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HccnenoBaHbl 3aKOHOMEPHOCTH TPOSIBICHUS] HapyLICHWH J>KUIKOBAHHMS KPBUILEB OOSPBIIIHHIIBI
Aporia crataegi L. YcTaHOBIICHO, YTO 9TH HapyIICHHs] 00pasyloT YeThIpe THIIA OMlaTepaabHBIX KOM-
MO3ULMH U KOJIMYECTBEHHO BapbUPYIOT 0 CTEHEHH BBIPXEHHOCTH B ()eHOTHUIIE. DTO 1aeT OCHOBaHHUE
paccMaTpuBaTh MX KaK YCTOIYMBBIE COCTOSIHHS NMOPOTOBBIX HEMETPHYECKHMX NPU3HAKOB CO CKPBITOIL
KOJIMYECTBEHHON IPUPOAOH M3MEHYHMBOCTH, T. €. (heHbl. [TokazaHo, YTO NPOSIBICHUE PA3HBIX HApYyIIIe-
HHI JKUJIKOBaHHS MOIUHHACTCS PAa3HbIM 3aKOHOMEpPHOCTAM. HapylieHus KHIKOBaHHUS MOTYT C OTHO-
CHTEJIBHO BBICOKOH YaCTOTON MPOSBIATHCS COBMECTHO y OIHOM 0COOM MO0 BCTpEUaThesi HE3aBUCHMO
Jpyr ot Apyra. OfHY HapyLIICHUS )KUIIKOBAHHS MPOSIBISIOTCS TPEUMYILIECTBEHHO ACHMMETPHYHO, CIIy-
YalfHO ¥ HE3aBHCHMO Ha Pa3HBIX CTOPOHAX Teja, B TO BpeMs Kak JUIsl APYTUX XapaKTepHa TCHICHIINS
K CHMMETPUYHOMY IIPOSIBICHUIO. TOJNIBKO T€ HapyIICHUS YXKHIKOBaHUS, KOTOPHIE HMPOSBILIIOTCS Hes3a-
BUCHUMO JPYT OT Jpyra M BCTPEYAIOTCS CIy4alHO M HE3aBHCHMO Ha Pa3HBIX CTOPOHAX Teld, MOTYT
CUUTATHCS CIyYallHBIMHM OLIMOKAMM Pa3BHTHS M PAacCMaTPHBATHCS B KaueCTBE MAapKEpOB HECTaOMIIb-
HOCTH pa3BuTHs. OHU BCTPEUAIOTCS] OTHOCUTEIIBHO PEIIKO U COCTaBISIIOT 0Koj10 20 % oT ob11iero yncna
0OHapY>KEHHBIX HapyILIECHHUIT.

Kniouesvle cnosa: HapylIeHUs KHUJIKOBAHUS KPbUIbEB, (heHETHKA, ()CHOTUITMYECCKAs H3MEHUNUBOCTD,
(beHoneBuanys, CTabMILHOCTD pa3BuTHsl, Lepidoptera.
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BHyTpuBHIOBas H3MEHUMBOCTH JKMUIKOBAaHHMA KpPBUILEB XOPOIIO H3BECTHA y MHOTHUX
aKTHBHO JICTAIONINX BHIOB HaceKoMBIX (MapTteiHOBa, 1948; Sotavalta, 1964; Opmos, 1975;
Ross, Robertson, 1990; Padré et al., 2014; Lopuch, Tofilski, 2016; Giilmez, 2019). 3akoHo-
MEpPHOCTH TPOSIBICHHS HAPYIICHNUH XUIKOBAHUS KPBUILEB XOPOIIO W3YUYEHBI Y BHIOB MyX
poxna Drosophila Fallén, 1823, B mpupoAHBIX TOMYIAUAX APYTHX BHIOB HACCKOMBIX U3yYa-
JUCh Ha IpuMepe MelNoHOCHOH muensl Apis mellifera L. (Akahira, Sakagami, 1959;
Smith et al., 1997; Porporato et al., 2014; Eligiil et al, 2017) u GospbeIHUIEI Aporia
crataegi L. (Cononkun u np., 2017). Hapymienus *UIKOBaHHUS KPbUIbEB HACEKOMBIX, KaK
IIPaBUJIO, paCCMaTPUBAIOTCA B Ka4eCTBE NIPU3HAKOB C AJIbTEPHATUBHON BapHalueil (Hapyre-
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HUE KWIKOBaHMs MO0 MMeeTcs, 1160 oTcyrcTByeT) (Smith et al., 1997; Lopuch, Tofilski,
2016; Cononku u ap., 2017; Giilmez, 2019). Hacto B 0CHOBE IMCKPETHOTO BapbUPOBAHMS
TaKUX MIPU3HAKOB JICKUT CKPBITAs KOINYECTBEHHAsI N3MEHUYMBOCTD HEKOTOPBIX MTapaMETPOB
Mop¢oreHesa (HalpuMep, CHTHAJIBHBIX BEIECTB): €CIIH BEIMYMHBI 9THX 1apaMeTPOB TOCTH-
raloT 1opora, To B ()EHOTHIIE TPOSBIISIETCS OHO U3 albTEPHATUBHBIX COCTOSHUHN MPH3HAKA,
a ecnu He jgocturatoT — apyroe (Bacunbes, 1988, 2005; Halgrimsson et al., 2005; Palmer,
2012). B paMkax 3MUT€HETHYESCKOM KOHIENITNH (PEHETHKH, KOTOPasi BOCXOIUT K SITUTEHETH-
yeckuM npeacrasneHusMm K. X. Yonounrrtona (1970) u M. A. [lIumxkuna (1984), nuckpet-
HBIE YCTOHYMBBIE COCTOSIHUSI IOPOTOBBIX HEMETPUUECKUX MPU3HAKOB HA3BIBAIOTCS (eHAMU
(Berry, Searle, 1963; Bacunbes, 1988, 2005). ®eHsl B JaHHOM IOHIMAaHUH MOTYT paccMa-
TPHUBATHCS KaK MPOsIBICHNE B (DEHOTHIIE allbTEPHATUBHEIX ITyTell MopdoreHe3a. Cunuraercs,
YTO YaCTOTBI BCTPEUAEMOCTH (hEHOB TO3BOJISIIOT 0XapaKTepH30BaTh HAOOP MOTEHIMAIBHBIX
IyTeH pa3BUTHS KaKOH-1100 MOP(HOCTPYKTYPHI H BEPOSTHOCTH MX peallU3aliy, T. €. SITUre-
Hetmdeckuil nmanamadrt momynsamun (Bacmises, 1988; 2005). KocBeHHBIMH KpHTEpHSIMHU
JUISl OTHECEHHs JUCKPETHOTrO (PEHOTHIIMUECKOTO MpPU3HAKa K IOPOTOBBIM CIyKaT, BO-IIEp-
BBIX, HAJIMYUE 4 TUTIOB OMJIATePATBHBIX KOMITO3UIMH (+/+; —/—; +/—; —/+; TAC «+» 1 «—» 000-
3HAYAOT pa3HbIe COCTOSHMS MPU3HAKA), ¥, BO-BTOPHIX, KOIMYECTBEHHOE BapbHPOBaHNE CTe-
TIEHH BBIPAYXEHHOCTH MPHU3HAKA, €CIX OH NposBwics B ¢eHoTHIe (Bacuises, 2005).

B ¢eHernueckux vccienoBaHUsIX BAXHO pa3sinuarh yCTOHUMBBIE JUCKPETHBIE COCTOSHUS
ITOPOTOBOTO TIpH3HAaKa ((PEeHbI) W YCTONYMBEIE COYETAHUS COCTOSHHUM pa3HBIX MPH3HAKOB
(xommo3uru ¢enos) (Bacumwer, 1988, 2005; Sereno, 2007). Ilpu u3ydeHUN HapyIIeHUH
YKHUIIKOBAHUSI KPBUILEB OJTHA KMJIKA PACCMATPUBAETCS B KAYE€CTBE OJHOTO TPH3HAKA, U HAPY-
LICHHMS, PAcIOIOKCHHBIC B IIpelenax OJHOW KHJIKU, CUMTAalOTCs oauHakoBbiMH (Akahira,
Sakagami, 1959; Porporato et al., 2014; Comonkus u ap., 2017; Eligiil et al., 2017). Oxrako
JKHJIKH HACECKOMBIX 06naz[a10T 3HAYUTEIHHON MMPOTSXKEHHOCTBIO, 1 HAPYHICHUS JKUJIKOBAHU A
MOTYT (OPMHPOBATECSI B pa3HbIX MecTax OIHOW M TOH e XWikh. Bo3HmkaeT Borpoc,
JIOJDKHBI JIM TaKWe HapyLICHHs KIIKOBAaHUS pacCMaTpPHUBaThCs KaK OAMH (PeH WM Kak pas-
Hble. COIIacHO NPEACTABICHHUAM O BBIJCICHUU U PasrpaHMYeHHH MOP(OIOTHYECKUX MIPH-
3HaKoB (Sereno, 2007; Bacunbe, BacunbeBa, 2009), ecnu Ha pa3HbIX ydacTKax OHOM U TOM
K€ JKWJIKH MOTYT COBMECTHO BCTPEYAThCsl OJMHAKOBBIC WIIM pasHble HAPYIICHHUS, TO OTH
YYaCTKH CIIOCOOHBI K HE3aBHCHMOMY BapbHPOBAHHIO M TIO3TOMY JOJDKHBI CYHTATHCS Pa3HBI-
MU [TPHU3HAKAMH.

Hapyienust )KHIKOBaHHsI KPbLIbEB HACEKOMBIX YACTO PACCMATPHUBAIOTCS KAK CIyJYaiiHbIe
OIKMOKU pa3BUTHS, B CBSI3M C Y€M YACTOThl MX BCTPEUYAEMOCTH HCIIOJIB3YIOTCSl B Ka4eCTBE
JIONIOJIHUTENFHON Mepbl YPOBHS HECTAOWIILHOCTH Pa3BUTHS 0COOEH B MOMYJSIMAX HapsLy
¢ BenmuuHOHN uykryupyromeit acummerpun (Ross, Robertson, 1990; Clarke, 1993; Smith
et al., 1997; Padro et al., 2014; Lopuch, Tofilski, 2016). OmqHako BO3MOXHOCTH IPAMEHEHHS
YacTOT BCTPEYAEMOCTH PEAKHX COCTOSHUI HEMETPHYECKHMX NPH3HAKOB ((peHoneBuanuii)
JUISl OLICHKH YPOBHS HECTAOWIIBHOCTH Pa3BUTHsI 0co0el ocraercst o BorpocoM. Teoperu-
Yeckoe 000CHOBaHUE KOPPEKTHOCTU UCIIOIb30BAHMUS TAHHOTO METO/Ia B M3BECTHOM HAM JTU-
Teparype OTCYTCTBYeT. Psii aBTOPOB OTPHIIAET BO3MOXKHOCTh IPUMEHEHHS KaKoH-ITH00 Apy-
rOif Mepbl HeCTaOMIILHOCTH pa3BUTHs, KpoMme QuykTyupytoeit acummerpuu (Debat, David,
2001; Willmore et al., 2007; Takahashi, 2019).

ITox cTaGMIBHOCTHIO MHIMBHIYaJbHOTO PAa3BUTHS MOHMMAIOT YCTONYMBOCTH K CITydai-
HBIM HapylIeHUsIM MopdoreHesza (OHTOT€HETHYECKUH IIyM), CIIOCOOHOCTh pealn30BhIBATh
(PCHOTUTIIMYIECKYIO HOPMY TIPH AaHHOM TEHOTHIE M B OFHUX M TEX K€ YCIOBHSX CPEHBI.
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CrabuIbHOCTH Pa3BUTHS NMPHUBJIEKACT BHUMAHUE HCCIIE0BaTENIel KaK BO3MOXKHBIN MOKa3a-
TeJb «KaueCcTBa» 0CO0eH B MOMYJIAIHK U «KadeCTBa» CPEbl, B KOTOPO oHU 00uTaroT. [Ipen-
moJjiaraeTcs, 4To Hanbosiee MPUCIOCOOICHHBIE 0COOH XapaKTepU3yIOTCsl HanboIee CTa0 Ib-
HBIM OHTOTreHe3oM (3axapos, 1987; Dongen, 2006; Klinbergen, 2019). U3BectHo, 4TO
BECPOATHOCTDH p€ain3aliiu B q)eHOTI/Il'[e PEAKOTO COCTOAHUA HEMETPUUYCCKOI'O ITPU3HAKaA 3aBU-
CHUT OT TeHOTHIa 0COOH, YCIOBHI OKpYIKalollel cpeibl BO BPEeMsl Pa3BUTHS, YyBCTBUTEIb-
HocTH MopdoreHesa K 3tuM (akTopaMm U cTerneHu ero HectadbmnpHOCcTH (Debat, David,
2001; Hallgrimsson et al., 2005; Willmore et al., 2007; Takahashi, 2019). Hapymenus »xwn-
KOBaHHMsI KPBUILEB HACEKOMBIX MOTYT PaCCMaTPUBATHCS KaK MapKepbl HECTAOMILHOCTH pa3-
BUTHS TOJILKO B TOM Clly4ae, €Clii MX BOSHUKHOBEHHE O0YCIIOBICHO CIyYallHBIMH OIIHOKa-
MU MOpQoreHe3a U He 3aBUCHT OT FCHOTHIIA U YCIOBHH OKPYIKAIOIIECH Cpe/Ibl.

Hackonbko HaM M3BECTHO, HE CYIIECTBYET METO/a, KOTOPBII ObI MO3BOJIMII HA MaTepHase
U3 MPUPOIHBIX TOMYJSIMN PSMO ONPEACIUTh BKIA pa3HbIX (aKTOpOB B pa3BUTHE (EHO-
TUINYECKOTO OTKJIOHEHHUsI. J{Jisi KOCBEHHOW OLIEHKU MOXKET OBbITh HCIIOJIB30BaH aHAJIN3 3aKO0-
HOMEPHOCTEH aHTHMEPHOTO MposiBlieHUs1 (eHoneBuanui, paspadboranusiii b. JI. Acraypo-
BeIM (1974). Ecnm Bce ocobu 00MagarOT OAWHAKOBOW MPEAPACIONOKEHHOCTHIO
(reHeTHYECKOW WM MHAYIMPOBAHHOW (paKTOpaMH BHEIIHEH cpeipl) K pa3BUTHIO JaHHOM
(heHonmeBUaIH, TO €€ MPOSBICHUE Y KOHKPETHBIX 0co0el OyaeT 3aBHUCETh TOJBKO OT CIIy-
JaiiHBIX ommOO0K MopdoreHesa. [Ipu 3ToM ecnu GeHomeBranus Ha Pa3HBIX CTOPOHAX Teja
pa3BUBAcTCS HE3aBHCHMO, TO BEPOSITHOCTh €€ aCHMMETPHYHOTO MposiBiIeHus (p ) Oyzner
paBHa:

asymm

pasymm:pa*(l _pb)+pb*(l _pa) (1)5

a BEpOATHOCTh CHMMETPHUYHOTO MPOSIBICHUS (p

.wmm) :
psymm =pa *pb’ (2)’

TJe p, ¥ p, — BEPOATHOCTH BOSHUKHOBEHHMS (DEHOICBHAIIMH COOTBETCTBEHHO Ha TPaBoi 1
JIeBOW cTopoHax Tena (Actaypos, 1974; Bacuibes, 2005; Palmer, 2012). ®deHoneBuaiuu,
SMIIUPUUYECKHE YaCTOThl BCTPEYAEMOCTH KOTOPBIX 3HAYMMO HE OTIUYAIOTCS OT OXKHUJAEMBIX
B CJIy4ae UX CJIy4ailHOTO M HE3aBHCHUMOTO MPOSBJICHUSA Ha Pa3HBIX CTOPOHAX Telia 0COOH,
MOXXHO PacCMaTpHBaTh B KAY€CTBE MAapPKEPOB, XapaKTEPHU3YIOIIMX HECTAOWILHOCTh Pa3BH-
THS B UCCIIEAYEMON TOMYISIIUU. DTOT BBIBOJ| CTIPABEJIUB TOJIBKO JIJIsl KOHKPETHOM aHaTN3H1-
pyemoii rpymmbl. OTIMYKs TPYII 10 YaCTOTE BCTPEYAEMOCTH (PCHONEBUAIIMUA MOTYT OBITh
00YCJIOBJICHBI HE TOJBKO PA3IMYUSIMU B YPOBHE HECTAOWILHOCTU PA3BUTHUS, HO M [CHETHYC-
CKUMH WJIH 3KOJIOTHMYSCKUMHE (aKTopamu, MOITOMY Ui CPaBHEHHS YPOBHS HECTAOMIHHO-
CTH Pa3BUTHUSA B pa3HBIX IPYMIAX MeIECO00Pa3HO UCTIONB30BATh PEIKUE COCTOSIHUS HE OTHO-
T0, @ HECKOJIbKMX HE3aBUCUMBIX JPYT OT JApyra HEMETPUUYECKUX MPU3HAKOB. COTTacOBaHHOE
U3MEHEHHE YacTOT BCTPEYAEMOCTH PEIKUX COCTOSHHUH psfla TAaKUX MPHU3HAKOB, BEPOSTHEE
Bcero, OyZeT CBUJIETENIbCTBOBATh 00 N3MEHEHUN YPOBHS CTAOMILHOCTH Pa3BUTHSL.

B nanHo#t paboTe npeAnpuHsITa MONBITKA Ha IIPUMEpPEe HApYILICHNH KUITKOBAaHUS KPbIJIbEB
OOSIPBIIIHUIIBI PACCMOTPETH CIEAYIONINE BONPOCHL: 1) SIBISIOTCS JIM HapyLICHHs >KUIJIKOBa-
HUS KPBIIbEB MOPOTOBBIMHU MPU3HAKAMH CO CKPBITON KOJHMUECTBEHHOM MPUPOION BapbUpO-
BaHUs? 2) MOTYT JIM pa3BETBIICHN, BO3HUKIIINE B Pa3HBIX MECTaX OAHOM JKUIIKH, CUATATHCS
TOMOJIOTHYHBIMU? 3) HMPOSIBASIOTCS JIM HApYIIEHUS KUJIKOBAaHUS HE3aBUCHMO JpPYT OT ApY-
ra? 4) MOTYT JIM YacTOTHI BCTPEYaEMOCTH HApYyIICHHH >KUIKOBAHUS KPBIIHEB HACEKOMBIX
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HCIIOB30BaThCs B KAYSCTBE MEPhI YPOBHS HECTAOMIBHOCTH Pa3BUTHSI 0COOCH B MOMYJISIIIH-
ax?

MATEPUAJI U METOJJUKA

B pabore ucrons30BaHbl BBIOOPKH MMaro OosipeIHULEL Aporia crataegi L. (3804 camma u 3119 ca-
MoOK), crenannble B 2013-2019 1. B okpectHOCTsIX Aep. PomuHO Ha Gase OMOIOTMYECKON CTaHIMU
VYpanbckoro ¢enepansHoro yHuBepcutera (CepanoBckas o6m., CeicepTckuid p-H, 56°36' c. m.,
61°03' B. 1.). Marepuan xpanurcst B My3see MHcTuTyTa SK0oNoruu pactenuit u xuBoTHeIXx YpO PAH
(ExarepunOypr). [lonck HapyIiieHH )KHIKOBaHHS BEJIH, IIPOCMATPHUBast OTHPENApUPOBAHHBIC KPBUIbSI
C BEHTPAJIbHOHM CTOPOHBI 10 OMHOKYIISIPHBIM MUKpockorioM MBC-10. HapyieHus xuiKoBaHus y4u-
TBHIBAJIM OTJAEIBHO HA KAXKAOM yYacTKe KHJIIOK U B KaXJO0H sueike Kpblia, cXeMa pas3JeleHusl )KUIIOK
KpBUIa Ha y4acTKH npuBeneHa Ha puc. 1. Ocoleii 6e3 yacTH Kpbljla HE YUUTHIBAIM MIPH aHATN3E HApy-
IIEHHH KHUIKOBAaHNUS Ha TIOBPEXKACHHOM yJacTKe, HO HCTIOIb30BAIH IS aHAIIM3a OCTATbHBIX YIaCTKOB
KPBUIBEB, IO3TOMY O0BEMBI BEIOOPOK IO pa3HBIM JKHIIKaM He COBMAmaroT (Tadi. 1).

B pabote paccmaTpuBaroTCsl HapyIICHHs )KUJIKOBAHUS MATH THIIOB (pHC. 2): TOMONHUTEIbHBIC Pa3-
BeTBIICHUS KUJIOK (1); HOMOTHUTENIFHBIE IPOAOIBHBIC KIIIKH, PACIIOIOKeHHBIE B siueiikax kpbuia (1I);
CIIydad peAyKIHH IPUCYTCTBYIOMIX B HopMe koK (11I); causHue nmprcyTCTBYIOINX B HOPME KUIIOK
(IV) u momHOE pa3neneHne OJHOM KUIIKK Ha JIBE, PacIloiIOKeHHbIE MapaiensHo (tun V). Meroanka
y4eTa U KiIaccu(UKaMy HapyIICHUH XIJIKOBaHUSA NMOAPOOHO ommcaHa B pabore U. A. ComoHknHa
¢ coaBT. (ConoHkuH u ap., 2017), A7 7aHHOTO MCCIeA0BaHNs OHA ObLTa HE3HAYNTEIEHO MOTU(PHIIUPO-
BaHa. B wacTHOCTH, B aHanu3 NOOaBIEHBI HEKOTOPBIE Y9ACTKH KMIOK (M,-M, + R R-R
M +R

4+ 5
M, Ha nepetHEM KPBUIE), KOTOPBIE B TIPEABLTYIIENH PaOOTe OBUIH HCKITFOYEHBL.

2+ 3
4+5

Jlnst aHanmM3a M3MEHYMBOCTH CTETEHM MPOSIBICHHS HAPYNICHHH >KHUIKOBAHHS KPBITbEB M MECTO-
TIOJIOXKEHNSI HApYIICHUH Ha XKMIKaX OBUTH BHIOpPAHBI ABa HanOOJIEe JacTO BCTPEUAIOMINXCS JOMOIHH-
TENBHBIX pa3BeTBIEHUs: XWIkKM Cu, TepenHero Kpeuia M M, 3amHero Kpbula. Bcero Obumn
HpOaHaIU3UPOBAHEI MOp(OMETpUIecKre napamMeTphl 149 passeTnennii xunku Cu u 350 paspeTpie-
HuH sxunku M,. isMepenus TpOBOUIIH MO OUHOKYIAPHEIM MUKpockorioM MBC-10 ¢ momomnipio oky-
nsp-mukpomerpa. Cxema mpomepoB mnpuBeneHa Ha puc. 3. Ilapamerp 1 xapakrepmsyer oOmryro
MIPOTSDKEHHOCTH JKMIIKM OT TOYKH €€ OTBETBJICHUS JJO0 KOHIIa OCHOBHOHN BETBH, apaMeTp 2 — paccTos-
HYE OT TOYKH JONOJHUTEIFHOTO BETBICHUS 10 Kpasi KpbUIa, ¥ IIapaMeTp 3 — JUIMHY JOIOJIHHUTEIbHON
BETBHU pa3BeTBieHUs. Eciu 00e BeTBM ObUIM BBIPXKECHBI IIOJHOCTBIO, TO MapaMeTp 3 He M3MepsuIcs.
Bepxnsis BeTsb xunku Cu, pakTHaecku Beerna (B 96 % cirydaes) Oblia BhIpaKeHa MOTHOCTBIO, @ HIK-
Hs1 9acTo (B 69 % ciyuaes) OblIa BeIpaskeHa c1abo, I03TOMY BEpXHsst BETBb PaCCMaTpUBaIach B Kaue-
CTBE OCHOBHOM, & HIKHsI — B KQ4€CTBE JOTIOJHUTENbHOM. JIis pa3sBeTBICHNUs KUIKU M, XapakTepHa
oOpaTHass KapTHHA: BEPXHsA BeTBb 4acTo (B 85 % ciyuaeB) Obu1a c1ab0 BBIPA)KEHA, 8 HIDKHAS — TIPAK-
THYecKkH Beeraa (B 98 % cimydaes) Oblia BEIpaXkeHa MOMHOCTBIO. B CBSA3M € 3TUM y pa3BeTBICHHUS KHII-
KU M, HWOKHsIA BETBb CUMTAJIACh OCHOBHOM, & BEPXHSSL — JIONIOJIHUTEILHOM.

Jlnst XapaKTepUCTHKH MECTOTOIOKEH S HapyIEHHs Ha UIIKE UCTIONb30BaIN HHIEKC 1, paccuuTaH-
HBI 0 opmyne: (mapamerp 2 / mapamerp 1). Jlyist XapakTepUCTUKU CTENEHN BBIPAKSHHOCTH JIOTION-
HUTEIHHOM BETBH PAa3BETBICHUI HUCIIONB30BANN HHICKC 2, PaCCUMTaHHbIH Mo hopmyae: (mapametp 3 /
napaMerp 2). MeanaHsl HHAEKCOB, PACCUNTAHHBIX ISl PA3HBIX Pa3BETBICHUI, CPABHUBAIU C TIOMO-
b0 kKputepust Manna—Yutau (U), a pacipeiefieHust THISKCOB — ¢ TOMOIIBI0 KpuTepus Komvoroposa—
CwmupHosa (d).

BzanMocBs13b POSIBICHHS PA3TMIHBIX HAPYIICHUH JKHIIKOBAaHUS MEX Ty COOO0 OLIEHNIIN C TTIOMOIIBIO
koo puumenta panropoi koppensauuu Crimpmena (Ry). s kKoppensuoHHOoro ananusa 6blii 0Toopa-
HBI HapyIeHHs1, BcTpeTuBLnecs 6oiee 10 pa3 B o0mieid BBIOOpKe ©Maro ogHoro moina. B pesynsrare
OBLTH pacCYUTaHBI KOPPEIALIUHN MEXIY 39 HapyIICHUSIMH KHUJIKOBaHUS y caMIoB U 33 —y camok. [1o-
JydeHHbIE KOPPEISIMOHHBIE MaTPHIBI ObIIM 00pabOTaHBl METOJOM METPHIECKOTO MHOTOMEPHOTO
mKanupoBaHus (TIaBHBIX koopauHat, PCO). 3aTeM npoBeny KIacTepHbIH aHAIH3 METO0M Yop/a, Uit
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Puc. 1. Cxema HOpMaJILHOTO XHJIKOBaHUS KpbLIbeB Aporia crataegi L. Toukamu 0003HaueHbI
IPAHHMIIBI AHATTM3UPYEMbIX YHACTKOB JKHIIOK, IPEPHIBUCTOM JIMHUEH BBIICICHBI yYaCTKH XKHUIIOK,
UCKJIIOYEHHBIC U3 aHanu3a. Lindpamu ykazaHbl HOMepa s4eeK Kpbula.

Puc. 2. AHanu3upyemMsle TUIbI HapyIIEHUH )KUIKOBaHUSI KPbUIbEB Aporia crataegi L.

A, b — nononHUTENBHEIE pa3BeTBICHHS XKIWIOK (THII [), B — nomonauTenbHas xuika B sdeiike kpbuta (tum 1),
I' — penyxmus xwnku (tan 11I), /1 — cnmsamre npucyTeTByromux B Hopme xmiok (tum 1V), E — nonHoe pasnenenne
TPHCYTCTBYIOMIEH B HOpMe *kIIku Ha 1ge (tin V). ITo: Cononkus u 1p., 2017, ¢ N3MEHEHUSAMA.
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Cun

y Cuz

Puc. 3. Cxema npomMepoB IONOJTHATENBHBIX Pa3BETBICHUH JKHIIOK M, 3a1HETO Kpbla (A)
u Cu nepennero kpbina (b) Aporia crataegi L.

1- JUTHHA XUJIKA OT TOYKHU €€ OTBECTBJICHUA 10 KOHIIA OCHOBHOM BCTBH, 2- PacCTOSIHUE OT TOYKH
JOIIOJTHUTEIIBHOI'O Pa3BETBIICHUS 10 Kpas Kpbliia, 3- JUTAHA ,I[OHOJIHPITeJ'II;HOﬁ BETBU Pa3BETBIICHUS.

KOTOPOTO OBLTH OTOOpAHBI ITaBHBIE KOOPAMHATHI IPU3HAKOB, KaXKAask H3 KOTOPHIX OOBACH:IA HE MEHEe
2 % ob1meit n3MEHYHBOCTH (TIEPBBIC 26 KOOPAMHAT Y CAMIIOB U 24 — Y CAMOK).

Jlns aHanm3a 3aKOHOMEPHOCTEH aHTUMEPHOTO NPOSIBICHHs ObUTH OTOOpaHbI HapyIISHHs KHIKOBa-
Hu, BeTpeTuBIrecs 6onee 10 pa3. B 1anHOM citydae yueTHOH eqUHHULIEH cuuTall CTOPOHY Tela 0Co-
6u. Ecnut Ha omHOM M TOM ke *mike 0OHApyXHBAJI HECKOIBKO OJMHAKOBHIX HapyIICHUH, TO Takas
CTOpOHA TeNa YUUTHIBAJIaCh OJIMH pa3 Kak CTOPOHA C HapyIIeHUeM TaHHOI kuiku. B pesysbrare 3aKo-
HOMEPHOCTH aHTHMEPHOTO INPOSIBICHHS OBUIM MPOAaHAIM3UPOBAHbI Il 39 HapylIeHWH y caMIlOB U
32 y camok. J{i1s Ka)J10ro HapyLIeHHs KHJIKOBAHHs ObUTH PACCUNTAHBI YaCTOTA €ro BCTPEYaeMOCTH Ha
TPaBOW U JIEBOH CTOPOHAX TeNa (p, U p, COOTBETCTBEHHO) U KOIIMYECTBO 0COOEH C ACMMMETPHYHBIM H
CHMMETPHUYHBIM HPOSIBICHUEM JaHHOTO HapymieHus. C Ieblo BBISBICHNS HaNpaBlIeHHOH acHMMeET-
pHY CPaBHUBAJHM YaCTOTY BCTPEIAEMOCTH KaXI0T0 HAapYIISHNUS )KUITKOBAHHS Ha Pa3HBIX CTOPOHAX Tela
€ IOMOIIBIO TOYHOTO KpHuTepus durrepa. 3aTeM BEIMUCIISUTN OKHIaeMbIe YaCTOTHI BCTPEIaeMOCTH 0CO-
Oeil ¢ acHMMETPHYHBIM H CHMMETPHUYHBIM MPOSBICHUEM Ka)KIOTO HapyLIEHHs MPH YCIOBHHU €T0 CITy-
YalfHOTO W HE3aBUCHMOTO BO3HHKHOBEHHS HA Pa3HBIX CTOpOHaxX Tena mo Qopmyram (1) u (2).
9MHI/IpI/I‘leCKI/le U OXKUJAEMBIC YaCTOTHI BCTPEYAEMOCTHU oco6eﬁ C aCUMMECTPHUYHBIM U CUMMETPHUYHBIM
MIPOSIBIICHUEM Ka)KIOTO HAapyIIEHHUs CPaBHUBAIHM C ITOMOIIBIO TOYHOTO KpuTepust Pumrepa, 3aTeM BEI-
YHCJISUTH JIOMI0 0CO0ei ¢ aCHMMETPHYHBIM IIPOSIBJICHHEM HapyIIeHHs OT o0lero yncia ocobel, nme-
IOIMUX JaHHOE HapyIIeHHWE S>KUIKOBAaHWS (JIOMI0 AacCHMMETPHYHOTO NposiBIeHUs). B  kadecTse
TIOKa3aressl BeTMYNHBI OTKJIOHEHUs HAOMIOMaeMbIX 9acTOT BCTPEYAEMOCTH 0CO0eil ¢ CHMMETPHYHBIM
MIPOSIBIICHUEM HapyLIEHHs OT OKUIAEMBIX HCIOIB30BAIH BEIMYUHY Pa3HOCTH MEXy HaOmonaeMoi u
0XHIaeMOH JT0JIell aCHMMEeTPUYHOTO NPOSIBIIEHHS JaHHOTO Hapymenus (D). 3menuanBocts D B 3aBH-
CHMOCTH OT I10JIa MIMaro U IPyIIibl HAPYIICHUH IPOaHaIM3UPOBAIN ITyTeM JABYX(PAKTOPHOTO poOaCcCTHO-
TO IWCIIEPCHOHHOTO aHanm3a. Bo Bcex ciydasx MHOXKECTBEHHBIX CpPaBHEHHH YPOBHH 3HAYMMOCTH
KOPPEKTHpOBau 1o Merony benmxamunn—Xoxoepra. J[ims XapakTepuCTHKA Mep LEHTPAIbHOM TEH-
JICHIIMHN MCHONB30Bal Meauany (Me). Bee mporieypsl cTaTHCTHIECKOTO aHann3a ObIIN BBITIOTHEHBI
B porpamme PAST 3.26 (Hammer et al., 2001) u B cpene R (R Core Team, 2019).

PE3VJIBTATBI U OBCYXXJIEHUE

Crenenb nposBneHus 100aBOYHOM BETBU pa3BeTBIEHUH kHIoK Cu, NEPEHEro Kpblia U
M, 3a71H€T0 KpbUTa BapbHPYET B LIMPOKOM JHAIa30He, MPHYEM HaHOOJIEE YacTO BCTPEYArOT-
cs pa3BETBICHUS CO cIabo BeIpaXXEHHOU 100aBOUHOI BeTBbIO (puC. 4). CTeneHb nposiBiie-
HUS 100ABOYHOM BETBH Y pa3BETBICHUH Cul 1 M, He OTIMYAETCS HH 10 METHAHE (U=9920;
p =0.11), au o pacmpezaencHuro B 1eqoM (d = 0.14; p = 0.16). HempepriBHAs KOTUYCCTBEH-
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Puc. 4. PactipesieneHue JOMOMHATEBHBIX Pa3BETBICHAN )KUIOK Cu IepeIHero Kpbuta (A)
u M, 3auero kpeina (B) Aporia crataegi L. o cTENeHH BRIPQXKEHHOCTH JOTIOTHUTENBHON BETBU.

Hasi U3MEHYMBOCTD CTENEHH MPOSBJIEHHs pasBeTBienuii Cu, 1 M, O3BOIISET MPETIONarars,
YTO B OCHOBE AMCKPETHOTO BapHbHPOBAHUS JKHUJIOK JISKUT KOIMYCCTBEHHAS H3MEHUYHBOCTH
KaKHX-TO TTapamMeTpoB MOp(oreHe3a Kpblia U HAPYIICHUE JKUIKOBAHUS MPOSBIIICTCS B TOM
clly4ae, KOora BeJIMYMHBI 3THX MapaMEeTPOB OKa3bIBAIOTCS BBILIE (MIIM HIIKE) OMpPE/IEICHHO-
ro nopora (Bacmiees, 2005; Halgrimsson et al., 2005). CoriacHO HaImIMM HAOTIOICHHSM,
JUIS OCTAJIbHBIX HapyIICHUH KUJIKOBAHHS KPBLIbEB (PA3BETBICHUM, MOMOJHUTEIBHBIX KH-
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JIOK, PEAYKIIMH JKUIIOK), TaK XKe, KaK ¥ JUls NPOaHAIM3UPOBAHHBIX 3/1€Ch Pa3BETBICHHUHN KU~
nok Cu, u M,, XapakTepHa HENPephIBHAs K3MEHYMBOCTh CTENEHH NposBieHus. Kpome Toro,
HapyIICHUs JKIIKOBaHUS 00pa3yloT YeThIpe THITAa OmiiaTepalbHBIX KoMmo3unuit (+/+; —/—;
+/—; —/+). CrnenoBarenbpHO, HAPYIICHUS KUIKOBAHUS MOTYT PacCMaTpUBAThCS KaK yCTOHYH-
BbI€ COCTOSIHHMSI TIOPOTOBBIX HEMETPHUYECKHX MPU3HAKOB CO CKPBITOH KOJMYECTBEHHOW
TIPUPOJOH U3MEHUUBOCTH, T. €. pensl (Bacmises, 2005). IIpu sTom mpupona ¢akropos, He-
MIPEPhIBHAS KOJIMYECTBEHHAS! N3MEHUYMBOCTH KOTOPBIX IO TOPOTOBOMY MEXAHU3MY 00YCIIOB-
JIMBAET MPOSBICHHE HAPYILICHUH JKIJIKOBAHUS, OCTACTCSl HEU3BECTHOH. MOXKHO MPEAroso-
KHTh, YTO YACTOTHI BCTPEUYAEMOCTH Pa3JIMUHbIX HAPYIIECHNH KUIKOBaHHS OTPAXKAIOT CIIEKTP
BO3MOXKHBIX ITyTe€H MOp(OreHe3a XHIIOK U BEPOSITHOCTH UX PeaTn3alliy U, TAaKIM 00pa3om,
MIO3BOJISIOT OXapaKTEPU30BaATh SMUICHETHYECKUH TaHAIIA(T U3ydaeMON MOIYIALIUH.

Ocraercs HESICHBIM, CIIEAYET JIN pacCMaTpHUBaTh OAWHAKOBHIC HAPYIIEHHs, BOSHUKAOIIIHE
B Pa3HBIX MECTax OJHOW W TOW JK€ KWIJIKH, KaK OXUH ()eH WM KaK pa3zHble. MBI MOMyIHIN
MIPOTUBOPCUYMBLIC PE3YJIBTATHI, KOTOPBIC HE MMO3BOJIAIOT OKOHYATCIIBHO OTBETUTH HAa 3TOT BO-
Ipoc. YCTaHOBJIEHO, YTO OAWHAKOBHIC HAPYIICHHMS >KMIKOBAHUS BCTPEYAIOTCS COBMECTHO
y onHoM ocobu Ha xwuike Cu, B 5 % ciydaes, a Ha xwuike M, — B 3 % cimydaes. Yacrora co-
BMECTHOH BCTPEYaEMOCTH pa3BeTBICHUA Cu, HA OJHOM JXKHMJIKE COOTBETCTBYET OKHIAEMOM
MIPH YCJIOBHUHU UX CIIyYalHOTO M He3aBUCUMOro kombuuuposauus (p = 0.07), B TO BpeMs Kak
pa3sBeTBJIEHHS M, COBMECTHO NPOSBJIAIOTCS 3HAYMMO PEKE, YEM OXKHUIAETCS TIPU MX CITydak-
HOM H He3aBHUcHMOM KoMmOuHHpoBaHu# (p = 0.006). OgHOBpEeMEHHOE MPHUCYTCTBUE OITHA-
KOBBIX paSBeTBJ’[eHI/Iﬁ B pa3HbIX MECTax OJIHOﬁ H TOM K€ KHIKH TIOKa3bIBACT, YTO PAa3HBIC
YacTH OJHOW JKWIJIKM MOTYT BapbHpOBaTh HE3aBUCHMO JAPYT OT Apyra W, CJeJ0BaTeNbHO,
JIOJDKHBI PacCMaTpPUBAThCsl KaK pa3Hble MPU3HAKH, a HAPYIICHUS JKHIKOBAHUS, BOSHUKAIO-
€ B Pa3HBIX MECTaX >KWIKH, TOJDKHBI CIMTAThCS pasHeIMHU Geramu (Sereno, 2007; Bacu-
neeB, Bacunbea, 2009). C npyroit cTOpoHBI, Kak BUAHO U3 paclpenesieHus uHaekca 1 Ha
pHC. 5, pa3BETBIIECHHA BO3HUKAIOT Ha BCEM MPOTHKEHHH XUIoK Cu, 1 M., a He B KaKuX-J1u00
OTIPEZIETICHHBIX yJacTKax. BeposTHOCTh ()OPMUPOBAHMS pa3BETBICHUI MUHUMAaJIbHA BOIH-
31 OCHOBaHHsI 00€MX M3Y4EHHBIX KMJIOK U MIOCTEIIEHHO BO3PAcTaeT 10 Mepe MpUONMmKeHNs
K BHEIIHEMY Kparo Kpbuia (puc. 5). Mecrononoxenne pasgeTBieHui Ha xuinkax Cu, u M, ne
ommyaercs Hu 1o Meamane (U = 26064; p = 0.99), HE MO paclpeleNiecHHIo B IIEIIOM
(d = 0.10; p = 0.20). Takum 00pa3oM, Ha OCHOBE IOIYYCHHBIX PE3yIETATOB HEBO3MOKHO
Pa3acInTb N3YUYCHHBIC )KUJIIKKU Ha OTACIIBHBIC YYAaCTKH, KOTOPBIC MOXKHO OBLI0 OBl aHAIU3H-
pOBaTh KaKk CaMOCTOSTENIbHBIE IPU3HAKH.

[TpumeuarensHO, UTO HA pa3HBIX yUaCTKaX OTHOM KHUIIKH y Pa3HbIX 0c00ei (OpMUPYIOTCS
OJIHY M T€ )K€ BapHaHTHI pa3BeTBIeHUH. PaHee ObLIO NIOKa3aHO, YTO y OOSIPBHIIIHUIIEI HA pa3-
HBIX XHMJIKaX YCTOMYHMBO peasu3yloTcs OlpeieieHHbIe BapuanThl HapymeHui (CONOHKUH H
ap., 2017). C ygeToM 3THX TaHHBIX OCOOCHHOCTH PACIOJIOKEHHS pa3BETBICHIH HA M3YICH-
HBIX JKHJIKaX CIJIe[yeT CUMTaTh J0Ka3aTelbCTBOM MOP(OTreHETHYECKOr0 CMHCTBA OIHOMW
KHJIKH ¥ CYIIECTBOBaHUS MOP(QOTreHETHUECKHIX Pa3IMuUi MEeX Ly Pa3HBIMH )XWIKaMu. B Ha-
CTosIIee BpeMs HapYIICHHUS KIJTKOBAHHUS MOXKHO PacCMaTpHUBaTh MO0 KakK eHbI, TH00 KaKk
KOMITO3HIINH ()eHOB Pa3HBIX MPH3HAKOB.

HeszaBucnmocTs NposiBIIEHHS HapyLICHUH >KHIKOBAHUS KPBUIBEB OLICHMIN C ITOMOIIBIO
pacueta ko3 puuuentos koppensauun Crimpmena (R,) mexty pasubiMu Hapymenusamu. Co-
IVIaCHO pe3yJbTaTaM KJIACTEPHOIO aHalH3a, BCe HAPYILEHHUs JKUIIKOBAHUS pa3/elIfioTcs Ha
JBa 000co0IeHHbIX KitacTepa (puc. 6). Kimactep npusnakoB Ne 1 y caMIioB 00pasyroT 101od-
HUTENbHBIE )KUIKHU B siueiikax Ne 3, 8 u 9 nepeanero kppuia u B stueiike Ne 1 3agHero kppuia.
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Puc. 5. Pacnipenenenue N0NONHATENBHBIX Pa3BETBICHUH xKUI0K Cu, IEpEIHETO Kpblaa (A)
u M, 3anuero kpwuta (b) Aporia crataegi L. no ¥x MECTONONOKEHHUIO HA KHUJIKE.
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Puc. 6. Pe3ynsraTsl KJ1acTepHOro aHajau3a KOOPAUHAT HapyIICHUH KUIIKOBAaHUS KPbLUIbEB

Aporia crataegi L., noy4eHHbIe B pe3y/bTaTe MHOTOMEPHOIO METPUYECKOTO IIKAIUPOBAHUS

KOPPEJIALIMOHHOM MaTpulel. A — camubl, b — camku.

F — nepennee kpouio, H — 3agHee KpblIo, apaOCcKUMU IH(PaMH yKa3aHbl HOMepa S9eek KpbUIa, PUMCKAMA

I paMu — TUIEI HAPYIISHUH KUIKOBAHUSL.
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Y caMOK B 3TOT KJIACTEP BXOMUT TOT e HAOOp MPHU3HAKOB, M, KPOME 3TOTO, JOMOJHUTEb-
HbIE KUJIKU B sueiikax Ne 4—-6 nepeanero kpbuia. Bee ocTanbHble aHATM3UPYEMbIE Hapyliie-
HUS )KAJIKOBAHUS COCTABIISIOT Kiactep Ne 2 (cM. puc. 6). DTOT KIIacTep U y CaMIIOB, U y ca-
MOK OTYETIIMBO pa3/IeisieTCs Ha IBa KPYITHBIX CyOKTacTepa. B kaxkpIii u3 3THX cyOKIacTepoB
MIOITAJ]A0T HAPYIICHHS KUIKOBAHUS, OTHOCSIINECS K Pa3HBIM THIIAM, PACIIOJIOKCHHBIC Ha
Pa3HBIX CTBOJIAX JKWJIOK Ha MIEPEIHEM U 33HEM KpBUIbsiX. TakuM 00pa3oM, He yaaeTcs BEI-
SIBUTH 3aKOHOMEPHOCTH, Ha OCHOBAaHHH KOTOPBIX BBIICIIIOTCS 3TH [[Ba IMOIKIACTEPA.

Hapy1ieHus »KHIKOBaHUsI, COCTaBIISIOIINE KiiacTep Ne 2, IpOsBIISIOTCS MIPEUMYILECTBEH-
HO HE3aBUCHMO JIpYT OT ApyTa (3Ha4eHUs KOOQ(UIIMEHTOB KOPPEISIHNN Y CAMOK BapbUPYIOT
ot —0.16 10 0.19; Me = —-0.02, y camiioB — ot —0.11 no 0.18, Me =—0.01). IIpu sTom y cam-
LIOB 3HA4YEHUsI KOA(PPHUIMESHTOB KOPPEISIMHA MEXIy PasHbIMU HapyLICHUSMH OIHHUX U TeX
K€ JKMIIOK 3Ha4MMO BBIIIE, YE€M MEXIy HapylUIEHHsAMH pasHbIX kuiok (Me, = 0.08;
Me, = —0.01; no pesynsraram Tecra Manna-Yutau, U = 1185, p < 0.001). bonbmmHcTBO
HapyIIEHUH pa3HbIX THUIIOB, PACTIOIOKEHHBIX Ha OIHUX U TEX K€ )KWJIKAX Y CaMIIOB, TPYTIITH-
pyrorcs B obmme cyoknactepsl (puc. 6A). Takum oOpa3om, eciir Ha KpPBUIE caMIla BO3HUKA-
eT Oosiee OHOTO HapyLICHUS KHUIIKOBAHUS, TO OoJiee BEPOSTHO, YTO OHU OYIyT pacrooxe-
HBI HAa OTHOM JKUJIKE, a HE Ha Pa3HbIX.

Jlna npu3HakoB, cocTaBiAoUMX Knactep Ne 1, B cpaBHEHUH ¢ HapyUICHHUSMH >KUIIKOBa-
Hust U3 kiacrepa Ne 2, xapakrepHo Oosiee 4yacToe COBMECTHOE IPOSIBICHUE y OXHOW M TOH
XKe 0CcoOM: 3HAYCHUS KOI(PPHUIMEHTOB KOpPpEILMA MEXIy HUMH Bapeupytor ot 0.11 mo
0.55 y camox (Me =0.31, p <0.05) u ot 0.12 10 0.24 y camuoB (Me = 0.17, p < 0.05). ITo-
CKOJIbKY HapyIICHHs >KHIKOBAaHUS, BXOIIIUE B KiacTep Ne 2, MpOSBISAIOTCS HE3aBUCHMO
JpyT OT Jpyra, TO MaJlOBEPOSTHO, YTO B3aMMOCBS3aHHOE NPOSBICHUE HAPYIICHUI U3 Kila-
ctepa Ne 1 00ycIOBIEHO CKOOPIMHUPOBAHHOCTHIO IIPOLIECCOB MOP(OTEHE3a B PA3HBIX SUCH-
Kax Kpbuta. CKopee BCETo, COBMECTHOE IPOSBICHHE HAPYIICHNH KIIKOBAHUS, MPUHAIIC-
*Kamux K kractepy Ne 1, oGycrioBieHO BIUSHIEM HEKoero ¢akTopa (HampuMmep, TeHOTHIIA
0Co0OM WM YCIIOBHUI Cpefibl), KOTOPBIN YBEITHUUBACT MPEIPACTIONOKECHHOCTh K BOSHUKHOBE-
HUIO JOTOJIHUTENIbHBIX JKIUJIOK B HEKOTOPBIX siueikax Kpbuia. Takum 06pa3oM, MOKHO BbIJIE-
JIUTh JIBE TPYIIbl HAPYLIICHUH KUJIKOBAHUS KPbUIbeB OOspbhIIIHUIBI. K nepBoil oTHOCSATCS
HapylleHus1, BXojspe B kiactep Ne 1, KOTopble CpaBHUTENBHO YacTO BCTPEYAIOTCS CO-
BMECTHO y ofiHOM ocobu. Ko Bropoii rpyrime oTHOCATCS HapylieHus u3 kiactepa Ne 2, koTo-
PpBI€ MPOSIBIISIFOTCS] HE3aBUCHUMO JIPYT OT ApYyTa.

HarpaBieHHast acHMMETpHsI B IIPOSIBICHUH HAPYILICHNH KUIKOBAHHS KPBIJIbEB OTCYTCTBY-
et (Tabmn. 1.). BennunHa OTKIOHEHVS HAOMIOMAEMOI IO AaCHMMETPUIHOTO MPOSBIICHUS OT
oxugaemMon (D) y pa3HbIX HapyLIEHHH >KHIKoBaHUS BapbsupyeT oT 0 1o 35 % y camios
Me=7.2%)unor 0 o 55 % y camok (Me = 13.6 %). B 38 % cny4aeB y camuoB u B 44 %
CllydaeB y CaMOK 3TO OTKJIOHEHHE 3HauuMo (cM. Tadm. 1). Takum oOpa3om, aHTHMEpHOE
IpPOSIBJICHUE PA3HBIX HApyIICHUH >KWJIKOBAHUS KPBUIHEB OOSPBIIIHUILIEI MOAYMHSIETCS pas-
HBIM 3aKOHOMEPHOCTAM: HCKOTOPLIC HAPYIICHUS IMTPOABJIAIOTCA cnyqaﬁﬁo " HC3aBHCHUMO Ha
Pa3HBIX CTOPOHAX Tela, B TO BPeMsl Kak MPOsIBICHUE IPYTHX B OOJbIIeH MM MEHbIIEH cTe-
TICHU OTKJIOHSIETCSI B CTOPOHY cuMmeTpud. CilyyaeB OTKIIOHEHHS B CTOPOHY IOBBILIEHHOM
ACHMMETPHUYHOCTH TPOSIBICHUS (T. €. CKIOHHOCTH K aHTUCUMMETPHH) HE 00HapyXeHO. DTO
XOPOIIIO COITIACYETCs C JINTepaTypHBIMHU JaHHBIMU: (DEHOJEBHAIIMN HA Pa3HBIX CTOPOHAX Te-
JIa IPOSIBIISIOTCSI CITyYaifHO M He3aBHCHUMO JAPYT oT npyra (Acraypos, 1974; Bacuibes, 2005)
I JEMOHCTPHUPYIOT TEHACHIIUIO K CHMMETpUIHOMY TiposiBieHuto (Palmer, 2012).
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CornacHo pe3ynbrataM poOacTHOTO JMCIIEPCHOHHOTO aHaJlN3a, BEIMYMHA OTKIOHEHHS OT
OKUTaeMON TOJM aCHMMETPUIHOTO MPOSBICHUS (D) B 3HAUNTEIHHON Mepe 3aBHCUT OT TO-
o, K KaKkoi rpymre otHocuTcs Hapymenue (p = 0.001), u B MeHbIIEH cTerneHn — OT Ioja
uMmaro (p = 0.026). Y caMok NposiBJIeHHE HAPYUICHUH JKUIKOBAaHUS B IIEJIOM HUMeeT Oolee
CHMMETPHYHBIA XapakTep, 4eM y caMuoB (puc. 7). HapymeHnus xnikoBaHus EpBOH TpyI-
bl y 000MX MOJIOB MPOSIBIISIFOTCS 00JIee CHMMETPUYHO B CPABHEHUU C JPYTMMH HapyLICHU-
ssMu (puc. 7). Takum o0pa3oM, HapyIIEHUS KIIKOBAHUS TIEPBOH TPYIIIEI CPABHUTENIBHO Ya-
CTO TIPOSIBIISIIOTCS COBMECTHO M CHMMETPHYHO Y OAHOW ocobu. OTmeTrnMm, 4TO Bce
HapyIIEeHHUs KIJIKOBAaHUS, OTHECEHHBIE K TIEPBOU TPYyIIE, MPEACTABISAIOT COO0H JIOMOIHU-
TEJBHBIE XWJIKH, T. €. Pe3ylabTaT H30BITOYHON N SKTONMYECKOH TU(QEPEHIIMPOBKU KIETOK
MeMOpaHbI KpblIa B KIETKH XKHJIOK. BO3MOXXHO, YTO OHM BO3HUKAIOT B pe3yJibTare peajin3a-
UM OJJHOTO H TOTO K€ MOP(OTCHETHYECKOTO IIyTH, BEPOSITHOCTD OCYIIECTBIEHHUSI KOTOPOTO
3aBUCHT OT 3KOJIOTMYECKUX WM TeHeTHYeCKHUX (akTopoB. [103TOMY Takue HapyIeHUs KHJI-
KOBaHHUS HE MOTYT PacCMaTpHUBaThCA B Ka9eCTBE HE3aBUCHMBIX MPH3HAKOB, a YaCTOTHI MX
BCTPEYaEMOCTH HE MOTYT OBITh MCIOJIB30BaHBI JJIsI XapaKTEPUCTUKN YPOBHSI HECTAOMIBHO-
CTH Pa3BUTHA 0cOOel B MOMYISAIUH.

Bce ocranpHble n3ydeHHbIE HApyLICHUS KUIKOBaHHS (OTHECEHHBIE KO BTOPOH TpyIIie)
MIPOSIBIIIIOTCS. HE3aBUCUMO APYT OT Apyra W, KaK MpaBuiIo, acuMMeTpudHo. OnHaKo cpenu
HUX BEIWYMHA OTKJIOHEHHS (D) OT OKMAAEeMOH J0IM aCHMMETPUYHOTO TPOSIBICHHS TAKXKe
CHJIbHO BapbHpyeT. B BbIOOpKe camIoB BennuuHa D y HapylIEHHH >KHIIKOBaHUSI BTOPOW
TPYIIIBI 3aBUCHUT OT YaCTOTHI MX BCTPEYAEMOCTH: UEM Hallle JaHHOE HapyIIEHHE BCTPEIACT-
csi, TeM B OOJIBLIEH CTENEHM €ro MposBIeHre cuMMeTpudHO (Rg = 0.69; p < 0.001). Takum
00pa3oM, y caMIlOB pe/IKue HapyIICHHs JKWIKOBaHHUS, KaK MMPAaBUIIO, (OPMHUPYIOTCS BCIE-
CTBHE CITy4allHBIX OIIMOOK MOp(oreHe3a, a BOSHUKHOBEHHE OTHOCHUTEIBHO YacTO BCTpeda-
IOUIMXCSl HApyIIEHUH B OONBIICH CTENEeHHW OOYCIIOBIEHO I'€HETHYECKUMH HJIM JKOJIOTHYE-
CKMMH (hakTopamMu. Y caMOK 9Ta 3aKOHOMEPHOCTH He BhIpaxena (R = 0.30; p = 0.15).

B kauecTBe Mapkepa ypoBHSI HECTAOMJIBHOCTH Pa3BUTHS MOTYT HCIOJIb30BaThCS TOIBKO
HapyIIEHHs )XWIKOBAHHS CO CTATHCTHYECKH HE3HAUUMOM pazHOCThIO (D) Mexay HaOmonae-
MOH ¥ OXKHJIaeMOM JOJISIMA aCUMMETPUYHOTO MPOSIBICHHUS. DTOMY KPUTEPHIO YIOBIETBOPSI-
€T 3HAUUTeNbHAsl YaCTh U3yUCHHBIX MTPU3HAKOB: 24 n3 39 mpoaHaIM3npOBaHHBIX MPHU3HAKOB
y camioB U 18 u3 32 — y camok. [loyist 3TUX HapyLIEHHWH XHUJIKOBaHHs OT OOIIEro yucia
00Hapy>KEHHBIX HapyIICHUH KWIKOBaHMS JocTUraer Bcero 21 % y camios u 23 % y caMoxk.
CrenoBarenbHO, O0NbIIAS YaCTh POAHATN3UPOBAHHBIX HAPYILICHHUH JKHIIKOBAHUS HE MOXKET
paccMarpuBarbCs B KauecTBE IOKa3aTelsl HEeCTaOMIBHOCTH pa3BUTHs. TakuM 00pasom,
[0 YacTOTE€ BCTPEYAEMOCTH BCEH COBOKYIHOCTH HAPYIICHHH JKWJIKOBAHUS KpPBIIbEB
OOSIPBIIIHHUIIEI HEBO3MOXHO CYIUTh 00 ypOBHE HECTAOMIIBHOCTH Pa3BUTHSI OCOOEH B IOITy-
JSIIASX.

[TonyueHHble HaM¥M JaHHBIE MMOKA3bIBAIOT, YTO HAPYIICHHS >KUIKOBAaHHS KPBUIBEB 0O0s-
PBILIHHUIBI MOXKHO PacCMaTPUBATh KaK yCTOHYMBBIE COCTOSHHS ITOPOTOBBIX HEMETPHUECKHUX
IPU3HAKOB, T. €. (heHbl. DTO COIIACYETCs C OIMCAHHOM HaMM paHee 3aKOHOMEPHOCTBIO: Ha
OIHMX M T€X XK€ y4acTKax >KHJIOK, KaK IPAaBUIJIO, BO3HUKAIOT OHH U T€ € Pa3HOBUIHOCTH
HapymeHuid (ConoHKuH u 1p., 2017). ITo-BuaumMomy, HapyIIeH!s! )KAIKOBAHHUS KPbLIbEeB 00-
SIPBILIHUIBI HAPSITY C APYTUMH OIIMCAaHHBIMH B JIUTEPAType MOPOTOBBIMH HEMETPUYECKUMHU
MIPU3HAKAMH MOXKHO CUYHTAaTh PE3yJbTaTaMH pEealM3allid ONPEAEICHHBIX, OTHOCHUTEIBEHO
yCTOHYMBBIX abeppaHTHBIX MmyTei Mopdorenesa (Bacuibes, 1988; 2005).
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Puc. 7. Paznocts (D) Mex 1y HaOIOIaeMOM U 0XKHIACMOM JOJIAMH ACHMMETPHYHOTO MPOSIBICHUS
HapyIIEHUH KUIKOBaHUA y CaMIIOB U caMOK Aporia crataegi L. [IpuBeneHsl cpeHUe 3HAUSHUS
U JIOBEPHUTENIbHBIC HHTCPBAJIBI.

B nanHo# pa®oTe yCTaHOBIICHO, YTO MPOSBICHUE Pa3HBIX HAPYIICHUHA JKUIKOBAHUS MO~
YUHSETCS Pa3sHBIM 3aKOHOMEPHOCTsIM. HekoToprle HapymieHHus (MHOTHE JOTIONHUTEIHHBIC
JKUIIKA B sTUeiiKax Kpbjia) MPOSBITIOTCS COBMECTHO y OHOW 0COOM C OTHOCHTEIBHO BBICO-
KOM 4aCTOTOM, B TO BpeMs KakK JPYrHe BCTPEUAIOTCS HE3aBUCHMO JPYT OT JApyra u He obpa-
3YIOT YCTOWYHMBBIX (DEHOTHUMUYCCKUX KoMOuHarmii. OIHU HAPYIICHHUS JKUIKOBAHUS MPOSB-
JSAIOTCS MPEUMYIIECTBEHHO aCHMMETPHYIHO, CITyJaifHO M HE3aBUCHMO Ha Pa3HBIX CTOPOHAX
Tena (HalpuMep, TOTOJTHUTENBHBIE PA3BETBICHHS JKIJIKA M| 33THETO KPBLIA, CITyqaH PEIyK-
[IUU KUIOK 24 TiepeHero Kpbiia u 34 3aIHero Kpblia), B TO BpEMs Kak JJIs APYTUX Xapak-
TEpHA TCHICHIUS K CHMMETPUIHOMY TIPOSIBICHUIO (B YaCTHOCTH, JIJIsl OOJIBITUHCTBA JIOTIOJ-
HUTENBHBIX JKIIOK, PACTIONIOKECHHBIX B sUeiKaX Kpblia, M JOMOTHUTEIFHBIX Pa3BETBICHUAN
panuanbHOTO CTBONA HA y4acTKe R —R, ). ToNbKO HapyIIEHHUs KUIKOBAHHSA, KOTOPBIE MPO-
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SIBIISIIOTCSI HE3aBUCHMO JPYT OT APYra M BCTPEUAIOTCS CIIy4aifHO M HE3aBHCHMO Ha Pa3HbIX
CTOpOHAaX TeJla, MOTYT CUMTAThCA CITyYaWHBIMH OINMOKAMH PAa3BHTHS WU, CICIOBATEIBHO,
paccMmarpuBarbCs B KadecTBE MapKEpOB HecTaOMJIBHOCTH pas3BuTHs. Kak mpaBuio, oHH
BCTPEYAIOTCSI OTHOCUTEIBHO PEIKO M MO3TOMY COCTABIIAIOT MEHBIIYI0 4acTh OT OOILETO
yrcia OOHAPYXEHHBIX HapyIIeHUH.

Takum 00pa3oM, 4aCTOThI BCTPEUAEMOCTH HAPYUICHHI JKUITKOBAHUS KPBUIBLEB, BEPOSITHO,
MOXXHO HCIIOJIB30BAaTh AJIA XapaKTepI/ICTI/IKI/I SMUTCHECTUYCCKOI'O J'laHIlHIa(bTa HOHyJ'IHLII/Iﬁ Ha-
cexkombIx (Bacuises, 1988, 2005), onHako OoIeHUBATH ¢ WX TIOMOIIBIO YPOBEHBb HECTAOMIIb-
HOCTH Pa3BHUTHUS 0COOCH B MOMYJAINMAX CICTYET C KpaiHEeH 0CTOPOXKHOCTEI0. M cmons30BaH-
HBII HAMH TIOJXOJ] MOXET OBITh MPUMEHEH JUIsS aHajn3a 3aKOHOMEPHOCTEH M3MEHUNBOCTH
KHUJIKOBAHUSI KPBUTHEB APYTUX IPYII HACEKOMBIX, JUISl KOTOPBIX XapaKTepHbI aKTUBHbIH M0-
JICT U OTHOCUTCJIbHAA yCTOI‘/II'-II/lBOCT]) BHUIOBOI'O naTTepHa JKUJIKOBAHUA.
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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., «phenesy. 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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