEPHBIE
OTJINYUS BHYTPH TTOKOJIEHUS U MEKIY TIOKOJIEHUSIMU OTCYTCTBOBaM. Kpome Toro, nuc-
[IEPCUOHHDBIN aHAJIN3 110 U3YYEHHBIM IIPU3HAKAM TaKKe I10Ka3aJsl, YTO BHYTPUJIMHeHAd
JIICTIepCus Kak BHYTPH IMOKOJIEHUS, TAK 1 MEK/Y TTOKOJIEHUSMHU B TIPEIeIaX KasKIO0MH Jin-
HUW HECOMOCTaBUMA ¢ MeRJIMHENHOH. CiefloBaTesibHO, Bbhrunciaennbie Hamu CV nipen-
CTaBJIAIOT €000 TOMOTEHHBIN B Tpejesax JUHUNA BAPUATIMOHHBIN PSI/l, OTPaKAIONINIL
BHYTPUJIMHENHYTO U3MEHUNBOCTD. K CITy4aifHOIl KOMIIOHEHTE B JIAHHOM CJIydae OTHECIN
Bapuanuio mokasarensa CV, Mex1y NOKOJEHIAMNU. 3aTeM € TIOMOIIBIO 0AHO(DAKTOPHOTO
JIMCIIEPCUOHHOTO aHAJIN3a CPABHUJIN MEKJIMHEWHYIO JUCIEPCUIO 110 U3MEHYMBOCTH CO
CITyJaiiHOM.

BbLIo yCTaHOBJIEHO, YTO TI0 BCEM TPEM CE30HHBIM BBIGOPKAM y CaMIIOB M § CAMOK IO
BA u /A mexxnmneiinas qucnepcus 10 BHYTPUITMHEIHON N3MEHUNBOCTH CTaTUCTUIECKH
JIOCTOBEPHO OTJIMYaeTcst oT caydaiinoii (tabua. 1). Orcroga ciemyer, 4To OTJIOBJIECHHbBIE
0co6H, OT KOTOPBIX OBLIN 3aJI0KEHbI JIMHUH, & CJI[OBATELHO, U B 1[EJIOM TOTIY AT
«HO3eMIIeBO» XapaKTepu3yeTcsl TeHOTUITMYECKOM TeTePOreHHOCTHIO M0 U3MEHUNBOCTH

Tabnuya 1
Jucnepcuonuslii anamu3 usmenunBoctu BA u /IK y camoxk
ITpusnak Ceson VCTOYHNK M3BMEHUYUBOCTI df MS F
BA Becna O6mas 194 391
Jluans (reHOTHT) 64 6,94 2,87*
Curyvaiinoe 130 2,42
Jlero Ob6asa 197 2,98
Jlunust (reHoTH) 65 6.07 417
Cuyuaiinoe 129 1,46
Ocenb O61masa 194 2,23
Jlunus (renorun) 64 3,43 2,09*
Crydaiinoe 130 1,64
IIK Becna Obmasa 194 1,70
Jlunusg (renorumn) 64 2,41 1,78*
Cayuatinoe 130 1,35
Jlero Ob6maga 197 2,11
Jluaust (reHOTHT ) 65 3,29 2,09*
Curyvaiinoe 129 1,57
Ocenb O6masa 194 1,36
Jlumans (reHOTHT) 64 2,19 2,32%
Cuyuaiinoe 130 0,95

IIpumevanue: * P<0,001
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3HaueHuna, %
60 89
BA 40 40
20 20 m
00 MokssaTens 00
80 60
JK 40 40
20 20
00 00
v, CV, CV; CV, CV, CV;
Camkn Camibt

. - BecHa; . - Jlero; I:I - Ocennb

Puc. 1. O6HleHOHy]IHHI/IOHHI>Ie ITOKa3aTeJIn TPEX KOMIIOHEHTOB USMEHYNBOCTH B HpI/IpOlIHOIL/'I
nonyJadanun I[pOSO(bI/IJII)I 1 UX Ce30HHad JNHaMHKa (O6'I)HCH€‘HI/IH B TeKCTe)

KOJINUECTBEHHBIX MOP(OJIOrUYeCKUX MPU3HAKOB B TedeHUe BCETO IepUojia aKTUBHON
SKU3HH, T. €. OT BECHBI /10 OceHN. Hanmnune reHOTUITNYECKON TeTeEPOreHHOCTH 110 (DaKTO-
DY «JIUHUSI» IaeT OCHOBAHUE OIIEHUTH TEHOTUITMYECKUIT COCTAB TTOMYJISIITUH B Pa3JIMYHbIE
CE30HBI 110 U3MEHYUBOCTU MOP(MOJIOTUYECKNX TTPU3HAKOB M XapaKTeP B3aMMOJEHCTBUS
3TOTO TTOKA3aTEJIS € IKOJOTHUCCKUMHU YCIOBUSMU.

J17151 BBIIETIEHNST JIMHWH ¢ PA3IMYHBIMUA TEHOTHITAMHU TT0 N3MEHYNBOCTH MOP(MOJIOTH-
YeCKUX IPUBHAKOB OBLIT MCIOJIb30BAH METOJ PeAyKInn BhIOOpKH. CyTh €ro CBOAUTCS K
caenytomeMy. Bnadane nposoanm panmxuposanne tuanii mo CV,,. M3 panknpoBaHHOro
110 ATOMY TTOKA3aTEJFI0 MACCHBA JAHHBIX TIOCTE/I0BATEIBHO YAAISIUCH TUHUHT, BHOCSIIINE
HauOOJBIINI BKJIAJ] B JUCIIEPCUIO TI0 (PAKTOPY <JIMHUS», [TOCJIE YETO MACCUB KaK[bIi pa3
00pabaThiBajICs AUCIIEPCUOHHBIM AHAIM30M II0 BBIIIEOMICAHHON cXeMe. ITOT alrOPUTM
MIPUMEHSIJICS /IO TEX 0P, TOKa AUCIIEPCUOHHBIN aHAIN3 He [TOKa3asl, YTO BeJruunHa hak-
TOpa «JIMHUS» B PEAYIIUPOBAHHON TPYIITE CTaja HEIOCTOBEPHOI, T. €. B HEH OCTAJINCh
JIMHUU C OJJMHAKOBBIM TEHOTHUIIOM TI0 JAHHOMY MPU3HAKY, KOHEUHO, B TIPE/IesiaX pa3pe-
Hrarorei crnoco6HOCTH Halrero Mmeroza. Jlaiee MCIepCHOHHOMY aHAIU3Y HOABEPrajriCh
OTCeYeHHbIe TPYIIIbI IUHUM ¢ HU3KUMU UJIN BBICOKUMU 3HAYECHUSIMU U3MeHIUBOCTH. OT-
CYTCTBUE B HUX BIUSTHUS (DaKTOPA «JIUHUS»> JaeT OCHOBAHUE CHEIAaTh BBIBOJ O TOM, UTO
B BBIGOPKE UMEETCST [IBE WU TPU TEHOTUITMIECKU PA3JINYHBIX TPYIIIBI 0c00€ei (0 HEKOTO-
PBIX JeTajisix MeToja cM.: I'pevanbiii u ap., 1996, 1998, 2004a, 6).

OkKaszajioch, YTO KaK y CaMOK, TaK M Y caMIIOB 110 BA momnyJisiiiust BKJIIOYaeT TpH Te-
HOTHITMYECKHUX KJIacca 0coOell, pasjnyaroiiyecs 110 YPOBHIO M3MEHUYHMBOCTH, a 1o JK —
TOJIbKO /1Ba. Pe3ybTaThl IO caMKaM TIPECTaBJIEHBI B PUC. 2. Ba)kHO MOTYEPKHYTH, YTO
CV, Mex1y HOKONIEHUAMU B TIPEJIeIaX KakI0ro KJacca CTaTHCTUYECKH HE Pa3/IIaroTCs,
YTO CBUJIETEJILCTBYET O HACJIEICTBEHHON TIPEEMCTBEHHOCTH ATOTO MOKA3aTesl. 3aTO pas-
JINYMST MEK/Y BbIJIEIEHHBIMU KJIAaCCAMKM OY€Hb YETKHUE, UTO JIOyCcKaeT 3(pHEeKTUBHOCTD
oT6opa 110 UBMEHYUBOCTH B U3YYEHHOU MOMYJISIIAHN APO30QHIIBL.
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Puc. 2. 3navuenns BHyTPUIMHENHON N3MEHIMBOCTH CAMOK B BBIZICJICHHBIX TCHOTHITITYCCKIX
KJIaccax JIUHUHN B ABYX MOCJIEI0BATEIHHBIX TTOKOTeHNAX. Bepxumii pag — BA (A — BecHa,
b — meto u B — ocens); mwknnit pan — K (I' — Becna, /I — meto n E — ocenn)
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Puc. 3. Ce3oHHas TUHAMIKA TEHOTUTTMYECKON CTPYKTYPHI TPUPOTHON TTOMYJISTINN
po30duie! To n3MenynBocTH BA (Bepxumii psan) n K (HykHIH psam) y caMok

C nomompbio KPUTEPUST «XU-KBAJPaT» MOKA3aHO OTCYTCTBUE OCTOBEPHBIX MOJOBBIX
pasaMuuil TeHOTUIMNYECKON CTPYKTYPBI B PAs3JMYHBIC CE30HBI rOfla 110 M3MEHUYMBOCTHU
BCeX M3YYEeHHBIX IPU3HAKOB. Ee n3MeHeHne pu ABMKEHUH MO JISIIAY OT BECHBI K Oce-
HU CTATUCTUYECKNU IOCTOBEPHO. Pe3yIbTaThl aHaMN3a Ce30HHON TITHAMNKA BBIJICJICHHBIX
TeHOTHIIOB TI0 CaMKaM IIPe/ICTaBIeHBI B puC. 3 (Y caMIl0OB KapTHHA aHAJIOTUYHAS).

XapakTepHOil 0COGEHHOCTHIO TEHOTHITHYECKONH CTPYKTYPDHI TIO M3MEHYMBOCTH BA
ABJIAeTCs Hammdre MolrHoro I1-kmacca, modTH Bceraa MMEIONEero CTaTyC MOJAIbHOTO.
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VHBIMU CJIOBaMH, B TEUEHIE BCEX TPEX CE30HOB B MOMYJISIIMN JOMUHUPYIOT 0COOU C Te-
HETUYEeCKH JIeTEPMUHUPOBAHHBIM MPOMEKYTOUHBIM YPOBHEM NU3MEHUMBOCTH, & CE30HHAS
IMHAMUKA OTIPEIETSIeTCsT U3MEeHeHeM cooTHotmenus ocobeit B H- n B-kmaccax. ITpu atom
KoJmuecTBO auHui H-Kkacca yMeHbIaeTcst OT BECHBI K JIeTy M YBEJIMYMBAETCS K OCEHU.
Cesonnas quHaMuka ocobeii B-kimacca umeer obpaTHbiii Xapakrep. KojnuecTBo JnHuMi,
TreHEeTUYECKH JeTEPMUHUPYIONNX HU3KYT0 ndMenunBocthb 1o /1K, mocaenosarenbio yBe-
JIMUNBAETCS OT BECHBI — K JIeTy U jlajee K oceHHM. KoamuecTBO JIMHUH, AeTepMITHNUPY-
IOIIMX BBICOKYIO U3MEHUYMBOCTD, I10C/IeI0BATEJbHO CHUYKAETCS B TOM K€ HallpaBJICHUMU.
ITa KapTHUHA BIIOJTHE COOTBETCTBYET Pe3yIbTaTaM aHATN3a CTPYKTYPhI U3BMEHUYNBOCTH Ha
OGIIETTOMYISIIINOHHOM YPOBHE.

Oo6cyskaenne

O6111en3BeCTHO, YTO KOJMUUYECTBO (DOPM M3MEHUMBOCTH B HACTOSIIEE BPEMS OUECHb
BEJIMKO, YTO BHOCUT ITyTAHUILY B IIOHUMAHUE MEXAHU3MOB, ONIPeeJISIONIUX U KOHTPOJIU-
PYIOITNX U3MEHUYMBOCTD. «Herenetnmueckasgy M3MEeHUMBOCTD, T. €. UI3MEHUYUBOCTD, OIpe-
aesseMast TPEUMYIIECTBEHHO (DIyKTyarieil yCJoBHil JKU3HN, TaKXKe MOKET BKJIIOYATh
HECKOJIBKO (DOPM M, COOTBETCTBEHHO, TIO/IXO/IOB K WX OIleHKe. MOXXHO BBIIETUTh Kak
MUHIMYM TPHU Pa3HOBHUIHOCTH TaKOH M3MEHUYMBOCTU: MOAM(MUKAIIMOHHAS, OCTATOYHAS
u aykryupyiomas acummerpus (DPA). HekoTopeie aBTopbl Ipeaiaraior 00beAnHUTh
10 KpaiiHeil Mepe mocjeanue JiBe GOPMbI IO/l TEPMUHOM «aBTOHOMHAST» N3MEHUYNBOCTh
(Tuxonees, Kypuna, 2004). Mogudukamonnag u3MeHUNBOCTb, B KIACCUIECKON Tep-
MUHOJIOTHH — «HOPMA PEaKIuu (DEHOTHIAY [TPEICTABIISIET COOO0I N3MEHEHNE TPU3HAKA B
KOHTPACTHBIX 9KOJOTUIECKUX YCAOBUAX. ITa (hopMa UBMEHUMBOCTH U3YUYeHA JOCTATOY-
Ho xopoio (Opbosuy, Tapackes, 1999; Leroi et al., 1994) u ucciezoBasach Hamu paHee
KaKk MPHU3HAK <«PEAKIUs Ha TIOTHOCTh», BBIPAKAIOIIASCS B TIO/IABJICHUN TIJIOJJOBUTOCTH
MJIOTHOCTBIO. DTOT NMPU3HAK — HE UTO MHOE, KaK «HOPMa PEAKIUU» 110 TJIOJOBUTOCTH B
rpaguenTe yCJAOBUI MJIOTHOCTH TOIYJISAIUU. BbIIO MOKa3aHo, 4TO B UCCIELYyeMOil TTpu-
POHON TIOTYJISAIUN PO30(MUIIBI TIPUCYTCTBYIOT [[BA HACJEICTBEHHO O0YCJIOBJIEHHBIX
THMA 0COOEH, KAYeCTBEHHO PA3THIAIONINXCS TIOIABIEHIEM TIIOOBUTOCTH TUIOTHOCTBIO:
p-tut u H-Tutt (Ipevansiii u ap., 20046). Ocobu p-Tulia, UK PEryJIupyeMble, alalTuPO-
BaHbI K TIOHMKEHHON TIOTHOCTU HACEJEHUs, TPU KOTOPOM MMEIOT BBICOKYIO TITIOJOBU-
TocTh. Ocobu H-THITA, W HEPETYINPYEMbIe, aIalITHPOBAHDI K TIOBBIIIEHHON MIIIOTHOCTH,
P KOTOPOit 06azatoT 6oJiee BEICOKOH MIOJ0BUTOCTLIO. TakiuM 06pa3oM, p-THIT Xapak-
TepU3yeTCcst BICOKOW MOANMDUKAIIMOHHON U3MEHYUBOCTBIO IO MIJIOJIOBUTOCTH, & H-TUIT —
Hu3Kkoil. Ce30HHAS IUHAMUKA COOTHOIIEHUS 9THUX JIBYX THUIIOB B IOMYJISAIINN CBOAUTCS K
MOCJIEI0BATETHHOMY COKPAIIEHHIO KOJIMIECTBA 0COOE P-TUTIA U YBEJIMIEHUIO H-THIIA OT
BECHBI K JieTy u filasiee — K oceHu (['pevansrii u gp., 1996).

OcraTtouyHas U3MEHYUBOCTH SBJSETCS MPEAMETOM WHTEHCUBHBIX WCCJETOBAHWH
JIUIIB B ITOCJIE/IHNE JIeCATUIeTHs. JTa (popMa M3MEHUMBOCTH OTIPe/IesIIeTCsT Bapuanuei
KOJIMYECTBEHHBIX TIPU3HAKOB Yy 0CO6eil B YMCTHIX JTMHUSAX WU B KIOHAX KIeTOK (Cemé-
HoBa, ['peuansrii, 2002; Paldi, 2003). [TpoucxoxkaeHne u CyuHOCTb 9TOH U3MEHYUBOCTH
He sicHbl. B Hacrosiieil pabore Mbl IPEANPUHSIIN aHAIM3 OCTaTOYHON U3MEHYMBOCTU
110 MOPGOJOTMYeCKUM Mpu3HaKam Apo3odussl. Okazanach, 4To aTa GopMa U3MEHUN-
BOCTHU BCTPEUYAETCS] HE TOJBKO Y YUCTHIX JIMHUH, HUHOPEAHBIX COPTOB UJIU KJIOHOB, HO U
Cpely TEHOTUIIOB B MPUPOHON MOMyJIAIun. B HacTosIeM MCCaeIoBAaHNN TTOKA3aHO,
UTO JIMHUH, 3aT0KEHHBIE OT CAMOK M3 MTPUPOIHON MOMYJIAIIH, HAXOISICh B aOCOTIOTHO
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OJIMHAKOBBIX YCJIOBUIX, 00Iaa/I Pa3INIHON N3MEHUNBOCTHIO KOJHUECTBEHHBIX MOP-
(hostornueckrx MPUBHAKOB U ITU PA3JIMUUS HACTEAYIOTCS B Psjy MoKoJeHuit. Bosee
TOTO, Pa3JIMYHbIC CE30HHBIE BHIOOPKU 00JIafaJi CTATUCTUYECKH JOCTOBEPHBIM OTJIH-
yreM B COOTHOIeHNM JuHUN ¢ Hn3koi (H-kmacce) n Beicokoit (B-kmacce) octaTounoit
U3MEHUYMBOCTBIO MOP(hOJOrnyecknX MpU3HaKkoB. /[MHAMNUKA 3TOrO COOTHOIIEHUS TI0
JK Obla naeHTHYHa JUHAMUKe, 00HAPY KEHHOI TIPU UCCIeA0BAHUN TLIOJOBUTOCTH, TO
€CThb U B 060MX CJYyYasX MIPOUCXOIMIIO TOCAE0BATENbHOE YBEIUUEH e JUHII ¢ HU3KOI
M3MEHUYMBOCTBIO U COKPAIlleHNe — C BBICOKON ITPU CE30HHON CMEHE yCJIOBUN KU3HU OT
BECHBI K OCEHU.

OTH Pe3yJabTaThl TIO3BOJUIN BBIIBUHYTH TIPE/ITOTIOXKEHNE O TOM, UTO B TIPUPOIHON
HOIYJIAIK « THO3eMIIeBO» HIET Ce30HHBIN 0TOOP UBMEHYMBOCTH [10 KOMILIEKCY KOJINYe-
CTBEHHBIX IPU3HAKOB. [{JIsI IIPOBEPKU 9TOTO IIPEANOI0KEeHUA Mbl 0TOOpasu o 10 jumHmii
P- ¥ H-THUIIOB TIO TIJIOJIOBUTOCTH U OTIEHWJTN Y caMOK u3 atux JuHuii BA u /IK. Pesysbra-
ThI, IIPEACTABIEHHBIE B TaOMMIIE 2, CBUAELTEIbCTBYIOT O TOM, YTO P-THII 10 IJIOZOBUTOCTH
06J1aj1aeT BBICOKOHN 0CcTaTOuHON n3aMeHunBocThio o BA n /[K, a H-THII, COOTBETCTBEHHO,
HU3KOH 0CTaTOYHOI N3MEHYMBOCTBIO MOP(OJOTHUECKIX TPU3HAKOB.

TakuMm 06pa3oM, HPEAIIONIOKEHIE OATBEPAUIOCH, YTO, B CBOIO 0Yepe/lb, II03BOJIs-
eT MPUITH K 3aKJI0YEHUIO O IPUHIIUITHATIBHOM CXO/ICTBE TeHETUYECKUX MTPOIIECCOB, OT-
BETCTBEHHBIX 32 MOAM(DUKAIIMOHHYIO U OCTATOUYHYIO U3BMEHYUBOCTD Y KOJUYECTBEHHDIX
rpusHakoB. K cxo/iHbIM BbIBOZIAM TIPUXOAAT U jpyrue uccienoBatesu (Tuxonees, Ky-
puta, 2004). CiegoBaresnbHo, 0TOOP Ha BHICOKYIO MM HU3KYIO MOAU(DUKAIIMOHHYIO 13-
MEHYUBOCTH MOKET TPUBOJUTH K COOTBETCTBYIONIEMY YBEJUYCHUIO WJIM COKPAIIEHUIO
M3MEHUYNBOCTH OCTATOYHON. DTOT MPOIECC 3aXBATHIBAET HE OT/IEIbHbBIE KOJTUYECTBEHHBIE
MIPU3HAKH, a UX KOMILTIEKCHI.

Tabnuya 2

M 3MeHYHBOCTD IIIOZ0OBUTOCTH U MOP(OIOTHYECKUX IPU3HAKOB
y ocobeii p- u H-oco0ei

[Ipusnax Ceson P-tun H-tun
IInomoBuTOCTH Becna 1,08+0,010 0,68+0,078
(CV, nomm) Jleto 0,96+0,023 0,57+0,026
Ocenb 0,92+0,019 0,41+0,040
BA (CV, %) Becna 3,97+0,659 3,58+0,580

Jleto 4,89+0,485 3,91+0,153
Ocenb 4,23%0,358 3,850,060
K (CV, %) Becna 4,05+0,367 3,97%0,349
Jlero 3,65%0,348 3,59+0,238
Ocenb 3,97+0,460 3,48%0,091

Kak BoszeiicTBHE CETEKIIMOHHO-TEHETHYECKNX MEXaHM3MOB Ha IIOILYJSAINOHHYIO
CTPYKTYPY IO KOJMYECTBEHHBIM TIPH3HAKAM CBSI3aHO C 9KOJIOTMIECKUMU (PaxTopamn?
Ha ocnoBanuu pesybTaToB, HOTyYEHHBIX B HACTOSIIEM HCCIIEIOBAHIN, MOKHO 3aKJIIO-
YUTH, YTO B YCJAOBUSIX AIANTAIINN K OMOTHYECKUM, TUIOTHOCTHO-3aBUCHMBIM (haKTOpaM
CeJIEKTUBHOE MPENMYIIECTBO TIOMYIAIOT CTAOUIbHbIE, MATTOU3MEHYNBBIE TEHOTHITBI. [IpH
CEe30HHOIT cMeHe yCJIOBUH *KU3HU TaKasl CHTYAIN XapaKTepHa Il aKTHBHOTO MePHOa
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JKUBHEAEATETbHOCTH (JIETOM ¥ OCEHbI0). B yCIOBUSAX TOMUHUPOBAHUS aOMOTHYECKHUX,
B 3HAYUTEJIBHOM CTEMTEHN CIyJallHBIX, HE 3aBUCSIINX OT IMIJIOTHOCTU (haKTOPOB CETIEKTUB-
HOE TIPEBOCXOCTBO TOIYUYAOT HeCTaOUIbHbIE, BRICOKOM3MEHUYMBbIE TeHOTHIIBL. B mpupo-
Jie TaKast CUTyallus XapaKTepHa JIJIs TeProjia 3SMMOBKH U CPasy TocJie Hee.

AsTop mpuHOCHT GJarofapHOCTh . 0. aupekropa HUU Guomnoruu mpu UTY H. U. Tpa-
HUHOI 1 3aB. n1a6. Tuapobuosoruu JI. P. MsmecTheBoii 3a peleHne opraHu3alioHHbIX
1 (PUHAHCOBBIX BOIPOCOB, CBSI3aHHBIX C TyOIMKaIMell HaCTOSIIEH CTaThH.
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Seasonal Selection on Variability of the Quantitative Morphological
Characters in Natural Drosophila Population

E. L. Ermakov,|G. V. Grechanyi]|

Scientific-Research Institute of Biology Irkutsk State University
Irkutsk, Russia: ermakov_eugeny@mail.ru

The possible of seasonal selection on variability meristic and morphometric traits: number
arista branches (AB) and wing length (WL) in nature Drosophila population from
Northern Caucasus was studies. It was shown that seasonal dynamics of variability in
researching nature Drosophila population on quantitative traits determined by change of
genotypes ratio with low and high variability. The character of this dynamics is specify
for meristic and morphometric traits. Relationship between dynamics regulatory and
nonregulatory genotypes ratio on reaction to density and WL was obtain. On basic this
results has been proposes hypothesis about of action seasonal selection on variability
quantitative traits in nature Drosophila population. Possible mechanisms of selection
and genetics controls on modify and resudial variability of quantitative traits in nature
populations was discussed.

Keywords: arista branches, wing length, genotypical class, drosophila, nature population,
morphological traits, modifical and resudial variability.



CPABHUTE/IbHAA W3MEHYNBOCTb KPAHUONOTUYECKUX NPU3HAKOB TEMHOIA
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CpaBHUBAJIOCH M OIEHUBAJIOCH 3HAYCHUE Psi/Ia TIPU3HAKOB, UCTIOJIBb3YEMbIX JIJIS OTIpe/ie-
JieHust TeMHoit (Microtus agrestis) v BUIOB-[BOMHUKOB OOBIKHOBEHHOM 110/1eBKU (Micro-
tus aroalis s.l.). syuennbiii MaTepuas 6b11 cobpat B Llentpanbraom Yeprosembe ¢ 2003
1o 2008 rr. Bug u (hopma 110J1€BOK ObLIN YCTAHOBJIEHBI KAPUOJOTHYECKUM MeToaoM. Hu
OJIVH M3 PACCMOTPEHHBIX [IPU3HAKOB He MOKET ObITh CAMOCTOSITE/ILHO UCIIOIb30BaH /ISt
unaentudukany BugoB. Cambie Jydiiie pe3ysbTaThl MOJyYeHbl M0 TIpU3HakaM: hopma
M2, nuneitnbie pasmepbt M1, a Taxske hopma Ponticulus infraorbitalis (Plno). Pesy.ibra-
TBI OIIEHIBAJIICH C TAKCOHOMUYECKON U 9BOJIIOIIMOHHOI TOUEK 3PEHMS.

Knroueeote cnosa: Microtus, BUjibI-IBOWHUKH, KDAHUOMETPHS, HEMETPUYECKUE TTPU3Ha-
ku, llentpanbpnoe Yeprnosembe.

Cepble 10JIEBKU — 39BOJIIOIMOHHO MOJIO/Iasl TPYyIa, BO3HUKIIAS B PaHHEM ILIek-
crorere. ObIee HapaBIeHNE 9BOJIOIMOHHBIX TIPEOOPA3OBAHMIT ITOM TPYIIIBI B CBS3H
€ BO3POCIIEHl CTENEHBIO UX TPABOSIIHOCTH BBIPAKEHO B U3MEHEHUsIX 3yOHOU CUCTEMBI.
CTpyKTypa KOPEHHBIX 3y00B — BaXKHBI TAKCOHOMUYECKHUIT MMPU3HAK, XOTS M MOABEP-
JKEHHBIN 3HAUMTENLHBIM BapyaIlisiM. B 11e10M cepble TT0JIeBKU XapaKTepusyoTces ciaboil
Mopdosormaeckoii o6ocobaennoctoio (Meiiep, 1983).

Temuas noseka (M. agrestis) XxapakTepU3yeTcsi CJI0KHBIM CTPOEHUEM BTOPOTO BEPX-
Hero kopernoro 3yba (M?), Ha keBaTelIbHOI HOBEPXHOCTH KOTOPOIO UMEETCs IIsATast 10~
HOJTHUTEIbHAST BHYTPEHHsIS TeTJist (TaK Ha3blBaeMast TIeTJis agrestis), Tora Kak y 0ObIKHO-
BEHHOI TI0JIEBKU MX BCero deThipe. Takke y HEKOTOPBIX ocobeil M. agrestis nabmonaercst
JIONIOJIHUTE/IbHASL BHYTPEHHSS TIeT/s Ha 1epsoM BepxHeM kopernoM (M!). Cuuraercs,
4TO cTpoeHue M? ABJgeTCs caMbIM BaKHbBIM TIIPU3HAKOM ISl pasjesienus: BuaoB. OHako
WCKJIIOYeHHUsT HeOJJHOKPATHO perncTpupoBainch B auteparype. I. Paitsmraiin n /[, Paii-
se (Reichstein, Reise, 1965) caenamn 0630p usmenunsoct M? M. agrestis n ynoMsinyJin
HECKOJIbKO MCKJII0UeHN 1