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B skcriepuMenTax mo BosieicTBIio Ha o6pazoBanue 000POHUTENbHBIX MOP(] B KJIOHAX 3€JIeHOI BOJIOPOCIN
Scenedesmus acutus, uradysopun Euplotes aediculatus v paxoobpastoro Daphnia pulex 1okasato, 4To MHIU-
6UTOP TPAHCKPHUIIIIH de 71000 AKTHHOMUIIIMH D MoaBJIsieT Kak mpeBpalienne THINYHO Mopdbl B 000poH#u-
TEJIBHYIO [IPU CUTHAJIE TIPUCYTCTBUSI XUIHUKA, TAK U BO3BPAIIEHISI 000POHUTETBHON MOPMBI B THITHUHYIO
[IPU [IPEKPAIeHNH BO3/IEICTBISI XUITHIKA. Jles1aeTcst BBIBOJ O TOM, UTO Kakjiasi Mopda nMeeT COOCTBEHHYIO
FeHETHYECKYIO TIPOrPAMMY U O TOM, 4TO CIOCOOHbBIE K 00Pa30BAHUIO AUCKPETHBIX OOOPOHUTENBHBIX HOPM
opmbr nmeror bostee GoraToiii reroM. Ha ocHoBaHWE 9TOTO TPOBEIEHA CYIIECTBEHHAST PEBU3HSI 9BOJIOIHN -
OHHOM PosIN MOAN(PUKAITMOHHON N3MEHYMBOCTH.

Kinouessbie cioBa: ajanTuBHble MOAU(DUKAINY, AKKJIUMAIIUS, AUCKPETHBIE aallTUBHbIE HOPMbI, 000POHMU-
TesibHbIe MOP(MBI, PeryJisiiius aKTUBHOCTH T€HOB, dBOJIIOIHS

DISCRETE ADAPTIVE NORMS: MECHANISMS AND ROLE IN EVOLUTION

V.V. Khlebovich

Zoological Institute of the Russian academy of sciences. University enbanckment 1, 199034 St. Petersburg, Russia;

e-mail: khleb32@mail

In experiments with defensive morph formation in the clones of green algae Scenedesmus acutus, ciliate
Euplotes aediculatus and crustacean Daphnia pulex was shown that actinomycin D (inhibitor of de novo
transcription) inhibits both transformation of typical morph to the defensive one in the presence of enemies
and the opposite transformation of the defensive morph to the typical one after removing of enemies or sig-
nals of their presence. From this it follows that each morph has the own gene program and forms capable to
discrete adaptive norms formation have relatively more rich genome. The revision of the evolutional role of
adaptive modifications were made.

Key words : adaptive modifications, acclimation, discrete adaptive norms, defensive morphs, evolution,

regulation of gene activity

BBEJAEHUE

Ilon aWCKpeTHBIMM  aMAaNTUBHBIMU  HOPMaMHU
(IAH) wpbr1, Beaen 3a b.M. Memnukosbim (1987),
MMOHUMAeM TPOSIBJICHUS aJIATITUBHBIX MOIUDUKAIIHIA,
BO3HMKAIOIINX B OTBET HA U3MEHEHUST CPeJibl YETKO 110
MIPUHIIUITY «Ja—HeT». B mportusonosoxHocts JAH

MIPEJIJIATAETCA PA3/inyaTh TPAAyabHbIE Al TUBHBIE
Hopmbl (TAH) B Tex ciyyasx, xorma ajanThBHAS
MaIUKAIIS TPOSIBIAETCST B Pa3HOI CTETeHN B 3a-
BUCHMOCTH OT J03bI (hakropa (XieGosuu, 2002a).
[Ipumepamu mocseHUX MOTYT CJIY’KUTH pasMepbl U
(hopmMbI SMICTBEB B 3aBUCMMOCTH OT OCBEHIEHHOCTH
U pa3Mepbl JKUBOTHBIX MPU PA3HOil 00ecTieueHHOCTH
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nueit. [Iposisienus TAH, ckopee Bcero, HarpsiMmyio
CBSI3aHBI ¢ OOECIIEYEeHUEM OPTaHU3MOB OCHOBHBIMU
pecypcamu.

Hauboub1imii nHTEpec B CUJLY YeTKOCTH IIPOSIBJIE-
nus npeacrasisaior JJTAH. VIX ocHOBHbBIE TUIIbI ObLIN
paccemorpensl paree (Xaebosuy, 1999, 2002a), MHoro
JOMOJHUTENBHBIX 1puMepoB mnpuseneno C.D. Tui-
6eprom (2004).

Boiio o6paliileHo BHUMaHUE Ha TO OOCTOSITENb-
CTBO, YTO, HapPsAy C TPYITAMU, CIOCOOHBIMU 00-
pasoBbiBaTh 0OBIMHO jBe ajbrepHarushbie JAH,
UMEIOTCS POJICTBEHHbBIE TPYIIIBI € HACTE/ICTBEHHO
(bUKCUPOBAHHBIMU IPU3HAKAMHU JKOO TOH, TMOO alb-
TepHaTUBHOW. Hampumep, y KUTaCKOM TPUMYJIBI,
CIOCOGHOI MEHSTH OKPACKY I[BETOB B 3aBUCHMOCTU
OT TeMIlepaTypbl ¢ GOl Ha KPACHYI, €CTh (hOPMBI
BCer/la TOJIbKO C KPACHBIMU 1[BETAMU U BCET/a TOJIbKO
¢ 6enbivu. Y unbysopuit Entodinium, ciocoOHBIX B
MOPUCYTCTBUY XUIHUKA 0OPa3OBLIBATH IIUIIOBATHIE
3anuTHbie MOPMBI, NUMEIOTCS, KPOME TOTO, BCErza
NIWTIOBAThIE WJIW BCET/la JIMIEHHBIE TTUTOB (DOPMBIL.
Takum o6pasom GHOPMUPYIOTCST HACJEICTBEHHBIE
TPUAJBI ¢ TIPU3HAKAMHU, KOTOPbIE MOKHO 0O03HAUNTh
Kak A<~B, Au B.

Omny tpuany mbr (Muxaiinosa u z1p., 1976) cos-
JlaJI1 UCKYCCTBEHHO. B I/TMTEIbHBIX 9KCIIePUMEHTaX
y nposkiKelt Saccharomyces cerevisiae GbLia oydeHa
MyTalusl YCTOWYMBOCTU K aMUHA3WHY, MPOSBIISIO-
[AsICS1 B TPEX BapUAHTAX: KaK MPU adpPOOHOM, TaK U
npu aHaapoObHoM (A<>B), Tosbko B aspobHoM (A) 1
TOJIbKO B aHaspobHoM (B).

[Ipusnanue peasbHOCTA TAaKUX TPHUA]] TIOPOIUIIO
TUIIOTE3Y O TOM, YTO IIPHOGPeTEHnE CIIOCOOHOCTH 00-
pasosbiBaTh [IAH cBsI3aHO ¢ COOTBETCTBYIONIM 000-
raieHeM TeHOMa ¢ 00pa3oBaHUEM JBYX BKIIOYae-
MBIX CPeIOl TPOTpamMM, a HacJie/ICTBeHHAs (hUKcalusd
OITHOIT (hOPMBI CBsI3aHA € BbITIaleHneM (MHAKTUBAIU-
eit) ajprepHaTuBHON porpamMel (Xnebosud, 1999).
lumnore3a poBepsIach HKCIEPUMEHTATBLHO HA TPEX
BOJIHBIX OPraHW3MaX, CIOCOOHBIX K 06Pa3soBaHMIO
JIAH B Buse 060pOHUTEIBHBIX MOP®, KaK OTBET Ha
MOSABJIEHIE XUIITHUKA ¥,/TJ1 er0 MeTabomToB. (Xiie-
6osuy, errspes, 2003, 2005a, 6).

OGoponurenbHasgs Mopda XapaKTepusyercsl us-
MeHeHreM (OPMbI TeJla U Pa3MepoB, IMOSIBIEHUEM
BBIPOCTOB WJIU TIUTIOB, 3aTPY/IHSIONINX OCTYITHOCTD
sKepTBbl XUIHUKY. [Ipy nipekpaienun Bo3ielicTBus
BEIECTB XUITHUKA JKEPTBA WU €€ MOTOMKH BHOBD
npuobperaior TUMUYHYO hopmy, GoJiee sHepreTH-
YeCKU BBITOJHYIO jUist TiaBaHust. OGOPOHUTEIbHBIE

Paspnen 3. B.B. Xneboeuu

JIAH wu3BecTHBI 11 OIHOKJETOYHBIX BOJOPOCJIEN
WIM WX KOJOHUIL, OPIOXOPeCHUYHBIX HHOY30PHIL,
KOJIOBPATOK, BETBUCTOYCHIX PAKOOOPA3HbBIX, MIIIAHOK.
Onu GBI ONTUCAHBI JAJKe /U1 TO3BOHOYHBIX — OBLIO
[I0KA3aHO, 4TO MaJIbKU CepeOpPUCTOro Kapacs mpuood-
peraioT GoJiee MIMPOKYI0 GOPMY Tejia B IPUCYTCTBUK
xunHuKa-okyHs (Bronmark, Pettersson, 1994).

IKCIIEPUMEHTDI

Mol uccsreroBasu mpeBpaiienne THITUIHBIX (Gopm
B obopoHuTenbHBIE ¥ 0oOpaTtHoe HpeodpasoBaHue
06OPOHUTETHHBIX MOP(] B TUTIMYHBIC W BIUSHUC HA
9TH TMPOIECChl HETOKCUYHBIX [[03 AKTHHOMUIIMHA
D (AmD). 9TOoT maBHO M MHUPOKO HCIOJb3YEMBIit
uarnourop JIHK-3aBucumoit PHK-mosmmepassr
(Ammapun, Kirouapes, 1975; Ioitn u ap., 1975; Hya-
HuK, 1977) crocobeH B 9TOM cilydae CBS3bIBAThCSI
c MuIleaaMu ryanuHa, paspyinas ux (CaBuHIes,
Bekmun, 2002). Takoe aefictBue AmD o3nauaer,
YTO OH CIEU(PUUECKH TTOIABISET TPAHCKPHUIIIUIO de
novo. VLin, HHBIMU CJIOBaMHU, €CJIM KaKoW-I1nb0 WHU-
IUUPYEMBIil TIPOIECC MOAABJSIETCS] HETOKCUYHBIMU
nozamu AmD), 510 Gy/IeT 03HAUATh, YTO B €70 OCHOBE
JIEKUT aKTUBAIINSI HOBBIX reHOB. PaHee aKciieprmMen-
TBI ¢ TpuMeHenneM AmD 1ToKa3aau mepuobr TpaHc-
KPUIIIIH ¢ BHOBb aKTUBUPOBAHHBIX TEHOB B PaHHEM
ambopuoHanbHoM passutun  ampubuii  (Heilidax,
Tumocdeesa, 1977) u moauxer (/lonmya,1975), a
TaKKe TEeHOPETYJSITOPHYIO MPUPOLY COJEHOCTHBIX
AKKJIMMalMil 1nunHoK Oenomopckux  Aurelia au-
rita w Epheria vincta (Beprep u ap., 1970; Xuebosuy,
Jlykanun, 1980) u mapamenuii Paramecium calkinsi
(Xne6osuy u ap., 2004). Bauanre AmD na npeo6-
pasoBanusl AMANTUBHBIX MOAUGMDUKAIUN H3ydanToch
ToabKo Hamu (Xiebosuy, Terrapes, 2003, 20052, 6).
OO6beKTaMI CIIYKIIIU CIIEAYIOIIHIE.

Hndysopus Euplotes aediculatus

WNHubysopun ObLIM TOTYYEHBI U3 JaOOPaTOPUN
300J10ruu GECIIO3BOHOYHBIX BHOJIOrnYecKoro MHCTH-
tyra CIIOL'Y, rme ux comepsxkaau B Buje KjiaoHa. Ha
POJIb XUIIHUKA, BHI3bIBAIOIIETO 11Pe0OPa3soBaHus UH-
dysopuu B oboponutenviyio JJTAH, myrem nepebopa
BEPOSITHBIX KaH/IMAATOB ObLTa n3bpaHa TypOeIsipust
Stenostomum leucops (patee y aToro Buga uHOY30-
PHii OIMICAHO TAKOro pojia npeobpasoBanie Mopdo-
THIIA 1I0]] BAUSHIEM OJIM3KOro Buja TypOemapuii S.
sphagnetorum: Kusch,1993).
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Puc. 1. Tunmunas (A) u oboponurensras (B) mopdsr Euplotes
aediculatus (Xnebosuu, [lertsipes, 2003).

IToce nocapxu B wawku Ilerpu ¢ Kyabrypoil
UHODY30pUN  XUITHUKA-TYPOEJUIIPUE  KEPTBBI 110~
crenenHo us runudnoii JJAH npespainainch B 060-
POHUTENBHYIO, CTAHOBSICh SBCTBEHHO 1upe (puc. 1).
BapuaHTbl 9KCIIepUMEHTA U IHHAMUKA TPeoOpasoBa-
HUli MOpd MpeicTaBIeHbl Ha PUC. 2 . B KOHTPOJIbHBIX
cocyzax 6e3 TypOesuIspuil MH(Y30pUH OCTaBAUCH
HeuaMeHHbIMU. [loce Tocaky XUMIHUKOB IMUPUHA
TeJa KEPTB TMOCTETIEHHO YBEJWYUBAIach — OTHO-
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Puc. 2. /lunamuxa npeobpasosanus mopd Euplotes aediculatus —
TpeHab: A — K uHMY30pUSAM MOJCAKEHa TYPOeILIsIprst Stenosto-
mum leucops, Amd we pobasyen; B — B npucyrersun TypOessipuii
K Kysasrype unpysopuii gobasaen AmD; C — mocie 12 aneii
conepkanust uHbysopuil ¢ TypbesspusmMu 6e3  uHbY30puUit
6e3 pobasrienuss AmD typ6emsapun yaanens; D — To ke, yro
C, 1o ¢ gobasnennem AmD; ITo ocu abeumee — BpeMst OIbITa;
[0 OpAiuHaTe — OTHOIIEHKe JUIMHbI Tesia K nmpune. ltpuxu —
rpanuiel jloBepuresabioro nurepBasa — 0.05. Beprukanbnas
JIMHUSA — BpeMs yaanenus typoesiapuii us cpex Cu D (Xunebosuy,
Jlertsipes 2003).
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IIeHue JIJTMHBL K MUPpUHEe yMeHbInanoch (puc. 2, A),
noGaBiieHre B Cpely HETOKCHYHOI n03bi AmD (B
JIAHHOM cJydae 6 MKr/MJI) yrHeTajo paciliipeHue
Tesna aymiotecoB (puc. 2, B). Uepes 12 nueit B yactn
AKCIIEPUMEHTAIBHBIX COCYI0B 6e3 AmD XUIHUKOB-
CTEHOCTOMYMOB yIAJIMJIU, CJIEACTBUEM YEro CTAJO
Bo3BpanieHrne MOpdhbl K TUOUYHOMY BUy (pHucC.
2, C). Jdobasnenne AmD B cpepy ¢ ymaleHHBIMU
Stenostomum 6I0KUPOBAJIO IPpeBpaleHue 0GOPOHH-
TeJIBbHON MOP(BI B TUIIMUHYTO (puc. 2, D).

Knanouepa Daphnia pulex

Kprorep u Tomncon (Krueger et Dodson, 1981)
OBITH, OYEBUIHO, IEPBBIMU, CBSI3ABITUMI TTOSTBJICHUS
munos B nomysganusx (kiaonax) Cladocera we ¢ ce-
30HHBIMU U3MEHEHUSIMU TeMIepatypbl (IIUKJIOMOP-
$h03), a ¢ BO3IEUCTBIEM XUMHYECKUX CUTHAJIOB OT
xuttHuKoB. K Hacrostiiemy Bpemeru ¢hopMupoBanue
AJIATITUBHBIX O0OOPOHUTEIBHBIX MOPd Kak 3alluTa
OT XUIIHUKOB JI0OKA3aHa JIJIS JIECSITKOB BUJIOB BETBU-
CTOYCBIX PauKOB. B KauecTBe XUIHUKOB, BIMSIONINX
Ha oOpasoBanue y Kiazgorep oboporurebibix JAH,
OTMeYeHbI KJOIIbl Notonecta, MaabKu pr6 U, yaie
BCETo, JIMYMHKU KOMapoB popa Chaoborus. Boibiie
Bcero paboT BBIMOJHEHO TO BiustHuio Chaoborus
Ha obpasosaHue oboponutenbbix JJTAH y Daphnia
pulex.

Mbr  (Xuebosuu, [errspes, 20056) BrepBbie
YIQ4HO TIPUMEHUIN [T CTUMYJISTIAN 0OPa30BaHuUsT
IOAH y Daphnia pulex o-tokodeposn (BUTaMUH
E). Panee ObLI10 M3BECTHO, Y4TO O-TOKO(EPOJ Kak
MeTabOJIAT, BBIAEISIEMBI XUITHON KOJIOBPATKOIL
Asplanchna, BbI3bIBaeT y ee jKepTB, TOKE KOJIOBPATOK
(Brachionus n Keratella), obpasoBatue HIMIIOBaThIX
oboponurenbabix Mopd (Gilbert, 1980; Stemberger,
Gilbert,1987). MoKHO MPEAIIONOKUTD, YTO B TIPH-
poze KpyIHast KosoBpatka Asplanchna mosxer ObITh
OOBIUHBIM XHUITHUKOM MOJIOABIX KJIAJ0IEP MEJKUX
BHUJIOB, OTCIOJAa U aJallTUBHAsI PEAKIIUsT PAYKOB Ha
OpUCYTCTBHE MeTaboIMTOB Bpara. B orymnuwe ot Jjin-
YMHOK Xa000pycoB, BbisbiBaoIuX y Daphnia pulex
obpasosanue 3atbLiounoro muia (Black, 1993; Liin-
ning, 1995; Repka et al. 1995), a.-Toxodepos B HalInX
HKCIIEPUMEHTAX CTUMYJIMPOBAJ Y 3THX PAYKOB TOSIB-
JIeHUE U yJJIMHEHUE Kay/laJIbHOTO mutna (puc. 3).

PaukoB ornaBiuBamu B IOcymoBcKOM mpyy
Canxr-IlerepOypra B 6eciuuinoii popme 1 comepKa-
JIV B YUCTOU KYJIBTYPE, UCIOJIb3YsT B KAUECTBE KOPMa
xJytopesiny. Pa3 B HEIEO y caMbIX MEJKUX (TOIBKO
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Puc. 3. Tunmunag (A) u oboponurenbtias Mopda (B) Daphnia pulex (Xnebosuy, ertspes, 2005).

Y4TO OTPOXKIEHHBIX) 0COOEH M3MEPSIN OTHOIIEHUE
JUTWHBI KayJaJTbHOTO IINTA K JJTNHE TeJa.

[IpoBoaniu sBe cepum sKcriepuMeHToB. B Tiep-
BOI cepuy B3ATBHIX U3 KOHTPOJIA JIUIIEHHBIX ITUATIOB
MOJIOJIBIX STUIIEHOCHBIX CaMOK JadyHUIl TIOMeIaan
B /[Ba BapuWaHTa CPell ¢ a-TOKO(epoIoM — oy 6e3
nobasnenwst AmD (puc. 4, A) u ipyTyio — ¢ mobaBie-
Huem 43 mxr/ma AmD (puc. 4, B). B 06oux cayuasx
Yyepe3 HeJENo OIMBITa MOSBISIIINCH MOJIOJBIE 0COOH
C YAJMHEHHBIM KayJanabHbIM munoM. [Ipm Boszmeii-
CTBUU TOJIBKO OTHUM O-TOKO(EPOJIOM OTHOCHUTEJIb-
Hasl JUTMHA Kay[aJbHOTO Hinha ocobeill ocTaBaiach
MIPUMEPHO Ha OIHOM YPOBHE KO BTOPOH M TpeTheil
uezene (puc. 4, A). Ilpu coBMecTHOM BO3/IENCTBUT
o-torkodeposa u AmD oTHocuTesnbHASA JIMHA Kay-
NIAJTBHOTO TN OKAa3bIBAJIACH Jake OOJIbINCH, YeM
TIpU AEHCTBUH TOJIBKO OJTHOTO a--ToKodeposa (puc. 4,
B), omHaxo, ecyiv JI7TMHA KayTaThHOTO TNTIA B TEPBOM
cjlydae Ha BTOPYIO U TPETHIO HEJEIIO OCTABAIACh HA
OJTHOM YPOBHE, TO BO BTOPOM OHA ITOCJIE/IOBATEIBHO
YMEHbBIIATACH.

Bo BTOpOI1 cepum o1bITOB AaGHUN, TTOJydeHHBIE
Ha BTOPOI HeJlesie JIEHCTBUS TOJIBKO X-TOKOdepoa ,
0CBOGOKIATNCH OT Hero. JacTh 13 HUX [ajee comep-
skastach 6es mpernapatos (puc. 4, C), B cpefly BTOPOii
nobasasizin AmD (puc. 4, D). K KoHIty 1iepBoii u BTO-
poit Hezlesb 3TOM cepun (3—4-51 HeJIeTM BCETO OIbITA)
OTHOCHTEJIbHAS [IJTAHA KayIaJTbHOTO TINTA B CPEE €
nobasaenrem AmD TIpojosKaia MoCae/I0BaTeNbHO

yBesnnumBarbest (puc. 4, D). B cpene 6e3 mpenapaToB
K KOHILY TIepBOIi HeJleJu 9Toli cepuu (3-ii HeJlesu Bee-
TO OTIBITa) OTHOCUTEJbHAS JUITNHA KayAaJIbHOTO TIUTIA
PE3KO YBEJNYMIACH, HO 3aTeM Ha 2—3-10 (4—5 10) T10-
celoBaTeIbHO yMeHbmanack (puc. 4, C).

Ha niepBbiii B3TJIs171, pe3yJIbTaThl HAIIUX 9KCIIEPH-
MEHTOB ¢ faHueil, cyMMupoBaHHbIe HA PUC. 4, TTPO-
TUBOPEYAT MaTepPHAJIaM, TOJTYIeHHBIM Ha 3yTIOTECaX
(cM. prc. 2), CBUAETENbCTBYIONINX O TTO/IaBJIEHUH aK-
THHOMHUIIHHOM D Kak CrocOOHOCTH TIPEBPAIIATHCS B
060POHUTETBHYIO POPMY, TAK U CIIOCOOHOCTH UX BO3-
BpaTa K THIUYHON (hopMe TocJie yIaaeHsl XUITHUKA
WJIA €T0 METaDOIUTOB,

OpHaKo, ecay HAYMHATH PACCMOTPEHUE Pe3yJib-
TATOB ONbITa HA NadHUSAX C KOHIA MEPBOI Hexenu
BO3JleliCcTBUST  ai-ToKOdeposia U o-ToKodeposa ¢
noGasienrem AmD (puc. 4, A, B,) u KOHIa 11€PBOii
HeJIesIN TI0CIe YaJaeHus: o-Tokodepoia (3-s Heyess
ombiTa — puc. 4, C, D), To rpaduku, NoJydeHHbIE
Ha MaHUSAX U IYIJIOTECAX, OKA3bIBAIOTCSI CXOHBI-
Mu. JleliCTBUTETHHO, NOCTUTHYTAS IO/ BJIUSHUEM
o-ToKoeposa K KOHILY epBOil He/lel OTHOCHTETh-
Hasl JUIMHA KAyJAaJIbHOTO IIUIA Jajlee OCTAETCST Ha
oIHOM ypoBHe (puc. 4, A), nobaseHue B cpery AmD
MIPUBO/IUT C KOHI[A TIEPBOIT HeeJN TTOCIeI0BATEIBbHO
K YMEHbIIIEHUIO JTOCTUTHYTOI paHee OTHOCUTENbHON
nnuHbl Tesia (puc. 4, B). Yepes Hezesrio mocre mpekpa-
IIeHWs IeWCTBUS o--TOKOdepoa (3-5 Hefieis OTbITa)
OTHOCHUTEJIbHAS [IJTTHA KaylaJbHOTO MIUTIA TTOCIE0-
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Puc. 4. Jlunamuka 1peobpa-
30BaHUS Mopd Daphnia
pulex — tpenmp: A — B cpemy
- nobasnen o-Tokodepor; B — B
cpesy  100aBICH  a-TOKO(DEPOIT
n AmD; C — nocie 2-x Hezelb
BO3/IeHiCTBUSL  a-TOKO(Epoa OH
- ObLT yasieH us cpeap; D — 1o ke,
yto C, Ho ¢ nob6asiennem AmD.
ITo ocu abcrmce — BpeMsi OTIBITA,
0 OP/INHATE — OTHOIICHUE JITTUHBI
KaylalbHOTO HINIA K JUINHE Tesla
naduuit.  Iltpuxu — rpaHuIb!
JIOBEPUTEILHOTO  WHTEpBAJIA  —
0.05. BepruxasbHas JMHUS —

. ) BpeMsi y/laleHus oi-ToKoepoia n3

M_
w
~

0 1

BaTEJbHO YMEHBIIAETCS — UJIET BO3BPAT K TUMTUIHON
dopme (puc. 4, C). B cpene 6e3 a-tokodeposa, HO
¢ nobasienneM AmD KaymajgbHBIH HIMIT HE TOJBKO
HE YMEHBIIAJICS, HO MPOAOJIKAI YBEJIUIUBATHCS —
BO3BpaTa K TUIIMYHON Mopde He IIPOUCXOJUI0
(puc. 4, D).

B ornnune ot wundysopmii, pearupyionmx Ha
CUTHAJI XUIIHUKA UM €0 OTMEHY HeMe/JIEHHO, pe-
ak1us nadHUil B IepBYI0 HEJEeI0 BO3ACHCTBUI UIN
€ro TIpeKpalleHrs OKa3bIBaeTCd NapaJloKCAIbHOM.
IT0, OYEBUIHO, MOKET ObITh CBSI3aHO € OOJbIIEH
IIPOJIOJIKUTENBbHOCTBIO JKM3HU 3TUX MHOTOKJIETOY-
HBIX JKMBOTHBIX. Panee ObLio 1okasano (Repka,
Pihlajamaa,1996), uro y Daphnia pulex curuan npu-
CYTCTBUsI XHIHUKA-Xa060pyca MOJKET 3amyCKaTh
oOpasoBaHMe 3aThIJIOYHBIX [IMIIOB TOJBKO TIPH
BOBJICHCTBUM Ha OIpE/eJICHHbIe pPaHHUE CTa/INM.
Kpome Toro, Ha akKKJTUMUPYIOIIUXCS K U3MEHEHHOM
coieHocTh Tianynax Auwrelia aurita (Xnebosuu,
Jlykanun,1980) u undysopuu Paramecium calkinsi
(XmeboBuu u jip., 2004) ¢ npumenerrem AmD 10-
JIy4eHbBI JAHHBIE O TOM, YTO HYKHAS /11 9TOH (hOpPMBI
(beroTunmuecknx amanTanuii cnenmupuyecKas TpaHc-
KPUINIUs TPOUCXOJUT TOJIHKO B 11epBble 1—2 cyToOK
BHeINTHero Bo3/elicTBus. VIHTepecHo, UTO B OTBET Ha
BHE/JIPEHUE B YEJIOBEUCCKUIT OPraHU3M BUPYCa IPUII-
na Tpanckpuniusg matpuli PHK s nocaemyiomei
TPAHCJAAIMKM WHTePdEepoHa TPOUCXOIUT TOJBKO B
nepsbie cyTku 3apakenusi (Ho, 1964) — nanee pea-
JIMBYIOTCS] CHHTE3BI OEJIKa ¢ MaTPUIL, BHIPAOOTAHHBIX
panee crieruunyecknx PHK.

TakuM 06pasoM, ecii UTHOPUPOBATH MaPajioK-
caJibHbIe JTaHHBIE TIEPBOU HeeJU BO3JEUCTBUS CTHU-

5 6
Henenu

cpen C u D (Xnebosuy, Jlerrsapes,
2005).

MyJISITOpa 00pa3soBaHUsT 0OOPOHUTETHHOU MOP(EI
y Daphnia pulex Tax e, Kak TepBOIl HeJe M TOCIE
OTMEHBI 9TOTO BO3/IENCTBUS, TO MOXKHO YTBEPKIATb,
yro AmD mogasiisier y HUX Kak o6pasoBaHue o60po-
HUTEJIbHON MOPMBI U3 TUIIMYHOI, TaK 1 0O6pasoBaHue
TUITUIHON MOP(DBI TIOCJIE TIPEKPATIEHUsT BO3IEHCTBUS
CUTHAJIOB XUIITHUKA.

3esenas Bogopocin Scenedesmus acutus

BriepBoie 0 MOaMGMUKATTMOHHOW M3MEHYUBOCTH
Scenedesmus kak 06 OOOPOHUTENHHOI peaKiuu B
OTBET Ha MOSBJICHUE TUTAIIUXCSI UMU GECIo3BO-
HOUYHBIX 300m7aHKTepoB Tucamun T.M. MnxeeBa n
H.M. Kpioukosa (1980). Ceituac o6paszosanmio 060-
poHuTENbHBIX MOPGd 3€IEHBIX BOLOPOCJIEi ClieHe/ec-
M| IOCBSILIEHBI ecaTKU pabot (cM. 0630p: Lirling,
2003). MsBecTHO, UYTO CTHMYJOM OOpasOBaHMUsI
06OPOHUTETBHBIX MOP( CIEHEAECMUL CIYKHUT TIO-
SIBJIEHME B CPeJle OT/E/bHBIX BUIOB-(DUIBTPATOPOB
u3 Cladocera, Copepoda win Rotifera. ApanrusHbie
npeobpazoBanust MOPG BOIOPOCTIEN B OTBET HA MOSIB-
JICHUE MUTAIOIUXCS UMU OPTaHU3MOB 3aKJIIOUYAIOTCSI
B TIPEBPAIEHUH [TPEUMYTIECTBEHHO OTHOKJIETOUHBIX
JKU3HEHHBIX (DOPM B YETHIPEX- U BOCHMHUKJIETOUHBIE
KOJIOHHH, B YBEJINYEHUN PasMEPOB KJIETOK 1, B He-
KOTOPBIX CJIyd4asx, MpuobpeTeHnr 10 GOKaM Tesa
HIUTIOB.

Ha ocHoBaHWM CEJEKTUBHBIX IPEUMYIIECTB
KOJIOHHAJILHOTO CYIIECTBOBAHMST 0CO0Ei 3eJIeHbIX
BOJIOPOCJIEN TIepe/l OTHOKJIETOYHBIMU B IPUCYTCTBUH
HOEAINX UX OPTaHU3MOB BO3HUKJIO IPEIOKE-
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Puc. 5. Tunmmunas (A) n oboponnrenpHas (B) mopdsr Scenedes-
mus autos (Xnebosuy, Jlerrsapes, 2004).

HUE BHUJIETh B 9TOM OOIIMIT CTUMYJI TPOUCXOKACHMUSI
mHorokaerounbix (Boraas et al.,, 1998). Caenyer or-
METHUTbh, UTO PaHee 3Ta rUIoTe3a 00 HKOJOTHIECKOM
cTuMyJie (hOPMUPOBAHUST MHOTOKJIETOYHOCTH B 00-
Jsiee obuieit popme ObLIa u3IoKeHa Hamu (XieboBuy,
Opdees, 1975).

Kynbrypa Scenedesmus acutus Oblna mojyueHa
U3 Mysest KyJbTyp JabopaTopuu MUKPOOHOJIOTHH
BHOIOTHYECKOTO HAYYHO-HCCIE0BATEIBCKOTO HH-
cruryta CII6TY, opranusosantoro B.B. TpoMoBbIM.
Copepskajivi BOAOPOCJH MPU KPYTJIOCYTOYHOM OCBE-
[IEHUN ¢ MEPUOAUIECKON MOAKOPMKOil yao0peHnem
«Kemupa». B kauecTBe moearIiero Bogopocau Gec-
MO3BOHOYHOTO, BBI3BIBAIOIIEr0 y HUX 0OpasoBaHUE
000POHUTETBHBIX MOP(®, UCIIOTB30BAIN KOJOBPATOK
Brachionus calyciflorus. KooBpaTOK Mojica)KuBajv K
KYJIBTYPe BOIOPOCJIEH B KOJIUIECTBE, TPEBBIIIAOIIEM

LTS

Bpeun oimaTa, CyT.

Puc. 6. Tunamuka npeoGpasosanust Mopd Scenedesmus acutus —
TPEH/BL: A — K BOIOPOCIISAM MOJACAKEHbI KOJNOBPAaTKK Brachionus
calyciflorus, AmD ne nobasisiicst; B — B IpuCy TCTBUY KOJOBPATOK
K KyJbrype Bomopocaeil pobasier AmD; C — mocae 11 nHeii
coziepIKaHuA BOAOPOCIeil ¢ Komospatkamu 6e3 pobasierns AmD
KOJIOBpATKH yaasneHsl; D — To ke, HO ¢ nobasiennem AmD. ITo ocu
abcruec — BpeMsl OIIbITa, 10 OpJAMHATE — JUIMHA 43-X KJICTOYHON
kostoruu. IIITpuxu — rpanuiis JoBepuTeabHOro nutepsaia — 0.05.
BeprukasibHas JMHUS — BpeMsl yaleHust KoioBpaTok u3 cpe C u
D (Xneb6osuy, derrspes, 2004).

Paspnen 3. B.B. Xneboeuu

100 ax3./n1. Ha puc. 5 uso6paskensr tunmytas (A) u
obpasoBaBinascsa K 11-y IHIO BO3#eHCTBUS XUITHUKA
oboponuTesbHasg Mopda Bogopocau (B). JuHamuka
npeobpaszoBanus Mopd oTpaskeHa Ha puc. 6.

B mnepBoil cepum ONBITOB K YUCTON KYJBType
S. acutus TOACAKUBATIN B3POCITBIX (ANUIEHOCHBIX)
KosioBparok. Kysbrypa 6e3 KOJOBPATOK CUMTAJIACH
KoHTpoJieM. /Jlajee KyJbTypy € MOACAaKCHHBIMU
KOJIOBpAaTKaMU JieJinjn Ha jiBe yactu. OHy 4YacThb
KYJIBTYPBI BOIOPOCTIEl ¢ KOJTOBPATKAMHU COlePsKaIn
6e3 100aBOK, a B ApyTyio nobGasisim AmD B moso-
OpaHHON HETOKCUYHON KOHIIeHTpaIiu (2.5 MKT/MJI).
Kaxk BuzsHO Ha puc. 6, A, y clieHe1ecMycoB B TIPUCYT-
CTBUH KOJIOBpaTok 6e3 pobaBmenuss AmD w30 mHs
B JICHb TOCTETEHHO YBEJIMYMBATIACH JTHHA 0cobeit
YETHIPEXKIETOUHON KomoHnu. OpnHako KobaBieHUe
UHrUOUTOPA TIPAKTUYECKU MOJHOCTBIO TTOAABJISIO
ATOT Mporiecc: januble omnbita (puc. 6, B) He oTyinya-
JIUCH OT KOHTPOJIAL.

Bo BTOpOIi cepum ombITOB cHOPMUPOBABINIASICS
Ha 11-e cyTKu BOBJENCTBUSI KOJIOBPATOK KYJIBTYpa
BOZIOPOCJIEN ¢ 000POHUTENBHON MOPGOH Taks ke OblTa
paszesieHa Ha /iBe 4acTu. V3 ofHOI yacTu ypanuian
KOJIOBPATOK, U3 JPYTOil 4acTu — TOXKE U J00aBUJIH
AmD. B nepBoM BapuaHTe MPOUCXOAMIO OBICTPOE
npespalieHe 000pPOHUTETBHOU MOPGBI B TUITHYHYIO
(puc. 6, C). Bo Bropom aTOT mpoiiecc GblJI yTHETEH
UHTUOUTOPOM.

OBCY/KIAEHUE

Takum 06pasoM, AJIs TPeX BEChbMa PasHbIX Op-
raHu3MOB (O/IHOKJIETOUHON WH(DY30pUHU, OJIHOKJIE-
TOUYHOU 3eJIeHOW BOMOPOCJU U MHOTOKJIETOYHOTO
Paxoo6pa3HoOro) I0Ka3aHO KaK IIOAaBJEHHUE aKTH-
HomurimHOM D TpancdhopManum TUIUYHBIX MOPd
B 0OOpDOHUTEJIbHBIE, TaK U BO3BPATHBINA TIPOIECC
npeBpalieHnst 000POHUTETBHBIX MOP( B TUITHYHBIE
mocJie TpeKpalleHus BO3IeHCTBUS XUITHUKOB. [lo-
ckobKy AmD To/1aBsIeT He TIPOCTO TPAHCSIINIO, a
TPAHCJISAIII0 KIMEHHO de 1000, 9TO T0JIKHO O3HAYaTh,
YTO B OCHOBE Kak TpaHchopMalu B 0O0POHUTE]Ib-
Hyio JJAH, tak u B oOparHoil TpaHchOpMaIMU B
TUIIMYHYIO (GOPMY JiesKaT COOCTBEHHbBIE OTHOCUTEIb-
HO He3aBUCUMbIe TeHeTHMYeCKHe IPOrpaMMbl, a He
BKJIIOYEHWE — BBIKJIIOUEHHE O/IHOTO reHa. Tem caMbIM
HOATBEPKIAETCS TUIIOTE3a O TOM, YTO BUJIBL, CIIOCO0-
Hble K oOpasoBanuio JJAH, uMeoT, COOTBETCTBEHHO,
Gosee OoraTyio HacJEICTBEHHYIO IIPOrPaMMYy, a Ha-
crencTBerHas ¢ukcanus diaHra MoAn(pUKAITMOH-
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HOIl I3MEHYUBOCTH €CTh Pe3YJIbTaT BhIIaeHUs (MU
WHAKTUBAIIMN) aJITEPHATUBHON HACJIe/ICTBEHHON
nporpammbl (Xie6osuy,1999, 2002a).

ITO laeT OCHOBAHUE PENIUTENHHO [1ePECMOTPETD
CYIIECTBYIOIIME B3TJISI/IBI HA HBOJIOIUMOHHYIO POJIb
omnpe/eseHHol mamMenunBoctu. [Ipobiaema sra pac-
cMaTtpuBaercst 6osiee Beka, 1 MOKHO BBIIEJTUTH CJIO-
JKUBIIUECS TOYKU 3PEHUSI.

1. Takwe aBropurerbl, kak . Maiip (1968),
H.IL. Oy6unun (1970) u B. Tpanr (1980), cunranu
azanTuBHble MOAUGUKANUYU HE UMEIONUMU OTHO-
MIEHUS K 9BOJTIOIIMOHHOMY TIPOIECCY, TaK KaK OHU B
CUJIy OIIpe/leIeHusT PeATU3yIOTCs TIPU OJIHOM U TOM
JKe TeHOME ¥ MT0ITOMY He UMEIOT CEJIEKTUBHON I1eH-
Hoctu. Bosiee Toro, oHM, CKOpee BCero, BPeMHbI /st
HBOJIIOIIH, TaK KaK Oy/[y4d TIPH 3TOM aJallTUBHBIMU
(haKTHYECKH YBOAAT OPTAHU3MBI OT OTOOPA.

2. Jlpyrag TouKa 3pEHUS SPKO Ipe/CcTaBIcHA
9BOJIIOIIMOHIICTAMH TIPOIIJIOTO BEKa, CTOPOHHUKAMU
U CO3[ATeIsIMU CHHTETHMYECKON TeOPUU IBOJIOIUU
(CT3), cpenn KOTOPHIX MHOTO OTEYECTBEHHBIX : CO-
HIJIEMCsT TOJIBKO Ha o6o6maronume paborsr (JIykuH,
1942; Kuprmmunukos, 1949, 1992; IlImanbraysew,
1940, 1969; Kammumios, 1976; Taysze,1984; Dbepr,
1993). TIpu BceM MHOTOOGPA3UK B3TJISIZIOB CO3/IAETCST
BIlEUaTJIEHNUE, UTO BCE OHU COJIUAAPHBI C TAKOHUIHON
XapaKTePUCTUKON 3BOJIOITMOHHON POJIN aIalITUBHBIX
Mozaudukaruii, granuoii [.AD. Tayse (1984): «Adan-
musnas mooudurayus, Oyoyuu npooyxmom ecme-
CMEenH020 0MmoopPa, ydice 8 CUIY C60ell AadanmueHOCMu
yKasvleaem na mo, umo CAYUaHo B0IHUKUAS NOXO-
Jcas na nee mymauus 6yoem nooxsauena omoopom
u bydem s6om0uuoNHO 3aKkpenienar. K 1ol Mbican
HCCJIeIOBATENIN YACTO TIPUXOIUIN HEZABUCUMO [[PYT
OT IpyTa, OTCIOJIA W pasHble HA3BAHUSI TAKOTO OT-
6opa — «oprannunblii> (OcOOPH), «COBIAAAIONUIT>
(JIykun), <«kocBeHHbIN» (KupmumuHUKOB), <«cTabu-
susupytomuit»  (IImanbraysen), «reHeTuueckast
accummisiiiust> (Youauurron). O6paruM BHUMaHUE
Ha TO, YTO B IAHHOM W3JIOXKEHUU Al TUBHAS MOJIH-
uxarys, Oyayun IpoLyKTOM 0TOOpa, TEM He MeHee
MMeeT HeONpeIeJIeHHbIIl TeHeTHYeCKUil CcTaryc u
BBICTYIIA€T KAK HEsSICHOU IIPUPO/IBI TIPETEYA, CBOETO
pO/ia HaMeK Ha BO3MOJKHBII yCTIeX B HACTIE/ICTBEHHOM
3aKpeIsieHu! ToX0Kel, HO He UIeHTUYHON eif MyTa-
UH.

3. dnurenernyveckast reopust sosonun (ITI)
UCXO/IAT U3 MPENICTABICHUI O 1I€JIOCTHOCTH OPTaHn3-
Ma, CJIOKHOII CHICTEME er0 KOPPEJIST M YCTOHYUBOCTU
(pernorunos M.M. Hlmanbraysena (1940,1982), o
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Kpeoje onToreresa Youuuurrona (1970a, 6). K aromy
s Ob1 obGasui B3rasasl B.H. Beknemumena (1994)
Ha OHTOIeHe3 U IBOJIOLMIO Kak Ha Mopdorporecc.
YeroitunBoCTh (DEHOTUIIOB OKA3bIBAETCSI TAKOU, UTO
TTOCTOSHCTBO (DEHOTHUIIA, €r0 ONTUMAJIbHBIN Bapu-
AHT, MOKET 00eCIIeYnBATLCSI PA3HBIME T€HOTHUITAMU.
OCHOBY U3MEHYHBOCTH, C KOTOPOI HAYMHAETCS 9BO-
JIOIHSI, MUTEHETUKY BUAAT B 06MIHM MOphO30B,
BO3HUKAIONIUX KaK IMTyMbl TMPU PeATU3ANUN CIOXK-
HelilIero mpolecca OHTOreHe3a Ha Iy TH K B3POCJIOMY
cocrosguuio. BnaronpugrHbie BapuaHThl MOPGHO30B
HACJIE/ICTBEHHO (DUKCUPYIOTCS TEHETHUECKOW accu-
muanueit no Yompmunrrony (Waddington, 1961;
Ipomauurnkuii, 2002, 2003).

Ot CT3 anureHeTnveckast TEOPUsI IBOJIONUN OT-
MesKeBbIBAET ceOsl TeM, UTO TIepBast CUUTAET HAYAIOM
9BOJIIOIMOHHOIO IIpoliecca MyTallid, a BTopas —
Mopho3bl. Ecim ke MBI MOCTaBUM BOIIPOC O POJIHU
UMEHHO aJIalITUBHBIX MOAUMDUKANNI KaK JaHHOCTH
(oHU ecTb YacTHOE TIPosiBJIeHre MOP(HO30B), TO TIPU-
XOJUTCS TTPU3HATH, YTO MO3ULUN 2 U 3 TIPAKTHYECKN
HEOTJINYHUMBI.

Ucxonst u3 TeopeTHYecKUX TIPEACTABIECHUN O
POJIN PETyJIAIMN AKTUBHOCTU T€HOB B 9BOJIIOIUU JKU-
BoTHBIX (Jlabac, Xuebosuy, 1976), o tpuagax — JIAH
u eé daanru (Xaebosuy, 1999, 2002a) u pesynbraTos
aKcrepuMenTos ¢ npumerennem AmD (Xiebosud,
Jlerrapes, 2003, 2005a, 6; Xunebosuu u ap., 2004)
JIeJIAIOTCS CIIEYIONINE 3aKITI0YeHUS:

— B ocHoBe JIAH Jexar aktuBMpyemble cpeioit
OTHOCHUTEJIbHO He3aBHUCUMbIE HACJeICTBEHHbIE TPO-
rpaMMbl, KaK MUHUMYM JiBe. MOKHO MPUHATH, YTO
9TU TeHbl OPraHU30BaHbl BO BKJIOYAEMYIO CPeOil
snureHernyeckyto cucremy (Tomy6osckuit, Hypaes,
1997; Yypaes, 2005), TOCKOIBKY SICHO, 4TO UX AKTHB-
HOCTHU aJIETEPHATUBHO CBA3aHBIL: BKJIIOYEHUE OJTHOTO
JIOJKHO OTPe/IeNISTh BBIKJIIOYeHre Ipyroro. B memom
MBI JIOJKHBI TPU3HATH, YTO TEHOM (hOPM, CITOCOOHBIX
Kk obpasosanuio JIAH, orHOocurenbHO Goraue, yem
y dopM, K atomy He crocobHbIX. Takum o6pasom,
[IAH — He TPOAYKT HEKMX He CBI3aHHBIX C TeHETUKON
IIPOIIECCOB, HaMEK Ha IIePCIIeKTUBHOCTDL 3aKpellie-
HUS TTOXOXKeH Ha Hee MyTaIlUH, & UTOT HOPMAJIbHBIX
TEHETUYECKUX IPOIECCOB, TPUYEM MTPOTPECCUBHBIX,
CBSI3aHHbBIX C COOTBETCTBYIONIM 000OTall[eHHEM FeHO-
MOB;

—  <«HacJe[ACTBeHHOe 3akpeluieHues  (hJaHTroB
[IAH ectb pesysbraT BbIajeHUs (UM WHAKTHBA-
1MW) aJbTePHATUBHON HACJEJCTBEHHOW IPOTpam-
Mbl. Takast «CTaOUau3aiust> HE MOKET CUUTATHCSI
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aKTOM IPOTPecCUBHOI aBoJoiuu. B cBoem mMopdo-
(hpusmosornuecKoM MposiBJIeHUK 3aKPeIIeHHbIN TTPU-
3Hak He cxojieH ¢ /IAH, a eii ugentnaen. Bemomuanm,
KaK 0 TOM, YTO MYTAI[UU ¥ TeHOBAPHUAIIMH UMEIOT OTHY
U TY 5Ke (PU3UO0JIOTHYECKYIO 1 OHOXUMHIYECKYO OCHO-
By, mucai emé Tormpmmvuar (Goldschmidt, 1940);

— ¢opmuposanue [[AH jierye Bcero npejacTaButTh
yepes AYITUMKAINIO FeHa U MOCJIEAYIONIETO pa3Hece-
HUS JYIUIMKAHTOB, WKW, TOYHEE, «I10J[ IPUKPbITUEM
yasoiiku» (Cepebposckuii, 1973), koTopast KoHcep-
BaTHBHO COXPAHSIET CTapble, TPOBEPEHHDIE, TaPAHTH-
POBaHHbIE OTHOIIEHUS CO CPEIOI, BTOPOU AYTITHKAHT
HauMHaer co3zaBaTh HOBYI0 JJAH, pacupss o61yio
AJIANTUBHYIO HOPMY. BOT TyT-TO 1 HAUMHaeT peayn3o-
BAThCSI «T€HETUYECKasd aCCUMUJIALMI>, U, TAKUM 00-
Pa3oM, U3 CIENUATUCTOB BOSHUKAIOT T€HEPATTUCTDI.

ITO TIOJI0KEHNE O KOHCEPBATUBHON POJIH OJTHOTO
JYIUIMKAHTa KaK rapaHTa, 00Jerdaionero sBoJou-
OHHbIe MPeoOPasOBaHUsT BTOPOTO, JEJIAIONIME ATk
HOCJIeHEro 0osee CMeJIbIMU, OYEBULHO PACIIPOCTPA-
HsieTcsT Ha Jpyrue (opmbl aMIUIH(BUKAIUNT TEHOB.
[Tpu cpaBHEHMK TEHOMOB IABYX OJIM3KOPOACTBEHHbBIX
BUJIOB JPOsKKeill — Tterpamionga Sacchacromyces
cerevisiae (16 ap xpomocom) u auronaa Kluyovero-
myces waltii (8 map XpoOMOCOM) — BbISCHUJIOCH, Y4TO
MHOTHE WX TeHbl TOMOJIOTUYHBI; TIPU 3TOM KaXKIOM
nape xpomocoM K. waltii cooTBeTCTBYIOT jiBe apsbi S.
cerevisiae. 113 aToT0 CyetyeT, 4TO MPOUIOIIIN OHU OT
00111ero AUIIJIONIHOrO TIPe/Ka. YIBOEHUE ero TeHOMa
MIPUBEJIO K BOBHUKHOBEHUIO S. cerevisiae, y KOTOPOTO
3a 100 MJIH JIeT KakuM-JIu00 U3MEHEeHUSIM TOjI-
BEprcs UMb OUH TeH U3 KayKIOHU Tapbhl; BTOPOH Ke
red ocraBasicsa HemsmeHHbIM (Wolfe, Schields, 1997;
Kellis et al., 2004), oueBuaHO, <IIOACTPAXOBLIBA> I10-
CJIEJICTBUS TIEPECTPOUKY TIepBOT0. Eciin BepHYThCS K
JIAH, T0 B cBeTe cKa3aHHOTrO HYKHO TIPU3HATH, YTO B
MX rapax ojiHa hopMa KoHcepBaThBHa (CKOPee BCETro,
3TO — TUTINYHAS (hOpPMA), a IpyTrasi — «HOBATOPCKAST».

O6pasosanne [TAH uepes QymuimKaiuo TeHOB U
HaCJIe/ICTBEHHOE 3aKperieHre ero (hJaHToB Mmocpet-
CTBOM BbITIa/leHUsl / NHAKTUBALIMY aJIETEPHATUBHOMN
[IPOrpaMMbl COOTBETCTBYIOT IPe00dpa3oBaHIAM TeHe-
PAHCTOB B CIENUAJINCTOB, YTO PEATU3YETCS B BUJIE
YIOMSIHYTBIX HacJie[ICTBEHHBIX Tpuajl. [Iporecc ator
MOKeT ObITh MHOTOKpATHBIM (J1100asi HaCIeACTBEH-
HO 3akpervieHHas GopMma B OyayiieM IUKJIe Oyaer
TUIIMYHON) U OCYIIECTBJIATHCS KaK Obl IYHKTHUPOM,
OTIPe/IeJIsisl X0 OBOJIONUN B JIOBOJIbHO KPYITHBIX TaK-
coHax. MHe M3BECTHBI /IBa TaKUX CJydasi, KOTOPbIE
UMEIOT OTHOIIIEHUE K HAIIIEMY TIPE/IMETY.

Paspnen 3. B.B. Xneboeuu

Y mHOTHX KJIOTIOB-BO/IOMEpPOK cemelictBa Ger-
ridae cymectByior kpbuiaTbie u Oeckpbuibie JAH
KaK aJlalTalui K pasmMepaM BogoeMoB (110 GOIbITIM
BOJIHBIM MTPOCTPAHCTBAM MOKHO GECIPensiTCTBeHHO
Gerarb, a ¢ TECHOTO U BBICHIXAIONIErO 03epIia HY/KHO
yaererh). CymecTByOT npu aToM OJu3Kue (HhOpMBbI
(v BUJIBI) BCET/ia KPbLIAThIE WM Beerga OeCKpbl-
gpie. Kakaplii U3 9TUX CHEIUATNCTOB MOYKET, Ode-
BUJTHO Yepe3 JYTJINKAINIO, TTOPOJUTH TeHEPATICTA C
JIAH. TiaTtenbHblii aHATIU3, IPOBEIEHHbIN AHIEpCe-
HoM (Andersen,1993), mokasaj, 4TO UMEHHO TaKUM
myTeM, Yepe3 MepUoInIecKyio CMeHY TPU3HAKOB OT
TEHEPAJIICTOB K CIIEIIAINCTaM U Hao00POT, 1I1J1a 9BO-
JIOTIMST BHYTPH TOJICEMENCTBA KJIOMOB-BOIOMEPOK
Gerrinae.

B.B. Bapcyxkos (1981) nokasaJ, 4To B mojcemeii-
cTBe MOpPCKUX OKyHel Sebastinae wa 60X TIPO-
CTPAHCTBAaX IBYX OKEAHOB, ATJIaHTHYecKoro u Truxoro,
ObLIU CeMb CUHXPOHHBIX IUKJIOB BUZOOOPA30BAHUS,
CBSI3aHHBIX HE € KJIACCUYECKOIi TeorpanuecKoii u30-
Jianmei, a ¢ GuoTonnueckoi. B KajkoM UK OJUH
CTapblil BU, 0OBIYHO U3 CPEIHUX TIIyOUH, COXPAHSISI
cebst, TIOPOJK/IAJ JIBa HOBBIX BUJIa — OJIH MEJKOBO/I-
HBIH, IPYTOi TIyO0KOBOAHBIH. Tak 06pa30BHIBAIICE
TPOUKM OJIM3KUX BHUIOB. 3aTeM, CIIyCTSI HEKOTOPOE
BpEMsI, BCE MIOBTOPSLIOCH B CJEAYIONIEM ITUKJIE.

Axkimmanus Kak ¢pyHkimonanbnas JJTAH

Ha ocHose 006001IeHMiI MaTtepuanoB KOJJIer u
COOCTBEHHBIX JAHHBIX MHOIO OBLIO JaHO CJIeAyIOLIee
ornpejiesieHrie aKKJIMMallii, KOTOpoe, IIojiarai, u
CITLyCTsI MHOTO JIET He HY’KIAaeTCs B KOPPEKTHUPOBKE:
<AKKIUMAUUS  —  QYHKUUOHAILHAS —A0ANMUBHAS
MOOupuKayus, COUCMBENHAS OP2AHUSMAM C IYKA-
PUOMHOU OpeanHu3ayuetl, Peaiusyemas 6 CpoKu om
HECKOMLKUX cYymox 00 3—4 nedenv u umerowas 6 ceoetl
0CHOBe AdanmueHy cmeny OUOCUNMe306 Ha base pe-
2YAAUUU 2€HHOT AKMUBHOCTIU BCEX KILEMOK ULU KIETOK
pezynsmopuvix cmpykmyps (Xaebosuu, 1981). I1o
03HAYAET, B YaCTHOCTHU, YTO aKKINMAIIA MOJKET Pac-
cMaTpuBarbes Kak pynkimonarbHas JAH co Bcemn
HOUMEHOBAHHbBIMU BbIIIIE €€ 0COOEHHOCTSIMU, TOJIBKO
BbIPQ)KEHHBIMU HE MOP(MOJIOTHYECKH, a (PU3NO0JIOTH-
yecky. HamoMmHmio, 4To JiesKallyio B OCHOBE aKKJIM-
MallMK PEryJisiiiio aKTHBHOCTH I'€HOB TTOATBEPIIN
TaKzKe 9KCIIEPUMEHTHI ¢ TpruMeHenreM AmD.

Bupl, obsazaionime criocoOOHOCTBIO K aKKJIMMa-
I[MU, TeM CaMbIM OKa3bIBAIOTCS HBPUOMOHTHBIMHU,
C TIMPOKUM TOJIEPAHTHBIM UATTA30HOM. 3a 3TUM
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JIOJIKHA CTOSITH IIMPOKAsT HOPMa PeakIiuu Ha OCHOBE
BKJIIOUAEMbBIX CPEIOi TEHOB.

Yro Kacaercst aKKJINMAIUU K COJIEHOCTU, TO Mbl
(Khlebovich, Abramova, 2000) Hamwm MHOTO IIpH-
MepoB  (IIPEHMYIIECTBEHHO CPeir PakooOpasHbIX)
CyTIECTBOBAHMUS TPHUA ITO TATUHHOCTH — IITUPOKO 9B-
PUTAIMHHBIX (POPM, CIIOCOOHBIX OOUTATD B IIUPOKOM
JIMania3oHe COJEHOCTH, OT TIPECHON BOIBI /10 TTOYTH
oKeaHW4YecKoll (aHasor Mmopdosorndeckux Gopm
A<B), mpeumyIiiecTBEHHO NPECHOBOAHBIX (A) u
npeuMytnecTBeHHO Mopckux (B). Tpanumna mexny
dopmamu A 1 B 00BIUHO JIEKUT B Y3KOM COIEHOCTHOM
JIMATia3ote «KPUTHYECKON coseHocTry (Xaebosuy,
1974). TIpoTuBOpeUMBbBIE JIUTEPATypPHbIE JaHHbIE 00
OTHOINIEHUN K COJIEHOCTH TaK HAa3bIBAEMbIX JIETHU-
KOBBIX PEIUKTOB MOKHO OOBSICHUTH UMEHHO CYIIe-
CTBOBAHMEM 3THUX BU/IOB B Pa3HBbIX BOJIOEMAaX B BUJIE
OTJIEIBHBIX TPOSIBIEHNN 3THX Tpuaa. OueBHIHO, K
AKKJIMMAIIUSIM [TPUJIOKUMbI Bee cBoiicTBa /JAH.

WHTepecHO, 4TO K aKKJIUMAINA MOKHO OTHECTH
SIBJIEHUE JIOJITOBPEMEHHOTO TTPUBBIKAHNS, OTKPBITHE
KOTOPOTO 03HAMEHOBAJIOCHh TPUCYKIAeHuemM O. Ken-
neny (E.R. Kendel) B 2000 r. HoGesieBcKoii npeMuu.
B pesyiibrate perysisipHbIX CIaObIX MeXaHHYECKUX
pasapakeHuii kabp MoJuTocka Aplysia KUBOTHOE
MOCTENIEHHO TIEPECTABAJIO PEArnpoBaTh HAa TPUKOCHO-
BeHUS. DDDEKT COXpaHSCS ABE-TPU HEIEJH, CBSI3bI-
BaJjicst ¢ 00pa3oBaHKEM B CHHAIICaX HOBbBIX OEJIKOB U
ObLJI CBSA3aH ¢ U30MPATENbHOI aKTUBAIEN — perpec-
CUell TeHeTHYECKOTOo anmapara sijipa. B aToM MOKHO
BU/IETh BCE TPU3HAKU AKKJIUMAIIMH U, TEM CaMBbIM,
dbyuxumonanpuoi JAH (Xnebosuy, 20026).

JIAH u x10HBI

ITpusHaeM, 4TO rJIaBHBIM OOBEKTOM ayTIKOJIOIUN
(9KosIoTHYECKON  (DUBMOJIOTUH)  ABJISAETCS  0CO0b.
Oco0b, kak B (husuKe KBaHT, Hero3HaBaeMa (Xe6o-
Bu4, 2004). Harpumep, 4TOOBI ONPEAETUTD €€ YCTOM-
YUBOCTB ( IOTTYCTUM, K BBICOKOW TeMTiepaType) ee 1o
Olpe/IEJIEHII0 Hallo yOUTh TerioM (yCTOHYUBOCTS,
OHA K€ Pe3uUCmeHmHOCms, ONPEESIeTCS CMEPTHO-
CTBI0). A KaK T10CJIe TOTO ONPEETUTh YCTONUMBOCTh
9TOI1 0cOOM K HUBKOI1 TeMIlepaType U KO MHOKECTBY
apyrux dakropos? I1osToMy IOCTOSIHHON 3a00TOil
ayTIKOJIOTa OKA3BIBAIOTCSI TIOMCKU IPE/ICTaBUTE N b-
HBIX BBIOOPOK € 0COOSIMI, KaK MOXKHO 6oJiee OIU3KUX
reHeTnyecku. VIMeHHO M3 3THX COOOPaKEHUIA MbI U3-
HayaJIbHO CTaJIM MCCJIe0BaTh ajarTaiun ocobeil Ha
BHYTPHUKJIOHAJIbHBIX BbIOOPKaX (OAMHAKOBBINA reHOM
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ocobeil), HO 0Ka3aJ0Ch, YTO UMEHHO KJIOHBI 0COOEH-
HO YETKO JIEMOHCTPUPYIOT MPOSABICHUS AUCKPETHBIX
A/IalITUBHBIX HOPM.

B Tos1bK0 uTo m3mannoii kuure C.JI. IpebesbHOTO
(2008) mocemoBaTEIbHO MMPOBOAUTCS MBICJD O TOM,
YTO He TOJIbKO OOJIMTATHBIN TTAPTEHOTEHES € TI0JTHBIM
OTCYTCTBHEM Y HETO TeHETHYEeCKOW PeKOMOWHAIIHIA,
HO W CE30HHBIN MapTeHoreHe3 Ha npumepe gaabHUH
OKa3bIBAIOTCSI 9BOJIIOIIMOHHO (GECIePCIIEKTHBHBIMU,
C atuM Tpy/AHO corjlacuTbed. B rpymmax ¢ nepeme-
JKAIOIUMCS TAPTEHOTEHE30M U TI0JIOBBIM TIPOIIECCOM
(ce30HHDBII TAPTEHOTeHe3 — YaCTHBIN CJIyYail 9Toro),
Cpel KOJIOBPATOK, TPEMAaToll, KJaJolep, TJael |
MEPEOHYATOKPBIIBIX (€ MOJTMIMOPUOHHUEI), MOKHO
BU/IETH, YTO UMEHHO B KOHKYPEHTHBIX OTHOIIEHUSX
KJIOHOB BO3HMKAIOT <«YJAuHbI€» KJIOHBI, [AIOTNe
3aTeM Maccy TOJOBBIX 0coOel, HocuTesel cooT-
BETCTBYIOIMX Y/JIAUHBIX TeHOB. TakuM 00pasoM, mo-
MyJISIIIAS TIOJOBBIX 0COGEl ocie TPYTIToBOro 0Thopa
B KJIOHAX WX POJMTEJICH HACBIIAETCA MOJIE3HBIMU
AJLIEJISIMU.

Tosbko B TpyHIIOBOM OTOOpPE B KJIOHAX MOTYT
chopmupoBatbesti Takue usonipenubie JJAHbI, uH-
JIMBUJLY MBI, KOTOPBIX 51 HA3BAJ 0COOAMU-KAMUKAD3e
(Xnebosuy, 1999) — oHM UMEIOT HACTOJILKO CIEIKa-
JIM3VPOBAHHbBIE TIPUCITOCOOIEHUS JITIST 3AUTHI CBOE-
TO KJIOHA OT BParoB M KOHKYPEHTOB, WJIN A/l TUBHO
JUTST KJIOHA TIOMAJIAfoT B TaKWe CUTYAIlUU, 4TO CaMU
TEPSIIOT CIIOCOOHOCTU  OCTABJATH TIOTOMCTBO, Kak
MOJI0BOE, Tak 1 Gecmomoe. Takoit 0coObIO-KaMUKaI3€e
OKa3bIBAETCS Ta llepKapud JIaHIIeTOBUIHOM /BYYCT-
KW, KOTOPas MepBasi IPOHUKAET B COOTBETCTBYIONIYIO
YacTb TaHIJIMG MYPaBbsd, UYTO CJIYXKUT CUTHAJIOM
JPYruM 1iepkapusiM (Kak HpaBUJIO, 3TO — KJIOH)
MHIMCTUPOBATLCS B MBIIILAX XO034MHA, a CaMOro
MypaBbst MOOYK/IAET K HETUITHYHOMY TIOBEJIEHUIO —
OH 0e3 Hy’K/bl BBIIOJI3A€T HAa BEPIINHY TPAaBUHKH,
rjie CTaHOBUTCS GoJiee IOCTYITHBIM OKOHYATETbHOMY
XO3SIUHY TPEMaTO/bI — OBIIE.

OcobsaMu-KaMUKa3¢ MOYKHO CYUTATh COJIIAT
Hexoropbix Tiaeil (Aoki, Myazaki, 1985), a Taxxe
BO3HUKIIMX CPeAU KJIOHA JIMYUHOK HEKOTOPBIX
HEePENOHYATOKPBLIBIX (TIOJTUIMOPUOHIST) OTAETBHBIX
9K3EMILJISIPOB € TUTEPTPOOUPOBAHHBIMU JKBAJTAMU
[ 3amuThl o1 KoukypenTos (Cruz ,1981; To6uac,
2004).

B nesnom coszpaercs Brevyatsienue, 4To B rpyniax ¢
MapTEHOTEHETUYECKUM PAa3MHOKEHUEM, TIepeMEesKaio-
HIMMC € TIOJIOBBIM, MMKPOIBOJIIOIIMOHHBIE ITPOIECCHL
Uyt ObicTpee, U ryOKe MPOSIBISIOTCS UX MOPdO-
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(bUsHOTOTHYECKIE /AT TAIINH, BILIOTH 10 OBICTPOTO
BUI0006Pa30BaHMsT B GJIECTSIMNX 9KCIIEPUMEHTaX Ha
tsx [LX. [MMamomuukosa (1987,1990). Ilpu stom
B CJIOJKHOM JKM3HEHHOM IHHUKJIE 3BOJJIIOIIMOHHO IIPO-
JIBUHYTOW (Da30il OKA3BIBAIOTCS HE JIEMPECCUBHBIE
MOJIOBBIE CTaauK (0COOEHHO CaMIIbl), a TapTeHore-
HeTHYecKre 0COOM KITOHOB, BLIPabATHIBAIOIINE Pa3-
HooOpasHbie JJAH.

JAH u npyrue ¢hpopMbI 3nUreHeTHYE CKO
U3MEHYHBOCTHU

B mnpupone snurenernyeckasi M3MEHYMBOCTh —
(peHoTMTIMUECKAST peasM3anusi OHOTO U TOTO Ke
reHOMa — B YHCTOM BHJIe HanboJee JOCTYITHA UCCTe-
JIOBAHMIO B TPEX CJAYUASX:

1) B o6patuMbix oOpasoBanuax JAH (xemarens-
HO B KJIOHAX);

2) B TOBTOPHBIX AKKJIUMAIMIX K TPUPOIHBIM
daxropam;

3) B Kackajie KJIeTOYHbIX AuddepeHIinpoBoK
oHTOreHe3a (MHAMBU/IyaJbHOTO MOpOIIpoilecca 1o
beknemuineny).

B ornomenun mpouncxoxaenus JAH w akkou-
Malil Ha OCHOBE AYTJIWKAIMN THCATOCh BbImie. B
OTHOIIIEHUW WHIUBUYAJIBLHOTO Pa3BUTHUSA TIPEJCTa-
BUM cebe, YTO IOACTPAXOBAHHBINA KOHCEPBATUBHBIM
coOpaToM BTOPOH «TBOPYECKUIT» AYIUIMKAHT BKJIIO-
4yaeTcsl He aJIETePHATUBHO TIEPBOMY O] JeHCTBUEM
BHEITHEI CPEJIbl, a TOCIeI0BATENBHO, TOCJIE CUTHAIOB
OT TiepBOro (BHyTpeHHUN (hakTop!) — BOT M OCHOBA
oHTOTreHe3a-MOpQOIPOIEcca, BIJIOTh 10 (GOPMUPO-
BaHUSI CJIOKHBIX MeTaMOP(h030B. DTOT pas/ies Hapac-
TAOIIEro HallpaBJIeHUs «evo-devoy IpecTaBIseTcs
BeCbMa TIePCIEKTUBHBIM PA3/I€/IOM AMTUTEHETHIECKOT
TEOPUU IBOJIOIUH.

K IBOJIIOIIMH IBOJJIIOIITMOHHBIX CHUHTE30B

B Wucrturyre 3BOJIONUOHHON (usnosoru u
ouoxumun PAH B.®D. Jlepuenko u B.B. MeHuyTKuH
(1987) monermmpoBas TPOIECC MaKPO3BOJIONNH,
B3SIB B KaueCTBE MCXOAHBIX 0OBEKTOB MOP(HOJIOTUIO
MPUMHUTUBHON ~ aM(UIIOZBI, KOTOPasd CYUTAIACDH
6/m3Koil K mcrokaMm (aynbl Baiikama, a Takxke JaH-
[ETHUKA — TIPE/IKA TIO3BOHOYHBIX. Maliute Obiii 3a-
JIAaHBI TTApaMEeTPHI AAPBUHOBCKON TPHUA/bl — HACTE/l-
CTBEHHOCTD, U3MEHUYUBOCTDh U €CTECTBEHHBIN OTOOD.
Mogenns He paborana. OIHAKO, KOTA K MCXOTHBIM

Paspnen 3. B.B. Xneboeuu

YCIIOBUSM 00aBUIIN YETBEPTHII TTApaMeTP, KOTOPBIil
MOKHO TIPUOJIMBUTEIHHO TIEPEIaTh KaK MSITKYIO He-
CMEPTENTHLHYI0 KOHKYPEHIIHIO WM CIOCOOHOCTD K
KOMITPOMUCCAM, MOJIeNb 3apaborasna. 13 aroit ambu-
MOJIBI TTOSIBUJIMCH PAKH, BeCbMa TIOXOKHUE HA COBpe-
MEHHbBIE CIeIUATU3UPOBAHHbIe OAKaIbCKIE POJIBI.
MaTtemMaTu4ecKUMU  <IMOTOMKaMW»  JIAaHIIETHUKA
SIBUJTVICH OCOOM € TO3BOHOYHUKOM, YETBIPbMSI KOHEY-
HOCTSAMM W JlakKe MOJIOUHBIMU Kesie3aMu (TpyzHee
BCETO BCET/IA JIABAJICST BBIXO/] HAa CYITy — IEPEXO] OT
«aMPUOUiT» K «PENTUIIISIM ).

S mertascs moaoOust HTOTO YeTBEPTOro (hakTopa
HaiiTi B paboTax HallIMX aBTOPUTETOB. Bimke Bcero
npexcrapisiioress  HabmogeHuss  ALA.  [TopseirnHa
(1952) nam B3aMMOOTHOIIEHUSIME TIOIYJISIIIUN TPO-
MBICJIOBBIX pbIO Kacrmst,

B 1iesiom ckazamnmoe, 6€3yCI0BHO, MOATBEPIKIAET
CIIPABE/ITUBOCTD  OCHOBHBIX 9BOJIOIMOHHBIX  TI0-
goxennit JlapBuna, a 4detBeptThiii mapamerp (Jles-
yeHKO—MeHITyTKUHA), OTHOCSIIMICS K KOJOTUN
MOTTYJISITINAN, CBSI3BIBAET KJACCHUYECKUN JTapBUHU3M
¢ cunrernyeckoir teopueil aBosmoru CTI. Kpome
toro, CT3I, He oTpuiias rapBUHN3MA, KOHKPETU3UPY-
€T TIOJIO’KEHST O HACJIEJCTBEHHOCTU U NU3MEHUYUBOCTU
(reHeTrka ¥ MyTareHes), oOpaimjas OCHOBHOE BHU-
MaHue Ha MpoIecchl B momysiusax. Q6 aToM 1moj-
poGHeiimmm obpazom muiiercs: H.H. BopoHioBbiM
(1999), KoTOpBIi MHOTO TOBOPUT U 0O OrpaHUYEH-
noctu CTD 1 He0OXOAMMOCTU HOBOTO CUHTE3A.

IDTOT HOBBI CHUHTE3 celvac IPEeCTaBISIETCS B
BUJIE CKJIA/IBIBAIONIMXCS DPAa3[esioB IIUTeHeTHYe-
CKOIl TECOPUH HBOJIIOIUN — HBOJIIOIUS OHTOTCHE30B,
Mopdorpoliecc B OHTOreHe3e U MaKPOIBOJIOINH,
poJib (HDEHOTUTTMYECKOHN TIACTUYHOCTH, PETYJISAINN
AKTUBHOCTH T€HOB, HEOJHO3HAYHOCTH TPAHCJISAIINN
U poJib MOOMJIBHBIX 9JIEMEHTOB F€HOMa, TeOPHUst O1O-
sorudeckoro moss (Inmkun, 1984, 1988a, 6, 2006;
TunGepr u ap., 1997; Schlichting, Pigliucci, 1998;
Iponnunkuii, 2001, 2002; Kopoukun, 2002; WNure-
Beuromos, 2002; Pacaunpin, 2002; Yypaes, 2005;
Kapmios, 2005; Xue6osuu, 2006 1 MH. ap.).

[lo cymecTBY, 2TO — TpPETHIl CHUHTE3 TMOCTE
KJIACCUYECKOTO [IAPBUHU3MA C €ro IOCTyJaTaMu
MIPOUCXOKIIECHUST BUIOB U CUHTETUYECKON TEOPUU
9BOJIIOIUU C €€ TPOHIMKHOBEHNEM B reHeTUYeCKUe U
MOTYJISIIIUOHHBIE TTPoIiecchl. KakIbIil HOBBIN CUHTES,
00001mas Bce Gosee MIMUPOKUI KPYT HAKOILIEHHBIX
3HAHWM, JieJIaeT YIIOp Ha COBPEMEHHBIE €MY «ITPOPBI-
BbI» OT/IEJIbHBIX HayK. Bce Tpu cuHTE3a He OTPUIAIOT
JPYT IPyTa, KKl mocaeayomuil Boupaer B cebst
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JOCTHKEHUS IIPEbIAYIIero, [epeocMbICINBas HUX.
Jlaxe To, UTO JIeJIaeTCs «BOMPEKI», IeJaeTcst «6aaro-
napsy. HacTo peub ujieT 0 peaHuMaIii OTBEPTHYTHIX
Mpesk/e MOJOKEeHU, BO3BpAIleHUN HAyK C TIepu-
(epun B 1EHTP 9BOIOIUOHHBIX 1IpodieM (celiuac B
SIIUTEHETUYECKOI TEOPUU BTO MPOUCXOIUT ¢ GUOJIO-
rUel pa3BUTU ).

IT1a 0cOOEHHOCTH UCTOPUHU TPEX TEOPHIl IBOJIIO-
1MW, HACYMTBIBAIONIAA TIOJITOPA BeKa, OTHOCUTCH K
00J1aCTH THOCEOJIOTHH, T.€. K MIPOIIECCaM, TPOUCXO]IS-
MM B TOJIOBAX JIIOZIEH, TOCIEI0BATENBbHO U3yYalo-
VX TPUPOJIHBIE MPOIlecChl. TeM yanBUTENbHEE, YTO
TaKUM ke 06Pa3oM, COXpaHss U MOAInuHssT cebe 0-
CTUKEHUS ITPEBIY X 9TAIIOB, 9BOJIOIIMOHUPOBAIN
U IpUpojHbIe 00beKTH. [IprMep — HBOIONUS TIeH-
TPAJIbHOU HEPBHOW crCTeMbI 103BOHOYHBIX (Opbesu,
1961). 1 He Tak Jin 9BOJIIOIIMOHUPOBAJIA MAaTEPUS OT
yacTuil BoJsbIIoro B3pbIBa K aToMaM, OT aTOMOB — K
MOJIEKYJIaM, OT MOJIEKYJI — K OpraHu3Mam?
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