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B akcrieprMeHTax Mo BO3/IeHCeTBIIO Ha 06pasoBatie 0600pOHUTEIbHBIX MOP(] B KJIOHAX 3€JI€HOI BOJIOPOCIN
Scenedesmus acutus, uradysopun Euplotes aediculatus v paxoobpastoro Daphnia pulex okasato, 4To MHIU-
6uTop TpaHckpuiuy de novo akTHHOMUIUH D TTOAABIISAET KaK MpeBpalieHue THITHYHON MOPGhBI B 000pOHH-
TEJIBHYIO [IPU CUTHAJIE TIPUCYTCTBUSI XUIHUKA, TAK U BO3BPAIIEHIST 000POHUTETBHON MOPMBI B THITIHYHYIO
[IPU [IPEKPAIeHNH BO3IEICTBISI XUITHIKA. Jles1aeTcst BBIBOJ O TOM, 4TO Kakjiasi Mopda nmeeT cCOOCTBEHHYIO
FeHETHYECKYIO TIPOrPAMMY U O TOM, 4TO CIOCOOHbBIE K 00Pa30BAHUIO AUCKPETHBIX OOOPOHUTENBHBIX HOPM
opmbr nmeior Gostee GoraTolii rerioM. Ha ocHoBanu# 9TOTO TPOBEEHA CYIIECTBEHHAST PEBU3HSI 9BOJIOIH-
OHHOM PosIN MOAN(PUKAIMOHHON N3MEHYMBOCTH.

Kinouessbie ciioBa: ajanTuBHble MOAU(DUKAINY, AKKJIUMAIIUS, AUCKPETHBIE aallTUBHbIE HOPMbI, 000POHMU-
TesibHbIe MOP(MBI, PeryJisiiiusg AKTHBHOCTH F€HOB, dBOJIOIMS

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 uWcCKpeTHBIMM — aAaNTUBHBIMU ~ HOPMaMHU
(IAH) wpbri, Beaen 3a b.M. Memnukosbim (1987),
MTOHUMAEM TPOSIBJICHUS aJIATITUBHBIX MOIUDUKAIIIIA,
BO3HMKAIOIINX B OTBET HA U3MEHEHUST CPeJibl YETKO 110
MPUHIIUITY «JIa—HeT»>. B mportusonosoxuocts JAH

MIPEJIJIATACTCS PA3/nyaTh TPALyasbHbIE AJalTUBHBIC
nopmbl (TAH) B Tex ciyyasx, xorma ajanThBHAS
MaIUKAIS TPOSIBIAETCST B PA3HOI CTEleHN B 3a-
BUCUMOCTH OT J03bI (hakrTopa (XieGosuu, 2002a).
[Ipumepamu mocsefHUX MOTYT CJIY’KUTh pasMepbl U
(hopmMbl JMCTBEB B 3aBUCMMOCTH OT OCBELIEHHOCTH
U pa3Mepbl JKUBOTHBIX MIPU PasHOil 06eCrieueHHOCTH
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nueit. [Iposisienus TAH, ckopee Bcero, HarpsiMmyio
CBSI3aHBI ¢ OOECIIEYeHUEM OPTaHU3MOB OCHOBHBIMU
pecypcamu.

Hauboubiimii nHTEpec B CUJLY YeTKOCTH IIPOSIBJIE-
Hus npeacrasisaior JJAH. VIX ocHOBHbBIE TUIIbI ObLIN
paccmorpensl paree (Xaebosuy, 1999, 2002a), MHoro
JONOJHUTENbHBIX 1puMepoB mnpuseneno C.D. Tui-
6eprom (2004).

Bouio obpaliieno BHUMaHue Ha TO 0OCTOATENb-
CTBO, 4TO, Hapsily C TPYIIAMH, CIOCOOHBIMHU 00-
pasoBbiBaTh 00bIYHO jBe ajbrepHaTvBHble JIAH,
UMEIOTCS POJICTBEHHBIC TPYIIBI € HACTE/CTBEHHO
(bUKCHPOBAHHBIMU TIPU3HAKAMHE JIOO TOM, THOO aTb-
TepHaTUBHON. Hampumep, y KUTaliCKOH MPUMYJIDBI,
CIIOCOOHOI MEHSITh OKPACKy IIBETOB B 3aBUCHUMOCTH
OT TeMIIEpaTypbl ¢ OEJION Ha KPACHYIO, €CTh (hOPMBI
BCET/Ia TOJBKO C KPACHBIMU 1[BETAMU U BCET/IA TOJIBKO
¢ Genpivu. Y unbysopuit Entodinium, cniocoOHBIX B
MPUCYTCTBUU XUIHUKA 00PA30BHIBATH IITHIIOBATHIE
3aluTHble MOPMbI, UMEIOTCS, KpOMe TOro, Bcerja
MIMTIOBATBIE WJIW BCEr/la JIUIEHHBIE TTUTOB (hOPMBIL.
Takum  0o6pasoM (OPMUPYIOTCS  HACJIEACTBEHHBIE
TPUAJIBI C TIPUZHAKAMU, KOTOPbIE MOKHO 0O03HAYUTh
kak A<B, Au B.

Onny tpuany mbl (Muxaiiiosa u zp., 1976) cos-
JIAJT MICKYCCTBEHHO. B /ITMTE/IbHBIX 9KCIIEPUMEHTAX
y IposkKell Saccharomyces cerevisiae Gblia ToydeHa
MyTalusd YCTOWYMBOCTU K aMUHA3WHY, MPOABIISIO-
MAsICsT B TPEX BapUAHTaX: Kak MPU aspoOHOM, Tak 1
npu anaspobHoM (A<>B), Tosbko B a9pobdHOM (A) 1
TOJIBKO B aHaspoGHOM (B).

[TpusHanue peasbHOCTH TaKUX TPUAJ ITOPOUIIO
IUIIOTE3Y O TOM, Y4TO IIPUOOPETEHNE CIIOCOOHOCTH 00-
pasosbiBaTh JIAH cBsI3aHO ¢ COOTBETCTBYIONIM 000-
raieHreM TeHoMa ¢ 0Opa3oBaHUEM JIBYX BKJIOYae-
MBIX CPEIOl TPOTPaMM, a HacJieICTBEHHAS (PUKCAITAS
0/1HO#1 (hOPMBI CBsI3aHA C BbllajleHueM (MHaKTUBAIH-
eit) anprepHaTuBHOU 1porpammbr (Xebosud, 1999).
[mmnoresa mpoBepsiiach SKCIEPUMEHTATIHHO Ha TPEX
BOJHBIX OPraHM3Max, CHOCOOHBIX K 00pasOBaHMIO
JIAH B Buse 060pOHUTEIBHBIX MOP(, KaK OTBET Ha
HOsIBJIEHNE XUITHUKA U/ UK ero MeTabouToB. (Xiie-
6osuy, lerrspes, 2003, 20052, 6).

Ob6oponnTtensiass Mopha XapaKTepu3yeTcst n3-
MeHeHreM (OPMBI TeJla W Pa3MepoB, MOSIBIEHUEM
BBIPOCTOB WJIH TIUTIOB, 3aTPY/IHSIONINX JOCTYITHOCTD
JKepTBbl XUIHUKY. [Ipy nipekpaiiiennn Bo3zelicTBus
BEIECTB XUITHUKA JKEPTBA WU €€ MOTOMKH BHOBD
npuobperaior TUMUYHYO hopmy, GoJiee sHepreTH-
YeCKU BBITOJHYIO juUist TiaBaHust. OGOPOHUTEIbHBIE

Paspnen 3. B.B. Xnebosuu

JIAH wu3BecTHBI 1711 OTHOKJIETOYHBIX BOJOPOCJEN
WIK WX KOJOHUIL, OPIOXOPECHUYHBIX HHOY30PHIL,
KOJIOBPATOK, BETBUCTOYCHIX PAKOOOPA3HbBIX, MIIAHOK.
Onu GBI ONTUCAHBI JAKE /U1 TO3BOHOYHBIX — OBLIO
[I0KA3aHO, 4TO MAJIbKU CepeOpPUCTOro Kapacs Ipuood-
peraioT 6GoJiee MIPOKYIO0 GOPMY Tejia B IPUCYTCTBUK
xumnuKa-okyns (Bronmark, Pettersson, 1994).

IKCIIEPUMEHTDI

Mol uccsreroBasu mpeBpalienne THIUIHBIX (Gopm
B 0bopoHUTE/NbHBIE ¥ OOpaTHoe HpeodpasoBaHue
060POHUTETBHBIX MOP(] B TUIIMYHBIE W BIUSAHUE HA
9TH TMPOIECChl HETOKCUYHBIX [[03 AKTHHOMUIIMHA
D (AmD). 9TOT 1aBHO M MHUPOKO HCIOJb3YEMBIit
uaruourop JIHK-zaBucumoit PHK-nosmmepassr
(Ammapun, Kirouapes, 1975; Toitn u ap., 1975; Hya-
Huk, 1977) crocobeH B 9TOM Cilydae CBS3bIBATHCSI
¢ Mule/iaMu Tyanuna, paspymas ux (CaBumies,
Bexmun, 2002). Takoe aefictBue AmD o3Hauaer,
YTO OH CIEIU(PUUECKH TTOJABISET TPAHCKPHUITIIUIO de
novo. VLn, MHBIMU CTOBAMHU, €CJIM KaKOH-THO0 WHH-
IUUPYEMBIil TIPOIECC MOAABJSIETCS] HETOKCUYHBIMU
nosamu AmD, 310 Oy/IeT 03HAYATD, YTO B €T0 OCHOBE
JIEKUT aKTUBAIINSI HOBBIX reHOB. PaHee aKkcrieprmMeH-
TBI ¢ IpuMeHenneM AmD TToKa3aau mepuobr TpaHc-
KPUIIIY ¢ BHOBb AKTHBIPOBAHHBIX TEHOB B PAHHEM
sMmbopuonaneaoM passutun  ampubuii  (Heiidax,
Tumodeesa, 1977) u momauxer (/lonmya,1975), a
TaKKe TEHOPETYJSTOPHYIO MPUPOLY COJEHOCTHBIX
aKKJIMMalii nunHok  Genomopcekux  Aurelia au-
rita u Epheria vincta (Beprep u ap., 1970; Xuebosuy,
Jlyxanun, 1980) u nmapamenuii Paramecium calkinsi
(XmeboBuu u ap., 2004). Biausare AmD Ha npeob-
pasoBaHUsI AMANTUBHBIX MOAUGMDUKANUNA H3ydasoch
Tosibko Hamu (Xuebosuy, Jerrsapes, 2003, 2005a, 6).
O6beKTaMU CIYIKUIIN CITEAYIONINE.

Nndysopus Euplotes aediculatus

WHbysopun ObLIM TI0IydYeHbl 13 JabopaTOpun
300Jj10ruK GECII03BOHOUHBIX Broornyeckoro uueTu-
tyra CIIOL'Y, rie ux comepxaiu B Buje kjioHa. Ha
POJIb XUIITHUKA, BBI3BIBAIOIIETO MPe0OPa30BaHMs MH-
dysopun B oboporuTeabhyto JJAH, myrem mepebopa
BEPOSITHBIX KaHIMAATOB ObljIa n3dpaHa TypOeIsapust
Stenostomum leucops (panee y aToro Buma uHdyso-
pHil OIICAHO TAKOTO pojia nmpeobpasoBanue Mopho-
THIIA TI0]] BAUSTHHEM OJIM3KOr0 Buja TypOeisipuil S.
sphagnetorum: Kusch,1993).
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Puc. 1. Tunmunas (A) u oboponurensuas (B) mopdsr Euplotes
aediculatus (Xnebosuu, [lertsipes, 2003).

IToce nocapxu B wawku Ilerpu ¢ Kyabrypoil
UHODY30pUN  XUITHUKA-TYPOEUIIPUE  KEPTBBI 110~
crenenHo us runudnoii JJAH npespainainch B 060-
POHUTENBHYIO, CTAHOBSICh SBCTBEHHO 1upe (puc. 1).
BapuaHTbl 9KCIIepUMEHTA U IHHAMUKA TPeobpasoBa-
HUli MOpd MpecTaBIeHbl HA pUC. 2 . B KOHTPOJIbHBIX
cocyzax 6e3 TypOesuIspuil MH(Y30pUH OCTaBAUCH
HeuaMeHHbIMU. [loce TocaKky XUMHUKOB IMUPUHA
TeJa KEPTB TMOCTETIEHHO YBEJUYUBAIach — OTHO-
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Puc. 2. /lunamuxa npeobpasosanus Mmopd Euplotes aediculatus —
TpeHabl: A — K uHMY30pUSAM MOJCAKEHa TYPOeILIsIprst Stenosto-
mum leucops, Amd we po6asyen; B — B npucyrersun TypOessipuii
K Kysasrype unpysopuii gobasaen AmD; C — mocie 12 awneii
cogepxkanusa uudysopuil ¢ typbemnsapusmu 6e3 uHby30pHii
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,
[lertsipes 2003).
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IIeHue JIJTMHBL K IMUpUHEe yMeHbInanoch (puc. 2, A),
noGaBiieHre B Cpely HETOKCHYHOI 10361 AmD (B
NAHHOM cJydae 6 MKI/MJI) YIHETQJIO paclIipeHre
tena aymiorecoB (puc. 2, B). Uepes 12 nueit B yactu
AKCIIEPUMEHTAIBHBIX COCYI0B 6e3 AmD XUIHUKOB-
CTEHOCTOMYMOB Y/IQJIWJIU, CJCNCTBUEM YETO CTAJO
Bo3Bpanienrne MOphbl K TUOUYHOMY BUy (pHuc.
2, C). NoGasienne AmD B cpeay ¢ yIaJeHHBIME
Stenostomum 6;I0KHPOBAJIO IpeBpalicHue 0G0POHH-
TeJIbHOI MOP(MBI B TUIIIUHYTO (puc. 2, D).

Knanouepa Daphnia pulex

Kprorep u Honcon (Krueger et Dodson, 1981)
OBIIH, OYEBUIHO, IEPBBIMU, CBSI3ABITUMY TTOSIBJICHUS
munos B nonysanusax (kiaonax) Cladocera me ¢ ce-
30HHBIMU U3MEHEHUSMU TeMIepaTypbl (IIUMKJIOMOP-
$o3), a ¢ BO3MElICTBUEM XUMUYECKUX CUTHAJIOB OT
xuntHukoB. K nacrosiiemy Bpemenu (popmupoBanue
AJIATITUBHBIX O0OOPOHUTETBHBIX MOP(d KakK 3alluTa
OT XUIIHUKOB JI0Ka3aHa JJIsT JIECSITKOB BUIOB BETBU-
CTOYCHIX PauKoB. B KauecTBe XUIHUKOB, BIIMSIOIINX
Ha o6pasoBaHue y Kiagotep oboporuresnbubix JTAH,
oTMeueHbl Kyombl Notonecta, MaJbKu pbib |, dalle
BCETO, JIMYMHKN KOMapoB poja Chaoborus. Bosbiie
BCero paGoT BHIMOAHEHO 1O BiustHuio Chaoborus
Ha obpasosanue obopouuntenbubix JAH y Daphnia
pulex.

Msnr (Xne6osuy, [errsapes, 20056) Buepsbie
YAQUHO TIPUMEHUIU [T CTUMYJIATIMN OOPa30BaHUsT
IAH y Daphnia pulex o-toxkodeposn (BuTaMuH
E). Panee ObLIO U3BECTHO, YTO O-TOKO(EPOJ Kak
MeTabOJIUT, BbIJEAAEMbI XUIIHONH KOJOBpaTKON
Asplanchna, BpI3bIBaeT y ee jKepTB, TOKe KOJOBPATOK
(Brachionus n Keratella), obpasoBanue HIMIIOBATbIX
oboponuTtebabix Mopd (Gilbert, 1980; Stemberger,
Gilbert,1987). M0OKHO NPEANOJIOKNUTD, YTO B IIPH-
poze KpyliHas KojoBpatka Asplanchna moxer ObiTh
OGBIYHBIM XHIITHUKOM MOJIOJBIX KJIAA0IED MEJKUX
BUJIOB, OTCIOJIa W aJIalITUBHAS PEaKIUs PayKOB Ha
npUCyTCTBUE MeTabogUTOB Bpara. B orsimuue ot jiu-
YIHOK Xa000pycoB, Bbi3bIBaONMX y Daphnia pulex
obpasosanue 3aTbLiounoro muia (Black, 1993; Liin-
ning, 1995; Repka et al. 1995), a-Tokodepos B Hammx
HKCIIEPUMEHTAX CTUMYJIMPOBAJ Y 3TUX PAYKOB MOSIB-
JIeHUE U yJJIMHEHNe KayJaTbHOTO Tmta (puc. 3).

PaukoB ormasiuBaiu B IOcymoBckoM mpyay
Canxr-IlerepOypra B GeciumnHoii popMme u cogepska-
JIV B YUCTON KYJIBTYPE, UCTIOJIB3YsT B KAUECTBE KOPMa
xJopesuty. Pas B Heflemo y caMbIX MeJKUX (TOJBKO
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Puc. 3. Tunmunag (A) u oboponurenbiias Mopda (B) Daphnia pulex (Xnebosuy, lertspes, 2005).

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

[IpoBoanm nBe cepum skcriepuMeHToB. B mep-
BOII cepuu B3ATHIX M3 KOHTPOJIS JIUIIEHHBIX IUIIOB
MOJIOJIBIX STUIIEHOCHBIX CaMOK JadHUil TIOMeIaan
B J[Ba BapuUaHTa CPel ¢ a-TOKoMeposoM — oaHy Oe3
nobasaenus AmD (puc. 4, A) u apyryio — ¢ gobasiie-
HueM 43 Mxr/mia AmD (puc. 4, B). B 06oux ciydasx
Yyepe3 HeJeNo OIMBITa MOSBISIINCH MOJIOIBIE 0COOH
C YIAJMHEHHBIM KayaaiabHbIM munom. [Ipm Boszeii-
CTBUH TOJIbKO OJHUM O-TOKO(EPOTIOM OTHOCHUTEIb-
Hasl JUTMHA KayAaJlbHOTO MINMa 0cobell ocTaBamach
MIPUMEPHO Ha OTHOM YPOBHE KO BTOPOW M TpeThei
uesese (puc. 4, A). Ilpu coBmecTHOM BO3/IENCTBUT
a-Tokodeposa 1 AmD oTHOcHTesbHAS /IJTMHA Kay-
MaTbHOTO TIUMA OKA3bIBAIACH ke OONLINEH, deM
[P JIERCTBUM TOJIBKO OJIHOTO a-ToKOo(deposia (puc. 4,
B), opnako, eciu I7IMHA Kay1aIbHOTO NI B IEPBOM
cJlydae Ha BTOPYIO M TPETHIO HEZETIO OCTaBajIach Ha
OJTHOM YPOBHE, TO BO BTOPOM OHA IOCJIEI0BATEIHHO
YMEHbBIIATACD.

Bo BTOpOIT cepun onbIToB AadHUU, TOTyIEeHHbIE
Ha BTOPOIi HeJlesie IeNCTBUS TOJIBKO &-ToOKodepoia ,
0CBOGOKIATUCH OT Hero. JacTh U3 HUX Jajee cojaep-
skasach 6e3 npemaparos (puc. 4, C), B cpeiy BTOPOi
noGasistin AmD (puc. 4, D). K KoHILy nepBoil 1 BTo-
poii Hesiesib 9ToM cepunt (3—4-s1 HeJIeTH BCETO OIbITA)
OTHOCHUTEJIbHAS JVINHA KAyIaJIbHOTO U B CPele C
nobasuenrem AmD TpojosKaia MoCaeI0BATEIBHO

yBesmuuBarbes (puc. 4, D). B cpene Ge3 npenaparos
K KOHITY TIEpPBOI1 HeJIeJTh 3Tol cepun (3-1i HeJlesu Bee-
T'0 OITbITa) OTHOCUTEJIbHAS JIINHA KAy JATbHOTO IIUIIA
PE3KO YBEeNNUIIach, HO 3aTeM Ha 2—3-10 (4—5 10) 110-
cJIe/IoBaTebHO yMeHbInanach (puc. 4, C).

Ha mepBeIif B3TJI:A/1, pe3yJIbTaThl HAIINX 9KCIIEPH-
MEHTOB ¢ fladHUeli, CYMMUPOBaHHbIE Ha pUC. 4, TIPO-
THUBOpEYAT MaTepuaaM, HOJYIeHHbIM Ha dYIJIOTECAX
(cM. prc. 2), CBUAETEIBCTBYIONINX O TTO/IaBJIECHUH aK-
TUHOMUIIMHOM D Kak CIIOCOOHOCTH TIPEBPAIaThCs B
060POHUTETHHYIO (POPMY, TAK U CTOCOGHOCTH UX BO3-
Bpara K THIUYHON (hopMe TI0cIe YIaTeH s XUITHITKA
WU €10 MeTaboIUTOB.

OpHako, eciu HAaYMHATH PACCMOTPEHME PE3YJib-
TATOB OTBITA HA NadHUSAX C KOHIA NMEPBOI Hexenu
BO3JlelicTBUSL  oi-TOKOeposia U o-ToKodeposia ¢
nobasierrem AmD (puc. 4, A, B,) u KOHIIa TIePBOii
HezleNu 1ocse yaanenus o-tokodepona (3-4 Henens
ombiTa — puc. 4, C, D), To rpaduku, NoJydeHHbIE
Ha TaHUAX U 9YIJIOTEcax, OKA3bIBAIOTCSI CXO/HBI-
mu. /[leiicTBUTENBHO, NOCTUTHYTAsl IOJ BJIMSHUEM
o-ToKO(epoIa K KOHILY MEePBOI Hele M OTHOCUTEb-
Hasl JUIMHA KayJZaJbHOTO IIHUIA Jajiee OCTAeTCs Ha
o1HOM ypoBHe (puc. 4, A), nobasienue B cpey AmD
MIPUBO/INT C KOHI[A TIePBOIT HeJIeIN MTOCIe/[0BATeIbHO
K YMEHBIIEHUIO JTOCTUTHYTOI paHee OTHOCUTEIbHON
Junnbl Tejia (puc. 4, B). Uepes Hejiesio 1ocJie npexkpa-
HIeHUs JieiicTBUS oi-ToOKO(hepoJa (3-51 Hejlesist OIbITa)
OTHOCHUTEJIbHAS JUINHA KAY/aJIbHOTO IIUIIA TT0CJIe/0-
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Puc. 4. Jlunamuka 1peobpa-
30BaHUS Mopdh Daphnia
pulex — tpenmp: A — B cpemy
nobasnen o-Tokodepor; B — B
cpeny  100aBIeH  a-TOKO(DEPOIT
n AmD; C — nocie 2-x Hezelb
BO3/leHicTBUS  ai-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 ~ UHTEpBajJa —
0.05. BepruxasbHas JMHUS —

5 BpeMsi y/laleHus oi-TOKohepoia n3

BaTEJbHO YMEHBIIAETCS — UJIET BO3BPAT K TUMTUIHON
dopme (puc. 4, C). B cpene 6e3 a-tokodeposa, HO
¢ pobasienneM AmD KaymajJbHBIH IIMIT HE TOJBKO
HE YMEHBIIAJICS, HO MPOAOJIKAI YBEJIUIUBATHCS —
BO3BpaTa K TUIMYHON Mopde He IIPOUCXOIUI0
(puc. 4, D).

B ornwumne or wHdysopuii, pearupyonx Ha
CUTHAJI XUIITHUKA UM €r0 OTMEHY HeMe[JIEHHO, pe-
akius gaHUN B IEPBYIO HEJENI0 BO3/IENCTBUS WU
€ro TIpeKpalleHus OKa3bIBaeTCd NapaJlOKCAIbHOI.
ITO, OYEBUIHO, MOXKET ObITh CBS3aHO C OOJIbIICH
MIPOJIOJKUTENBbHOCTBIO JKM3HW 3TUX MHOTOKJIETOY-
HBIX SKUBOTHBIX. Panee Obuto mokazano (Repka,
Pihlajamaa,1996), uro y Daphnia pulex curaan mpu-
CYTCTBUsI XHIHUKA-Xa060pyca MOMKET 3amyCcKaTh
o6pa3oBaH¥e 3aTBIOYHBIX IITUIOB TOJNBKO IPU
BO3/ICHCTBUM Ha OIlIpe/leJieHHble paHHUe CTa/luu.
Kpome Toro, Ha akKJIMMHUPYIONUXCA K U3MEHEHHOM
cosieHocTh Tanynax Auwrelia aurita (Xnebosud,
Jlykanun,1980) u undysopuu Paramecium calkinsi
(Xue6osuu u ap., 2004) ¢ npumenerrem AmD 110-
JIy4EHBI TAHHBIE O TOM, UTO HY KHAST JIJIST 9TOH (hOPMBI
deHOTUTTMIECKIX aflaTiTaIlu i crielnuaecKast TpaHc-
KPUTIIHAS TPOUCXOUT TOJBKO B MepBbie 1—2 cyTok
BHEIITHETO Bo3/ieiicTBUs. VIHTepecHo, 94TO B OTBET Ha
BHEZIPEHNE B YeJIOBEUECKUIT OPraHU3M BUPYCa IPUII-
na tpanckpunius mMatpuit PHK aisg mocaenytoteit
TPAHCJAAIMM UHTEPGEPOHA TPOUCXOIUT TOJBKO B
nepBbie cyTku 3apaxkenus (Ho, 1964) — nanee pea-
JIU3YIOTCST CHHTE3bI OEJIKA ¢ MATPUIL, BBIPAOOTAHHBIX
panee crierupuuecknx PHK.

Takum 06pasoM, €cJu UTHOPUPOBATDH IMapajoK-
caJTbHbIE JTAHHBIE TTIEPBOI HEIETN BO3/IEHCTBUS CTH-

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

wh -

MyJIATOpa 00pa3oBaHUsA OOOPOHUTENBHON MOPGhBI
y Daphnia pulex tax e, Kak IepBOil HeleH HOCIe
OTMEHBI 9TOTO BO3/IEHCTBUS, TO MOXKHO YTBEPKIATD,
yro AmD nozaBisieT y HUX Kak ob6pasoBaHue 0060po-
HUTEJbHON MOP(bI M3 TUITUYHOM, TaK U 00pasoBaHue
TUMUYHON MOP(QBI TIOCJIE TIPEKPAIIIEHUST BO3/IeHCTBUS
CUTHAJIOB XUIITHUKA.

3enenas Bogopocin Scenedesmus acutus

Brepsoie 0 MogmduUKanmMoOHHON W3MEHIMBOCTU
Scenedesmus kax 00 OOOPOHUTENBLHOW peakiuy B
OTBET Ha MOSIBJIEHUE IHUTAIONUXCSA UMHU GECro3Bo-
HOYHBIX 300m7aHKTepoB Tucamu T.M. MuxeeBa un
H.M. Kpioukosa (1980). Ceiiuac obpasoBatimio 060-
POHUTETBHBIX MOP® 3€JIEHBIX BOJOPOCIEH ClIeHeeC-
MU/] TOCBSIIIEHBI [iecsaTKU pabot (cM. 0630p: Liirling,
2003). Us3BecTHO, dYTO CTUMYJOM OOPa30OBaHUS
000POHUTENBHBIX MOP( CLEHEAECMI/ CIYKUT I10-
sBJIEHUE B Cpejie OT/IEJbHbBIX BHUIOB-(DUIBTPATOPOB
u3 Cladocera, Copepoda i Rotifera. Ajanrushbie
npeobpasoBarusa MoOpd BOLOPOCIEH B OTBET Ha I10S1B-
JIeHUe MMUTAIOIIUXCST MU OPraHU3MOB 3aKJII0YAI0TCS
B IIPEBPAIIEHUH TPEUMYIIECTBEHHO OJTHOKJIETOUHBIX
JKU3HEHHBIX (DOPM B YETHIPEX- U BOCbMUKJIETOUHBIE
KOJIOHWUHU, B YBEJIMYEHUH Pa3MepPOB KJIETOK W, B He-
KOTOPBIX CJIydYasx, IpUoOpeTeHuy 110 OOKaM TeJja
IIUTIOB.

Ha ocHOBaHWM CEJTEKTUBHBIX MPEUMYIIECTB
KOJIOHMAJIbHOIO CYILECTBOBAHMUS 0COOEH 3eJIeHbIX
BOJIOPOCJIEN TTepeji OJTHOKJIETOYHBIMU B IIPUCYTCTBUHU
MOeIAIoNNX WX OPraHU3MOB BO3HUKJIO TIPEJIOXKe-
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Puc. 5. Tunmmunas (A) n oboporntenpHast (B) mopdsr Scenedes-
mus autos (Xnebosuy, [lerrsapes, 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,
Opdoees, 1975).

Kynbrypa Scenedesmus acutus Oblna mojyueHa
U3 Mysest KyJbTyp JabopaTopuu MHUKPOOHOJIOTHH
BHOIOTHYECKOTO HAYYHO-HCCIE0BATEIBCKOTO HH-
cruryta CII6TY, opranusosantoro B.B. TpoMoBbIM.
Cozepskanu BOIOPOCIH TIPU KPYTJIOCYTOYHOM OCBE-
[IEHUN ¢ MEPUOAUIECKON MOAKOPMKOil ynoOpeHnem
«Kemupa». B kauecTBe moeamIiero Bogopocau Gec-
MO3BOHOYHOTO, BBI3BIBAIOIIEr0 y HUX 0OpasoBaHUE
00OPOHUTETBHBIX MOP(®, UCIIOTB30BAIH KOJOBPATOK
Brachionus calyciflorus. KooBpaTOK Mojica)kuBajiu K
KYJIBTYPe BOIOPOCJIEH B KOJTMIECTBE, TPEBBIIIAOIIEM

16

Bpoms ginaTa, CyT.

Puc. 6. Tunamuka npeoGpasosanust Mmopd Scenedesmus acutus —
TPEHbL: A — K BOAOPOCJAM MOJACAKEHDBI KOJOBpAaTKu Brachionus
calyciflorus, AmD ne nobassiicst; B — B IpUCyTCTBUY KOJIOBPATOK
K KyJbrype Bopopocaeil pobasier AmD; C — mocae 11 nHeii
coziepIKaHuA BOAOPOCIeil ¢ Komospatkamu 6e3 pobasierns AmD
KOJIOBpATKU yaajiensl; D — 1o ke, Ho ¢ gobasiennem AmD. ITo ocu
abcruec — BpeMs OIIbITa, 10 OpJAMHATE — JUIMHA 43-X KJICTOYHON
kostorun. IIITpuxu — rpanuiis JoBepuTeabHOro nurepsaia — 0.05.
BeprukasibHas JMHUS — BpeMsl ylaleHust KoioBpaTok u3 cpe C u
D (Xneb6osuy, derrspes, 2004).

Paspnen 3. B.B. Xnebosuu

100 ax3./n1. Ha puc. 5 uso6paskenbl tunmytas (A) u
obpasoBaBinagca K 11-y IHIO BO3#eHCTBUS XUITHUKA
oboponuTesbHasg Mopda Bogopocau (B). JuHamuka
npeobpasoBanus MOp( oTpakeHa Ha puc. 6.

B mepBoil cepum OMBITOB K YUCTON KYJIBType
S. acutus TOACAKUBATU B3POCITBIX (ANUIEHOCHBIX)
KOJIOBpaToK. KymbTypa 6e3 KOJOBPATOK CUMTANACH
KoHTpoJieM. /Jlajee KyJbTypy € MOACAKEHHBIMU
KOJIOBpAaTKaMU JIeJIUJn Ha JiBe yactu. OHY 4YacTh
KYJIBTYPbI BOZOPOCJIEN € KOJOBPATKAMY COMEPKATN
6e3 100aBOK, a B Apyryio nobGasisiin AmD B moso-
OpaHHON HETOKCUYHON KOHIIeHTpaliu (2.5 MKT/MJI).
Kax Buzsno Ha puc. 6, A, y clieHe1ecMycoB B TIPUCYT-
CTBUU KOJIOBpaToK 6e3 pobasmenuss AmD u3o gHs
B JIeHb TOCTENEHHO YBEJMYMBAJIACH JJIMHA 0cobeit
YeThIPEXKAETOUHON KosmoHuu. OnHako jpobasieHue
UHIUOUTOPA TIPAKTUYECKU MOJHOCTBIO MOABJISIO
ATOT TIpoliece: JaHHbie omnbita (puc. 6, B) He oTMya-
JIUCH OT KOHTPOJISL.

Bo BTOpOIi cepun OmbITOB cHOPMUPOBABINASICS
Ha 11-e CyTKM BO3/EHCTBUS KOJOBPATOK KyJbTypa
BOJIOPOCJIE ¢ 060POHUTENBHOI MOP(OI TaKsKe OblIa
paszesieHa Ha /iBe 4acTu. V3 ofHOI yacTn yjpanuian
KOJIOBPATOK, M3 JIPYTOil 9acTH — TOXKE U A00ABUIN
AmD. B nepsoM BapuaHTe HPOUCXOAMIO OBICTPOE
npeBparienne 060pOHUTENEHO MOPMBI B TUITHYHYIO
(puc. 6, C). Bo Bropom a10T Iporecc ObLI yrHETeH
UHTUOUTOPOM.

OBCY/KJIEHUE

Takum 06pa3oM, JJIsT TPEX BECbMa Pa3HBIX Op-
TaHU3MOB (OJTHOKJIETOUHOU WH(DY30pUU, OTHOKJIE-
TOYHOW 3€JIEHOM BOJOPOCAM U MHOIOKJIETOYHOIO
PaKooOPasHOTo) MOKa3aHO KaK TOAaBJICHHME aKTH-
HOMUIIMHOM D Tpancdhopmarum TUTHIHBIX MOpd
B OOOPOHUTENbHBIE, TaK ¥ BO3BPATHBIN TIPOIIECC
npeBpaiienns 060POHUTETBHBIX MOP(] B THITHYHbIE
mocJie IpeKpalieHuss Bo3AeicTBusA XUIHUKOB. [lo-
ckobKy AmD mojiaBisieT He IIPOCTO TPAHCJAIMIO, a
TPAHCJISIIIIIO UMEHHO de 1000, 9TO T0JIKHO 03HAYATD,
YTO B OCHOBE KakK TpanchopMaIu B 0G0OPOHUTEb-
nyto JIAH, tak u B obOpaTHON TpaHchopMaiy B
TUIAYHYIO (GOPMY JIesKAT COOCTBEHHbBIE OTHOCHUTEIIb-
HO HE3aBUCHMbIC TEHETUYECKUE MPOTPAMMBI, a He
BKJTIOUEHUE — BBIKJIIOUEHUE OIHOTO TeHa. TeM caMbiM
HOATBEPIKIAETCS THIIOTE3a O TOM, YTO BUJIbL, CIIOCO0-
Hble K oOpasosannio JJAH, uMeioT, COOTBETCTBEHHO,
6osee GoraTyio HaCIECTBEHHYIO MPOTPaMMY, a Ha-
caesnctBenHast ukcanus (aanra MoauGUKAIUOH-



ﬂHCerTHbIe alalITUBHBIC HOPMbI

HOIl I3MEHYUBOCTH €CTh Pe3YJIbTaT BhIIaeHUs (MU
WHAKTUBAIIMN) aJIBTEPHATUBHON HACJ/Ie/ICTBEHHOMN
nporpammbl (Xie6osuy,1999, 2002a).

ITO laeT OCHOBAHME PEIIUTENHHO [1EPECMOTPETD
CYIIECTBYIOIIME B3TJIS/IBI HA HBOJIOIMOHHYIO POJIb
omnpeseseHHol mamenunsoctu. [Ipobiaema sra pac-
cMaTtpuBaercst 6osiee Beka, 1 MOKHO BBIIEJIUTH CJIO-
JKUBIIUECS TOYKU 3PEHUSL.

1. Takume aBTOpuTeTH, Kak . Maiip (1968),
H.II. Ty6unun (1970) u B. Tpant (1980), cuurasu
aZlanTUBHBbIE MOAUGMUKAIUY HE UMEIONUMHU OTHO-
MIEHUS K 9BOJIOIMOHHOMY TPOIECCY, TaK KaK OHU B
CUJIy OTIpe/leIEHUsT PeATN3YIOTCs TIPU OJTHOM U TOM
JKe TeHOMe ¥ [09TOMY He UMEIOT CEeJIeKTUBHON IeH-
Hoctu. Bojiee TOro, OHM, CKOpee BCETO, BPEIHBI JIJIs
9BOJIIOIIH, TAK KaK Oy/y4u TIPU 3TOM alalITUBHBIMU
(haKTHUECKH YBOISAT OPTAHU3MBI OT OTOOPA.

2. [lpyrasg ToYKa 3peHUs SPKO TIPENCTABJIEHA
ABOJIIOIIMOHUCTAMU TIPOIIIOTO BEKa, CTOPOHHUKAMU
U CO3[ATeIsIMU CHHTETHYECKOH TEOPUU 3HBOJIIOINN
(CTD9), cpen KOTOPLIX MHOTO OTE€YECTBEHHBIX : CO-
[IeMcsl TOJIbKO Ha o6obmuiatonue pabotsl (JIykuH,
1942; Kupnuunukos, 1949, 1992; Illmanbraysew,
1940, 1969; Kammmmos, 1976; Tayse,1984; bepr,
1993). ITpu Bcem MHOr00OPasUu B3IJISIIOB CO34A€TCsI
BII€YATIIEHNUE, YTO BCE OHU COJIUAAPHDI C JAKOHUYHOU
XapaKTEPUCTUKOM IBOTIOIIMOHHON POJIU a/IalI TUBHBIX
moudukanuii, garnoii I.MD. Tayse (1984): «Adan-
muenas. mooupuxayus, Oyoyuu npooykmom ecme-
CMEenH020 ombopa, yice 8 CULY C60ell AdanmueHOCmu
yKasvleaem na mo, Ymo CIYUauHO BO3HUKUASL NOXO-
acast na mee mymauus 6ydem nooxsauena omoopom
u 6ydem 3600UUOHHO 3axpeniena». K aToll MbICTH
HCCJIE/IOBATEN YACTO TIPUXOIUIN HE3ABUCUMO JIPYT
OT JIpyra, OTCIO[IA W pa3Hble HA3BAHUSI TAKOTO OT-
6opa — <«opranuuHbIii> (OcOOPH), «COBIAMAONIHIT»
(JIykun), <«kocseHHbill» (Kupnumuaukos), <«crabu-
susupytomuity  (IlImasnbraysen), <«reHerudeckas
accummstiust> (Yopauurron). O6paruM BHUMaHUE
HA TO, YTO B JIAHHOM U3JIOXKEHUU AJANTUBHAS MOJIM-
(dukarus, Oyydr MpoayKTOM 0TOGOPa, TeM He MeHee
UMeeT HeONpEeIeJIeHHbIl TeHEeTHYeCKUi CcTaryc u
BBICTYIAET KaK HESICHOM TTPUPO/IBI TIPE/ITEUA, CBOETO
pO/ia HaMeK Ha BO3SMOJKHBIH yCIleX B HACJIe/ICTBEHHOM
3aKpersiecHUN ToX0Kel, HO He UIeHTUIHON eif MyTa-
1N,

3. dnurenernyveckast reopust sBosonuu (ITI)
UCXO/IAT U3 MTPE/ICTABICHUI O EJIOCTHOCTH OPTaHn3-
Ma, CJIOKHOI CHICTEME er0 KOPPEJISAT M YCTONYUBOCTU
(penorunos .M. Hlmanbraysena (1940,1982), o
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Kpeojie onTorenesa Youauurrona (1970a, 6). K aromy
s Ob1 mobGasui B3rasasl B.H. Beknemumesa (1994)
Ha OHTOTEHE3 M IBOJIOIHUIO Kak Ha Mopdorpoiiecc.
YeroitunBoCTh (DEHOTUTIOB OKA3bIBAETCST TAKOH, UTO
MTOCTOSHCTBO (DEHOTHUIIA, €r0 ONTUMAJIbHBIM Bapu-
aHT, MOJKET 06ECIeYNBATHCS PA3SHBIMEI TEHOTHITAMH.
OCHOBY M3MEHUYUBOCTH, C KOTOPOI HAYMHAETCS 3BO-
JIOTHSI, SMUTEHETUKY BUAAT B O6MIn MOpdO30B,
BO3HUKAIONIMUX KaK ITyMbl IPU Pean3aluu CJIOXK-
HEHTIIero mpoifecca OHTOreHe3a Ha My TH K B3POCJIOMY
cocrosguuio. bnaronpusarnubie Bapuantbl MOpPGhO30B
HACJIE/ICTBEHHO (DUKCUPYIOTCS TEHETHYECKO accu-
mussnueit no Yommuurrony (Waddington, 1961;
Ipomnurnkuii, 2002, 2003).

Ot CT3 anureHeTndeckast TEOPUsI IBOJOINAN OT-
MEKEBBIBACT cest TEM, UTO MepBast CYMTACT HAYATIOM
ABOJIIOIMOHHOTO TpoIlecca MYTallud, a BTopas —
Mopo3bl. Ecim ske MBI [10CTaBUM BOIIPOC O POJIU
MMEHHO aaITUBHBIX MOAUMUKAIUI KaK JaHHOCTH
(oHU ecTh YacTHOE TposBJIeHe MOP(hO30B), TO TIPH-
XOJIUTCS TIPU3HATD, UTO TO3UIUU 2 U 3 PAKTUYECKU
HEOTJINIMMBI.

Wcxoass M3 TeopeTM4ecKUX IpeCTaBIeHUH o
POJIN PETYJIAINN AKTUBHOCTHU TEHOB B ABOJIIOIIAN KU~
BoTHbIX (JIabac, Xnebosuuy, 1976), o tpuagax — JIAH
u eé paanru (Xaebosuy, 1999, 2002a) u pe3ynbraton
9KCIEepUMeHTOB ¢ nmpuMenerreM AmD (XieboBuy,
Herrapes, 2003, 2005a, 6; Xne6osud u ap., 2004)
JICTAIOTCST CIIEAYIONINE 3aKITI0YCHUS:

— B ocHoBe /IAH nexar akTuBupyemblie cpenoi
OTHOCHUTEJILHO HE3aBUCUMbBIEC HACJENCTBECHHBIE MPO-
rpaMMbl, KaK MUHUMYM JiBe. MOKHO MPUHSTH, YTO
3TU TeHbl OPTaHWU30BaHbI BO BKJIOYAEMYIO CpeOil
snmreHernueckyto cucremy (Tomy6osekuit, Hypaes,
1997; Yypaes, 2005), MOCKOIBKY SICHO, 4TO UX aKTHB-
HOCTHU aJIETEPHATUBHO CBS3aHBIL BKJIIOYEHUE OJTHOTO
JIOJIZKHO OIIpe/IeIATh BBhIKJIIOYeHue pyroro. B menom
MBI JIOJGKHBI TPU3HATD, YTO TeHOM (OPM, CIIOCOOHBIX
Kk obpasosanuio JIAH, orHocurenbHo Goraue, yem
y dopM, K atomy He crnocobHbIX. Takum o6pasom,
JIAH — He IPOYKT HEKNX He CBSI3aHHBIX C TEHETHKON
IIPOIECCOB, HAMEK Ha IIePCIeKTUBHOCTDL 3aKperlie-
HUS TTOXOXKEH Ha Hee MyTaIlUH, & UTOT HOPMAJIbHBIX
reHeTUYECKUX IIPOLECCOB, IIPUYEM IIPOIPECCUBHBIX,
CBSI3aHHDBIX C COOTBETCTBYIONIM 000OTall[eHHEM TeHO-
MOB;

—  «HACJe[NCTBEHHOEe 3aKperuieHre» (JIAHTOB
[IAH ectb pesysbraT BbIajeHUs (UM WHAKTHBA-
1MW) aJbTePHATUBHON HACJEJCTBEHHOW IpPOTpam-
Mbl. Takast «CTaOWIU3aIust> HE MOKET CUUTATHCSI
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aKTOM IPOTPecCUBHOI aBoJoiuu. B cBoem mMopdo-
(husnonornueckoM MpogBICHUN 3aKPETIIEHHBIH TPH-
3HaK He cxojeH ¢ /IAH, a eit ugentnuen. Bemomuanm,
KaK 0 TOM, 4YTO My TaI[U1 ¥ TeHOBAPUAIINHI UMEIOT OJIHY
U TY 5Ke (PU3UO0JIOTHIECKYIO 1 OHOXUMHIYECKY0 OCHO-
By, muca emté Tommmmvuar (Goldschmidt, 1940);

— ¢opmuposanue [[AH jierye Bcero npejacTaButTh
yepes AYIUIMKAIUMIO FeHa U [IOCJEeAYIONIEro pa3Hece-
HUS IYTUIMKAHTOB, WJIW, TOUYHEE, <0/l TPUKPBITHEM
yasoiiku» (Cepebposckuii, 1973), koTopast KoHcep-
BAaTHBHO COXPaHSET CTapble, IPOBEPEHHDIE, TapaHTH-
POBaHHBIE OTHOTIIEHHUS CO CPEION, BTOPOH AYTIJINKAHT
HaurHaeT cozgaBath HoBy1o JJAH, pacmupss obuyio
AJIANTUBHYIO HOPMY. BOT TyT-TO 1 HaUMHaeT peannso-
BaThCST «TEHETHYECKAs aCCUMUJISINS>, U, TAKUM 00-
PasoM, U3 CIEIUATICTOB BO3HUKAIOT FeHEePAJIUCTBI.

ITO TOJOKEHNE O KOHCEPBATUBHON POJM OTHOTO
JYTUIMKAHTA KaK TapanTa, 00JIErvaioniero aBoIoIm-
OHHbIE MPe0OPa30BAHUST BTOPOTO, JEJTAIOIIIE IIarH
mocJIeiHero 6oJee CMeTbIMHU, OYEBUIHO PACITPOCTPA-
Hsgercs Ha japyrue (GopMbl amMIIM(UKAIUNA TEHOB.
ITpu cpaBHEHUM TEHOMOB JBYX OJU3KOPOACTBEHHBIX
BUJIOB JIPOsKCKell — Tterparionga Sacchacromyces
cerevisiae (16 map xpomocom) u autiiona Kluyvero-
myces waltii (8 ap XpOMOCOM) — BBISICHUJIOCH, Y4TO
MHOTHE WX TEHbl TOMOJIOTUYHBI; TIPU 3TOM KaXKIOM
nape xpomocoM K. waltii cOOTBETCTBYIOT iBe Maphbl S.
cerevisiae. VI3 aTOTO Cjie[lyeT, YTO TTPOU3OILIN OHU OT
00IIIeT0 JIUTITION/IHOTO TIPE/IKA. YIIBOCHHE €ro TeHOMA
[IPUBEJIO K BOSHUKHOBEHUIO S. cerevisiae, y KOTOPOTO
3a 100 MuH JieT KaKuM-JTu00 WM3MEHEHMSIM MOJI-
Bepres JIMNIb OJIMH TeH U3 Kak/[0i 11apbl; BTOPOH ke
red ocrasasicst HensmeHHbiM (Wolfe, Schields, 1997;
Kellis et al., 2004), oueBuaHO, <IIOACTPAXOBLIBA> 110-
CJIEZICTBUS TIepecTPONKY T1epBoro. Eciiu BepHyThCd K
[IAH, To B cBeTe CKa3aHHOTO HYKHO MTPU3HATH, YTO B
UX napax ojHa opma KoHcepBaTuBHa (CKopee BCero,
3TO — TUNINYHASA (popMa), a Ipyras — «<HOBATOPCKAST».

O6pasosanne JTAH uepes nyruimkaiuio TeHOB U
HaCJIe/ICTBEHHOE 3aKperieHre ero (hJaHroB Mocpe-
CTBOM BBITIA/ICHUST / WHAKTUBAIMK aJIbTEPHATHBHON
MPOrPaMMBI COOTBETCTBYIOT TPEOOPA3OBAHUSAM TeHE-
PAJIMCTOB B CIIEIUAJINCTOB, UYTO PEAU3YETCS B BUIE
YVIOMSAHYTBIX HacJeAcTBeHHbIX Tpual. [Tporece ator
MOJKeT ObITh MHOTOKpPATHBIM (J1100ast HacJAeCTBEH-
HO 3aKperuieHHass GopMa B OyayiieM IUKje Oyaer
TUITUYHOI) U OCYIIECTBIATLCS KakK Obl MYHKTUPOM,
OTIPEIETISIS XO/T 9BOJIOTIMH B IOBOJTBHO KPYITHBIX TaK-
coHax. MHe M3BECTHBI /|Ba TaKUX CJy4asi, KOTOpble
HUMEIOT OTHOIIIEHUE K HAIIIEMY TTPE/IMETY.

Paspnen 3. B.B. Xnebosuu

Y mHOTHX KJIOTIOB-BO/IOMEpPOK cemelictBa Ger-
ridae cymectByior kpbuiaTbie u Oeckpbuibie JAH
KaK aJlalTalui K pasmMepaM BoAoeMoB (110 GOJIbITIM
BOJIHBIM MTPOCTPAHCTBAM MOKHO GECIPensiTCTBeHHO
Gerarb, a ¢ TECHOTO U BBICHIXAIONIEr0 03epIia HY/KHO
yaererb). CyuiecTByIOT npu atoM OJu3Kue (HhOpMBbI
(um BUIBI) Beer/a KPbLIAThle WM Beeraa OecKpbl-
gpie. Kakaplii U3 9TUX CHEIUANNCTOB MOYKET, Ode-
BUJTHO Yepe3 JYTJINKAIIIO, TTOPOJUTH FTeHEPATICTa C
JIAH. TiatenbHbli aHATU3, TPOBEIEHHBIN AHIEpCe-
HoM (Andersen,1993), mokasaj, 4To UMEHHO TaKUM
myTeM, Yepe3 TTePHOANIEeCKYI0 CMEeHY ITPU3HAKOB OT
TEeHEPATUCTOB K CIIEUATICTaM 1 HA060POT, T11J1a 9BO-
JIOTIMSI BHYTPHU TMOJICEMENCTBA KJIOMOB-BOJIOMEPOK
Gerrinae.

B.B. bapcyxkos (1981) nokasai, 4To B mojicemeii-
CTBe MOPCKHX OKyHell Sebastinae Ha 60JIbIINX IIPO-
CTPAHCTBAX IBYX OKEAHOB, ATJIaHTHYeCKOro u Tuxoro,
ObLIN ceMb CUHXPOHHBIX ITUKJIOB BUI000PAa30BaHUS,
CBSI3aHHBIX HE C KJIACCUYECKOIi reorpauecKoii n30-
nrmedt, a ¢ GHOTOMMYeCKOH. B KaskioM 1IHKITe OIH
CTapblil BU, 0OBIUYHO U3 CPEAHUX TIYOUH, COXPaHSIsI
cebst, TIOPOJKAAJ JIBa HOBBIX BUJIa — OJMH MEJKOBO/I-
HBIH, APyroii riry6okoBoAHbI. Tak 06pPasoBBIBAINCH
TPOUKHN GJIM3KUX BUIOB. 3aTeM, CIYCTS HEKOTOPOE
BpeMs, BCE ITOBTOPSIIIOCH B CIIEAYIONIEM ITHKITE.

Axkaumanus Kak ¢pyHkinuonambras JIAH

Ha ocnoBe 0600uieHnii MarepuanoB KOJJIEr U
COOCTBEHHDIX JAHHBIX MHOIO OBLIO JaHO CJIedylolee
oTipefie/icHNe aKKJIUMAIlUK, KOTOpoe, IoJjaraio, M
CIIYCTS MHOTO JIET He HY)KIAeTCS B KOPPEKTUPOBKE:
«Axxaumayus — QynKyUoOHATLHAS A0ANMUGHAS
MOOUPuUKayUsl, CBOUCMBEHHAS OPLAHUSMAM C IYKA-
PUOMHOU Opzanusayueli, peaiusyemas 8 Cpoxu om
HeCKOILKUX cymok 00 3—4 nedenv u umerowas 6 ceoei
0CHOBE AJANMUBHYIO CMenYy OUOCURME306 Ha base pe-
2YAAYUU 26HHOT AKMUBHOCTU BCEX KILEMOK ULU KIeMOK
pezynsmopuvix cmpyxkmyp» (Xaebosuy, 1981). d1o
03HAYaeT, B YACTHOCTH, UYTO AKKJIMMAIIUST MOJKET pac-
cMarpuBarbes Kak pynkimonansbHast [JAH co Bcemu
MOMMEHOBAHHDBIMU BbIIIIE €€ 0COOEHHOCTSIMU, TOJIBKO
BbIPAKEHHBIMU He MOPMOIOTHYECKH, a (DU3NOJIOTH-
yecku. HamomHIo, 4TO JieKalyio B OCHOBE aKKJIU-
MAIUK PETYJISIINIO0 AKTUBHOCTU T€HOB TTOATBEPIILIN
TaKKe 9KCIIEPUMEHTHI ¢ TpuMeHenreM AmD.

Buibl, obiagatonime cnocoGHOCThIO K aKKIMMa-
[N, T€M CaMbIM OKa3bIBAIOTCS HBPUOHOHTHBIMHU,
C TINPOKUM TOJIEPAHTHBIM [IUATTA30HOM. 3a 3THM
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JIOJKHA CTOSITH MIMPOKAst HOPMa PeaKINu Ha OCHOBE
BKJTIOYAEMBIX CPEJOI TEHOB.

UYro Kacaercs aKKJIUMAIMKA K COJIEHOCTH, TO MBI
(Khlebovich, Abramova, 2000) Hamwm MHOrO IIpu-
MepoB  (TIPEUMYIIECTBEHHO Cpel PAaKOOOPA3HBIX)
CYIIECTBOBAHUS TPUAJ 10 TAJIUHHOCTH — IITUPOKO IB-
PUTATMHHBIX (DOPM, CIIOCOOHBIX OOUTATH B ITHPOKOM
JIMana3oHe COJEHOCTH, OT TPECHON BOIBI /10 TTOYTH
okeaHWuYeckoil (aHasor Mmopdogorndeckux Gopm
A<B), mpenmytiecTBeHHO TTpecHOBOAHBIX (A) 1
npeumyinectseHHO Mopckux (B). Tpanumna mexny
dopmamu A 1 B 00BIUHO JIEKUT B Y3KOM COJIEHOCTHOM
[Malla3oHe <«KPUTHYECKOii cosieHoctn» (XieboBuy,
1974). TIpoTuBOpeUnBHIe JIUTEPATypPHbIE JaHHbIE 00
OTHOIIIEHUN K COJIEHOCTH TaK HA3bIBAEMBIX JIeJHH-
KOBBIX PEJIUKTOB MOKHO OODBSICHUTD UMEHHO CYIIle-
CTBOBAHUEM JTUX BU/IOB B PA3HBIX BOJOEMAX B BUJIE
OT/IeJIbHBIX TIPOsiBIeHuil atux tpuag. O4eBUmHO, K
AKKJIMMAIUSIM [TPUJIOKUMbI Bee cBoiicTBa JJAH.

WnTepecHo, 9TO K aKKJAUMAITUN MOXKHO OTHECTH
SBJICHUE JIOJITOBPEMEHHOTO MPUBBIKAHUS, OTKPBITHE
KOTOPOTO 03HAMEHOBAJIOCH MpUCy:XAeHueM . KeH-
neny (E.R. Kendel) B 2000 r. HoGesneBckoi mpeMutL.
B pesysbrare peryisipHBIX CIaObIX MeXaHMYECKUX
pasapaxeHuii xabp Mosocka Aplysia KuBoTHOE
MIOCTENEHHO TIePeCTaBaIO PearnpoBaTh Ha TIPUKOCHO-
BeHMs1. DDDEKT COXPaHSLICA JIBE-TPU HEJIEJN, CBI3bI-
Bajicst ¢ 0Opa3oBaHUEM B CUHAIICAX HOBBIX GEJIKOB U
ObLI cBsI3aH ¢ M30MPaTEIbHON aKTUBAIIMEl — perpec-
cueil TeHeTHYEeCcKOoTo ammnapara s/pa. B aToM MoKHO
BU/IETh BCE TPU3HAKU AKKJIUMAIMHW U, TEM CAMBIM,
dyuxmmonanproi JIAH (Xnebosuy, 20026).

JIAH u K10HBI

[TpusHaeM, 4TO TIIABHBIM 0OBEKTOM ayTIKOJOTUH
(9KO0JIOTHYECKOH  (DUBMOJIOTUN)  SIBJISIETCS  OCOOb.
Oco0b, kak B pUsnKe KBaHT, HerosHasaema (Xie6o-
Bu4, 2004). Hampumep, 4ToObI ONIPENEIUTh €€ yCTOM-
YUBOCTD ( IOIYCTHUM, K BBICOKOI TeMIleparype) ee 110
onpeesieHrio Halo YOUTh TerioM (yCTOYNBOCTS,
OHA K€ Pesucmenmuocmy, ONpPENeNIeTCI CMEpPTHO-
CTBI0). A KaK 110CJIe 3TOTO ONPEEIUTD YCTONIMBOCTD
3TOI 0cOOU K HU3KOI TeMIleparype U KO MHOKECTBY
apyrux (daktopos? I109TOMY TOCTOSIHHOU 3a00TOi
AyTOKOJIOTA OKa3BIBAIOTCS IMOWUCKU TIPE/ICTABUTEIH-
HBIX BBIOOPOK € 0COOSIMI, KaK MOKHO GoJiee OJIU3KUX
reHeTuyecku. IMEHHO M3 9TUX COOOPaKEH Ml MbI 13-
HAYaJTbHO CTAJU MCCJAEI0BATH aflalTallii 0cobeil Ha
BHYTPHUKJIOHAIBHBIX BEIGOPKaX (OJANHAKOBBIA T€HOM
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ocobeit), HO 0Ka3aJ0Ch, YTO UMEHHO KJIOHBI 0COOEH-
HO Y€TKO JIEMOHCTPHUPYIOT TIPOSIBIEHUST TUCKPETHBIX
AIANTUBHBIX HOPM.

B Tos1pK0 uTO M3mannoii kuure C.JI. IpebebHOro
(2008) mocnemoBaTeIbHO TIPOBOUTCST MBICIB O TOM,
YTO He TOJBKO OOJIUTATHBIN TTAPTEHOTEHES ¢ TIOJTHBIM
OTCYTCTBUEM Y HETO TEHETUYECKOW PEKOMOMHAIINIA,
HO W CE30HHBIN MapTeHoreHes Ha mpumepe aadauit
OKa3bIBAIOTCST BOJIONMOHHO HeCcTepCreKTHBHBIMI.
C aTuM TPyIHO corjacuthes. B rpymmnax ¢ nepeme-
SKAIOTIUMCST TAPTEHOTEHE30M 1 TI0JIOBBIM TIPOTIECCOM
(ce30HHBII TAPTEHOTEHE3 — YACTHBIH CJIydail aToro),
Cpe KOJIOBPATOK, TPEMATOJ, KJAJolep, TJaeH U
HepernoHYaTOKPhIIBIX (€ MOJMaMOPUOHUEI), MOKHO
BU/IETD, YTO UMEHHO B KOHKYPEHTHBIX OTHOIIEHUSIX
KJIOHOB BO3HMKAIOT <«YyJauHbI€» KJIOHBI, [aloTne
3aTeM Maccy TOJIOBBIX 0coOel, HocuTesel cooT-
BETCTBYIOIIMX YIQUHbIX T€HOB. TakuM 00pasoM, To-
MyJISIIUSA TIOJIOBBIX 0cO6eil mocie rPyTmoBoro otopa
B KJIOHAX WX POJMTEJICH HACBIIAECTCA TMOJIE3HBIMU
AJIIETISIMIL.

Tosbko B TpyHIIoBoM OTOOpPE B KJIOHAX MOTYT
copmupoBatbest Takue usonipenubie JJAHbI, uH-
JIMBUJLY MBI, KOTOPBIX 51 HA3BAJ 0COOAMU-KAMUKAD3E
(Xnebosuy, 1999) — oHM UMEIOT HACTOJILKO CIEIHa-
JIU3VPOBAHHbBIE TIPUCITOCOOIEHUS JITIST 3AMUTHI CBOE-
IO KJIOHA OT BPAroB U KOHKYPEHTOB, WJIK Al TUBHO
JUTST KJIOHA TIOMAJIAf0T B TaKWe CUTYAIlUU, YTO CaMU
TEPSIIOT  CIIOCOOHOCTH  OCTABJATH TIOTOMCTBO, Kak
II0JIOBOE, Tak U Oecronoe. Takoil 0coOb0-KaMUKan3e
OKa3bIBAETCS Ta 1ePKApUsl JIAHIIETOBUIHON BYYCT-
KW, KOTOPas MepBasi IPOHUKAECT B COOTBETCTBYIONLYIO
YacTh TAHTJUS MYpaBbs, UTO CJIYKUT CHTHAJIOM
JIPYyruM 1iepkapusiM (Kak MpaBuUJio, 3TO — KJIOH)
WHITUCTUPOBATBCS B MBIMIIAX XO359WHA, a CaMOTO
MypaBbst OOYKIAET K HETUITMYHOMY TIOBEIEHUIO —
OH 0e3 HY’K/bl BBITIOJI3A€T HA BEPIINHY TPABUHKU,
Tjie CTaHOBUTCS GoJiee TOCTYITHBIM OKOHYATETLHOMY
XO3SUHY TPEMATO/IbI — OBIIE.

OcobsMu-KaMUKaji3e MOKHO CUUTATh COJIIAT
Hexoropbix Tieil (Aoki, Myazaki, 1985), a Taxxke
BOBHUKIINX CPeIN KJIOHA JHUYUHOK HEKOTOPBIX
MEePENOHYATOKPBIIBIX (TIOJUIMOPUOHYST) OT/CTBHBIX
9K3EMILJISIPOB € TUIEPTPOMOUPOBAHHBIMU KBAJTAMU
Juist 3amuThl o1 KoHKypeHToB (Cruz ,1981; Tob6uac,
2004).

B niesiom cosmaetcst BmevyatyieHne, 4TO B rpymax ¢
MapTEHOTEHETUYECKUM PA3MHOKEHIEM, [TEPEMESKAT0-
MIMMCS € TTOJIOBBIM, MUKPO3BOJTIOIIMOHHBIE TTPOIECCHI
uayT ObIcTpee, U TIYOKE MPOSBIAAIOTCS X MOPhO-
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(bUsHOTOTHYECKIE /AT TAIINH, BILIOTH 10 OBICTPOTO
BUI000Pa30BaHMsT B GJIECTSIMNX IKCIIEPUMEHTAX Ha
tsax [LX. [MMamomuukosa (1987,1990). Ilpu stom
B CJIOJKHOM JKM3HEHHOM IHUKJIE 3BOJIIOIIMOHHO IIPO-
JIBUHYTOU (Da30il OKa3bIBAIOTCS HE JIEMPECCUBHBIE
MOJIOBBIE CTAUK (OCOOEHHO CaMIIBl), a TIapTeHore-
HeTHYecKre 0COOM KITOHOB, BLIPabATHIBAIONINE Pa3-
HooOpasHbie JJAH.

I AH u npyrue ¢popMbl SIIMreHeTHYECKOIi
HU3MEHYHBOCTH

B npupone snurenernyeckas M3MEHYUBOCTD —
(penoTunuyeckas peanusanusg OJHOIO U TOLO IKe
reHOMa — B YHCTOM BHJIe HanboJee JOCTYITHA UCCIe-
JIOBAHUIO B TPEX CJIYUASX:

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

2) B TIOBTOPHBIX AKKJIWUMAIUSX K TPUPOTHBIM
dakropawm;

3) B Kackaze KJETOUHBIX AuddepeHImpoBoK
OHTOTeHe3a (MHAWBUIYAJIBLHOTO Mopdoripoiiecca 110
Beknemuineny).

B oraomenun npoucxoxaenus JAH n akkmm-
MaIruii Ha OCHOBE AYIJINKAITUN MHCAJOCh BbIME. B
OTHOIIIEHUN WHIWBUYAJBbHOTO Pa3BUTHUSA TIPEICTa-
BUM cebe, UTO MOJACTPAXOBAHHBIH KOHCEPBATHBHBIM
€OOPATOM BTOPO#l «TBOPYECKUI»> YTTHKAHT BKJIO-
qaercs He aJbTEPHATUBHO MEPBOMY IO/ JEHCTBHEM
BHEITHEI CPEJIbl, a TOCJIEI0BATENBHO, TOCJIE CUTHAIOB
OT TiepBOro (BHYTpeHHUH (hakTop!) — BOT M OCHOBA
oHTtoreHesa-mopdoipoliecca, BIIOTh 10 (HOPMUPO-
BaHUA CJIOKHBIX MeTaMOpP(}030B. ITOT pasjies1 Hapac-
TAIOTIETO HAMIPABIEHUS «evOo-devoy MPeIcTaBIIsSeTCsT
BeCbMa IePCIEKTUBHBIM PA3/I€JIOM AITUTEHETUIECKOI
TEOPUH IBOJIOIUH.

K IBOJIIOITMH IBOJIIOIITMOHHBIX CHUHTE30B

B Wuctutyre 3BOJMIOIMUOHHON (u3nogoru u
onoxumuu PAH B.®D. Jlesuernko u B.B. MeHuryTKuH
(1987) monenupoBasii IPOIECC MaKPOIBOJIOIUH,
B3SIB B KaueCTBE UCXOAHBIX 0OBEKTOB MOP(HOJIOTUIO
MPUMHUTUBHON  aM(UIIOZABI, KOTOPas CYUTAIACDH
6sm3Ko0i1 K mcrokaMm (aynbl Baiikana, a TakKe JaH-
[EeTHUKA — TPe/IKa TO3BOHOUHbBIX. MalinHe ObLIH 3a-
JIAaHBI TTApaMETPhI TAPBUHOBCKON TPUABI — HACJIE]-
CTBEHHOCTD, U3MEHUYUBOCTD U €CTECTBEHHBIN OTOOP.
Mogenb He paborana. OnHako, KOTa K UCXOJHBIM

Paspnen 3. B.B. Xnebosuu

YCJIOBUSAM J00aBUIIN YE€TBEPTHIN MTapaMeTp, KOTOPbIil
MOKHO IPUOIM3UTEIBHO II€PEAATh KAK MITKYIO He-
CMEPTEJIbHYI0 KOHKYPEHIIUIO WM CIIOCOOHOCTh K
KOMITPOMHCCaM, Mojiesib 3apaboraa. 113 aToit ambu-
MOJIBI TTOSIBUJIMCH PAaKM, BeCbMa TOXOKHE Ha COBpe-
MEHHBIE ClelMaIu3upOBaHHble OallKaabCKIE POJIBL.
MaTteMaTUYeCKUMU  «ITOTOMKaMW»  JIaHIIETHUKA
SIBUJIUCH OCOOH € TIO3BOHOYHUKOM, Y€THIPbMSI KOHEY-
HOCTSIMM ¥ JIa)Ke MOJIOUHBIMU JKejie3amMu (TpyziHee
BCETO BCETJIA JIABAJICST BBIXOJ HA CYIIY — MEPEXO OT
«aMdubuii» K «perTuaImsam»).

S1 mbITancs 1mogobus HTOro 4eTBepToro (axkropa
HaiiTu B paboTax HalIUX aBTOPUTETOB. Biiike Bcero
npexcrapistiorca  Habmogenns A.A.  Iopeiruna
(1952) nan B3aUMOOTHOIIEHUSIME MTOTTYJISIIII TIPO-
MBICJIOBBIX PbIO Kacrms.

B 1esioM ckaszantoe, 6e3yCJI0BHO, IOATBEPAKAAET
CTIIPABE/ITTMBOCTD  OCHOBHBIX 9BOJIIOIMOHHBIX  TI0-
noxkeruit /lappuna, a derBeprtoiii mapamerp (Jles-
yeHKO—MEeHITyTKWHA), OTHOCSMIMICS K 3KOJOTHN
MOTIYJISAIIAN, CBSI3BIBAET KJACCHYECKUN JapBUHU3M
¢ cuHTeTnyeckoil Teopueit apommonun CTI. Kpome
toro, CTI, He oTputias JTapBUHU3MA, KOHKPETU3UPY-
€T TIOJIOKEHUST O HACJIEJICTBEHHOCTH M MI3MEHUYUBOCTH
(reHeTrKa W MyTareHes), oOpalasi OCHOBHOE BHHU-
MaHKe Ha Ipoiiecchl B momyJsiusx. O6 aToM moj-
pobueiimum obpasom nuirercs H.H. BopoHiioBbiM
(1999), KoTOpBIIi MHOTO TOBOPUT M 00 OrpaHUYEH-
noctu CTO 1 HeoOXOAMMOCTH HOBOTO CUHTE3a.

IJTOT HOBBIM CHHTE3 ceifvac TMpeCTaBIsIeTCS B
BHJIE CKJIAQJIBIBAIOIINXCST PA3/IeIoB  AIUTEeHeTHYe-
CKOIl TEOPUH HBOJIIOIUU — HBOJIIOIUS OHTOTEHE30B,
Mopcorpoliecc B OHTOTEHe3e U MaKPOIBOJIONNH,
posib (heHOTUMTUYECKON TIJIACTUYHOCTH, PETYJISIIUN
AKTUBHOCTU T'€HOB, HEOJHO3HAYHOCTU TPAHCJSITUN
U POJIb MOOMJIBHBIX 9JIEMEHTOB T€HOMA, TEOPHsL O1O-
sorrdeckoro moss (Inmkun, 1984, 1988a, 6, 2006;
TunGepr u ap., 1997; Schlichting, Pigliucci, 1998;
Iponnunkuii, 2001, 2002; Kopoukun, 2002; WNure-
Beuromos, 2002; Pacuunpn, 2002; Yypaes, 2005;
Kapmos, 2005; Xune6osuu, 2006 1 MH. ap.).

[To cymiectBy, aTO — TpeTWi CHUHTE3 IMOCJE
KJIACCUYECKOTO JIADBUHU3MA C €ro MOCTyJaTaMu
MIPOUCXOXKIECHUST BUIOB U CUHTETUYECKON TEOPUHU
9BOJIIOINU C ee TIPOHUKHOBEHWEM B FeHeTHYEeCKHe 1
MOTYJISIIUOHHBIE TTPoTiecchl. KakIbIii HOBBIN CUHTE3,
06001as Bce Gosiee MIMPOKUI KPYT HAKOIJIEHHBIX
3HAHUM, JIeJIaeT YIop Ha COBPEMEHHBIE €MY «ITPOPBI-
BBI» OT/IEJIbHBIX HAyK. Bee TpW cuHTE3a He OTPUTIAIOT
APYT Apyra, KasKIblil ocIeayomuil Boupaer B cedst
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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 HBOJIIO-
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 IpUpOJIHbIe 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?

JIUTEPATYPA

Ammvapun W.II. u Kmouapés JI.A. 1975. Vnruburopst
cunTesa Oenka. VsnatenbctBo «Meaumnmnar, Jlenun-
rpaz, 208 c.

Bapcykos B.B. 1981. Kparkuii 0630p cucrembl noacemeii-
cTBa MOpcKknx okyHell (Sebastinae). Bonpocor uxmuo-
Jnozuu, 21: 3-27.

Beknemumes B.H. 1994. Memodonozus cucmemamuxu.
Msnareanctso KMK, Mocksa, 250 c.

Bepr P.JI. 1993. Ienemuxa u s6omoyus. V13parenbCTBO
«Hayka», Hosocubupck, 283 c.

Beprep B.A., Jlykanun B.B. u Xune6osuu B.B. 1970.
[leiicTue akruHomMunnaa D Ha c1ocOOHOCTD JTUUMHOK
Aurelia aurita v Epheria vincta x akkJImMannm pyu 13-
MEHEHUU K COJIEHOCTH Cpebl. JKypran 360110uuonnoi
6uoxumuu u pusuorozuu, 6: 636—638.

Bopounnos H.H. 1999. Passumue 36omouuonnvix uoei 6
ouonoeuu. apatemnpctBo «IIporpecc-Tpaautus», Mo-
CcKBa, 640 c.

Tlayse L. 1984. Oxosorust ¥ HEKOTOPBIE MPOOIEMBI
MIPOUMCXOXKIEHUST BUOB. IKOA02US U IBOTIOUUOHNHAS
meopusi: 5-103.

TunGepr C.MD. 2004. Ikosoruueckass GUOJIOrHs Pa3BU-
TSI — OUOJIOTHS PasBUTHS B peasibHOM Mupe. Onmoze-
nes, 35: 425-438.

TunGepr C.@D., Onun .M. u Pap P.A. 1997. Hosblii cun-
Te3 HBONIONUOHHON OMOJIOTUN U OMOJIOTUY Pa3BUTHSL.
Onmozenes, 28: 325—343.

Tony6oscknii M./I. u Yypaes B.H. 1997. /lunamunueckast
HACJIEICTBEHHOCTD ¥ antureHbl. [Ipupoda, Ne 4: 16-25.

Ipanr B. 1980. Isoaroyus opzanusmos. V3mpatenbcTBO
«Hayxa», Mocksa, 397 c.

229

Ipedemsuniit C.JI. 2008. Kronuposanue ¢ npupode, poiv
0CMAHOBKU 2eHEMUUECKOT PEKOMOUHAUUU 8 hopMUPOBa-
nuu gaynvt u gaopwvr. VIanatesbcTBO 300I0THIECKOTO
uncturyta PAH, Cankr-IlerepGypr, 287c.

Ipoauuukwmii /I.JI. 2001. dnurenerndyeckast TeOPUst IBOJIIO-
UM KaK BO3MOKHASI OCHOBA HOBOTO 3BOJIOIHOHHOTO
cunresa. Kypnan obwei 6uonozuu, 62: 99—109.

Ipoanuukuit I.J1. 2002. [lse meopuu Guorozuueckoii 560-
mouyuu. WsnatenscrBo «Hayunas wmmra», Capatos,
159 c.

Doitn J. Kaugmudpd 3., Peiinoaac II., Puumona.M. u
Yoppunr M. 1975. Moxexkyasprvie ocrosvl deticmeus
anmubuomuxos. aparenncrso «Mup», Mocksa, 500 c.

Houpya A.K. 1975. Bausuue akrunomuruia D u cubu-
POMUIMHA HA SMOPHOHAIBHOE U JINYMHOYHOE PA3BUTHE
Nereis virens Sars. Oumozenes, 6: 475—484.

Oyounun H.II. 1970. O6wasn zenemuxa. V3narenbCTBO
«Hayxa», Mocksa, 427 c.

Oymuuk ¥0.B. 1977. AHTUOMOTUKU KaK WMHCTPYMEHT
uccnenosanus. C. 336-362. B kH: Buewnss cpeda u
passusarowuiicss opeanusm. VspatenbctBo <«Haykay,
Mockaa.

Nure-BeuromoB C.I. 2002. Bosmoxknas posb HeoqHO-
3HAYHOCTH TPAHCJISIUN B dBOJIIOIMH. Monekyasipras
ouonozus, 36: 268—276.

Kammunos M.M. 1976. 9BosonmoHHoe 3HaUe€HUE OTIpe-
JIeJIEHHOW M3MeHYuBOCTU. Becmuux Axademuu Hayk
CCCP, Ne 8: 77-85.

Kapnos B.JI. 2005. Ot uero saBucur cyapba rena. Ilpu-
poda, Ne 3: 34—43.

Kupmnunukos B.C. 1949. 3naueHuie npucrocoOuTeIbHbIX
Mozaudukaiuii B asomonnu. Kypnan obueti 6uonozui,
1:121-152.

Kupnmunukos B.C. 1992. Ot rumnore3sl 0 KOCBEHHOM
oT6Ope K CO3JAHUIO HOBBIX MOPOJ PbIO U M3YUYEHHIO
OGUOXUMUYECKOrO MOJIUMOPGU3MA OJOMAIIHEHHBIX U
MUKUX ronyssaiuit. [[umonozus, 34: 112—113.

Kopoukun JI.W. 2002. Owntorenes, 3BOJIONUS U TEHBIL.
IIpupoda, Ne 7: 10—19.

JlaGac ¥0.A. u XueGouu B.B. 1976. Denorunuyeckoe
OKHO TeHOMa ¥ TiporpeccuBHast aBomonus C. 5-25 B
ki: B.4. Beprep n B.B. Xne6osuu (pen.). Conernocmuvie
adanmavuu 600HbIX opeanusmoe. VznareibetBo 300I10-
ruueckoro uncturyta PAH, Jlenunrpa.

Jlepuenko B.@D. u Meunmyrtkud B.B. 1987. Vmuraius
MaKpOIBOJIIOIMOHHOTO Tiporiecca Ha IBM. Kypnan
96010UOHHOTL OuxuMUL U Pusuorozuu, 23: 668—673.

Jlykun E.W. 1942. ApantuBHble HEHACJIEICTBEHHbBIE W3-
MeHeHUs] U uX cyibba B sBosmouuun. Kypuan obuei
buonozuu, 3: 235—-261.

Maiip 3. 1968. 3oon0zuueckuii 6ud u s6omonus. Visnarenn-
ctBO «Mup», Mockaa, 460 c.

Menuukos B.M. 1987. IIpoGaema BUI00Opa3oBaHUs U
ajanTuBHble HOPMbL. Kypnan obweil 6uonozuu, 48:
15-26.



230

Muxaiinosa H.II., Ja6ac IO.A., Coiigna T.P. u Xue6o-
Buy B.B. 1976. Myraiun ycToiiYMBOCTH K aMUHA3UHY,
crieninuyecKu TPOSIBJSIONINECS] TIPU PA3HOTO THIIA
9HEPreTUYECKOro oOMeHa AposKKeBbIx kaeTok C. 232—
245 B xm: B4, Beprep u B.B. Xuebosuu (pe.). Coste-
HOCTHBIE aJalTAllMU BOAHBIX OPraHM3MOB. V3mares-
ctBO 3oomoryeckoro nHctutTyta PAH, Jlenunrpaz.

Muxeesa T.M. u Kpioukoa H.M. 1980. Mopdosoru-
yeckue usmenenust Chlamidomonas sp, n Scenedesmus
acuminatus (Lagerh.) Chod. B npucyrcreum 3ooman-
kroHa. Hayunvt dokiaovt evicuei wxonvl. Buonozuue-
cxue nayxu, Ne 3: 60—65.

Heiidpax A.A. u Tumodeesa M.S. 1977. MouexkysisipHast
6uoJiorust mporieccos pasputuu VzmarenscrBo «Hay-
Ka», Mocksa, 312 c.

Opo6emn JI.A. 1961. Jgomovuonivie npunyunot 6 npumene-
nuu ¥ yenmpaionoil nepenoi Cucmeme. VIznarenbctBo
Axanemun nayk CCCP, Mocksa, C. 166—-262.

Pacuuupm A.IL. 2002. IIporecc aBosOIUY U METOIOJIO-
rust cucreMaTuku. 1pyodvt Pycckozo snmomonozuueckozo
obuecmea, 713: 1—107.

Casunnes M.B. u Bexmun H.JI. 2002. Hecrakunrosoe
CBsI3bIBAHUE 7-aMUHOAKTUHOMUIIMHA D u aKkTuHO-
vunuaa D ¢ JIHK u mMomenbHbIMU HYKTIEOTHIHBIMEI
cucreMaMu B pactBopax. Monexyispras ouonozust, 36:
725-730.

Cepeo6posckuit A.C. 1973. Hexomopuvie acnexmut opzatii-
ueckou agomoyuu. VzmatensctBo «Hayxa», Mocksa,
168 c.

Toouac B.M. 2004. Ilapasurmueckue HaCEKOMbBIE-IHTO-
Modaru, ux Ouosornyeckue OCOOEHHOCTH U THIIbI
napasutuaMa.  Ipyovt  Pycckozo  smmomonozuueckozo
obuecmsa, 75(2): 1-148 .

Yopmuurron K.X. 1970a. OcnoBHbIE OMOTOTHYECKHE
konneniun C. 11-38 B ku: Acraypos B.JL. (pen.) Ha
nymu x meopemuuecxoil 6uonozuu. 1. [ponezomenot. 13-
natenbeTBo «Mup», Mocksa.

Yommunrron K.X. 19706. OcnoBHble O1OJOTHYECKHE
kontenimun C. 108—115 B ku: Acraypo B.JL. (pen.).
Ha nymu x meopemuueckou 6uonozuu. V3parenbctBo
«Mup», Mocksa.

Xne6osuu B.B. 1974. Kpumuueckast corenocmo 6uonozuve-
cxux npoyeccos. VznarenpctBo «Haykay, Jlenunrpa,
235 c.

XneGosuu B.B. 1981. Axxiumanus sxcusommuvix opeanus-
mos. NzparensctBo «Haykas, Jlerunrpaz, 135 c.

Xneoouy B.B. 1999. AgantusHble HOPMbI M T'€HETH-
yeckre tpuagbl C. 93—-101 B ku: Komuunckuit 9.1.
(pen.). deomoyuonnas 6U0I02USL: UCTIOPUSL U MEOPUSL.
UsnarenbcrBo Cankr-Ilerepbyprekoro dummana VH-
CTUTYyTa ucTOpuu ecrecrBozuanust u texuuku PAH u
Canxkr-Iletepbyprekoro o6mecTBa ecTeCTBOUCIIbITATe-
seit, Cankr-IlerepOypr.

XaeGosuu B.B. 2002a. Ananranuu ocobu U KJIOHA: MeXa-
HU3MbI U POJIU B 9BOJIIOLUU. YCnexu co8pemMennoi 6uo-
nozuu, 122: 16-25.

Paspnen 3. B.B. Xnebosuu

Xae6osuu B.B. 20026. /losiroBpeMeHHO€ IPUBbIKAHUE KaK
YaCTHBIN cirydail akkanmannu. /Joxnadst Poccutickoi
axademuu nayx, 384: 139—141.

Xae6osuu B.B. 2004. Ocobb kak kBant xkusnu C. 144—152
B ki: A.D. Anmumos u C.JI[. Crenanbsiniy (pen.). yu-
damenmanvhvle 300j0euneckue ucciedosanus. Teopus u
memoowt. znarenbctBo KMK, 384. Mocksa, Cankr-
ITetepOypr.

Xne6osuu B.B. 2006. HoBoe ok#o B snureHetuxy. IIpu-
poda, Ne 7: 22-29.

Xue6osuu B.B. u lerrsipe A.B. 2003. Mexanusmbl 06pa-
30BaHKs 000pOHUTENLHBIX MOPd ¥ Euplotes aediculatus
(Ciliata, Hypotrichida). ZJokzaodvr Poccuiickoii axade-
muu nayx, 392: 571-573.

Xne6ouy B.B. u [errsapes A.B. 2005a. MexaHusMbl
obpasoBaHust 060pOHUTEbHBIX MOPD y Scenedesmus
acutus (Chlorophycea, Scenedesmacea). Jokradvt Poc-
cutickotl akademuu nayxk, 403: 715-717.

XaeGosuu B.B. u Jlerrsipes A.B. 20056. Mexanusm 006-
pasoBanus 060poHUTEIBHBIX MOPD y Daphnia pulex
(Cladocera, Daphniida. okuadwt Poccutickoii akademuu
nayx, 404: 139-141.

XueGosuu B.B., Kyaanruesa JI.B. u Jlerrsipes A.B. 2004.
Brusave akTrHOMUIIMHA D HA COJIEHOCTHBIIO aKKJIU-
manuio Paramecium calkinsi. Hszeecmusi Poccuiickoil
axademuu nayx, cepust buogornueckast, Ne 1: 5-7.

Xne6osuu B.B. u Jlykanun B.B. 1980. /Ilunamuka cunre-
308 PHK u MmuToxonapuasbubix CUHTE30B B IIpolecce
agarnraiuy mwianys Aurelia aurita Kk N3MeHEHHUIO CPeJbl
1o ganupiM uHrnOuTopHoro ananusa C. 123-130 B k:
J1.B. Haymos u C./I. Crenanbsinit (pen.). Teopemuue-
CKOE U NPAKMUYECKOe 3HAUCHUE KUUEUHONOIOCTNHBLY. —
Usnarensctso 3oonorudeckoro uncturyra AH CCCP,
Jlenunrpaj.

Xne6oBuu B.B. u Opdees 10.M. 1975. O6 5K0I0THUECKOM
CTUMYJIe TIPOTO30MHON KOJOHMATBHOCTH W CTAHOB-
snenns muoroksierounoctu C. 11-14 B xu: Boponios
H.H. (pen.) Ipobaemot s6omovuu. T. 4. VI3natenbcTBO
Axanemun nayk CCCP, Hoocubupck.

Yypaes P.H. 2005. KonTtypbl HekanoHnueckoi Teopun Ha-
CJIE[ICTBEHHOCTH: OT TEHOB K atureHam JKyprai obuei
ouonozuu, 66: 99—122.

IanomnukoB L.X. 1987. OGpasoBaHue KOMILIEKCOB
6smmskux (opm u ux usydenue y tieii (Homoptera,
Aphididae). 3oonozuueckuii acypnan, 66: 1196—1208.

MTanomnukos I.X. 1990. Paziimuns B )KM3HEHHDIX [UKJIAX
U aJIallTUBHBIX TAKTUKAX MEXIy Onuskumu (hopMaMu
rieit (Homoptera, Aphididfae). Sumomonozuueckoe
obospenue. 69: 264—280.

MIvmkun M. A. 1984. ®enoTunudeckie peakiiny 1 9BOJIIO-
ronHbIi 11potecce (Eie pas 06 9BOMONUOHHONE posin
mogundukannit) C. 196-216 B k1. Ixonozus u 3601104U-
onnas meopus. anatensctso «Haykas, Jleannrpan.

Mymkua M.A. 1988a. dBomonnsa Kak aMUTeHeTHIeCcKui
nportecc C.142—-169. B xu: Cospemennas naieonmono-
eus. VIamatensctBo «Henpay, Mocksa.



ﬂHCerTHbIe alalITUBHBIC HOPMbI

Iumkua M.A. 19886. 3aK0HOMEPHOCTH 9BOJIONUH OHTO-
rere3a. C. 169-209. B xu: Cospemennas naieonmono-
eus. Msoamenvcmeo «Henpa», Mocksa.

HIvmkun M. A. 2006. nauBupyarbHOoe pa3BUTHE H YPOKU
spoJstoruu. Onmozenes, 37: 179—198.

Imansraysen .M. 1940. lI3menuuBocTh U cMeHa ajiari-
TUBHBIX HOPM B Ipollecce aBosonuu. Kypnar obwet
6uonozuud 1: 509—-528.

IImansrayzen U.W. 1969. [IpoGremovr dapsunusma. Nspa-
TerbcTBO «Haykas, Mocksa, 493 c.

IImansraysen U.1.1982. Opzanusm xax uenoe 6 unoueu-
Jyanviom u ucmopuueckom pazsumuu. VI3paTeabeTBo
«Hayka», Mocksa, 228 c.

Ilopeirun A.A. 1952. [Tumanue u nuwesvle 63aumoomno-
wenus poio Kacnuiickozo mopsi. Isgarenberso «Iluie-
npomusiaty», Mocksa, 268 c.

Andersen N.M. 1993. The evolution of wing polymorphism
in water striders (Gerridae): a phylogenetic approach.
Oikos, 67: 433—443.

Aoki S. and Myazaki M. 1985. Larval dimorphism in
Hormaphidinae and Pomaphidinae aphids in relation
to the function of defending their colonies. P. 337—338.
In: Evolution and biosysematics of Aphids: Zaklad naro-
dowy im. Osoloinskich. Wroclaw.

Black A.R. 1993. Predator-induced phenotypic plastic-
ity in Daphnia pulex: life history and morphological
responses to Notonecta and Chaoborus. Limnology and
Oceanogrfphy, 38: 986—996.

Boraas M.E., Seale D.V. and Boxhorn J.E. 1998.Phagot-
rophy by a flagellate selects for colonial prey. A possible
origin of multicellularity. Evolutionary Ecology, 12:
153—164.

Bronmark C. and Pettersson L. 1994.Chemical cues from
piscivores induce a change in morphology in crucian
carp Oikos, 67: 396—402.

Cruz L.P. 1981. A sterile defender in a polyembryonic
hymenopterous parasite. Nature, 194. Ne 5840: 446—
447.

Gilbert J.J. 1980. Further observation on developmental
polymorphism and its evolution in Brachyonus calyci-
Jlorus. Freshwater Biology, 10: 281-294.

Goldschmidt R. 1940. The material basis of evolution. Yale
Univ. Press, New Haven, 436 pp.

231

Ho V. 1964. Identification and «induction» of interferon.
Bacteriology Review, 28: 367—381.

Kellis M., Birren B.W. and Lander E.S. 2004. Proof and
evolutionary analysis of ancient genome duplication
in the yast Saccharomyces cerevisiae. Nature, 428:
617-624.

Khlebovich V.V. and Abramova E.N. 2000. Some problems
of crustacean taxonomy related to the phenomenon of
horohalinicum. Hydrobiologia, Belgium, 417: 109—113.

Krueger D.A. and Dodson S.I. 1981. Embryological in-
duction and predation ecology in Daphnia pulex. Lim-
nology and Oceanography, 26: 219—223.

Kusch J. 1993. Predator-induced morphological changes in
Euplotes (Ciliata): isolation of the inducing substances
released from Stenostomum sphaegnetorum (Turbel-
laria). Journal Experimental Zoology, 285: 613—618.

Liinning J. 1995. Life-history responces to Chaoborus of
spined and unspined Daphnia pulex / Journal of the
Plankton Research, 17: 71-84.

Liirling M. 2003. Phenotypic plasticity in the green algae
Desmodesmus and Scenedesmus with special reference
to the induction of defensive biology. Annales de limnol-
ogy, 39: 85-101.

Repka S. and Pihlajamaa K. 1996.Predator-induced
phenotypic plasticity in Daphnia pulex: uncoupling
morphological defenses and life history shifts. Hydro-
biologia, 339: 67-71.

Repka S.,Walls M. and Ketola M. 1995. Neck spine
protects Daphnia pulex from predation by Chaoborus,
but individuals with longer tailspine are at great risk.
Journal of the Plankton Research, 17: 393—403.

Schlichting C.D. and M. Pigliucci. 1998. Phenotypic evo-
lution. A reaction norm perspective: Sinauer, Sinder-
land 387 pp.

Stemberger R.S. and Gilbert J.J. 1987. Defences of
planktonic rotifers against predators. P. 227-247 In:
Predation: Direct and Indirect Impacts on Aquatic Com-
munities. Univ. Press of New England, Hanover.

Waddington C.H. 1961. Genetic assimilation. Advances in
Genetics, 10: 257—283.

Wolfe K.H. and Schields D.C. 1997. Molecular evidence
for an ancient duplication of the entire yeast genome.
Nature, 387: 708—-713.






