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Yactp Tperba
METOJbl ®EHETHKH NOMYJALHA

YIOK 575.17

SAMUTEHETHYECKASI HBMEHYHUBOCTbD:
HEMETPHYECKHE NOPOTOBbIE NPU3HAKMH,
®EHbBl H UX KOMINIO3HLIUHU

A.T. BACHUJIBEB
HHctutyT 3Kkosoruu pacrenuit u xuotHux YHIL AH CCCP, Csepanosck

deHeTHKA Kak cneuuduyeckoe HanpasJjeHHe HccaenoBaHuil (56-
JokoB, 1980) mpuBJeKkaeT cefiyac ClelHaJHCTOB H3 pasHbXx ob.aac-
Tell GHOJIOTHH, OAHAKO He NMPEKPaLIAIOTCA CIOPHl O ee TEOPETHUYECKHX
OCHOBaXx M CoAep:KaHHH. B camble moc/enHue roiabl Kak B Hallel
CTpaHe, TaK H 3a py6ekoM pe3KO BO3DPOC HHTepeC K Pa3/JHYHBIM, B
TOM YHCJIE 3BOJIIOIIHOHHBIM, acnektaM anureHeTHkKH (Llumkun, 1984,
1986; Benoycos u ap., 1985; Alberch,’ 1980, 1985; u ap.). B sroit
CBSI3M HaM MNpeJACTaBJSETCS BaXKHbBIM OOCYIHTb (DeHOMEH 3NHreHe-
THYECKOH M3MEHYHBOCTH H HEKOTODble CBSI3aHHbIE C 3THM SIBJIEHHEM
MOHATHSA (PEHETHKH.

Ilo cnoBam B. B. KoHioxoBa, «peHOTHI MHOTOKJETOYHOrO Opra-
HH3Ma paccMaTpHBaeTcs cefiyac He KaK MO3aHKa MPH3HAKOB, KOHT-
pPOJIMPYEMBIX OTAEJNbHBIMH F€HaMH, a Kak OOLHI NPOAYKT B3aHMO-
NeHCTBHS MHOTHX Thicsy reHoB B oHToreHe3e. C/ie1oBaTe/ bHO, TeHO-
THN pa3BUBAIOILErocsl OpPraHu3Ma NpeAcTaB.asgeT cob60Hi 3MHUreHeTH-
YeCKyl0 CHCTEMY, HJH, KaK Ha3Ba.J ero YOIAHHITOH, 3MHCeHOTHI»
(Konioxos, 1986, c. 264). B 3ToM naaHe WHTepeCHO HANOMHHUTDL BbI-
ckasbiBanHe H. B. Tumodeesa-Pecosckoro u B. U. MBanoBa, nu-
CaBILIHX, YTO «CJOXKHOCTb B32aHMOOTHOIIEHHH MeXK1y KOAOM HacJ/ex-
CTBeHHOH HH(OpDMAaLHH, C OAHOH CTODOHBI, H (EeHOTHIOM —C IpYy-
ro#l, 1aBHO yKe siCHA reHeTHkaMm. M JHlIb KDUTHKH TeHETHKH, HeE
HMelllHe K Hell OTHOIUeHHs, MPHIHCHIBAIOT FeHETHKAM NPHMHUTHB-
Hble JUHeHHble cXeMbl reH—IpH3HaK. ...['eHoTHn paboraeT B OHTO-
reHese He KaK CyMMa TeHOB, ONpee.IS0UHX COOTBETCTBYIOLLYIO CYyM-
My NPH3HAKOB, a KaK LEJOCTHAas CHCTEMAa, B KOTOPOH Ka*KAbIH reH
OTBETCTBEH 3a MHOTHe NMPHU3HAKH, a Kax/blil NpPH3HAK ONpeessieTcs
mHorumu reHamu» (TumodeeB-PecoBckuii, Msanos, 1966, c. 116).
YxKe U3 NpHBENEHHBIX BbICKA3bIBAHHH CJEAyeT, YTO Te MPOSIBIEHHS
aJbTepHaTHBHON H3MEHYHBOCTH, KOTOPble IMIHPHYECKH CPaBHHUTEb-
HO JIeTKO 06HapyKHBAIOTCS M Ha3bIBalOTCs (PEeHaMH, B T€HETHYECKOM
OTHOIIEHHH AO.TKHBI OBITh JaJeKO He 3JeMeHTapHbIMH.
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Xopouo H3BECTHO, UTO He CaMH IeHbl B3aHMOJEHACTBYIOT DY C
apyrom, a ux npoaykth (Konioxos, 1986). DTH «HaareHeTHuecKHe»
B3aMMOJEHCTBHSI MPOAYKTOB paboThl reHoB, COOCTBEHHO, H Ha3blBa-
I0TCSl 3MHreHeTHYecKMMU. K 3TOMy ciaeayer no6aBHTb, UTO TaKHe
M3HayaJbHO BaXKHble [JIsS TeHETHKU SIBJIEHHS, KaK JOMHHAaHTHOCTb H
pelleCCHBHOCTb,— CBOHCTBA «IPH3HAKOB», a He F€HOB, TaK KaK reHbt
Ha MOJIEKYJSIPHOM YpPOBHe (DYHKUHOHHPYIOT KOAOMHHaHTHO (Murt-
podanos, 1977; Konioxos, Honues, 1981). Tpyaso B cBere 3TOro
COMHEBATbCSl B TOM, YTO SIBJI€HHS NOMHHAHTHOCTH H PELECCHBHOCTH
o6ecrneuynBalOTCs 3NUTeHEeTHYECKHMH MeXaHH3MaMH MopdoreHesa.
Takum o6pa3oMm, HaM MNPeACTaBJsETCH, YTO SMHreHeTHYECKHe sBJe-
HHSI M TEOPHSl SMHUIeHeTHKH H eCTb Ta OCHOBA, Ha KOTOPOH AOJIKHO
CTPOHTHCS 31aHHe PEHETHKH.

SNMUTEHETHYECKHUA JAHAIWAST NONYJSALHH
H 3NMUTEHETHYECKAS HU3MEHYUBOCTD

B coorserctBun co Barasgamu K. Yomaunrrona (Waddington,
1957), dyHKIHOHHDOBaHHe 3NHreHoTHna 3alydepeHo TakuM obpa-
30M, YTO TNpoLecC pPasBHTHSA OKa3blBAETCS <«KaHAJH30BAHHBIM» —
K€CTKO HalpaBJIeHHBIM, HECMOTPsSl Ha HaJH4YHe DPasJHYyHOro poja
oMex KaK CO CTOPOHbl BHelllHeH cpejabl, TAK H BHYTPeHHeH — reHo-
tunuueckoil. OqHaKo 3Ta ycToHYHBOCTb He Ge3rpaHHyHa: Hapsady C
OCHOBHO#M TpaekTopuell pa3BuTHsl (KpeogoM), KoTopas BeaeT K dop-
MHPOBAHHIO HOPMAJbHOTO 1.5 NMONYJASUUH HJAM JNHHMUH (eHOTHNA
(«aHKOro THma»), uMeercs Habop «cyOKpeodOB», HANpaBJEHHBIX B
X0J4€e Pa3BHTHS Ha peasH3alHio oNpeaeseHHbIX, OTIHYHBIX OT HOPMBbI
YCTOMUYMBBIX COCTOSIHHHA (eHoTuna. i HarasaHOCTH YOIAMHITOH
BBEJ YJAYHYIO AHAJIOTHIO — 3MUreHeTHUYecKHH JanawadT. DT0 mNo-
HATHEe OBbLJIO CO3J4aHO NJs onucaHus MopdoreHesa ocobH, rie Kax-
nasi «f0/JHHa» BeleT K (POPMHPOBAHHIO TOrO MJIH HHOrO OpraHa HJHx
yacTH opraHusMa. §I cyHTaio BMOJIHE YMECTHBHIM TOBOPHTb 00 3MuTe-
HETHYeCKOM .JaHauadTe NomyJsuuH, ONHpasch NPH 3TOM HAa MHOTO-
YHCJEeHHble 3MIHDHYecKHe (aKThl ONpeleseHHOCTH H TpeacKasye-
MOCTH (eHOOOJIMKa Ka>KAOH MOMyJSILMH BHAA KaK MO KOJMYECTBEH-
HbIM TNapaMeTpaM, XapakTepH3yIOILHM ¢opMy, TaK H N0 HYacToTaM
aNbTePHATHBHbIX BapHalHH MPH3HAKOB.

IToHnMas «oHTOreHes» He TOJIbKO KaK HHAHBHAYyaJbHOE pa3BH-
THe 0COOH — eJHHHYHOe cOObITHE, HO H KaK oOLly10 BHAOBYIO NpO-
rpaMMy Das3BHTHs, JerKO MNPHATH K TPeTbeMy €ero TOJKOBaHHIO.
Mo>XHO paccMaTpuBaThb <«MOMYJSIUHOHHBIH OHTOreHe3», Ompefae.ss
ero Kak obuiee A.151 Bcex ocobelt MomyJsiUMH NpeJoMJeHHe BUAOBOM
nporpaMMbl DasBUTHA, HCTOPHYECKH OTILIH(POBaHHOE OT6OpOM AJIA
KOHKPETHBIX YCJOBHH ee cyluecTBOBaHHS. QueBHIHO, 4TO <«HOMYJsi-
IHHOHHBIA OHTOreHe3», ABJAAA co60i o6liHe YepThl Pa3BHTHS KaxKaoH
0cobH B KOHKPETHOH momnyJsiuuu, B Maciitabe Buaa 6yaeT yHHKaJleH
u eiuHHYeH. B sTOoM mNoOHATHHM fABHO npocTynawT 4epThl uI0COD-
CKOH KaTeropuu «ocobeHHOrO», siBasollelica OydepoM Mexnay Ka-
TErOPHAMH «OGLIEr0» H «eAHHUYHOTO>,
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WUnen K. YonnuHrTOHA HeAaBHO MOJNYYHMJH pa3BuTHe Giarofaps
pa6oram M. A. lumkuna (1984, 1986) u II. Onbepua (Alberch,
1980, 1985). PaccMoTpuM B CBSI3H CO CKa3aHHBIM HaMH Bblllie OJHH
M3 BasKHeHMIUMX Joruyeckux BbiBogoB M. A. IIlumikHHA O TOM, «YTO
BCE 3HTOTHl OJIHOTO BHJA HMEIOT OJHH H TOT € MNOTEeHIHAJbHbIH
CNIEKTD NyTe# pa3BHTHA U Pa3/HYalOTCH JIHIIb 110 BepPOSTHOCTH HX
ocyuecTieHusi» (1986, c. 69). B cBere cka3aHHOro BhiLe O «MOMY-
JISIIIAOHHOM OHTOreHe3e» MOXHO 3aKJIOYHTb, YTO KaxXJaas 3HroTa
(oco6b) momyJsiUME B XO[€ Pa3BUTHS MOXKET peasH30BaTh JIOOOH U3
HUMEIOIHXCSl B KOHKDETHOH NOMyJsIlHH NyTeH pa3BHTHSA, OJHAKO C
onpejeJieHHO, 3aJaHHOH AJs 3TOH NONYJSIHHY BEPOATHOCTBIO HX OCY-
ecTBJeHHA. B 3TOM cMbIc/e Kaxaas 0cobb COAEPKHUT HHYOPMALHIO
0 eIHHOM [JIs NMOMYJISIHH SNUTeHeTHYeCKOM JaHimadre. 10 He
IPOTHBOPEUHT TOMY, UTO T€HOTHI KaxA0H oco6H yHHKAJIeH, TaK Kak,
N0 OnpefesieH IO, 3NUreHeTHYECKasl CHCTeMa YCTOHUHBO NpeojoJieBa-
€T pa3JIMYHOro poJa MOMEXH He TOJNbKO BHEIIHeH, HO H BHYTpeHHeMl
cpefbl B XOJe pa3BepThIBAHHSI OHTOT€HETHYECKOro Kpeoja. PeHoTun
OT/leJIbHOM OCOOGH NMO3TOMY MOXKHO paccMaTpHBaThb KaK BePOSTHOCT-
HYI0 KONMHIO o0LIe# AJIsl MOMYJIsSIUMH 3MHTreHeTHYecKod monenau. AHa-
JIU3 MHOXecTBa oco0ell MomyJ/isiiHH, NMPUHAAJNeXaUUX OAHOH H TOH
Ke reHepaluy, NO3BOJsIeT CTaTHCTHYECKH PAaCCMOTpPeTh Kak Obl oOC-
HOBHO# KOHTYp 3IHreHeTHYecKoro Janamadpra mnonyasuud. Huxe
MBI NpHBeleM HeKOTopble ()aKThl, MO3BOJSIOLUIHE CYUTATb PeasbHO-
CTBIO €IMHYIO SNHreHeTHYEeCKyI0 cHCcTeMy nonyasiuuH. [Topoxaaemyio
3TOH CHCTEMOH 3aKOHOMEPHYIO H3MEHUHBOCTb B NPOTEKAHHH pa3BH-
THSL CJelyeT Ha3blBaTb 3MNHMreHETHYECKOH H3MEHYHBOCTbIO. Takum
o6pa3oM, 3NMHreHeTHUYeCKass M3MEHYMBOCTb NpeJcTaBiasieT coboil Be-
POSITHOCTHOE OCYyILeCTBJIEHHE HMelollerocss B Ipelejax TIpyNNoBoi
HOPMBI peaKUHH Habopa yCTOHUHBHIX SMHI€HETHUECKHX TPaeKTopHil.
Bce TpaekTopHH pa3BHTHS, YKJIOHSIOLINECS OT [VIAaBHOTO MyTH, GyaeM
Beaen 3a M. A, IIIumKHHBIM Ha3biBaTb aGeppaHTHHIMH 3NHUIrE€HETH-
YyEeCKHUMH TPAEKTOPHUAMM, OTAaBasi cebe OTYET B TOM, UTO GOJIBIIHHCTBO
TaKHX TPAeKTODHH SBJSIOTCH HOPMaJbHBIMH aTpHOyTaMH peasiu3a-
MU 3MHIeHeTHYeCKOoro JaHAmadTa nonyasiiHid, HO HMEIOUHMH JIHIIb
HH3KYI0 BEPOSITHOCTb OCyllecTBJeHHs. PasHble momysnsiuMd BHA2 B
CHJIy YHHKAJBHOCTH HX HCTOPHYECKOr0 B3aHMOAEHCTBUS C KOHKpeET-
HOM JIOKaJIbHOH 3KOJIOTHYeCKOH 06CTaHOBKOH OVIVT 3MHreHETHUYECKH
pasanunbiMH. CMexHble, COCelHHe NONYIALHH N03TOMY 6yayT oGJia-
JaTh CXOJHBbIM, HO BCerja HeTOXeCTBEHHBIM 3NHreHeTHUECKHM JaH -
mwagToM.

MOPOTrOBbIE NPU3HAKH, ®EHbl U HX KOMIIO3HULHH

CyluecTBeHHO BaXXHBIM Mbl cUuTaeM u Apyroi BeiBox M. A. Illum-
KHHA, BO MHOTOM cO3BYuHBI# ¢ MblcassMu 1. Onb6epua (1980), o Tom,
«4TO Pa3BHTHe NpeACTaBJIsieT CO00H CHCTEMY C OTPAHHYEHHBLIM BBbI-
60pOoM BO3MOXKHBIX Pe3yJbTaTOB H YTO BCe OHH HE3aBHCHMO OT HX
Haya/bHBIX NDHYHH HMEIOT OAHY H Ty XK€ OCHOBY — KOJIHYECTBEHHBIE
MOpOroBble HapyLIEHHs HOPMaJbHOH KOODAHHAIHH MPOLECCOB OHTO-.
reHesa (paccoryiacoBaHue CKOPOCTeH peaklLHi, H3MEHEeHHe KOHLEeHT-
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pauuii pearupyloumux Bewlecrs U T. A.)» (uwxuu, 1986, c. 70).
B s3Toft cBA3H yMECTHO HalNOMHHTb, UTO AHIJIHHCKHE FeHETHKH (CM.:
Griineberg, 1963) B 50—60-x rr. sKCHepUMeHTaJbHO OGOCHOBAJH
npejacTaB/eHHe o moporoBbix npH3Hakax (threshold characters) u
SIBJIGHHH 3MHUreHeTHyeckoro nosnamoppusma (Berry, Searle, 1963).
OG6cyKeHHIO 3TOrO BoNpoca NocesilleHa 6oJibliasi AHTEpaTypa, Io-
3TOMY HANlOMHHM JIHIIb OCHOBHBbIE BBIBOABl 3THX HCC/€I0BaHHI.

EcTb MHOXKeCTBO aJbTePHATHBHO BapbHPYIOUIHX NPH3HAKOB, KO-
10Dble HAa CaMOM Jie/le HMEIOT KOJIHYeCTBEHHYI0 OCHOBY BapbHpOBa-
#Hs. B xome paseuTHsi Ha MX BapbUPOBaHHE HAaKJaJAblBAaIOTCH 3MH-
I'eHeTHYeCKHe NMODPOroBble orpaHuueHus. IIpH DOCTHIKEHHH KPHTHYe-
CKOM (MOpOroBoil) BEJHUHMHBI TaKOH KOJHUECTBEHHbIH MDH3HAK MO-
7KeT NPOSIBHTbCS B (DEHOTHIE H BapbHPyeT KdK OOBIYHBIA KOJHYeCT-
BeHHBI Npu3HaK. Eciu B mpouecce ero 5MOpPHOHAbHOH 3aKJaiKH
HOPOroBBIH YPOBEHb HE JOCTHraeTcs, NPH3HAK BooOlle He NMposBJS-
ercsl B ¢peHotune. OIHH H TOT 2Ke NOPOrOBHIH NPH3HAK MOXKET HMEThb
B XO0Jle KOJHYECTBEHHOrO BAaPbHPOBAHHSA HECKOJbKO YCTOHUHBBHIX CO-
CTOSIHHI — NOPOTOBLIX YPOBHeH, NpeojoJieBasi KOTOpble OH KauyecT-
BeHHO H3MeHsercs. IlomaBasioutee GOJNBIIHHCTBO TakKHX MopdoJo-
IHYECKH XOPOLIO Pa31HYHUMBIX H AHUCKPETHBIX YCTOHYUBBIX COCTOSTHHH
NOPOroBHIX NMPH3HAKOB Ha INpPaKTHKe paccMaTpHBaloTCs KaK (DeHH.
JlefCTBHTE/NBbHO, €CTh BCE OCHOBAHUSI MOHAMATh eH KaK yCTOHYHBOE
COCTOSIHMe MNOpOroBOro NpH3Haka. IlpuMmeuaresbHO, YTO K TaKOMY
XKe B I[eJ0oM onpepeneHuo ¢eHa, HO HCXOAS U3 APYrux coobpaxe-
Hull, npuwen M. B. Muna (1986). Heo6xonuMo passiuuath ¢eHH H
ux Komnosuuuu. CrenyeT NOAYepPKHYTb, YTO HA INPAaKTHKe OYeHb
YaCcTo NMyTalOT HCTHHHBIE (eHbl — YCTOHYHBBIE COCTOSIHHSA IPH3HA-
Ka — M KOMIIO3UIIMH KaK coyeTaHHsl (eHOB pa3HbIX MPH3HAKOB (KOM-
II03ULMH TPEACTABASIOT cO60H NHCKPETHOCTH BTOPOrO IOPSIAKaA).

MecronosoxkeHne SMHreHeTHUYECKHX NMOPOroB HAa €XHHOH KoJHye-
CTBEHHOH IKaJie BaDbUPOBAHHS NMPH3HAKA JOCTATOYHO YETKO COXpa-
HAeTcs B eHHOM IO NPOHCXOXKIEeHHIO TPYNIHPOBKE, HO pasJjnHyaercs
B Da3HbIX rpynnax (JHHHSAX, HONYyJALHsAX). VIMEHHO Ha 3TOM OCHO-
BaH MeTOJ OlEeHKH «(eHeTHYeCKHX NHCTAHLUHUH» MO KOMILIeKCy He-
METPHUYECKHX IIOPOrOBBIX NPH3HAKOB, KaK Mbl ero HasbiBaeMm (Ba-
cuibeB W Ap., 1986), mwupoko npumenenuwi Beppu (Berry, 1963)
K €ro nocJjenoBaTessiMH.

«ABEPPATUBHASI» (3MUTEHETHYECKAS)
HU3MEHYHUBOCTb PUCYHKA HAIKPbIJINA )KYKOB

HanGonee o6cTosiTennbo abeppaTHBHAs H3MEHUYMBOCTb PHCYHKa
HaJKDbIJIH XKeCTKOKPHIIbIX o6cyXaeHa B pa6ore H. H. ®uaunnosa
(1961). BoiBoabl U3 Hee MOXKHO COPMYJIHPOBATH CJeAyIOMHM 00pa-
3oM: 1) abGeppaTHBHas M3MEHYHBOCTb DHCYHKa HaIKDHIIHH XKYKOB
Rcerja AMCKPETHa; 2) BHIPAaXKEHHOCTb 3JeMEHTOB PHCYHKa (MsTeH,
nepessi3el), HeCMOTPS Ha IHUCKDETHOCTb, HMeeT KOJHYECTBEHHYIO
NpupoAy; 3) MeCTONOJIOXKeHHe KaXAOro 3JeMeHTa PHCyHKa MO OT-
HOIIEHHIO K APYTHM CTPOro ONpeAeJieHO H He cayuaiiHo; 4) B pH-
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CYHKe €eCThb yCTOHYHBBIE H HeyCTOHUMBBIE 3JIeMEHTbl; 5) pas3BHTHE
.PHCYHKa Y KaXXJOro BHAA NOJYHHEHO cnenH(HYeCKHM 3aKOHOMepHO-
cTAM. 3Has NyTH Pa3BHTHS PHCYHKA, MOXKHO YCTAaHOBHTh BHIOBYIO
NpHHAAJIEXKHOCTh Aaxe Hanbojiee pe3Ko OTKJIOHHBLIeHcs ocobH. Hc-
NoJb3ysl 3TH BHIBOJABl KaK MNOCTyJaTbl, TPYJAHO He NPHHATH K Npel-
NIOJIOKEHHIO O CHCTEMHOM Xapakrepe abeppaTHBHOH H3MEHYHBOCTH.

H. H. IlnasuapumiukoB (1936) onucan y ycaya H3MeHYHMBOrO
(Evodinus interrogationis) 150 abeppauuii pHCyHKa HaAKpBLIHH,
a 10. K. HoBoxenoB (1980) ToabKO Ha ¥paJie 06HAPYKHA YV 3TOTO
puaa nopsaka 80 HoBeix Bapuauuil. BoiOpaB 3Toro ycaua Kak Mo-
JeJb AJs H3yyeHHs abeppaTHBHOH H3MEHYHBOCTH, Mbl OTJIOBHJH B
HauyaJie Jeta B 1984 u 1985 rr. 1Be BHIGODKH B CBEPAJIOBCKOH HOmy-
JISIIMH H3 MecTa, rjae MHoro Jet cobupan marepuan lO. M. Hoeoxe-
HoB (Mecto c6opa coBnanzaer no 0,5 KM), a A/ cCpaBHEHHS] HCNOJb-
30BaJH ONyO6JHKOBaHHble MaTepHaJbl MO CBEPAJOBCKOH H HJbMEH-
ckoil nmomyasiuusm ycasa (Hosoxenos, KopobunbiH, 1972).

B 06eux H3yueHHBIX NONYJALHAX BapbHpyloLlash 4acTb PHCYHKa
HAJKPBINHHA — NepeMblYKH MeXAy MNATHAMH, MECTONOJIOXKEeHHEe KO-
TOPHIX cTporo coxpansiercs. BriaBuioch 10 cnoco6oB coeanHeHHs
lIITeH TepeMblYKaMH, HyMepalHs MecTONOJIOXKEHHH KOTOPhIX MHpH-
BelneHa Ha cxeMe (puc. 1, a). Hdns Kaxaoro HaAKpHIJAbS 3alHCHIBa-
Jlacb KOHKpeTHasi KOMIO3HLHS — coYeTaHHe HOMeDOB MNepeMblueK
(puc. 1, 6). HacTtoThl nepeMblyeK NOACYHTHIBAJHChH IO OTHOLIEHHIO KO
BCEM H3y4YeHHBIM HaAKDBIJIbSM. HacTOTH AJIs1 JIEBOrO H NPaBOro Hai-
KPbIMHil NPAaKTHUYECKH COBIAJAalOT, HECMOTPS Ha 4YaCTyl0 acHMMeT-
pHIO NPOSiBJIEHHA Ha pa3HbIX cTOpoHaXx ocobu. [loaTomy HawH npaH-
Hble OblJIM BIOJIHE CPAaBHHMBI C JaHHLIMH, BHIYACJIEHHLIMH N0 pabo-
Te I0. Y. HoBoxkenoBa u H. M. Kopobuubina (1972), rze pacuer
4acTOT INIPOBeNEH Ha YHCJO MNpaBulX Haakpuaui (taba. 1). Has
KOCBEHHOH OLlEHKH OTHOCHTEJNBbHOrO KOJMYeCTBA NHUrMeHTa Ha Han-
KDBIJIbE HCIO.1b30BaJIC HMEAEKC NHIMeHTAalUHH — NJIOIIaAb HHCMeH-
THPOBaHHOTO YYacTKa, [JejeHHas Ha oO0uylo NJolaib HaAKpPbLIbsS
(B mpoleHTax).

OTHOCHTeIbHOE KOJIHYECTBO NUTMEHTa, NPOSBJSIONIErocs Ha Hal-
KpblJbe, T0-BUAHMOMY, B 3HAUHTEJbHOH CTENEHH Ompeaessiercs 3H-
JOr€HHBIMH NPHYUHAMH Da3BUTHS H B MeHblIEH — 3K30TeHHBIMH, TaK
KaK NPaKTHYeCKHd OTCYTCTBYET KODpeJsLHd MeXAy oOLIMMH pa3me-
pPaMH XyKOB, BO MHOTOM ONpeieJsIOUIHMUCS BHEIIHHMH YCJOBHSIMH
pocTa JIMUHHOK H HHIAeKcoM nurMeHTauuu (r=—0,04). Hanporus,
MeXAy HHAeKCOM NHIMeHTalHH H YHCJIOM JiepeMblieK OOHapyKu-
Jlach JKecTKasl NoJoXHTesbHas Koppeasuus (r=0,98): npu ysesu-
UeHHH OTHOCHTeJbHOH IJOHlaAH NHTMEHTHPOBAHHBIX YYacTKOB Haf-
KDBUIMH TPSIMO IPONOPLUHOHAJBHO Bo3pacTaeT obllee YHC/IO IepeMblueK.

ITo unaekcy nHrMeHTauHH OBIIH TNOCTPOEHH HOPMHPOBaHHbBIE
pacnpefesneHnss HAAKDHIIHNA, MapKHPOBAHHBIX HAJHUYHEM TO# HJH
HHOH KOHKpDeTHOH nepeMblukH (pHc. 2, a). Ilpu HauboJiee HH3KOM
VPOBHE NHIMEHTAUHH MNPOABJAIOTCS TOJIbKO NepeMbluku 2, 7 u 10.
[To Mepe pocTa NMHrMeHTHPOBAHHOCTH 3aTeM IOSIBJSETCS NepeMbll-
xa 1, notom 4, 5, 6 1 8 u ToMIBKO NocJe 3Toro 3 u 9. I[Ipu onpenenex-
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HOM YypOBHE NHIMEHTHPOBAHHOCTH
nepeMbldika CTAaHOBHTCS KOHCTaHT-
HOHM yacTblo pucyHka. CyliecTByer
HeKHH HepapXHuyeCKHH JIHHeHHBIH
HOPSI0K NOSABJIEHHS! ONpeJeJeHHBIX
nepeMblieK H BKJIIOYEHHS HX B
CTPYKTYpy PHCYHKa. JTO MO3BOJA-
€T INOCTPOHTb MOJeJb-aHaJOrHIO
(puc. 2, 6). IlpeacraBuM, YyTO HMe-
eTcsl JaHamadT, HanOMHHaIOLHA
pycJo BHICOXIIeH peKH, TIle eCThb
rny6oKHe IMBl H COeJHHSIOLINE HX
NPOTOKH pa3Ho# rayOuHbl. Ilpu mo-
BbILIEHHH YDOBHA TPYHTOBBIX BOJd  Pyc. 1. dneMeHTH CTPYKTYpH pH-
HaHnboJiee T1y6OKHe SMbl 3aOJHAT- CyHKa HaAKpHUIHA Yycaya H3MeHUH-
cs MepBLIMH, 3aTeM caMble riy6o- BOro

KHe NPOTOKH MEeXAY SIMaMH, MOTOM A — cxeMa HyMmepallu MepeMbivek;

BCE PYCJO H, HaKOHeIl, 06pa3ye1‘cn B — npeoGnanaiowmas xomnosunus: 2, 7,
o3epo. C «nTHuUbero nosera» Gyner 10

BH/HA KapTHHA, TNPHHUHIHAJIBHO

cOoBNajamllas ¢ OMHCAaHHBIM JJISl ycaua HepPapXHYeCKHM MOpPSAAKOM
(hopMHPOBaHHS CTPYKTYpPH PHCYHKa HaAKpbIHH. JIeTKO 3aMETHTh,
4TO B LleJIOM JJIsl BHAA BHINOJIHAETCSA NPaBHJIO MOJAEJH O 3aN0JIHEHHH
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Puc. 2. HUepapxus ¢opMHpPOBaHHS CTPYKTYPbl PHCYHKA HaJKpHJIHA XKYKOB

A — HOpDMHDOBaHHble pacrpefeneHnss HalAKpbIIHA, MapPKHPOBAHHHX HaNHIHEM onpeneyeHHBX
nepeMblueK, TO 3HAYeHHSIM HHIEKCa TNHIMeHTauuH. I—I0 — HOMepa mnepeMbldeK. b — Teope-
THYecKass Mojelb KONHPOBaHHS KOMINO3HIHHA C €AHHOIO «3MHreHeTHIeCKOro nanawadTa» mo«
nyasiuuu. I—4— ypoBHH 3aNojHeHHs NHTMEHTOM Haakpuaufi. CTpenxkH YKashwBalOT Hampas«
JleHHe BO3PaCTAaHHA KOJAMYECTBA NHIMeHTa. BHH3Y — runoTeTHYeCKHe KOMTMOSHIHH <PHCYHK®&,
HaJKpPbIAHA» , COOTBETCTBYIOLLEro 3aiaHHBIM YPOBHSM NMHIMEHTAalUHH
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Ta6anua 1

BcTpeyaeMocTh OTAEABHBIX NepeMbYeK Ha HaAKPLJIbAX ycaya U3MEHYHBOro
B CBEPAJIOBCKOH U WAbMEHCKOH nomyasuusx, %

CeepasioBcKas | HabmeHckasn
'}’,2;'2? Hawwu paHHble l INo: HoBoxeHoB, KopoSuubid, 1972
M 1984 r. n=352 1985 r. n=490 I 1967—1970 rr. n=485 | 1969—1970 rr. n=1160
1 33,5 34,1 35,1 64,2
2 94,9 95,9 94,5 99,5
3 4,8 4,7 1,2 1,7
4 14,8 9,8 16,6 32,4
5 11,4 11,8 10,3 22,3
6 12,5 10,4 9,7 32,8
7 98,9 97,4 94,9 99,3
8 6,8 10,4 6,2 21,2
9 2,3 1,0 1,2 1,7
10 88,4 93,1 94,5 99,0

MUTMEHTOM CHayaJjia HeHTPOB MHTMEHTALHH — MSATEH, 3aTEM MEPeMbl-
YeK MeXJy HHMH H IIOJHOTO 3aJMBaHHS MUTMEHTOM HaAKPBUIbA. DTy
aHaJIOTHIO MOXHO CUHMTaTh NMPSMOH HJJIIOCTpaLMed INpeJCcTaBJEHHNI
Yonauurrona o6 snureHeTHueckoM JaHawadTe. Has Toro 4TOGHI
OCYILIeCTBJSJIOCh TaKoe NMPaBHIbHOe (GOPMHDOBAHHE CTPYKTYpHl pH-
CYHKa, HefICTBHTENIbHO NOJIXKHAa CYlleCTBOBaTh eJHHasl 3MHreHeTHYe-
cKasi cucteMa momyJasuud. Ipyras monyasiuus 6yaeTr HMeTb HHOM,
XOTSl M CXOXHBHIA, «jJaHAUapT»., DTH NeTasH, OTJHYalolIHe <«JaHA-
madT> oHONA NONYJASUHUHA OT APYroro, NpUBEAYT K TOMY, YTO Hapsany
Cc OOIIMMH, NepeKPhIBAIOLIHMHCSA KOMIO3HIUSMH OHH OyAyT UMeETb
YHHKAJbHBIE, NPHCYIIHe TOJbKO NAHHOH NMONYJSIHH COYEeTaHHHA, KO-
TOpble B CHJIYy HHOTO «pejbeda pasBHTHSA» B APYTroH NMONMYJsSLHH HH-
KOrjia He CMOTYT NOSIBUTbCS.

Ecin 6b nepeMblYkKH (GOPMHPOBAJIHCH MOJHOCTBIO CIy4YaHHO U CH-
cTeMa HX KOMIO3HIHH OTCYTCTBOBaJa, TO MOXHO O6blJIO OB H3
10 3/eMeHTOB (mepeMbiueK) INOCTPOUTb COTJIACHO 3aKOHaM KOMGH-
HaTopukd 1024 kommosunuu. OgHaKO KOMIO3UIHH (POPMUPYIOTCS IO
IOBOJBHO KECTKOMY 3aKOHY, eIHHOMY JJs JaHHOH TONYyJSLUH.
YuuThIBash XKECTKYIO CBS3b UHCJIA NepeMbluyeK U HHAeKca NHIMeHTa-
LHH U HepapXHuecKH#l NOpSALOK, NPH KOTOPOM NMEPEMBIYKH H CTaHO-
BATCS KOHCTAHTHOH YacTblO PHCYHKA, MBI NIOCTPOHJIH BCE TEOpETHUe-
CKOe MHO0XXeCTBO KOMIIO3HIIMH, KOTOPBIe A0JIKHB OblJIH Obl NPOSIBUTh-
¢ B cBepaJoBckod monmyasinuu (puc. 3). TeopeTHueckH okaszajoch
BO3MOXHBIM 0XHAaTb 94 komnosuuuu no 10 snementam. Ilo Haunm
HabnwonenusaM u paHueiM 0. Y. HoeoxenoBa (1980), B cBepaJos-
CKOH TONyJIAIIHM peasibHO BCTpeueHo 639 KCMMO3HUHH OT YHCJIa
IpelCKa3aHHbIX. 3aMeTHM, YTO YHCJIO NPeACKa3aHHBIX KOMIIO3HIIHMH
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Yucno nepemsrvex

10

Puc. 3. TeopeTHueckOe MHOXKECTBO KOMIIO3HIHH 3/1eMEHTOB CTPYKTYPH PHCYHKa
HaJKpBIIHI ycaya H3MEHYHBOTO B CBEPIJIOBCKOIl MOMYJALUHH

UepHbIMH KBaApaTHKaMH MOKa3aHbl peajbHO OGHapy)KeHHbIe B MONYJSUHH KOMIO3HLHH

Ha TMOPSJOK MeHbllle YHCJIa CAYyYalHbIX COYeTaHHH H GJH3KO K peajib-
HO oOHapyxeHHOMY. LcTh OoCHOBaHHe cYMTATb, YTO, HAS TAKHM My-
1€M, MOXKHO IpeNCKa3biBaTb NMPAKTHUECKH Bce naxKe Haubo.jee pej-
KHe BaPHAHTHl CTPYKTYPHI.

®dopmupoBaHue 3JeMEHTOB PHCYHKA Y 2KYKOB HJET IO NMOPOTrOBO-
My NpHHUHINY, YTO TOXKE XOPOIUO cOorJaacyercss ¢ MOJEJbI0 eIHHOTO
NOMyJAALLHOHHOrO «peJjibea pPa3BUTUSA»: MOSIBJIEHHME KOHKPETHOTO
NATHA HJH NepeMblYKH BO3MOJXKHO JiHIUb NPH AOCTH2XKEHHH HEKOTOPO-
ro KpHTHYecKoro (moporoBoro) KkoJndecTBa nurmeHTta. Hampumep,
v naruroueyHo#i kopoBku (Coccinella 5-punctata L.) B openbypr-
ckofi monyasiuun (ckpectHoctd r. KyBaHublK) mnosiBjisieTcst JONOJ-
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Puc. 4. Pacnpenenenne Hagkpouiuit Coccinella quinquepunctata mo sHaueHusiM uH-
JleKca ITHrMEeHTalHH

a@ — C OTCYTCTBHEM JOINOJHHTEJbHOrO MATHA; 6 — C NOMOJIHUTEJNBHBIM MATHOM. Cnpana —pan
HaAKPBIIHA C COOTBETCTBYIOIIHMH HHAEKCAMH

HHTeJbHOE MSTHO, KOTopoe HHoraa orcyrcrByer (puc. 4). Kak Bua-
HO Ha DHCYHKe, HODMHDOBaHHOe pacnpejeseHHe HaJIKpbLIHH, JIH-
WIEHHBIX JONOJHHTEJbHOrO NATHA, CMELIeHO BJEBO H NOPOroBas 30Ha
(30Ha HeoNpexeseHHOCTH) NOBOJbHO Bejuka. [lo momeaun Panbko-
Hepa (Falconer, 1960) cpenHee 3HaueHHe JIeBOTO paclnpefeseHHs Co-
OTBETCTBYET TEOPETHYECKOMY MECTY 3MHreHEeTHYECKOro INopora Ha
KoJinuecTBeHHOH ocu. CorsnacHo 3TOH MoOAesH, NMOJCYHUTAB HHTErpaJ
BEPOSITHOCTH B AOINOPOTOBOH 30HE, MOXKHO NOJIyYHTb TeOPeTHUeCKHH
NpPOLEHT HAJKPBIJHH C JONMOJHHTEJbHBIM HATHOM H 6e3 Hero.

TeopeTuyeckHe W sMNUpHUYECKHUe OLEHKH BNOJIHE XODOLIO COrJa-
cytorcsi (taba. 2).

Ananoruunbiii pacuyer, NpoBeAeHHBIH 4Js CBepAJIOBCKOH MOIy-
JISIIMHM ycada M3MEeHYMBOro, TakKzxke MOKa3aJj XOopolllee cOrJiacoBaHHe
TEOPETHYECKUX H SMIHPHUYECKHX yacToT (Tab.1. 2).

SIB/eHHe HEONHHAKOBOH peasH3allHi NPH3HAKa HA pas3HbIX CTO-
poHax ocobu obyc./oBjeHo cOosiMu (omWIMOKaMH) pa3BHTHS — 3MHUTe-
HeTHYeCKHMH NMPHYHHAMHU, TaK KaK FeHOTHII OCOOH H yCJIOBHS €e pas-
BUTHS OLHH H Te Xe [Js1 66eHX CTOPOH. TO XOPOUIO H3BECTHO elle
u3 nuoHepHbIXx pabot B. JI. Acrayposa (1974) u H. B. Tumodeena-
PecoBckoro no ¢eHoreHeTHke Apo3oduiabl. B BeI6OpKe H3 cBEpAJIOB-
CKOH momyJisiuuH ycaya 6bl10 o6HapyxkeHo 349% ocobeil, y KOTOPHIX
JieBoe M NpaBoe HAAKPHIJIbS HMeJNH pa3Hble KOMIoO3uuuu. [IpH aHa-
JiN3e 3THX «HapylUueHHH Pa3BUTHS» YCTAHOBJEHO, YTO KOMIO3HIHH
NOC/Ie10BATE/bHO YCJOXKHSIOTCA 10 Mepe yBeJHUYEHHS 4YHCsaa Hepe-
MbueK. [IpuueM OGBbIYHO Das3JHYHS MeXKAY PHCYHKAMHM HAAKDBIIHIH
Ha pas3HBIX CTOPOHAX OCOOH 3aKJI4aloTcsl B NpHGaBJEHHH HJIM HC-
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Tabauua 2

CpaBHeHHe TEOPEeTHYECKMX W SMNUPHYECKHX HAaCTOT BCTPEuaeMOCTH (heHOB PHUCYHKa
Ha HaJIKPuJAbAX MATHTOYEYHOH GOXbeH KOPOBKH H ycauya, 9%

YacrtoTbt
den
TeopeTudecKue SMnupHyecKue
[MatuToueyHass GOXbS KOPOBKa
IIatua Her 20,8 21,8
fIatHO ecTs 79,2 78,2

¥Ycau uaMeHUMBBIl (CBepAJIOBCKAs MOMYJIALHS)
HaJsuune nepeMmblyex:
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Ta6auua 3

deHeTHYeCKHE AHCTAHLUUHM MeXIY, BLIGOPKAMH YCaua M3MEHYUBOTO 1O KOMILIEKCY,
HEMETPHYECKHX NOPOroBbIX NMPU3HAKOB PHCYHKA HaJKPBLAMIA

HcTounuk Bri6opka 1 2 3 4
CsepaJIoBCKas:
Hamu aaHHblE 1 —1984 r. — 0,006* 013 0,142
2—1985 r. 0,002 - 0,010 0,140
3 —1967—1970 rr. 0,002 0,002 — 0,139
HibMenckas:
HoBoxeHoB, 4 —1969—1970 rr. 0,002 0,001 0,001 —

Kopobuupia, 1972

® Pa3aAuyusl CTaTHCTHYECKH HEZOCTOBEPHble
TIpumeyanue, B HIDKHEHA TPeyrosbHOit MaTpHue — 3HAYSHHUS CPEXHEKBAAPAaTHUECKHX OTKJDidce
HHH.

Ye3HOBEHHH TOJIbKO OMHOH-ABYX mepeMbluek. TakuM o6pa3oM, 3TH
3MUreHeTHYECKHe HapyLIeHHs PHCYHKa Ha TPYNNOBOM ypOBHE oOKa- -
3bIBAIOTCS YNOPSAOYEHHBIMH M BHICTPAHBAIOTCA B HEKYI0 €IHHYIO
€CTeCTBEHHYIO CHCTEMY.

AtpubyTOM CyIIeCTBOBAaHHS CHCTEMBI SIBJISETCH €e yCTOHYHBOCTb.
YcToHYHBOCTL CHCTEMBl DHCYHKA Ha KaueCTBEHHOM YpoBHe y6enu-
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teqbHO gokasana lO. W. HosoxenosbiM (1980), KoTophifi cpaBHH-
BaJl BCTPEYaeMOCTb OCHOBHbIX KOMIO3HUHH B CBepAJOBCKOH MomyJisi-
LMK ycaya B TeUeHHe MHOTHX JeT. YacTOTH BCTPEYaeMOCTH NMEePEMbI-
ueK B 3TOH 2Ke MOMYJSIUHH B pa3Hble roibl (HAalIM AaHHbe, 1984,
1985 rr.) upesBniuaitHo GauM3KH (cM. TabJ. 1). W xopolo coBmajga-
IOT C YaCTOTaAMH, BHIYHC/JIEHHBIMH N0 ONyO6/IHKOBAHHBIM AJS 3TOH Mo-
nyasuun Matepuasnam (Hosoxenos, Kopo6uuen, 1972). HanoMuuwM,
yTO KpaliHHe BHIGODKH pa3faeseHbl 15—16 NOKOJEHHSIMH KYKOB.
PasHble MOMyJsilUH — CBEPAJIOBCKAsT M HJbMeHCKas,— HaNpPOTHUB,
pas3HYaloTCs M0 YacTOTAaM BCTPeYyaeMOCTH MHOTHX NepeMbluek (CM.
1a6.1. 1). Pacuer penHeTHUECKHX NHCTAHUHH MO KOMIJIEKCY HEMETPH-
YeCKHX MNOPOroBHIX INPH3HAKOB DHCYHKA MeXJ1y CpPaBHHBaeMbIMH
BbIOOpKaMHu ycaua, npoBefeHHblHi MerogoM Cmura—bBeppu (Berry,
1963), nokasan caenyiouiee (tabsa. 3). Pasanunsa Mexay BeiGopka-
MH Da3HbIX JIeT B CBEPAJOBCKOH MOMYJSILHH 4Ype3BbIYafHO MaJjbl H
Ha TMOPAJOK MEHbIUe MeXMOMyJSUHOHHBIX. DTO M03BoJseT 000CHO-
BaHHO IIpeanoJiarath, YTO <«3MHTeHeTHYeCKas CHCTeMa» CBePAJIOB-
CKo#t monyJsiuuu o6.1ajaeT OYeHb BBICOKOH YCTOHYHMBOCTBIO H CY-
11eCTBEHHO OTJIHYAETCS OT «3MHTreHeTHYEeCKOH CHCTEeMBI» (POpPMHpOBa-
HUSI DUCYHKA HJIbMEHCKOH NONy. s HH.

Beiie Mbl onpenenusu ¢peHbl KakK YCTOHYMBBIE COCTOSIHHSI MOPO-
roBolx NpH3HakoB. IloaToMy HeT HeoO6XOAMMOCTH 0C0060 MOSCHATD,
YTO B PUCYHKE HAAKPbIIHH ycaua H3MEHYHBOrO NOPOroBbLIMH NMpPH3HA-
KaMu sIBJISIIOTCSI KOHKpDeTHble NepeMbluKH, a (peHaMH — HX HaJ/HuHe
uad otcytcrBue. IIpu ecTecTBeHHOM KOMOHHHpDOBaHUH (eHOB oOpa-
3YIOTCS KOMIO3HIHH — JUCKPETHOCTH BTOPOro MNOpsAKa, KOTOpble
HHOTrAa JIerKo NMPUHATh 32 ¢eHbl. [lpoBeneHHBbI BbIIIE aHAJAH3 IO-
Ka3blBaeT, UTO CTPYKTYpHl, Ha3biBaBlIHecs «abeppauusiMus, He 3Je-
MEHTapHBI, He SIBJAIOTCA «reHeTHYECKH XKeCTKO AeTePMHHHPOBAHHBI-
MH MopdaMmu» (Takoil B3rasi BecbMa pacnpocTpaHeH), a NMpeicTas-
JSIIOT o060 coyeTaHHs — KOMIO3HLHH 3JeMeHTOB (deHOB); HX auc-
KPEeTHOCTb BTOPHYHA U HMeEET NOPOroBylo Mpupoay. YactoTel BcTpe-
YyaeMOCTH 3JieMeHTOB (¢eHOB) BBICOKOYCTOHYHMBBI B MHONYJSALHH H
MapKHDPYIOT ee 3MHreHeTHUYeCKYyIo crneinduky. B kaxpoli monynsauuu
CylIeCTByeT crnelHdHyecKoe MeCTONOJOXKeHHe INMHIeHeTHUeCKHX Io-
poroB, 4TO ONpelessieT €IHHBIH 3aKOH U HepapxHyecKHH NOPALOK
(DOpMHPOBAHUS KOMIMO3HUHH. DTO Ke NO3BOJSET TEOPETHUECKHU NIpe]-
CKa3aTb BCE MHOX€CTBO KOMIO3HUHHA NS KOHKPETHOH NOMNyJsALUMH.
Hanuuue enunoro 3akoHa ¢OpMHDOBAHHS CTPYKTYPHl PHCYHKA, clie-
UHGHYHOTO AJS MONYJSUHH U OCYIIeCTBJSIOLUIEroCsl 4yepe3 CTOXaCTH-
Ky NPOLECCOB Pa3BHTHS, MOXKET OOBSCHATLCA TOJIBKO TeM, UTO KaxK-
[0fi momy.sluMH NPHCYLla elMHas 3MHreHeTHYeCcKas cuUcTeMa. IDTH
3aKOHOMEDHOCTH B OTpPSJl€ JKECTKCKPBIJIbIX NPOSBJIAIOTCS B ceMeHCT-
Bax ycayeH, HapbIBHHKOB, 60XKbHX KOPOBOK, JHCTO€IOB, AO.JTOHO-
CHKOB, IJIaCTHHYaTOYChiX, BCTpeUaloTcss y 4YepHOTEJOK, 3ePHOBOK,
NHJIOYCOB H TPHOOENOB, PEIKH Yy AKYXKeJHL H He NMPOABJSAIOTCA, IO-
BHANMOMY, y 3;71aTOK. be3 BcAKOro coMHeHHs!, ONHCaHHbIe MPUHIHIBI
H TOAXOJ He OrpaHHYHBAIOTCA TOJbKO. XKECTKOKPHIIABIMH. [T0o/102KH-
TeJbHBIMH YePTaMH OMHCAHHOTO HaMH KOMIIO3HUHOHHOrO MOAX0AA
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MOJKHO CYHTAThb pe3Koe yMeHblLleHHe YHCJa 3JIeMEHTaDHbIX IPH3Ha-
KOB, Bo3pacTaHHe HaJeXHOCTH H yNpolleHHe NPouedypHl KJaacCHpH-
KalliH, NpeicKa3aHue B MOJHOM o6beMe PeAKHX KOMIO3HUHH (HeHOB,
a TakXe IHPOKHE BO3MOXHOCTH IDHMEHeHHsS! BO BHYTPHBHAOBOH CH-
CTEMaTHKe, NONYJSLHOHHOA H 3BOJIIOIIHOHHOH GHOJIOTHH.
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