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Hccnenopansl 3aKOHOMEPHOCTH IPOSABICHHS HAPYLIEHHH JKUJIKOBAHHA KpBIJIbeB GOSAPBIIIHUIE
Aporia crataegi L. YcTaHOBIEHO, YTO 3TH HapyllueHHs 00pasyloT YeTsipe THIA OUNnaTepaibHbIX KoM
MO3ULUH U KOIHYECTBEHHO BAPbHPYIOT 110 CTENIEHH BBEIPAKEHHOCTH B QeHOTHIIE. ITO JaeT OCHOBAHHE
paccMaTpHBaTh HX KaK yCTOHYHBBIE COCTOSHHS MOPOTOBBIX HEMETPHUYECKUX MPH3HAKOB CO CKPBITOR
KOJIMYECTBEHHOMH NPUPONOH H3MEHYHBOCTH, T. €. deHbl. [TokazaHo, 4To MposBIeHHe Pa3HbIX Hapylie-
HUH XUIKOBAaHUS MOXIUHAETCS Pa3sHbIM 3aKOHOMEPHOCTAM. HapylleHHs JXHIKOBAHHS MOTYT C OTHO-
CHTEJIBHO BBICOKOH YacTOTOl MPOABIATHECA COBMECTHO Y OHOM 0CO6H OO BCTpeYaThesl HE3ABUCHMO
IOpyr oT Opyra. OIHH HapyUICHHUS XUJIKOBAHHSA IPOSBIISIOTCSA MPEHMYIIECTBEHHO aCHMMETPHYHO, CITy-
4aitHO M HE3aBHCHMO Ha pa3HBIX CTOPOHAX Teja, B TO BPeMs KaK [UIf APYTHX XapaKTepHa TeHIeHIHs
K CHMMETPHUIHOMY TIpOSBIEHHIO. TONBKO T€ HAapyuICHUS JKHJIKOBAHHS, KOTODbIE MPOSABISIOTCS He3a-
BHCHMO APYT OT Jpyra H BCTPEHYANOTCA CIy4aiHO M HE3aBHCHMO Ha PasHbIX CTOpOHAaX Tesa, MOTYT
CUHTATHCA Cnyqaﬁl-iLIMH omHOKaMH pa3BHTHSA M PAaCCMATPUBATLCS B KAYECTBE MAPKEPOB HECTAOWIb-
HOCTH pasBHTHs. OHH BCTPEYaIOTCsl OTHOCHTEITBHO PEAKO M COCTABIAIOT KOO 20 % OT obiiero uucna
0o6GHapyX€HHBIX HAPYILIEHHU,

Knwouesvie cnoséa: HapylleHUs KMIKOBaHHA KpbUIbEB, (eHeTHKa, PeHOTHITHYeCKas H3MEHYHBOCTS,
tdenoneBUaLus, cTadUIbHOCTh pa3BuTHs, Lepidoptera.
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BHyTpHBHAOBasA H3MEHYMBOCTH JKWIKOBAaHHA KpPBUIGEB XOPOILO H3BECTHA Y MHOTHX
aKTHUBHO JIETAIOILIHNX BUAOB HacekoMbIX (MapteiHOBa, 1948; Sotavalta, 1964; Opnos, 1975;
Ross, Robertson, 1990; Padré et al., 2014; Lopuch, Tofilski, 2016; Giilmez, 2019). 3axoHo-
MEPHOCTH NPOABIEHUS HAPYIICHHH »XMJIKOBaHHUA KPBUIHEB XOPOIIO M3ydYeHEl Y BHIOB MYX
pona Drosophila Fallén, 1823, B npApOAHEIX NOMyAAUMAX APYTHX BUAOB HACCKOMBIX M3y4a-
JIMCh Ha [pAMEpe MEOOHOCHOH muenbl Apis mellifera L. (Akahira, Sakagami, 1959,
Smith et al.,, 1997; Porporato et al., 2014; Eligiil et al, 2017) u GospeIUTHHLE Aporia
crataegi L. (Cononkus n ap., 2017). HapymeHus >XUIKOBaHHA KPBUIBEB HACEKOMBIX, KaK
IpaBWIO, paCCMaTPUBAKOTCA B KaueCTBE IIPH3HAKOB ¢ albTEPHATHBHON BapHallie (Hapyiie-
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HHE XHJIKOBaHUS THOO MMeeTcs, Tub0 oTcyTcTByeT) (Smith et al., 1997; Lopuch, Tofilski,
2016; ComonkuH u p., 2017; Giilmez, 2019). Yacto B OCHOBE AUCKPETHOTO BAPHHPOBAHHSA
TAKUX NPH3HAKOB JIEKHUT CKPHITAs KOIHYECTBEHHAS M3MEHYMBOCTh HEKOTOPHIX MApaMeTPOB
MopdoreHesa (HapuMep, CHTHATbHEIX BELIECTB): €CIH BETMYHHBI 3THX apaMeTpoOB TOCTH-
raloT IOpora, T0 B (eHOTHIE NPOABIAETCSA OAHO U3 JIFTEPHATHBHBIX COCTOSHHUH MPU3HAKA,
a eciM He pocturarot — Apyroe (Bacunbes, 1988, 2005; Halgrimsson et al., 2005; Palmer,
2012). B paMkax 3MAreHe THUECKOM KOHLIETIAM (heHETHKH, KOTOPas BOCXOIHUT K SIHMIeHeTH-
yeckuM mnpeacTasnenusaM K. X. Yogaunrrona (1970) u M. A. HIumxkuna (1984), nuckpert-
HbI€ YCTOHYHBBIE COCTOSHHSA OPOTOBBIX HEMETPHYECKUX NPHU3HAKOB HA3bIBAIOTCH (eHAMH
(Berry, Searle, 1963; Bacuibes, 1988, 2005). ®eHpl B JaHHOM TOHHMaHHH MOTYT paccMa-
TPUBAThCS KaK NPOSBIIEHHE B (PEHOTHUIIE aNbTEPHATHBHBIX IMyTel MopdoreHesa. Cuuraerc,
4TO 4acTOThl BCTPEYaEeMOCTH (eHOB MO3BOJAIOT OXapaKTepr30BaTh HA0OP MOTEHIHATBHBIX
nyTeil pa3BUTHA Kakoi-TH60 MOPOCTPYKTYPHI H BEPOATHOCTH HX PealIU3aLiH, T. €. STIHre-
HeTHUeCKHH nanmmagpt nomymsnumu (Bacunbes, 1988; 2005). KocBeHHBIMH KpHTEpUAMHE
I OTHECEHHS JHCKPETHOTO (peHOTHIHMYECKOTO NMpH3HAKa K MOPOTOBBIM CITyXaT, BO-Tiep-
BBIX, HAJIM4HeE 4 THIOB OMIaTepaabHBIX KOMIO3ULMH (+/+; —/—; +/—; —/+; Tme «+» 1 «—» 060-
3HAYAIOT pa3HbIE COCTOSHUSA MPH3HAKA), H, BO-BTOPHIX, KOIHYECTBEHHOE BAPHUPOBAHUE CTe-
NEHU BRIPAXXKEHHOCTH NMPH3HAKa, €CJIH OH IposABHiIcA B peHotune (Bacunses, 2005).

B deneTHueCKMX KCCIENOBAHMAX BXKHO PA3AHyaTh YCTONUMBBIE JHCKPETHDBIE COCTOSHHSA
MOPOroBOTO MpH3HaKa ((eHs) H YCTOHYHBBIE COYETAHHMS COCTOSHHH pPasHbIX MPH3HAKOB
(koMnozmmun ¢enoB) (Bacunses, 1988, 2005; Sereno, 2007). Ilpn m3ydyeHun HapyuieHUH
KHITKOBaHHUA KPBLIbEB OJHA KUK PACCMATPUBAETCS B KAYECTBE OJHOTO MPH3HAKA, H Hapy-
IIEHHSA, PACIIONIOKEHHEBIE B MPEe/eiaX OTHOM )KHJIKH, CYMTAIOTCH OJWUHAKOBBIMH (Akahira,
Sakagami, 1959; Porporato et al., 2014; Conouxus u ap., 2017; Eligiil et al., 2017). Onnako
KIIKH HaCEKOMBIX 001afaioT 3HAYNTENIbHON IPOTSHIKEHHOCTRIO, M HAPYIIEHHS XKHUJIKOBAHHS
MOTYT (OpMHpPOBaThCA B Pa3HBIX MeCTax OJHOW M TO# ke >KWIKH. BosHukaer Bompoc,
JOIDKHB] JTH TaK¥e HapylleHus JKAIKOBaHHS PacCMaTPHBAThCA KaK OAMH (EeH WK KakK pas-
ghie. CoIIacHO IpeACTaBIEHHAM O BBIJEJICHHH M pa3srpaHH4eHHH MOP(GOIOrHYeCcKHAX MpH-
3gaxoB (Sereno, 2007; Bacunser, Bacuinesa, 2009), ecnu Ha pa3HBIX Y4acTKax OAHON ¥ TOM
K€ XKIJIKH MOTYT COBMECTHO BCTpPEYATHCA OJWHAKOBHIE MM Pa3Hble HapyUIeHHHA, TO 3TH
Y44CTKH CLIOCOOHBI K HE3aBUCHMOMY BapbHPOBAaHHIO U IO3TOMY AO/DKHBI CYHTATHCH Pa3HBI-
MH IPHU3HAKAMH.

HapymeHns jKHIKOBaHHs KPBUIbEB HACEKOMBIX YacTO pacCMATPHBAIOTCS KaK CIydaiHble
OWKOKM Pa3BUTHA, B CBA3M C Y€M HACTOTHI HX BCTPEUAEMOCTH HCIIONB3YIOTCA B KAYECTBE
JONOTHUTEIbHOH MEPHI YPOBHS HECTAOHJIBHOCTH Pa3sBHTUA 0cOo0EH B MOMyNALMAX HApALY
¢ BenuuHHO# ¢mykTyupyroweil acummerpun (Ross, Robertson, 1990; Clarke, 1993; Smith
etal,, 1997; Padr¢ et al., 2014; Lopuch, Tofilski, 2016). OnHaxo BO3MOXHOCTE IPAMEHEHHS
9ACTOT BCTPEYAEMOCTH PEAKHX COCTOSIHHI HEMETPHYECKHX NMPHU3HAKOB ((eHomeBHaLmii)
I/ OLIEHKH YPOBHS HecTa0MJIBHOCTH pa3BUTHA 0COOeH ocTaeTcs moj BonpocoM. TeopeTu-
Yeckoe 000CHOBAaHME KOPPEKTHOCTH HCIIONB30BAaHHA JAHHOTO METOAA B M3BECTHOMH HaM JIH-
TepaType OTCYTCTBYET. P aBTOPOB OTPHLIAET BO3MOXKHOCTE IPUMEHEHHUS KaKO#-TH00 apy-
IO MEPHI HeCTabHIBHOCTH Pa3BUTHA, KpoMe dykTyupyroweii acummerpuu (Debat, David,
2001; Willmore et al., 2007; Takahashi, 2019).

Hox cTabHABHOCTEK MHIMBHAYAIBHOTO PA3sBHTHS MOHMMAKT YCTOMYHBOCTH K CIIy4daii-
HEIM HapyIIEeHNUsM MopdoreHe3a (OHTOreHeTHYECKUH 1IyM), CIOCOOHOCTh Pean30BhIBATh
$EHOTHITHYECKYI0 HOPMY IIpH JaHHOM TCHOTHIIE M B ONHHX M TEX )K€ YCIOBHSX CPEbl.
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CTabHIBHOCTH Pa3BUTHUS NIPUBIEKACT BHUMAHHE HUCCIeI0BaTeNel KaK BO3MOXKHBIN MOKa3a-
Teb «KaueCTBa» 0co0el B MOIMYJIALIMH H «Ka4ecTBa» Cpelbl, B KOTOpoit oHu oburatot. [pen-
nojaraercd, 4To Haubosnee npucnocobieHHbIe 0CO0U XapakTepu3yloTcs Haubonee cTabunb-
HBIM OHTOTeHe30M (3axapoB, 1987, Dongen, 2006; Klinbergen, 2019). M3sectHO, uTO
BEPOATHOCTD PEalIM3alvy B HEHOTHIIE PEAKOTO COCTOSHUS HEMETPHYE CKOTO IIPH3HAKa 3aBH-
CHUT OT TeHOTHIa 0co0H, YCI0BUH OKpYxafollel cpeabl BO BpeMs pa3BHTHS, TyBCTBHTE)Ib-
HOCTH MOp(QOreHe3a K 3THM (aktopaM H cTeleHH ero HecrabunpHocTu (Debat, David,
2001; Hallgrimsson et al., 2005; Willmore et al., 2007; Takahashi, 2019). Hapymexus -
KOBAHUA KpbLIHEB HACEKOMBIX MOTYT PacCMaTpUBaThCA KaK MapKepbl HecTabHIBHOCTH pas-
BUTHA TONBKO B TOM CITy4ae, ECTH HX BO3HUKHOBeHHUE O0yCIOBIECHO CTydaiiHBIMU omubKa-
MH MOp{OTeHe3a i He 3aBUCHT OT T€HOTHIIA H YCJIOBUI OKPYXKaIoIIeH Cpeabl.

Hackompko HaM H3BECTHO, HE CYIECTBYET METOa, KOTOPHIH OBl NO3BOTHI HA MaTepHale
U3 IPHPOIHBIX MOIMYJIALHMI NPSIMO ONPEAETNTh BKIaJ pasHbIX (HakToOpoB B pa3BHTHE (beHo-
THIUYECKOTO OTKIOHEHHS. /|15 KOCBeHHOM OLIEHKU MOKeT ObITh HCHOIB30BaH aHAIM3 3aKO0-
HOMEPHOCTEH aHTHMEPHOrO IpOosABIEHUs (peHoxeBHalni, paspaboranusiif b. JI. Actaypo-
BeIM (1974). Ecmm Bce ocobu 061aJaloT  OOMHAKOBOH INPeIpacHoImKEHHOCTHIO
(reHeTHyecKoll WM MHIYIMPOBaHHOH (akTopaMM BHEUIHEH cpelbl) K pa3sBUTHIO JaHHOH
theHoneBHALINH, TO €€ NPOSBIECHAE Y KOHKPETHBIX ocoleit OyneT 3aBHCETh TOIBKO OT CIy-
yaiiHeIX omMOoK MopdoreHesa. [Ipu 3ToMm ecan ¢peHoZeBHALUA HA Pa3HBIX CTOPOHAX Tena
Pa3BHBAETCH HE3aBHCHMO, TO BEPOATHOCTh €€ aCHMMETPHYHOro nposeieHus (p ) Oyner
paBHa:

asymm

pasymm =pa*(1 —pb)+pb*(1 ‘Pa) (1)5

a BEpOATHOCTb CHMMETPHYIHOTO IPOSBIICHHS (pwm):

Py =P, ¥ Dys ),

TOe p, ¥ p, — BEPOATHOCTH BO3HHKHOBEHHS (PEHOACBHAIMH COOTBETCTBEHHO Ha NPaBOi U
neBol cTopoHax Tena (ActaypoB, 1974; Bacuises, 2005; Palmer, 2012). denogepuarmy,
3MITHPHYECKHE YaCTOTHI BCTPEYAEMOCTH KOTOPBIX 3HAYUUMO He OTIMYAIOTCS OT OXHIAEMBIX
B cy4ae UX CTy4aifHOTO M HE3aBMCHMOTO MpOSBJIEHMA Ha pa3sHbIX CTOPOHaX Tesa 0cobH,
MO)XHO PacCMaTpHBaTh B KaYECTBE MAPKEPOB, XapaKTePH3YIOUIUX HECTaOHIBHOCTh Pa3BH-
THS B UCCIIETYEMOMH MOITY/IALMH. DTOT BBIBOA CIIPABEITHB TOJBKO JUTA KOHKPETHOH aHATH3H-
pyeMoi#t rpymiibel. OTIHYMA TPYHI O 4acTOTe BCTPEYaeMOCTH (EeHONeBHAIIMU MOTYT OBITh
006ycI0BIEHB] HE TOJBKO PA3THYMAMU B YPOBHE HECTAOUIBHOCTH Pa3BUTHA, HO U TEHETHYE-
CKHMH WM 3KOJIOTHYECKUMH (DaKTOpaMH, HO3TOMY JUIS CPABHEHMS YPOBHS HeCTaGHIBHO-
CTH Pa3BUTHUS B Pa3HBIX IPyINax LeIeco00pasHo UCIIONB30BATh PEIKHE COCTOSHUS HE OTHO-
T0, @ HECKONIBKUX HE3aBUCUMBIX JPYT OT APYTa HEMETPUUECKHX Mpu3HakoB., COInacoBanHoe
H3MEHEHHE YaCTOT BCTPEYAEMOCTH PEIKHUX COCTOSHMI psAga TaKMX NMPH3HAKOB, BEPOATHEE
BCETo, OyneT CBUAETEeIBCTBOBATE 00 H3MEHEHHH YPOBHS CTa0HIFHOCTH Pa3BUTHS.

B nanHo#t paboTe npennpuHATa NONBITKAa HA IPHMEPE HAapYIEHHH KUIKOBAHUS KPHLUILEB
GOAPHIITHUIIB] PACCMOTPETh CIIeAYIONIAE BOMPOCH: 1) ABNAIOTCA IM HAPYLIECHHS JKHIKOBa-
HHSL KPBLIbEB [TOPOTOBBIMH NMPH3HAKAMH CO CKPBITOH KOJIMYECTBEHHOH NMPHPOAOH BaphHpO-
BaHHUA? 2) MOTYT JIM pa3sBETBIICHUSA, BO3HHUKIIIHE B pa3sHbIX MECTAaX OJHOM JKHIIKH, CUUTATHCA
TOMOJIOTHYHBIMHU? 3) MPOSABIAIOTCA JH HapyIIeHHUs >KHIKOBAHHMA HE3aBHCHMO ApYT OT Jpy-
ra? 4) MOTYT JIM YacTOTHl BCTPEYAEMOCTH HAapyUICHHH JXHIIKOBAHUS KPBUIEEB HACEKOMBIX
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UCIIONB30BATECH B KaUECTBE MEPBI YPOBHS HeCTAOHIBHOCTH Pa3BUTHA 0co0eil B OMy/IsiH-
ax?

MATEPUAJI © METOJIUKA

B paGote ucronb3oBaHb! BEIGOPKH HMaro GospeILIHULEI Aporia crataegi L. (3804 camua u 3119 ca-
MOK), caenandbie B 2013-2019 rr. B okpecTHOCTAX nep. PoMUHO Ha Ga3se GHONOTHYECKOi CTAHIUH
VYpansckoro demepansHoro yuusepcutera (CBepanoBckast o6mn., CeicepTckuil p-H, 56°36' c. wi,
61°03’ B. 1.). Marepuan xpanurcs B My3ee HCTHTyTa 5KONOTHH pacTeHHH M »kHBOTHEIX YpO PAH
(Exarepun6ypr). ITouck HapylIeHHIi KUIKOBAHUA BENH, IPOCMATPUBas OTIIPENaDHPOBAHHBIE KPBUIBS
¢ BEHTpaJIbHOH CTOPOHBI o7 OHHOKYIAPHBIM MUKpockoroM MBC-10. Hapymienus »xUNKkoBaHUs ydH-
THIBAIH OTENBHO Ha KaXIOM Y4YacTKe XHJIOK H B KOKIAOH fueHKe KpbuIa, CXeMa pa3jereHHs JKUIO0K
KpBIJIA HA YYaCTKH NpHBeaeHa Ha puc. 1. Ocobeit 6e3 yacT KpbUTa He YUUTHIBAIH [IDH aHAIN3e Hapy-
HIEHHH KUTKOBaHHA Ha MOBPEXIEHHOM y4YacTKe, HO HCIIONIB30BANH IS aHATTH3a OCTAIBHBIX YYacTKOB
KPBUIbEB, [TOITOMY O0BEMbI BEIGOPOK 110 pa3HBIM *KHJIKaM He CoBManaroT (Tabm. 1).

B pabote paccMarpHBalOTCA HapyHICHHS JKHIKOBaHHA MATH TUMOB (PHC. 2): NONOJIHHTENbHbIE pa3-
BETBICHUA *kIWIOK (I); JONONHUTENBHBIE IPOAOIBHBIE XKUIIKH, PacHOIOKeHHbIE B A4yeiikax kpsuia (II);
Clly4ad peqyKLUH PUCYTCTBYoUUX B HopMe xii1ok (III); cnusiHue npucyTCTBYIOIMX B HOPME JKHIOK
(IV) u monHoe pasneneHue OAHOM KUIKU Ha IBe, PACIIOIOKEHHbIE NapauienbHo (Tun V). MeTtoxuka
ydeTa H Kiaccudukaliy HapyLWeHU# >kUIIKoBaHUS noapoGHo ommcaHa B pabore M. A. Cononkuna
¢ coasT. (COJIOHKHH H Ap., 2017), 0J1s1 IaHHOTO HCCNeIOBaHHA OHA Obla He3HaYUTeIbHO MOTHHLIPO-
BaHA. B 4acTHOCTH, B aHATW3 N0GABNEHBI HEKOTODHIE YYacTKH XKHIOK (M,-M, + R R-R
M+R

4+ 5
M2 Ha NEpEeaHEM KprIIe), KOTOpBIC B npem,mymeﬁ pa60Te GBLTH HCKITIOYEHBI.

2+ 3
4+5%

Jlns aHanu3a M3MEHYHBOCTH CTENleHH IIPOABIECHHA HapyHIEHHH JKIIKOBAHHS KDPBUIBEB M MECTO-
TNONOXKEHHA HapyHIeHUH Ha >kunkax Obld BeIOpaHbI ABa Hanbolee YacTo BCTPEYAIOLIUXCA AOTOJIHU-
TeNbHBIX pasBeTBAeHUsA: xWikM Cu TepenHero Kpeinia H M, 3agHero kpsuia. Bcero Gwui
TpOaHaN3MpOBaHkEl MOphoMeTpHIecKHe napameTps! 149 passeTBnenuit xunku Cu u 350 passeTnie-
HHH KUKH M, N3MepeHUs IPOBOIWIH 101 GMHOKYIAPHEIM MHKpockonoM MBC-10 ¢ moMompto oky-
nsp-mukpomerpa. Cxema npoMepoB npuBeneHa Ha puc. 3. Ilapamerp 1 xapaxrepusyer oGmiyo
TNPOTSKEHHOCTD MMIIKH OT TOYKH €€ OTBETBJIEHHS O KOHIIA OCHOBHOH BETBH, IapaMeTp 2 — paccTos-
HHE OT TOUKH JONONHHTENBHOTO BETBIICHUS A0 Kpas KPBUIA, H apaMerp 3 — IJIHHY AOTOIHHTENEHOMH
BeTBH pa3peTBlieHUs. Eciu oOe BeTBM ObIIM BBIpaKEHHI MOIHOCTHIO, TO NapaMeTp 3 He M3MepAICs.
Bepxusis BeTBB sxunkn Cu, npakTHUeCKH Beeraa (B 96 % cmydaes) GbiIa BRIPaXeHa MOTHOCTEIO, & HIK-
Has yacTo (B 69 % ciydaeB) 6bl1a BeIpaxKeHa ci1abo, I03TOMY BEPXHSAA BETBb pacCMaTpHBANach B Kade-
CTBE OCHOBHOM, & HIXKHAS — B KA4€CTBE AOMOIHHUTENBHON. [I18 pa3sBeTBNEHNUS XUNKH M, XapakTepHa
o0parHas KapTHHA: BEPXHASA BETBB YacTo (B 85 % ciyyaes) Gblia cnabo BEIPAXKEHA, 2 HIDKHAA — IPaK-
THYeCKH Beeraa (B 98 % ciydaen) Gblia BRIpakeHa MOTHOCTHIO. B CBA3M € 3TUM y Pa3BETBIEHUSA KUI-
Kil M, HIDKHAS BETBb CUMTANACh OCHOBHOH, a BEPXHAA — JOTIOHUTENBHOM.

JU1 XapaKTepHCTHKH MECTOIONOKEHHS HAPYLUEHHS Ha JKHITKE HCTIONB30BATH HHAEKC 1, paccuuTaH-
HHll o gopmyne: (mapamerp 2 / mapametp 1). LS XapaKTEPHUCTHKU CTENEHH BHIPAXKEHHOCTH JOTION-
HATENBHOHM BETBY pa3BeTBIEHHH HCIONB30BANIN HHAEKC 2, pacCHUTAaHHEIH o dopMyie: (mapamerp 3 /
napameTp 2). MenuaHsl HHIEKCOB, DACCYMTAHHBIX AJIS Pa3HBIX PA3BETBIEHHH, CPABHHBAIHN C [IOMO-
mbio kpuTepust Manna—Yutau (U), a pacnipeneneHus HHAEKCOB — ¢ TOMOIIBIO kpuTepusa Konmoroposa—
CmuproBa (d).

B3auMoCBA3b IPOSIBICHHS PA3THYHBIX HAPY LIEHHH XKUJIKOBAHUA MEXK LY cOGOI OLEHHIH C IOMOLLBIO
xdduLmenTa paroBoil koppesauud CrvpMeHa (R). [l1s kOppenALMOHHOTO aHaU3a GbiT 0ToGpa-
HH HapymeHws, BCTpeTuBIIHecs Gonee 10 pa3 B ofiieii BHIGOpKe HMaro oqHoro mona. B pesynbrare
6w paccunTanEl KOppenAUME MeXTy 39 HAPYLIEHHSIMU KUIKOBAHHA y caMuOB H 33 — y camok. [To-
. Ay9eHHRle KOpPETSLUHOHHBIE MaTpHUbI OBUTH 06paGoTaHBl METOIOM METPHUYECKOr0 MHOTOMEPHOTO
MKAnMpoBaHus (IaBHEIX koopauHat, PCO). 3arem npoBeny knacTepHEIH aHaH3 MeTogoM Yopaa, s
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24

Puc. 1. CxeMa HOpMaTBHOTO XUJIKOBaHHSA KpbLNbeB Aporia crataegi L. ToukaMu 0603HaY€EHBI
TPaHHLbl aHATM3HPYEMEBIX YYACTKOB JKHJIOK, IIPEPBIBUCTOM THHHEH BBIIEIECHEl YYaCTKH KHIIOK,
HCKITIOYeHHbIe 13 aHanH3a. [lndpamu ykasaHel HOMEpa fHEEK KpbLIa.

Puc. 2. AHanusupyeMsle THIIBI HapyIIEHHH XHIKOBaHUA KPBUIbEB Aporia crataegi L.

A, b — nononHuTENbHbIE pa3BeTRiIeHHA XHIoK (THn 1), B — nomonuuTtenpHas XHIKa B fuelike kpbiia (tun IT),
I — penyxuus xuik (tan 1), I — ciHAHHE OPHCYTCTBYIOIMX B HOpMe XUIoK (Tum IV), E — monHoe paznenenue
MIPHCYTCTBYOLIEH B HOpMe KKK Ha aBe (Tdn V). [To: ConouxuH ¥ ap., 2017, ¢ K3MeHeHHAMH.
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g Cuz

Pue. 3. CxeMa NpOMepoB JOTIOIHHTENBHBIX Pa3BETBICHHMH KHITOK M, 3a1Hero Kphiia (A)
u Cu, niepennero kpeina (B) Aporia crataegi L.

1 — AIMHA )KUIIKH OT TOYKH €€ OTBETBICHHA 0 KOHLIA OCHOBHOMH BETBH, 2- PpacCTOAHHUE OT TOYKH
JOMOJHUTEIBHOrO pa3BETBICHHUA 10 Kpad Kpblia, 3 — ATHHA JOTOIHUTENILHON BETBH Ppa3BETBICHHA.

KOTOPOTO ObITH OTOOpaHE! IMaBHbIE KOOPAHHATHI IPH3HAKOB, KaXIad H3 KOTOPBIX OOBACHSIA He MEHEe
2 % obeit H3MEHYUBOCTH (TepBbIe 26 KOOPIWHAT Y CAMLIOB 1 24 — y CamMOK).

Jlns aHanu3a 3aKOHOMEPHOCTEH aHTHMEPHOTO TNPOSBIEHHs GHIIH OTOOPaHB! HapyIleHUs KUIIKOBa-
Hus, BCTpeTHBIIHECs 6onee 10 pa3. B nanHOM ciydae yueTHOH enHHIEH CUNTATH CTOPOHY TEJa 0CO-
6u. Ecu Ha ogHOM U TOH e XHJIKe 00HAPY)XHBAIH HECKOILKO OMMHAKOBBIX HApyLIEHHH, TO Takas
CTOpOHA T€Na YYHTHIBATIACH OOMH pa3 Kak CTOPOHA ¢ HapyIIeHHeM JaHHOH XHIKH. B pesynsrare 3axo-
HOMEDHOCTH aHTHMEDHOTO IIPOABJICHHS ObIIH [IPOaHATH3HPOBAaHBI A1 39 HapylleHHH y CaMIoB H
32 y camok. JIns KaxI0TO HapyLICHHUS XHIKOBAHHS ObUTH PACCYHTAHBI 4acTOTA €10 BCTPEYAEMOCTH Ha
MpaBo¥ U JIEBOH CTOPOHAX Tena (P, U p, COOTBETCTBEHHO) M KOMHYECTBO 0COGEH ¢ ACHMMETPHYHEIM H
CHMMETPHYHBEIM TIPOSIBJICHHEM AAHHOro HapymeHHs. C IENbIo BRIABICHUSA HAaNpaBICHHOH aCHMMET-
PHH CDaBHHUBAJIH HYaCTOTY BCTPEYAEMOCTH KaXKAOI'0 HAPYIISHHS XUJIKOBaHUA HA Pa3HBIX CTOPOHAX Tefa
€ NOMOLIBIO TOYHOTO KpuTepus PHinepa. 3aTeM BHIYHCIISAIH OXHIAEMbIE YaCTOTHI BCTPEYAEMOCTH 0CO-
0Oei ¢ aCHMMETPHYHBIM U CHMMETPHUYHBIM MPOSBIEHUEM KXKAOTO HAPYILEHUS IPH YCIOBUH €ro Cy-
YaifHOr0 M HE3aBHCHMOTO BO3HHKHOBEHHS Ha DasHBIX CTOpoHax Tena no dopmyram (1) u (2).
OMMUpHYECKHe H 0XKHIAEMBIE YACTOThI BCTPEYAEMOCTH 0CO0eit ¢ ACHMMETPHYHBIM H CHMMETPHYHBIM
NPOSBICHAEM KaXXJOTO HapylieHHsi CPaBHMBAIM C TIOMOLIBIO TOYHOTO KpHTepus PHINepa, 3aTeM BhI-
YHCIATH JONI0 ocobel ¢ aCHMMETPHYHBIM NPOsBIEHHeM HapylLIeHHs oT oOliero yucia ocobef, ume-
IOIMX JaHHOEe HapyHIEHHE >XMIKOBaHHS (JOMIO acHMMETPHYHOIO IpOsBIeHHsA). B Kkauectse
NI0KA3aTeNs BEMHYHHEI OTKJIIOHEHHS HaOIIOAaeMBIX 4acTOT BCTPEYAEMOCTH 0CO0EH ¢ CHMMETPUYHBIM
TNPOABJICHHEM HApYIIEHHS OT 0)KHAAEMBIX HCIIONb30BAIH BETHYHHY PasHOCTH MexAy HabnrogaeMoi 1
OXHIaeMOH noJIeH aCUMMETPHYHOIO MPOABJIEHNs JaHHOTO HapyiueHHs (D). U3mMenunBocts D B 3aBH-
CHMOCTH OT T10JIa UIMaro M Py Ikl HapyIeHHH MpoaHATH3HPOBAIH My TeM JByX(}aKTOpHOTO pobacTHO-
IO JHCTIEPCHOHHOTO aHaymu3a. Bo Bcex Cioydasx MHOXECTBEHHBIX CPAaBHEHHH YPOBHH 3HaYHMOCTH
KOPPEKTHPOBAJIM 10 MeTody benmxaMunH—XoxOepra. Il XapakKTEPUCTHKH Mep LEHTpPaTbHOH TeH-
IEHIIMH HCTONB30BATH Meauady (Me). Bee mpoueayph! CTaTHCTHYECKOTO AHANH3a GBI BBIIOIHEHB!
8 nporpamme PAST 3.26 (Hammer et al., 2001) u B cpene R (R Core Team, 2019).

PE3VYIIBTATBI 1 OBCYIXXJIEHUWE

Crenenb mposiBnenns 106aBOYHOM BETBH Pa3BETBICHUH XHI0K Cu, MEPEIHETO KphLIa U
M, 3aHer0 Kphlga BApeHpYET B LIMPOKOM IMANa3oHe, IPUYEM HaubosIee YacTo BCTPEYaroT-
¢s pa3BETBIIEHHA CO cIa60 BeIpaXeHHOH mo0aBO4HON BeTBBIO (puc. 4). CTeneHs MposBIIe-
HH 100aBOYHOHA BETBH y pa3seTBIeHHA Cu 1 M, He OTIMYaeTCs Hu 10 meauane (U = 9920;
p=0.11), Hu o pacmpeaenenuto B neiaoM (d = 0.14; p = 0.16). HenpepbiBHast KoTHIECTBEH-
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Puc. 4. Pacnipesienenne JONONHATENBHAIX pa3BETBIEHHIT sxunok Cu, nepeHero kpeia (A)
1 M, 3aauero kpeina (B) Aporia crataegi L. o cTeNeHH BRIPAXKEHHOCTH AOTIONHUTENBHON BETBH.

Has H3MEHYHMBOCTh CTENICHH NMPOABJIEHHUs pa3BeTBneHUH Cu, 1 M, I03BO/ISET MPEATIONarars,
YTO B OCHOBE JHCKPETHOTO BAPHUPOBAHMA JKHIOK JIEKHT KOJTHYECTBEHHAA H3MEHYHBOCTh
KaKUX-TO IapaMeTpoB MopdoreHesa Kpblina H HapyuleHUe XHIKOBAHUA NPOSBIAETCA B TOM
ClIydae, KOTZa BETHYUHBI ITHX NTapaMeTPOB OKa3bIBAKOTCA BIUIE (MIIM HHXKE) ONpENE/ICHHO-
ro nopora (Bacunees, 2005; Halgrimsson et al., 2005). ComacHo HammuM HaGJIO0ECHUAM,
IUIA OCT&NBHBIX HapyLIEHHH KUIKOBAHUA KPBUIEEB (Pa3BETBICHHUM, TONOIHUTEIBHBIX XKHU-
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JI0K, peXyKIIMH XHJIOK), TaK e, KaK U JJIA IpoaHaJIN3HpPOBaHHBIX 3/1€Ch PA3BETBICHUH JKH-
nok Cu 1 M,, XxapakTepHa HETIpEpLIBHAA H3MEHYMBOCTD CTENIEHH MpOsBiIeHuA. KpoMme Toro,
HapyLIeHHs XHIKOBaHHA 00pasyroT YETHIpE THIA GUIaTepanbHbIX KOMIO3HLMHA (+/+; —/—;
+/—; —/+). CnemoBarenbHO, HapyLIEHNs XUIKOBAHHA MOIYT PacCMaTPHUBATHCS KaK YCTOHYH-
BBIE COCTOSHHS IIOPOTOBBIX HEMETPHYECKHX NPH3HAKOB CO CKPBITOM KOJIHYECTBEHHOH
NPUPOIOH H3MEHYHBOCTH, T. €. ¢ensl (Bacuines, 2005). [Ipu 3ToM npupona axropos, He-
NpepbIBHAA KOJIMYECTBEHHAs! H3MEHYHBOCTH KOTOPBIX IO IOPOTOBOMY MEXaHH3MY 00YyCIIOB-
AMBacT NMpOsABJIECHHE HapyIIEHHH XUIIKOBAHMS, OCTaeTCs HEM3BecTHOH. MoxHo mpenmnono-
KHTh, YTO YACTOTHI BCTPEYAEMOCTH PA3/IHYHBIX HAPYLICHHUH )KUIKOBaHHS OTPaXKAlOT CIIEKTP
BO3MOXKHBIX ITyTell MopdoreHesa XHIOK U BEPOATHOCTH MX pealn3allMi U, TAKHM 00pa3oM,
HO3BO/ISIOT OXapaKTepH30BaTh JUTEHETHIECKUH TaHAmadT H3yyaeMOH NOMyIALHH.

OcTaeTcs HEACHBIM, CIIEAYET JIH pacCCMaTpHBaTh ONWHAKOBbIE HAapYLIIEHUs, BO3HHUKaIOIIHE
B Pa3HbIX MeCTaX OZHOH M TOH e XHJIKH, Kak onuH (eH MM Kak pa3Hble. MBI NOXyuHIn
IIPOTHBOPEYHBBIE PE3YIbTaThl, KOTOPHIE HE MO3BOJNISIOT OKOHYATEIbHO OTBETHUTh Ha 3TOT BO-
IpoC. YCTaHOBJIEHO, YTO OJMHAKOBBIE HapyIICHHS >KHIKOBAHHA BCTPEYAIOTCS COBMECTHO
y oaHo# ocobu Ha xHike Cu, B 5 % croydaes, a Ha xuike M, — B 3 % ciy4aes. Yacrora co-
BMECTHOH BCTPEUaEMOCTH pa3BeTBIECHHN Cu, Ha OOHOM XKHIKE COOTBETCTBYET OXKHAAEMOM
IIpH YCIIOBMH HX CITy4aiHOTO M He3aBHCHMMOTro komOnHupoBanus (p = 0.07), B To Bpems kak
pasBeTBIEHHs M, CORMECTHO MPOSABIAIOTCA 3HAYUMO PEKE, UEM OKHAAETCA NIPH MX CIIyUaid-
HOM M HE3aBHCHMMOM KkoMOuHHpoBaHHHM (p = 0.006). OnHOBpEMEHHOE NPUCYTCTBHE OIUHA-
KOBBIX pa3BETBICHHH B pa3HBIX MeCTaXx OJHOHN M TOM ke JKWIIKH TIOKa3bIBacT, YTO pasHble
YACTH OJHOM >KHIKH MOTYT BapbHpOBAaTh HE3aBHCHMO IpYyr OT Apyra M, ClieJOBaTelbHO,
AODKHBI paccMaTpHBaThCsl Kak pa3HbIE NIPU3HAKH, a HApYUICHHUS JKHIKOBAHHUS, BO3HHKalO-
Y€ B pa3HBIX MECTaX HJIKH, JOJDKHBI CYMTAThCS pasHEIMU ¢enamu (Sereno, 2007; Bacu-
1seB, Bacuisea, 2009). C npyroif cTOpoHBI, Kak BUIAHO U3 paclpeneneHus HHIekca | Ha
pHC. 5, pa3BETBICHHS BOSHUKAIOT HA BCEM MPOTSKEHMH XKHIOK Cu, ¥ M,, a He B Kakux-1u60
OIpeJeIeHHBIX yyacTKax. BeposTHOCTh (hOpMHpOBAHHS pa3BeTBJICHUH MUHMMaJbHA BOIU-
3H OCHOBaHHA 00€UX H3YYEHHBIX XHJIOK M ITOCTENIEHHO BO3pacTaeT o Mepe NpHOIIKeHHUs
K BHEUTHEMY Kpalo Kpbina (pHc. 5). MecTononoxxenne paspeTeineHHi Ha xunkax Cu u M, He
ormnyaercs HH no Meauane (U = 26064; p = 0.99), HH 1O pacIpeneleHHIO B LEIOM
(d=0.10; p = 0.20). Takum 00pa3oM, Ha OCHOBE MOMYYEHHBIX PE3yJIbTaTOB HEBO3MOKHO
Pa3feIUTh U3yYeHHbIE KHIKH HA OTAeJbHbIE Y9acTKH, KOTOpble MOXKHO GbLIO OBI aHAIM3H-
pOBaTh KaKk CaMOCTOATeNIbHBIC TPU3HAKH.

ITpumMeuarensHO, YTO Ha Pa3HBIX yYacTKaX OMHOM JKHUIIKH y Pa3HEIX ocobeit (hopMHUpytoTes
OIIHH M Te JKe BapHaHTHI pa3BeTBIeHHH. PaHee OpUIO noka3aHo, 4To y GOAPBIIHANEI Ha pa3-
HBIX JKMIIKaX YCTOHYHBO PeaTu3yloTCs OIpeneneHHble BapHaHThl HapymeHui (COMOHKHH U
ap., 2017). C y4eToM 3THX AaHHBIX 0COOEHHOCTH PACTIOIOKEHHS Pa3BEeTBICHUN Ha H3y4eH-
HBIX JKHIIKaxX CIEAyeT CYMTATh [10Ka3aTeIbCTBOM MOP(OT€HETHYECKOTO €OMHCTBA ONHOH
KWIKH U CYyIeCTBOBaHUS MOP(OTeHETHYECKHX Pa3IHIHil MeXX Iy pa3HbIMHU JKHIKaMu. B Ha-
CTOsIIIEe BpeMs HapyIIeHHS )KUIKOBaHHS MOXHO paccMaTpuBarh TUO0 Kak §eHsl, THO0 Kak
KOMIO3ULIMH (PEHOB Pa3HBIX MIPU3HAKOB.

HeszaBucuMocTb TposiBIeHHs HapylleHUH XUIKOBaHHUS KPHUIbEB OLEHWIH C TIOMOILBIO
pacyeta kosduimenTos koppensimy CrivpMena (R,) Mexay pasHbiMu HapyueHusMu. Co-
IIacHO pe3y/bTaTaM KJIACTEpHOTO aHajlu3a, BCe HapylUeHHS XXUIKOBAHUS pa3leNsloTcs Ha
1Ba obocobneHHbIX KiIacTepa (puc. 6). Knactep npussakos Ne 1 y camuioB o6pasyroT Jomom-
HHUTENbHBIC JKUIKH B s4eiikax Ne 3, 8 u 9 nepennero kpelia u B siueiike Ne 1 3a/1Hero Kpblia.
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Puc. 5. Pacripesienenne JOTNONHATENBHBIX pa3BeTBIeHHH xiw1ok Cu, nepesHero kpeiia (A)
u M, 3anuero xpeina (B) Aporia crataegi L. 10 HX MECTOTIONOKEHHIO HA XKHIIKE.
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Puc. 6. Pe3ynsraTs! KTaCTEPHOrO aHATH3a KOOPAHHAT HAPYIIEHHH KHIIKOBaHUS KPBUILEB
Aporia crataegi L., nomyueHHble B pe3y/bTaTe MHOTOMEPHOIO METPHYECKOTO LIKATHPOBAHUS
KOppeMAMOHHON MaTpHubl. A — camusl, b — camkH.

F — nepennee xpeimo, H — 3anHee Kprino, apabCkuMu HppaMH yKa3aHbl HOMEPa fUCeK KPhiTa, PHMCKHMH
MpaMH — THITBI HapyIISHUI JKATKOBAHUA.
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V caMOK B 3TOT KJIacTep BXOJHUT TOT )k€ HabOp MPHU3HAKOB, H, KPOME 3TOT0, JOIOTHHUTEND-
Hble XKWIKH B ssueiikax Ne 4-6 nepentero kpouia. Bee ocTanbHble aHATH3HpyeMbIe Hapyllle-
HUSL XKHIIKOBAaHHS COCTaBIIOT Kiactep Ne 2 (cM. puc. 6). DTOT K1acTep My caMlIOB, H y Ca-
MOK OTY€ETINBO pa3AeiseTcs Ha ABa KpYIHbIX cyOkaacTepa. B kakaplif u3 3THX cyOKIacTepoB
NOTafaloT HAPYIIEHHS JKUJIKOBAHHUS, OTHOCSLIMECS K Pa3HBEIM THUIIAM, PAcloIOKEHHBIE Ha
Pa3HBIX CTBOJIAX XHJIOK Ha IepefHeM U 3aJHeM KpbUIbiX. TakuM ofpa3oM, He yaaercs BhHI-
SIBUTH 3aKOHOMEPHOCTH, Ha OCHOBAHHH KOTOPHIX BEIIEIAIOTCSA 3TH ABa IOAKIACTEpPA.

Hapymenus >xuiakoBaHus, cocTaplsomue kractep Ne 2, IposBiIsIOTCS [IPENMYLIIECTBEH-
HO HE3aBHCHMO JPYT OT Apyra (3HauyeHHS KO (HIIHEHTOB KOPPEALNH y CaMOK BApBHPYIOT
or —0.16 10 0.19; Me = -0.02, y cammioB — ot —0.11 o 0.18, Me = —0.01). IIpu 3ToM y cam-
0B 3Ha4YEeHUA KO3GQUIMEHTOB KOPPeIALMH MEXAy pa3HbIMH HApYIIEHUAMH OIHHX M TEX
e JKMIOK 3HaYMMO BBIIE, YeM MEXTy HapyIIeHMAMH pasHeIX xunok (Me, = 0.08;
Me, = —0.01; mo pesynbrataM Tecta Manna—-Yuran, U = 1185, p < 0.001). BoasmmuHcTBO
HapyIIEeHNH pa3HbIX THIIOB, PACHONIOKEHHBIX Ha OJHUX U TEX e XHIKaX Y CaMLOB, TPyIIIH-
pytotcs B obimue cybknacteps! (puc. 6A). Takum o6pa3oM, eciii Ha KpbUIe caMlla BO3HHMKa-
eT 6onee OAHOTO HAPYIIEHHUS XUIKOBAHUA, TO O0jee BEPOATHO, YTO OHH OydyT pacTiooxKe-
HbI Ha OXHOH XKHJIKE, 4 He Ha Pa3HBIX.

Ji/ist IPU3HAKOB, COCTABIAOIINX KiacTep Ne 1, B cpaBHEHHH ¢ HapyIIEHHUSAMH >KHJIKOBA-
HuA U3 Kaactepa Ne 2, xapakTepHo Gojlee 4acTo€ COBMECTHOE TIPOSBICHHE Y OHOM M TOH
e 0coOH: 3HaueHHsd Ko3((HUUMEHTOB KOPpEeJALMH Mexay HUMH BapsupyioT oT 0.11 mo
0.55 y camox (Me = 0.31, p < 0.05) 1 ot 0.12 10 0.24 y camuos (Me = 0.17, p < 0.05). Ilo-
CKOJIbKY HapyIUEHHS KHIKOBAHHA, BXOIINME B KiacTep Ne 2, MPOSBIAIOTCA HE3ABHCHMO
JpYT OT Ipyra, TO MaJOBEPOSATHO, YTO B3aHMOCBS3aHHOE IPOsBIeHNe HapyLIeHHH U3 Kiaa-
crepa Ne 1 06yci10BI€HO CKOOPAMHUPOBAHHOCTBIO IPOLIECCOB MOpQoreHe3a B pa3HbIX AYCH-
kax kpeuta. Ckopee BCEro, COBMECTHOE IMPOsBIEHHE HapyUICHWH XWIKOBaHMA, IPHHAATIE-
Kamux K knacrepy Ne 1, ofycioBieHO BIUSHHEM Hekoero ¢axkropa (HampHMep, TeHOTHIA
0co0H WM YCTIOBHH CPeAbl), KOTOPBIH YBEIHYMBAET IIPEAPACIIONOKEHHOCTh K BOSHUKHOBE-
HUIO JOTIOJHUTENBHBIX KWIOK B HEKOTOPHIX syeikax KpbUia. TakuM o6pa3oM, MOXKHO BELIE-
JMTh ABE IPYIIIbl HApYIIEHUHA KUIKOBAaHUA KpbUIbeB GosAphIIHULBL. K mepBod oTHocATCS
HapylleHus, BXOAAIlUe B knacrep Ne 1, KOTOpbIE CPaBHHMTENBHO 4acTO BCTPEYAIOTCA CO-
BMECTHO Y oxHo#t ocobu. Ko Bropoii rpymme oTHOCATCSA HapylieHus U3 kiaacTepa Ne 2, KoTo-
pble IPOSBIAIOTCA HE3aBUCUMO APYT OT ApyTa.

HamnpapneHnHas acHMMETPHA B IIPOSABICHUH HapyIIEHUH XKWIKOBAaHUS KPBIIEEB OTCYTCTBY-
eT (1abn. 1.). BenuurHa oTKIOHeHHs HabmogaeMoi J0JIM aCHMMETPHUYHOIO [IPOABJICHUS OT
oxumaeMoi (D) y pa3HBIX HapylleHHH >KWIKoBaHHsA BapbupyeT oT 0 mo 35 % y camioB
Me=72%)mnor 0 m0 55 % y camok (Me = 13.6 %). B 38 % cnyuaeB y camioB 4 B 44 %
CIIyyaeB Y CaMOK 3TO OTKJIOHEeHHe 3HaumMmo (cM. Tabn. 1). Takum oOpa3oM, aHTHMEPHOE
[pOABJICHHE pPa3HBIX HAPYIICHHH >XKHIKOBAHHA KpPbUILEB OOAPBINIHHLEI TOAYHHACTCA pas-
HBEIM 3aKOHOMEPHOCTAM: HEKOTOpBIEe HapylIeHHUs NPOABIAIOTCA CTy4aliHO M HE3aBHCHMO Ha
pa3HBIX CTOPOHAX Teja, B TO BpeMs Kak IposBIeHHe APYTHX B GopIlei mwid MEHbIIEH CTe-
MEHN OTKJIOHSETCA B CTOPOHY cMMMeTpHH. CllydaeB OTKJIOHEHHS B CTOPOHY INOBBIIIEHHOM
ACUMMETPHUYHOCTH MTPOABIEHHUS (T. €. CKIIOHHOCTH K aHTHCHMMETpPHH) He 0OHapyxeHo. JTo
XOPOILIO COIIACYeTCs ¢ IUTepaTypHBIMU JaHHBIMU: (EHOIEBHAIMH Ha Pa3HbIX CTOPOHAX Te-
J1a IPOSIBTIAIOTCA CITy4aiiHO M He3aBUCHUMO JpyT OT apyra (Actaypos, 1974; Bacuises, 2005)
WM IEMOHCTPUPYIOT TEHAEHIMIO K CAMMETpHYHOMY nposBieHuio (Palmer, 2012).
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Tabauna 1. 3aKoHOMEPHOCTH aHTHMEPHOTO MPOSABIIEHHS HapYIEHHH XHIIKOBAHUSA KPbUIbeB Y Aporia crataegi L.

= YacroTa BcTpeuaeMocTH
° 5 Yucno ocobeii ¢ HapyLIeHHEM CTOPOH TeJia ¢
2 anCTouK SKUJIKH HJIH E: N HapyuieHHeM, %o » D, % »
& sueiika Kkpbuia s ! 2
E AcHMMeTpHYHBIE CHMMeTpHuHBIC [tpaBas JleBas
Camipt
M-M R, 1 3728 85 3 1.26 1.18 1 2.8 0.248
R-R, . I 3728 21 59 4.46 433 1 19.6 | 0.000
R, | 3718 12 0 0.16 0.16 1 -0.1 1
1 3718 72 9 1.23 1.18 1 10.5 0.003
v 3718 15 6 0.35 0.37 1 284 0.013
R, . 1 3706 43 0 0.56 0.59 1 -0.3 1
11 3706 16 0 0.29 0.13 0.818 -0.1 1
% M R, . I 3726 143 52 3.31 3.64 1 249 0.000
E‘ \% 3726 15 8 0.37 0.45 1 346 | 0.002
R, | 3717 18 0 032 0.16 0.811 -0.1 1
R, 1 3698 27 0 0.21 0.51 0.505 -0.2 1
R, 1 3674 50 8 1.21 0.56 0.113 13.4 0.006
I 3674 14 0 0.22 0.16 1 -0.1 1
M, 1 3676 22 0 0.32 0.27 1 -0.1 1
I 3676 17 1 0.22 0.30 1 5.4 1
M, I 3689 22 0 0.30 0.30 1 -0.1 1



wn
oo

Ta6auna 1 (npodoaxcenue)

= Yacrora BcTpeyaeMocTu
o E Yucsio ocobeii ¢ HapylienneM CTOPOH Tena i/
Al i Y = =R
= T
E ACHMMETPHYHbBIE CummerpuyHble Ipasas JleBas
M, I 3688 25 0.38 0.43 1 72 0.419
Cu—M, 3727 16 0.29 0.13 0.818 -0.1 1
Cu, I 3687 136 37 291 282 1 199 | 0.000
Cu, 1 3668 16 0 0.13 0.32 0.797 -0.1 1
2 24 1 3644 77 23 1.35 2.00 0.479 222 0.000
;:; 111 3644 26 1 0.46 0.30 1 3.5 1
= Ne 3 I 3687 107 40 2.50 2.55 1 259 | 0.000
Ne 4 11 3670 26 1 0.22 0.57 0.465 3.5 0.832
Ne 8 11 3665 10 4 0.27 0.22 1 28.5 0.069
Ne 9 11 3651 28 0.68 0.57 1 24.0 | 0.002
Ne 10 I 3622 217 55 442 4.70 1 17.9 | 0.000
R, 1 3693 12 1 0.19 0.19 1 7.6 1
M, 1 3661 66 5 1.00 1.05 1 6.5 0.060
° i 3661 42 8 0.73 0.86 1 156 | 0.005
q:; M, I 3656 299 54 541 5.70 1 124 | 0.000
® M, 1| 3661 9 1 0.19 0.11 1 9.9 1
Cu—M, 1 3701 25 0.51 0.27 0.797 7.2 0.419
Cu, I 3666 13 0.16 0.19 1 -0.1 1
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11 3666 23 1 043 0.27 1 4.0 1
® 34 I 3660 190 21 3.19 3.18 1 83 0.000
% 11 3660 40 0.84 0.51 0.708 10.8 0.054
® Ne 1 11 3673 26 2 0.51 0.32 0.993 6.9 0419
Ne 3 II 3633 128 15 2.20 2.14 1 9.4 0.001

CaMku

M-M R, I 3023 37 1 0.49 0.79 1 23 1
R-R, . 1 3023 138 40 3.52 3.69 i 20.6 0.000
R, I 3014 75 7 1.55 1.38 1 7.8 0.014
R, 1 3005 35 2 0.63 0.66 1 5.1 0.354

11 3006 14 0 0.23 0.23 1 -0.1 1
M R, ., I 3026 45 8 1.05 0.99 1 14.6 0.005

R,., I 3017 13 0 0.07 0.36 0.357 -0.1 1

R, 1 3010 27 1 0.53 043 1 33 1

g R, 1 2993 62 1 0.93 1.19 1 1.1 1
:’f} 11 2993 9 2 0.23 0.20 1 18.1 0.348
= M, 111 2993 5 4 0.20 0.26 1 443 0.039
M, I 3003 16 3 0.40 0.33 1 15.6 0.165

M, 1 2995 23 1 0.50 0.33 1 4.0 1
Cu, I 2995 86 14 1.95 1.85 1 13.0 | 0.001

Cu, I 2992 22 1 0.43 0.46 1 4.1 1
Ne 3 11 3001 86 79 4.23 3.92 1 45.8 0.000
Ne 4 Il 2989 30 4 0.53 0.73 1 11.5 0.095
Ne 5 11 2974 9 11 0.46 0.56 1 54.7 0.000




oo Tabnuna 1 (npodonscenue)

= Yactora BCTPEeyaeMoCTH
o § Uncio ocobeit ¢ HapyLueHHeM CTOPOH TeJia (;/
N =
E ACHMMeTpHYHBIE CHMMeTpHYHbIE [TpaBas JleBas
Ne 6 I 2980 10 6 0.36 0.36 1 373 0.009
3 Ne 7 | 2991 10 3 0.30 0.26 1 229 | 0.139
:2 Ne 8 11 2980 17 14 0.76 0.73 1 448 | 0.000
o
= Ne 9 u 2971 20 18 0.93 0.96 1 469 | 0.000
Ne 10 1 2954 172 57 4.72 4.90 1 224 | 0.000
R, I 2992 17 0 0.17 0.40 1 -0.1 1
M | 2975 33 0 0.43 0.66 1 -0.3 1
m 2975 7 3 023 0.23 1 299 | 0.128
© M, I 2966 193 38 5.20 3.89 0.357 142 0.000
% Cu, I 2972 11 0 0.13 0.23 1 -0.1 1
i 34 I 2993 145 17 3.08 291 1 9.0 0.001
m 2993 21 4 043 0.53 1 15.8 0.092
Ne 1 11 2980 20 11 0.60 0.83 1 35.1 0.000
Ne3 1 2945 55 2 1.00 1.00 1 3.0 0.354

[Ipumeyasua D — pasHocTs MEXTy HaGNIOAACMON U 0XKHIAEMOH NONAMN ACHMMETPHYHOTO TIPOSBIICHHA HAPYILICHNS KHIKOBAHH, P, — 3HAYAMOCTL Pa3JIHYHIl MEX/Ty
aCTOTAMM BCTPE4ACMOCTH HAPYIIEHHI CTIPaBa H CIEBa, P, — 3HAYUMOCTL PA3IHUHH MEx|ly HAGTIONAEMBIMM H OXKHAEMbIMH HACTOTAMH BCTPEYAEMOCTH 0COGEH C CHMMETPHYHEIM
H aCHMMETPHYHBIM NPOABICHHEM HAPYLIEHHH.




CoracHo pe3yasraTaM pobacTHOTO AMCIEPCHOHHOTO aHAIN3a, BEJIMYHHA OTKIOHEHHS OT
O0XKHIaeMOM OJH aCHMMETPHYHOro nposieierus (D) B 3HaYUTETHON Mepe 3aBHCHT OT TO-
ro, K KaKo# Irpynie oTHOCHTCs HapyiueHde (p = 0.001), u B MeHblel cTelleHH — OT HoJa
umaro (p = 0.026). Y caMok IposBlIeHHEe HapyLICHHI )XUIKOBaHHUS B LI€IOM HMeeT Gonee
CHMMETPHUYHEIH XapakTep, 4eM y camuoB (pHc. 7). Hapyienns >xunkoBaHHs nepBoil rpyI-
el y 000MX MOJIOB MPOABIAKOTCSA Oonee CHMMETPUYHO B CPABHEHHH C JpyTHMH HapylICHH-~
aMH (puc. 7). Takum 06pa3oM, HapyIICHAS KAIKOBAaHHUA [IEPBOM I'PYIIEI CPaBHATENIBHO Ya-~
CTO MpPOSABIAIOTCA COBMECTHO M CHMMETPHUYHO y ONHOH ocobu. OTMETHM, YTO Bce
HapyUIEHHUs XHIKOBAaHMA, OTHECEHHbIE K MEPBOH IpymnIie, NpeACcTaBaAsioT coboi JOMOIHHU-~
TENIBHBIE JKWIKH, T. €. PE3YJIbTaT M30BITOYHON U SKTONHYECKOH nuddepeHIHpOBKH KIETOK
MeMOpaHBbI KpELTa B KJIETKH JKHIOK. BO3MOXHO, YTO OHH BO3HHKAIOT B pe3y/IbTaTe pealn3a-
ITUH OZHOTO M TOTO K€ MOP(HOTEHETHYECKOTO Iy TH, BEPOSTHOCTE OCYIIECTBICHHS KOTOPOTO
3aBHCHT OT 3KOJIOTHYECKUX HIIM TeHeTH4ecKUX (akTopoB. ITo3ToMy Takue HapylIeHHs KHI-
KOBaHHUs HE MOTYT pacCMaTpHBAaThCA B Ka4eCTBE HE3ABUCHMEIX [IPH3HAKOB, a HacTOThI X
BCTPEYAEMOCTH HE MOTYT OBITh MCTIONB30BAHEL /I XapaKTEPUCTHKH YPOBHA HeCTaOHIBHO-
CTH pa3BHTHA 0cobell B IIOMyIAAH.

Bce ocrtanmbHble H3yueHHBIE HApYyLIEHHS JKHIKOBaHHS (OTHECEHHEBIE KO BTOPOM IpyIie)
TIPOSIBJIAIOTCS HE3aBUCHMO JPYT OT Opyra M, Kak IpaBHJIO, acCHMMeTpH4YHO. ONHAKO cpeln
HHUX BeJIWYMHA OTKIOHEHHA (D) oT okumaeMoil 10IM aCHMMETPHYHOTO TIPOSIBIICHUS TaKoKe
CHIIFHO BaphupyeT. B BrIOOpke camIioB BeaWynHA [ y HapyunieHHH KHMJIKOBaHHMS BTOPOH
TPYTIIIE! 3aBHCHT OT YaCTOTHl HX BCTPEYAEMOCTH: YEM Yallle JaHHOE HapylLIeHHe BCTpeYaeT-
csi, TeM B 6OJIbLICH CTENIEHH €To IposBiIeHHe CHMMETpUYHO (R = 0.69; p < 0.001). Takum
obpa3oM, y caMIOB pelKHE HapyLIEeHHS JKHUIIKOBaHHSA, Kak NPaBuio, GopMHpYIOTCS Belel-
CTBHE CTy4daifHBIX OIIHOOK MOpdoreHesa, a BO3HUKHOBEHHE OTHOCHTEIBHO 4acTo BCTpeYa-
IOIMXCSA HapylleHui B Gonblieil cTemeHn 00yClIOBICHO TEHETHUYECKHUMH WIH 3KOJIOTHYe-
CKkMMH (haKkTopaMH. Y CaMOK 3Ta 3aKOHOMEPHOCTh He BeIpaxeHa (Rg = 0.30; p = 0.15).

B kadectBe Mapkepa ypOBHsA HeCTaOMIBHOCTH Pa3BHUTHS MOTYT HMCIIONB30BAaThCS TOIBKO
HapyUIEHHS XHIKOBAHHS CO CTaTHCTHYECKH HE3HAYNMOH pasHocThio (D) Mexy Habmonae-
MOH H 0XXKHIAeMOH AONAMH aCHMMETPHUYHOTO MIPOSIBICHUA. 3TOMY KPHTEPHIO YIOBIETBOPA-
€T 3HaYUTENbHAs YacTh H3YUYEHHBIX MPU3HAKOB: 24 U3 39 NpoaHaIM3UPOBAHHBIX MPHU3HAKOB
y caMuoB # 18 u3 32 — y camok. Jlonst 3THX HapyUICHHH >KWJIKOBAaHHUA OT OOINETO YHcIa
o6Hapy>XeHHBIX HapyIIeHUH KHMIIKOBaHHsA AocTUraeT Beero 21 % y caMnoB U 23 % y caMoK.
CrenoBarensHo, 60bIIas 4aCTh MPOAHATH3HPOBAHHEIX HApYIICHUH MIKOBAHHSA HE MOMKET
paccMaTpuBaThcsd B KadecTBe IMOKa3arelnsd HECTaOMIBHOCTH pa3BHTHA. TakuM o6pa3om,
[0 YacTOT€ BCTPEYAEMOCTH BCEH COBOKYNHOCTH HapyIUEHMH J>XMIKOBaHUSA KpBHIIbEB
GOSAPBILIHALEI HEBO3MOXHO CyAUTh 00 ypOBHE HECTaOWIBHOCTH pa3BUTHA ocobel B Hommy-
TALHAX.

INomyyenHple HaMM JaHHBIE [TOKA3BIBAIOT, YTO HapyLIEHUs >KWIKOBaHHSA KpBUIBEB 60s-
PBILIHALIEI MOYKHO PacCMaTpHBaTh KaK YCTOWYHBBIE COCTOSHHUS MOPOTOBBIX HEMETPHYECKUX
HPH3HAKOB, T. €. (peHbl. DTO coracyercsi ¢ ONHCaHHOH HaMH paHee 3aKOHOMEPHOCTBIO: Ha
OHHX M TEX )K€ Y4acTKax JKUJIOK, KaK NpaBHJIO, BO3HUKAIOT OJHH H T€ K€ Pa3HOBHIHOCTH
HapyuieHui (COlOHKHUH U Ap., 2017). TTo-BuIuMoMy, HapyIIeHHS XHUIKOBAaHHA KPBUIbEB 60-
APBIIHHIE] HAPAAY C APYTHMHU ONHCAHHBIMHU B JIMTEPAType MOPOTOBRIMH HEMETPHYECKIMH
IpPH3HAKAMH MOXKHO CUHTATh pe3y/JbTaTaMH pEaTH3aLHU ONpelCTICHHBIX, OTHOCHTEIBHO
ycToiuHBEIX abeppaHTHBIX IyTed MoporeHe3a (Bacuibes, 1988; 2005).
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Puc. 7. Passocts (D) Mex gy HabmonaeMol ¥ OXXHAAEMOH JOISIMH aCHMMETPUYHOTO MPOSBICHHS
HapYyLIEeHHU XAIKOBAHAS Y CaMLOB U caMoK Aporia crataegi L. IIpuBelieHb cpeHAE 3HAYCHUS
U JJOBEPHTENLHBIE HHTEPBAJIDI.

B panHo# paboTe ycTaHOBNEHO, YTO NPOSBIICHHE PA3HBIX HAPYIICHUI XKHUIKOBAHUA NOM-
YUHAETCA Pa3HBIM 3aKOHOMEpHOCTAM. HekoTophie HapylieHHs (MHOTHE HOMONHUTEIbHBIE
JKUIKA B IYeHKaX KpbUIa) MPOSBIAIOTCA COBMECTHO Y OOHOI 0COOH ¢ OTHOCHTEIBHO BHICO-
KOH 4acTOTOH, B TO BpeMs KaK APYr'He BCTPEYAOTCA HE3aBHCHMO APYT OT JIpyra U He obpa-
3YIOT YCTOHYUBBIX HEHOTUITHYECKHX KOMOMHAIMH. OQHU HAPYUIEHUS JKHIKOBAaHHS IPOSB-
JSFOTCS MPEUMYLICCTBEHHO aCHMMETPUYHO, CTy4alfHO K HE3aBUCHUMO Ha Pa3HBEIX CTOPOHAX
Te/a (HapuMep, JOTIOTHUTENbHbIE PA3BETBICHHS XKMIKH M| 3a1HETO KPBLIA, CITy4Yau PeayK-
UK JKUNOK 24 TIepeAHero Kphiia 1 34 3aJHEro Kphina), B TO BpeMs KaK AIs JPYIMX Xapak-
TEpHA TEHACHIUA K CHMMETPUUIHOMY ITPOSABICHMIO (B YaCTHOCTH, A/ OOJIBIIMHCTBA JOIOI-
HUTEIbHBIX JKIIOK, PACTIONOKEHHBIX B stueliKax Kpblia, M JONOJIHUTENbHBIX pa3BeTBICHU
PaaualbHOTO CTBONMA HA yYacTke R ~R, , ). TodpKO HapyIIeHHs HIKOBAHUS, KOTOPEIE IIPO-
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SIBISFOTCS HE3aBHCHUMO JIPYyT OT ApPYra W BCTPEYaloTCs clIydaifHO M He3aBUCHMO Ha Pa3HBIX
CTOpOHAX TeJla, MOTYT CYMTAThCA CIydYalHBIMU OIIMOKAMU pa3BUTHA M, CIENOBaTesbHO,
paccMaTpHBaTECI B KauecTBe MapKEpOB HeCTaOMIBHOCTU pa3BUTHA. Kak mpaBuiio, oHH
BCTPEYAIOTCA OTHOCHUTENBHO PEIKO U MOJTOMY COCTAB/IAIOT MEHBIIYIO 4acTh OT OOILIEro
qpcia 06HAPYKEHHBIX HapyIIEeHUH.

Taxkum 06pa3oM, 4aCTOTHl BCTPEHAEMOCTH HapyLIEHHH JKUIKOBaHHSA KPBUIBEB, BEPOATHO,
MOXKHO UCITONIB30BaTh [T XapaKTEPUCTUKH SIIHT€HETUIECKOTO JTaHAINadTa Oy AsSIHi Ha-
cekoMsIX (Bacunses, 1988, 2005), onHaKO OIEHHBATEH C WX IIOMOIIBIO YPOBEHb HECTAOMITb-
HOCTH pa3BUTHUSA ocobel B MMOMyALUAX ClieAyeT ¢ KpaiHeH OCTOpPOKHOCTRIO. Mcrons30BaH-
HBIH HAMH MOAXO MOXeT OBITh IPUMCHEH JJIS aHAJIN3a 3aKOHOMEPHOCTEH H3MEHUYHBOCTH
YKHJIKOBAHUS KPBUTBEB JPYTHX IPYII HACEKOMBIX, A1 KOTOPBIX XapaKTepHbI akTHBHBIH 110-
JIeT ¥ OTHOCHTENbHAs YCTOMYHBOCTE BUOBOTO ITATTEPHA XKHIKOBAHHUA.
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WING VENATION ABNORMALITIES IN THE BLACK-VEINED WHITE
APORIA CRATAEGI L. (LEPIDOPTERA, PIERIDAE):
INSIGHT IN TERMS OF THE MODERN PHENETICS

I. A. Solonkin, E. Yu. Zakharova, A. O. Shkurikhin

Key words: wing venation abnormalities, phenetics, phenotypic variability, phenodeviance,
developmental stability, Lepidoptera.

SUMMARY

Patterns of wing venation abnormalities appearance in the black-veined white (4poria crataegi L.)
were studied. It was shown that these abnormalities form four types of bilateral compositions and
quantitatively vary in their degree of the phenotypic expression. This implies that wing venation
abnormalities of the black-veined white butterfly can be considered as stable states of threshold
nonmetric traits with hidden quantitative variability, i. e., «phenes». Patterns of various wing venation
abnormalities appearance vary. Different abnormalities demonstrate a trend to joint occurrence in one
individual or occur independently from each other. Some abnormalities appear mainly asymmetrically,
randomly, and independently in different body sides, while others display the trend to symmetrical
occurrence. Only the wing venation abnormalities that appear independently from each other, randomly
and independently in different body sides can be considered as random developmental errors and as
indicators of developmental instability. Such abnormalities are rare and make up less than 20% of the
total number of abnormalities.
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