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AHHOTauUuA. dopmMupoBaHue BEJINYNHbI hyKTYynpytoLien
acMMMeTpuUM B TeYeHue WHOMBUAYaASbHOrO pas3BuTtusa ocoben
nccnepyeTcsa Ha npuMepe NMCTOBON NAacTUHKK Bepesbl NOBUCION
(Betula pendula Roth) c¢ o. Knummeukmn (OHexckoe 03epo,
Pecnybnmnka Kapenus). YcTaHOBNEHa [OCTOBEpHas 3aBUCMMOCTb
YPOBHA aCMMMETPUN METPUYECKUX BereTaTUBHbIX MPU3HAKOB OT
cTaaum MopdgoreHesa NCTa - NoOKasaTeNn N3MEHSIOTCA B TedeHue
BeretaunoHHoOro nepuopa ropa. Bo3pacTHoe cocTosHme 6epesbl
MOBUC/ION OKa3blBaeT CTaTUCTUYECKN 3HayYMmMoe BJMUAHNE Ha
BE/INYMHY €ee QYKTyupyoLwen acmMmmeTpun. MNpn 3TOM TpeHOb
W3MEHYMBOCTN YPOBHEN acMMMeTpunm B TeYEeHue OHTO- U
MopdoreHesa ocobern n ux OpraHoB AOCTOBEPHO OT/AMYalTCA Yy
pa3HbIX rpynn npu3HakoB. [MATb WU3y4YEeHHbIX CBOWCTB JIMCTOBOW
NAACTUHKK BblIN CrpyNNMPOBaHbl B TPU XapakTePUCTUKM C pasHom
peakunen Ha mx passuTne. Mopenb «KOMMNEHCaTOPHOro pocTa»
COOTBETCTBYET YCTAHOBJIEHHLIM 3aKOHOMEPHOCTAM B
N3MEHYNBOCTHU nokasaTenemn acuMMmeTpum B npowecce
WHAWBUAYANbLHOrO pa3BuTmsa 6epesbl NMOBUCION.

© MeTpo3aBOACKMWIA FOCYAAPCTBEHHbIN YHUBEPCUTET

acMMMeTpUM  LUMPOKO  WUCMOJIb3YTCA  Mpu

XapaKTepucTukKe COCTOSHMUSA MNPUPOOHbIX MNOAYAAUUA, WX OUHAMUKU W CTPYKTYPbl, Kak
obocHoBaHMe npwu yCTaHOBJIEHUN MonNysALMOHHbIX rpaHuy, ans N3y4yeHus
MUKPO3BOJIIOLMOHHbIX Mpeobpa3oBaHU, B KayeCTBe WHAWKATOPOB OTKAOHEHUS YCI0BUN
cpenbl OT ONTUMasbHbIX B Lensax 6unomMmoHuTopuHra n T. g. (Palmer, Strobeck, 2003; 3axapos,
2001; Metogunyeckwue..., 2003; lenawsuanm u gp., 2004; 3opwuHa, 2010). HecmoTpsA Ha
aKTUBHOE MpUMEHeHne MeTpUK acUMMeTpUn C Uesblo U3YyYeHUs HaLopraHU3MeHHbIX
buocncTtem, ee BeMYMHA OTpakaeT BHYTPUUHAUBUAYAJSIbHYIO W3MEHYMBOCTb ()eHOTMNa,
NnposBASETCA Ha YpPOBHe OTAesIbHOro opraHusmMa. OHa XxapakTepusyeT CJlyYanHyio
W3MEHYNBOCTb pPa3BUTUA 0CcobM B Npefenax ee HOPMbl peakLumm U NCNoJib3yeTca A1 OLEeHKN
«CTabunbHOCTM pPasBUTUSA» U «OHTOreHeTun4yeckoro wyma» (Mitton, 1993; Leung, Forbes,
1997; 3axapos, 2001; Palmer, Strobeck, 2003; 3opuHa, 2010).
Konnyectso nybnmkauuim, B KOTOPbIX 06CYyXAaloTCA BONPOChl eCTECTBEHHON AMHAMUKMN
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nokasaTtesnen (QAyKTyMpylLlen acCMMMETpuUu B MpoLecce OHTOreHesa oOTAesibHouM ocobwu,
SABHO HEAOCTAaTO4YHO AOJ19 MOJIHOLLEHHOro n3y4yeHns oHOBOWM M3MEHYMBOCTM €e BENYUHbLI B
npupogHbix ycnosusax (Developmental..., 2003; 3opuHa, Kopocos, 2009; 3opuHa, 2010).
ACMMMETPUS OTAeNlbHbIX MPU3HAKOB WM WX KOMMJEeKCa oOoueHuBaeTca pAnna ocobu,
Haxoasllencs Ha onpeneneHHon CTaAun pas3BUTUA, a AN €e OPraHoB - B KOHKPETHLIN
nepuopn MopdgoreHesa. OoHako B 3aBUCUMOCTW OT BO3pacTa WM CTaaum MopgoreHesa
BeJIMY4NHA U U3MEHYUBOCTb MHOMMX MPU3HAKOB MOXXET 3HAYMTENIbHO MEHATbLCH, TakK e Kak
CcaMO Ka4yecTBO 0cobum CoO BpeMeHeM He ocCcTaeTcs NocTossHHbIM (Cheverud et al., 1983;
Kimball et al., 1997; Leung, Forbes, 1997; Kellner, Alford, 2003).

be3 cepbe3HOro BHUMaHUA K npobnemMaMm TeOopeTUYECKOro OCMbIC/IEHNA SBEHUS
NCNoJsIb30BaHMe NoKasaTenen acuMmMmeTpum MmoxeT bbiTb Bronormndyeckn becnonesHo (Palmer,
Strobeck, 2003). V3y4yeHne nNpupodHbIX 3aKOHOMEPHOCTEN Ha OHTOMreHEeTUYECKOM YPOBHe
OpraHu3aumm XX1U3H1M HeobxooMMo s NOHMMaHMA MexaHM3Ma NPoLLEeccoB, NPOTEKalLWMX Ha
OpYyrux ypoBHSX, B TOM 4yucie Ha nonynsuymoHHom (Leung, Forbes, 1997; Developmental...,
2003). CnoXHoOCTb peanm3aunnm HacnNencTBEHHOW WHGoOpMauMKM MNpu  pasBUTUM  Kak
OTAesIbHbIX MPU3HAKOB, Tak N BCero heHoTMNa ocobu onpepenseT npobnembl, BO3HUKaOLWMe
npu nM3y4eHMU OaHHOro Borpoca. B HacToswee BpeMsa BbiASNAIOT NO MeHbLIEN Mepe CeMb
Mozenen hopMupoBaHus payktTyumpytowein acummeTpun (Kellner, Alford, 2003).

Ona DOCTMIXXEHMSA Lesn Halwero UccnenoBaHnsa - U3YYEHUS U3MEHYMBOCTU BEJINYUHBI
GhNyKTynpytowen aCcMMMeTpun B npouecce MHANBNAYaNbHOroO pa3BuTus bepesbl NOBUCION -
pelwannceb cnepytowme 3agadu:

1. OueHNTb n3MeHeHne nokasaTtesnen acnMmmeTpun 6AN3KopoaCTBEHHBLIX ocoben bepesbl
MOBUCJION B 3aBUCUMOCTW OT UX BO3PACTHOrO COCTOSAHUS.

2. N3y4nTb AVHAMUKY BEIMYNHbI aCUMMETPUN MeTPUYECKUX NPU3HAKOB INCTa B Te4YeHne
ero MmopdgoreHesa.

3. YcTaHoBUTb Mozesib POPMUPOBAHUSA YPOBHA aCUMMETPUN B Te4eHne MHAMBUAYaabHOro
pa3suTuna 6epesbl NOBUCIION.

MaTepuansl

Cbop nuctbeB Hepe3bl MOBUCAON MpoBOAWUCA Ha 0. Knumeukun (OHeXXckoe 03epo,
Pecnybnuka Kapenusa) Bo BTOpon mnosoBuHe neta 2007 r. Ha 3apacTalowleM CEHOKOCHOM
nyry (bonee 2 KM ot 6eperoBon ANHUN OCTPOBA, PaBHMHA C POBHULAMM, Ha JIYry y4aCTKKU C
pa3HOM CTENEeHbID U BO3PacTOM 3apacTaHus) 6bian BbibpaHbl No 10 AepeBbeB TOJILKO TeX
BO3PACTHbIX COCTOSHWIN, KOTOPbIE XOPOLWO OTAMYaKTCA Apyr OT Apyra Mo BHELIHUM
MpuU3HakaMm: WMMaTypHble (im), BUPruHWUAbHbIE (vir), reHepaTuMBHble MoJsiogble (gl),
reHepaTuBHble CcpefHeBO3pacTHble (g2), reHepaTuMBHbIe CTapble (g3), NocTreHepaTUBHbIE
CeHunbHble (s) (JlaHTpaToBa, CoHuHa, 2005). MNpn dhopMupoBaHun BbIBOPOK CTPEMUINCH
y4eCTb OOHOPOAHbIE YC/0BUSA MPOM3pacTaHUsA OepeBbeB, UCKIYatlowme nobble (akTopsbl
BHELUHEeN cpebl, CYLEeCTBEHHO BNSAIOLLNE Ha aCMMMETPUIO JIMCTbEB, KPOME MX BO3PACTHOIO
coctoAHMA (3opuHa, Kopocos, 2009; 3opwuHa, 2010). HOpyrumm cnosamu, 6binn
cthopMUpoBaHbl 3HauYnUTeNbHblE 06beMbl BbIBOPOK B OOAHOPOAHLIX YycnoBuax n3 bepes co
CXOAHBbIMN MOPGOPU3NONIOrNHECKUMN XapaKTepucTnkamm. banskopoacTBeHHOCTb ocoben
onpepensanacb UX NpouspacTaHMeM B HENOCPEACTBEHHON 6AM30CTU ApYyr OT Apyra B O4HOM
6ruoTone, No nepndepnn OKPYXEHHOM NBHAKOM, OCUHHUKOM WJIN COCHSAKOM.

C O6paxubnactoB KaXaoro oTaoenbHoro gngepeea cobupanocs no 10 sncTbeB
PaBHOMEPHO C pa3HbiX Y4aCTKOB KPOHbI. Takum ob6pa3oM, 6bI1I0 CHOPMUPOBAHO LIECTb
BbIBOPOK pasHbIX BO3pacTHbIX COCTOAHUA 6epe3bl MOBUCAON, Kaxkgasa obbemom B 100
NMCTBEB: Njm = Nyjr = Ng1 = Ng2 = Ng3 = Ng = 100.

Onsa peweHns BTOpoM 3adayn Matepuan cobupancsa ¢ 10 ocobenn 6epesbl NOBUCION
MMMaTypPHOIro BO3PACTHOr0 COCTOAHWUA, MPOM3pacTaloLMX B TEX >XKE YCJIOBUAX, KOTOpble
66111 onucaHbl Bbiwe. Ha doHe munnnmeTpoBon bymarm ogHu u Te e aAuctbsa (no 10 c
Ka)Kgoro ngepeBa), 3aMKCUMPOBAHHbIE CBEPXY TOHKUM TMPO3PayHbiM MJACTUKOBbLIM
aep>xatenem, oTtorpaupoBasnCb Ha NPOTSAXKEHUN BCEro BereTauMoHHOro nepmogda nNATb
pa3: 25.05, 25.06, 25.07, 25.08, 25.09.2007 r. Bo m3bexaHue nyTaHWLbl 3K3eMMNAAPOB
nobern ¢ uccnegyemMmbiMn INCTbAMN METUNN APKON KPaCKoM U CbeMKa NpoBoaunacb BCcerpa
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B OAWHAKOBOW MOC/edoBaTesIbHOCTU CHWU3Y BBepX. bbino chopmmpoBaHo MATbL BbIBOPOK
pa3HbiX CTaguin mopdoreHesa nucrta, Kaxxaas obbemom B 100 nuctbes (104.¢104.): npgs =

Npoe = Np7 = Ngg = Npg = 100.

MeTonabl

JInCTbA CKaHMPOBaANUCb C TbIJIbHOW CTOPOHbI Ha ¢OHEe MuanMmeTpoBon 6ymaru.
FeomeTpunyeckas kKoppekuus (KopocoB, Kopocos, 2006) WCKa)KeHHbIX PacTPOBbIX
n3obpakeHnn (doTorpacdun) nposogunack B cpene QGIS.

B paboTe ncnonb3oBanncb gaHHble N0 NATU MNAACTUYECKUM (MEeTPUYEeCKUM) CBOMCTBaM
(pyc. 1). TMNpomepbl MPM3HAKOB 3NEKTPOHHbIX WU300paxkeHui nesoi (Lj) n npason (Rj)
MOJIOBUHOK JINCTOBOW MJIACTUHKN BbIMOJHWUAWM B peasbHOM MacwTabe 1:1. Perucrtpauyus
pacTpoB B cpegne Mapinfo npoBogunacb B npoekuun LWwnpoTa/donrota (ana cospaHus
MPSAMOYroO/lbHbIX LWKaja) C eAVHNLaMN N3MEpPEeHNs - rpagycaMmm B AecaTuyHoMm dopmaTe. B
onpenesieHHONW nMocsnenoBaTeNlbHOCTU CTaBUMCb TOYKM Ha4vasa W  KOHLA MNpoOMepos,
BbIYMCNANNCE KOOpAWHaTbl 3TuUx To4vek (Kopocos, Kopocos, 2006), 3HayeHUss KOTOPbIX
3KCNOPTUPOBAINCL B nporpammy Excel. PacCTossHME Mexay TOYKaMu pacCHUTbIBANOCh Kak
KOpeHb KBaApaTHbIN N3 CyMMbl KBagpaToOB pa3HULbl KOOPAWUHAT X U Y.

Puc. 1. Cxema npoMepoB Npr3HaKOB Ha NieBor (Lj) n npaBon (Rj) CTOpOHaX INCTOBOW
NAacTuHKM 6epe3bl NOBUCION: j = 1 - WnpWHa, 2, 3 - AIHA BTOPON N TPETbEN XNOK
BTOPOro nopsifika, 4 - pacCTosiHNE MeXAy OCHOBAHUAMW XKWUJIOK BTOPOro nopsaka, 5 -

PaCcCTOSAHNE MeXAY KOHLLAMWN 3TUX XKUIOK
Fig. 1. Measurement scheme of signs on left {;) and right (R;) sides of a silver birch
leaf: j = 1 - width, 2, 3 - length of second and third ribs of the the second order, 4 - distance
between rib bases of the second order, 5 - distance between rib ends

B pesynbTaTte B cpene Excel kaxpasa Bbibopka o6pa3zoBana MaTpuuy HAaHHbIX
pa3mepoMm 2men (i = 1, 2, ...n - HOMep nucTa, n = 100;j = 1, 2, ...m - HOMep NpuUsHakKa, m
= 5). lna peanusaunm nepsomn 3aga4dmn 6110 chopMmnpoBaHo 6 BbIBOPOK, XxapaKTepusyoLmnx
pa3Hble BO3pacTHbIe COCTOAHUS Bepe3bl NOBUCAON; 19 BTOPON - 5 BbIBOPOK pa3HbIX 3Tanos
MopdoreHesa INCTOBOM MAACTUHKW AaHHOIO BMAa.

N3 Bcero MHoroobpasusi nokasatenein (faj faj) v uHaekcos acummeTpun (fa;, FA)
NCNO/Ib30BanAu NPOCTOE OT/INYME MEeXAY CTOPOHaMU N OLEHKY Ha OCHOBE HOPMMPOBAHHOIO
OTKNoOHeHUs (Tabn. 1). MexaHu3M pacyeTa METPUK acCMMMeTpun nogpobHo onncaH B bonee
paHHuX paboTax 1 B 4aHHOW CTaTbe He npueoanTca (3opuHa, Kopocos, 2009; 3opumHa, 2010,
2012, 2013).
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Tabnnua 1. dopmynbl pacyeTa MokasaTenem u WUHAOEKCOB (QAYKTYyMpYyoLLen
acummetpun  (M;, S; - cpefHee apudMeTM4eckoe U CTaHOAPTHOE OTKJIOHEHWUE -ro
6unaTepanbHOro Npu3Haka)

Table 1.Formulas for the calculation of fluctuating asymmetry indicators and indexes
(Mj, Sj - arithmetic mean and standard deviation of thej-th bilateral trait)

Ne: NMoka3aTtenu acuMmMeTpum

OgnHom ocobu no ogHoMy  Bbibopkun mo ogHoMy — OgHon ocobu no Bcem NHTerpanbHbIn

npusHaky, faj; npusHaky, fa; npu3Hakawm, fa; nHAOeKc, FA
1 fa,-j = (LU - RU) faj = S"2(fa,j) - -
2 fa,-j = (t(L,'j) - t(R,'j)) faj = S"2(fa,-j) fa,- =1/m - Zj=l—)m (t(L,'j) FA = S"2(fa,~)
t(Ly = (Lj—M;) /S; —t(Rj))

tR)) = Rj=M)) /S

Ctatuctnyeckaa obpaboTka Oblna BbiMoHEHA B nMporpaMmaxExcel n StatGraphics c
1NCMNOJIb30BaHMEM MapaMeTPUYECKUX NN HENAPaAMETPUYECKUX KPUTEPMEB B 3aBUCUMOCTU OT
COOTBETCTBUSA pacnpeneneHuns nokasaTtesns aCUMMeTpUM HOPMaJsibHOMY 3aKOHY.

Pe3ynbTaThl

Ona Bcex BbIGOpPOK Obl1  AoKazaH (QAYKTYUMPYOLMA  XapakKTep acuMMeTpumn
nNacTU4eCKNX BereTaTUBHbLIX MNPU3HAKOB JfUCTa. PacnpepeneHve pasHOCTU Mexnay
npomMepaMm CTOPOH [OCTOBEPHO OT HOPMAJIbHOrO 3akKOoHa He O0T/nYyaeTca. 3Ha4YnMoCTb
aCMMMETPUM N IKCLECCa He BbisiBJIeHa, CpefHMe apudmMeTmyeckmne paBHbl Hylo (Tabn. 2,
puc. 2). Onsa BoibpaHHbIX METPUYECKNX MPU3HAKOB aCMMMETPMYHAA M3MEHYMBOCTbL He HeceT
reHeTU4eCKOW KOMMOHEeHTbl (KoTopas NposBAseTCcA B BWAE HanpaBl€eHHOW  Wn
AHTUCUMMETPUN), YTO TakXe TMNOATBEPXOAEeTCA JuTepaTypHbIMU AaHHbIMK (30puvHa,
Kopocos, 2009; 3opuHa, 2010).

Tabnnua 2. YpoBEHb 3HA4YUMOCTN OTANYNA cpeaHen (M), acummeTpunm (A), akcuecca (E)
OT Hy/nst U OT/M4Me pacrpepeneHns nokasatens (L; - Rj) Npu3HakoB nncTa Gepesbl

MoBUCSION OT HOPMaJIbHOIro 3akKOHa An4d Bbl60pKI/I Nim ()KI/IprIM WpNPTOM BblaesieHbl

noctoBepHble oTanyma gna a < 0,05)
Table 2. Significance Level of the difference between mean (M), asymmetry (A),
kurtosis (E) from zero and the difference between the distribution of indicator L;; - Rjj) of

silver birch leaf signs and normal distribution for n;,, sampling (in bold are significant
differences for a < 0,05 are shown in bold)

HyneBas runoresa CtaTuctuyeckue kputepum Homep npusHaka j
1 2 3 4 5
CooTBeTCTBME HOPMAJIbHOMY 3aKOHY x2 MnpcoHa 0,91 0,12 0,19 0,88 0,09
W Wanupo - Yunkca 0,11 0,12 0,84 0,88 0,03
A Konmoroposa - CmupHosa 0,80 0,48 0,95 0,97 0,51
A=0 t CTolofeHTa 0,44 0,06 0,58 0,38 0,12
E=0 0,14 0,01 0,58 0,05 0,81
M=0 0,70 0,60 0,41 0,72 0,90
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Puc. 2. OMnupuyveckne 4acToThl pacnpenenerHums (1) nokasaTens acuMmMeTpumn
(Li3 - Rj3) TpeTbero npu3Haka ancta 6epesbl NOBUCION BbIBOPKN Np5 N KpMBas HOPMasibHOrO
pacrnpefeneHuns C TeMu XXe napaMeTtpamm (2) (yKasaH ypoBeHb 3Ha4MMOCTU COOTBETCTBUSA
HOPMaJSIbHOMY 3aKOHY Mo KpuTeputo X2 MNMnpcoHa)

Fig. 2. The empirical frequency of the distribution (1) of asymmetry index (;3 - R;3) of
the third sign of a silver birch leaf in the sample ngps and normal distribution curve with the
same parameters (2) (the significance level of conformity to the normal distribution according
to x2 Pearson is noted)

Kputepun W LWanmpo - Yuiakca nokasan CTaTUCTUYECKN 3Ha4YUMble OTNYUSA
pacnpeneneHns pa3HOCTU CTOPOH MPM3HAKOB OT HOPMasbHOrO 3aKOHa B Tpex chayyvasax
(Hanpumep, B Tabn. 2 gnaj = 5 ypoBeHb 3Ha4yumocTn 0,03<0,05), ogHaKo MO OCTasibHbIM
KPUTEPUSAM OOCTOBEPHbIX OT/INYMA BbIIBIEHO He Obl10. TO MoATBep)XAaeT M30bITOYHYIO
YyBCTBUTENbLHOCTb AaHHoro ™Metoga (Palmer, Strobeck, 2003), w”n akKTyaabHOCTb
MNCMNOJIb30BaHUA HECKONILKUX aJIfOPUTMOB MNpu  aHanmse QAyKTynpyoLWero XapakTtepa
acmMMeTpun.)

YpoBeHb acuMmeTpun 6epesbl NOBUCIION Pa3HbIX BO3PACTHbIX COCTOSAHUNA

YCcTaHOBMIEH TPEHA W3MEHYMBOCTU MNOKasaTeslen aCMMMETPUN N0 KaXAOMYy MPU3HaKy
faj(1), faj(2) n no Bcem npusHakam FA(2) B 3aBUCMOCTMN OT CTaAuUN BO3PACTHOI0 COCTOSAHMS

6epe3sbl (puc. 3, Hymepaums NPM3HaKoB COOTBETCTBYET puc. 1).
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Puc. 3. 13ameHeHne Noka3saTesnen aCUMMETPUN Mo KaKaoMy MPU3HaKy faj n
WHTerpasibHOro nHaekca FA B 3aBUCMMOCTUN OT CTaguun oHToreHesa 6epesbl NOBUC/ION
Fig. 3. Changes in asymmetry indicators for each signfa; and for the integral index FA
depending on the age-related state of the silver birch

MepBbIA MOKa3aTeNb WCMNOJb3YEeT WMEHOBAHHbIE BEJINYUHLI - PA3HOCTb WUCXOOHbIX
MPOMEPOB TMPU3HAKOB O/ OUEHKW acuMmeTpun. Hukakmx MeToadoB YyHudukaumm
rokasaTesien acCuMMeTp1U NPU3HakoB He NMPOBOAWTCS, CllefAoBaTesbHO, obbeanHeHmne faj(1)
ONA pacyeTa WHTerpasbHbIX WHOEKCOB - OLEHKW acuMMmeTpum Ana ogHom ocobu no
KoMMiekcy rnpusHakos (fa;) u onsa soibopkn ocobenn no Bcem npusHakam (FA) - HEBO3MOXHO
(cm. Tabn. 1). OueHka aCUMMETPUN, NCMOSb3YIOLWasa HOPMMUPOBAHHOE OTKJIOHeHne t = (x - M)
/S, afeKBaTHO OUEHMBAET ONCNEPCUD Pa3HOCTEN NUCXOOHbIX MPOMEPOB MeXAy CTOPOHaMW,
MOAYNHAETCA HOPMaJZibHOMY 3aKOHY (aHanM3 COOTBETCTBUA pacnpeneneHms Bcex BblOOpoOK
nokasaTtenei fa;(2) v fai(2) NnpoBOoAUNCS C MCMO/Ib30BAHNEM KPUTEPUEB, MPEACTaB/IEHHbIX B
Tabn. 2), cHumaeT npobnemy «MacwTabHoro addekTa» (Koppensaunio Mexxay pasmMepoMm
Mpu3Haka W BEJANYUHON aACUMMETPUM) U Mo3BosAsAeT 06beANHSATb OUEHKM aCUMMeTpun
oTOeNbHbIX NpusHakoB (3opuHa, Kopocos, 2009). bazoBbin cnocob® yHUpUKaynm
CTaTUCTUYECKNX OaHHbIX COXPAHAET pa3inynsa B NPOSABAEHMN NPU3HaKa Ha NEeBON N NMpaBomn
CTOpPOHaX, a MNPWMEHEHUE MOCTOSIHHbIX 3Ha4YeHun M; nS; Npy HOPMMPOBAHMU MPOMEPOB
MO3BOJIAET COXPaHUTb WCXOAHYK Trpafauntd BeNYMHbI MPU3HAKOB B CPaBHMBAEMbIX
rpynnax.

B cooTBeTCTBMM C nMepBbiM MOKa3aTesieM [Auana3oH W3MEHYMBOCTU BEJINYUHbI
aCMMMeTpPUM HanboNbWMN Y NPU3HAKOB C MakCMMasbHbIMW pa3Mepamun (j = 2 n 3, puc. 3).
HopMupoBaHue, npuMeHsemMoe BO BTOPOM OLEHKE, MO3BOJINIO MNPUBECTU MNPU3HAKU K
COMoCTaBMMOMY pa3Maxy BapbupoBaHus (cM. puc. 3). TeM He MeHee pe3ynbTaThl,
noJslydeHHble Mpu 1Crosib3oBaHUM oboux nokasatesnei faj(l) wvfai(2), BbIABAAIOT OTANYNSA B
TpeHAax W3MEHYMBOCTU YPOBHSA aCMMMETPUM Yy YEeTBEepTOro W nATOro Mnpu3HaAKoB MO
CPaBHEHUIO C MepPBbIMK TPEMSs, YTO CBUOETENbCTBYET O PA3HOW peakuunn CBOWNCTB JINCTOBOM
MJACTUHKN Ha N3MEeHeHne CTaauin OHTOreHe3a AepeBbLEB.

B To >xe Bpemsa nepuond BUPrMHUIBHONO BO3PACTHOIN0 COCTOSAHUS Gepe3bl MOBUCION
XapaKTepunsyeTcsa MakKCMMaJlbHbIM YPOBHEM aCcCMMMETPUN ONA YeTblpexX MPM3HaAKOB U3 NATU.
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NMoka3zaTenb acMMMETPUN YEeTBEpPTOro CBOWCTBa (j = 4) MakcMManeH pNna MMMaTypHbIX
hepeBbeB. MUHUMaNbLHOE 3Ha4YeHne OT/INYAeTCAa ANA KaXKA0ro npmsHaka (Ho cosBnagaeT no
nokasaTtesnaMm): ongj = 1 n 3 MMHMMYM MPOSBAAETCHA Y FreHepaTuBHbIX MoJIoabiX (g1) ocoben,
AN j = 2 - NoOCTreHepaTUBHbLIX CEHWIIbHbIX, ANfAj = 4 - cpefHeBO3pacTHbIX (g2), anaj =5 -
MMMaTYpHbIX (im). TpeHd N3MeH4YUBOCTU MHTerpasbHoro mHaekca (FA(2)), paccynTaHHOro
Mo BCEM MATU NOKa3aTeNsaM aCMMMETPUN MPU3HAKOB, OTParkaeT TEHAEHUWNIO, XapaKTepHYo
ansa 60onblWMHCTBA CBONCTB. MakCcuManbHOe 3HaveHue FA(2) nposaBaseTcsa y BUPrUHUIbHbIX
(vir) nepeBbeB, MUMHMMaNbHOE - Y FeHepaTUBHbIX CTapblx (g3) ocoben (cMm. puc. 3).

MpoBefeHa ouUeHKa [OO0CTOBEPHOCTM BAUAHUA (aKTopa «BO3pacT» Ha BeNYUHY
acCMMMeTpuUM nyTeM CpPaBHEHUS HECKOJIbKMX BbIOOPOK MO W3MEH4YMBOCTU MpuU3HakKa C
rnomoLlblo KputepueB KokpeHa, bapTtneTtTta n JleBeHa (Tabn. 3).

Tabnnua 3. YpoBeHb 3HA4YMMOCTU OTANYMA BbIOOPOK LWIECTU BO3PACTHbLIX COCTOSAHUN
6epesbl MOBUCJION MO WM3MEHYMBOCTU MOKa3aTesen fa,-j(2) N nHpekcos faj(2) acnmmeTpun
MpPU3HaKoB NnUCTa

Table 3. Significance level of the difference between six age-related states of the silver

birch in accordance with indicators variability fa;(2) and indexes faj(2) of leaf sign

asymmetry

Ctatuctuueckue kputepum fa;; fa;, fa;3 fa;; fa;s fa;(no Bcem

rnpu3HaKam)
KokpeH C 0,00 0,00 0,00 0,02 0,34 0,00
baptnetTa 0,00 0,00 0,00 0,01 0,09 0,00
JleBeHa 0,00 0,00 0,00 0,06 0,16 0,00

Pe3ynbTaTbl CPaBHWUTENbHOrO aHalM3a CBUOETENbCTBYOT O TOM, YTO W3MEHEHue
BO3PAaCTHOro COCTOAHUSA 6epe3bl MOBUC/ION OKa3blBaeT CTAaTUCTUYECKN 3HAYMMOE BINSHME Ha
YypOBeHb acuMmMmeTpun 60bLLINHCTBA NPU3HAKOB INCTa (3a nCKNYvYeHneM j = 5, Tabn. 3).

Obwme cTaTUCTUYECKNE KPUTEPUM HE MNOKa3biBalOT CTPYKTYpPYy BapbUpPOBaHUA, U
OOCTOBEPHOCTb OT/AMYMA BCeX LecTu BbIBOpOoK MoxeT 6biTb 00ycCrioBfieHa W3MEHEeHMEeM
Be/INYUHbI aCUMMETPUN TOJIbKO B Mepuoj O4HOr0 BO3PacTHOMO0 COCTOSAHUSA MO CPaBHEHUIO C
ApYyrumMun CcTagussMm OHTOreHesa. AHasin3 TPeHOO0B U3MEHYMBOCTU nokasaTenen (CM. puc. 3)
MO3BONAET MPEeAnosIOKUTb, YTO BUPrMHWUAbHAA CTaaus obecrne4ymBaeT 3Ha4YMMOe BAUSAHUE
BO3paCTa [OepeBbeB Ha YpoOBEHb acMMMeTpunm  BONbWMHCTBA MPM3HaKOB. 3ITO
MOATBEP)XAAETCA pe3ysbTaTaMn CPaBHUTENbHOro aHanusa (Tabn. 4), NnpoBeAeHHOro npu
WUCK/IO4eHUN BbIBOPKU nyj.. [ OCTOBEpPHOE BO3AENCTBUE (haKTopa «BO3pPacT» Ha BEINYUHY
acMMMeTpUn NOATBEPXKAAETCA MO BCEM TPEM KPUTEPUAM TOJIBKO OJ1 YHETBEPTOro nprusHaka
(cm. Tabn. 4).

Tabnnua 4. YpoBeHb 3HAYMMOCTUN OTANYNSA BbIOOPOK NSATU BO3PACTHLIX COCTOAHUN (6e3
BUPTrMHWIbHOIO) Bepe3bl MOBMCI/ION MO M3MEHYMBOCTY NokKasaTenen fa;(2) n nHaekcos fa;(2)
aCMMMETPUMN NMPU3HAKOB NNCTa

Table 4. Significance level of the difference between five age-related states (without
virginilnymi) of the silver birch in accordance with indicators variability fa;(2) and indexes

faj(2) of leaf sign asymmetry

CtaTucTtuueckme kputepum fa;; fa;, fajz fajqy fajs fa; (no Bcem npusHakam)

KokpeH C 0,16 0,10 0,16 0,02 0,12 0,06
BapTnetTa 0,19 0,30 0,07 0,00 0,14 0,15
JleBeHa 0,06 0,43 0,02 0,03 0,47 0,43
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bonee MHOpPMaTNBHBLIM OKa3blBAETCS COMOCTABJ/IEHNE N3MEHYMBOCTU ABYX BbIOOPOK C
nomMoLblo 06bIYHBIX KpuTepureB (Tabn. 5). Tak, pe3ynbTaTbl NOMNAapPHOro CpaBHEHUS BbIOOPOK
pa3HbIX 3TarnMoB OHTOreHe3a OepeBbeB A9 OUEHOK aCcMMMEeTpunM npusHakoBj = 1, 2 n 3
MoKasasanm CTaTUCTMYECKM 3Ha4yuMble OTANYUA  MEXAY Nyjy W APpYyruMmum BbiBOpKamu.
HononHnTensHO AN nokasaTensa acMMMETPUU MepPBOro MpU3Haka OOCTOBEPHLIE OT/NYUSA
ObHapy>XeHbl MeXAY Ng1 U Ng ANAj = 3 -Njm WUNg1, Ng UNg1; BN j = 4 -Nim U Ng2, Nim W
Ng3, Nyjr WNg2, Ng1 W Ng2, Ng WNgp;, BNAj = 5 - MeXAY Njm W Nyjr, Nim W Ng (Tabn. 5).
NHTerpanbHbin  nHAOEKC FA(2) obbeouHAeT OaHHble, XapakKTepHble A58 60SbLUMHCTBA
MPU3HAKOB: Be/MYUHA acMMMeTpuUM NucTa LepeBbeB BUPrUHUIABHOIO (vir) BO3pacTHOrO
COCTOAHMA OOCTOBEPHO BbiWe, YeM APYruxX CTafuil OHTOreHesa, a reHepaTUBHbIX MOJI0AbIX
(g1) ocoben - 4eMm MMMaTYpHbIX (iM) N reHepaTUBHbLIX CTapbiX (g3).

Tabnnua 5. YpoBeHb 3HA4YMMOCTUN OTANYNSA BbIODOPOK NOKa3aTenemn aCI/IMMeTpI/IVIfa,'j(Z)
MeToA0M MNonapHoOro CpaBHEHUA OUCNEepPCnin No kputTepuio F duilepa 4eTBepToro (BepxHun
MpaBbIA Yroa) N NAToro (HUXXHWUIN NeBLIA Yron) NPpU3HaAKoB JINCTa bepesbl MOBUCIION

Table 5. significance level of the difference of samples of asymmetry indicators f;;(2)
by the method of paired comparison of dispersion according to F Fisher criterion of the fourth
(the upper right corner) and the fifth (the bottom left corner) signs of a silver birch leaf

Ctapnv oHTOoreHesa faj,

im  vir gl g2 g3 s

fajs im 1 0,12 0,33 0,00 0,02 0,15
vir 0,02 1 0,56 0,03 0,41 0,89
g1 0,25 0,24 1 0,01 0,16 0,65
g2 0,10 0,49 0,631 0,17 0,02
g3 0,70 0,053 0,44 0,21 1 0,34
S 0,02 0,99 0,24 0,49 0,054 1

AHann3 TpeHAa W3MEeH4YMBOCTM MoKa3aTenen aCuMMeTpuM MNpPU3HaKoB Nnucta wu
LOCTOBEPHOCTU OT/INYUA Mex Ay BblbOpKaMy pasHbiX CTafguil oHToreHesa 6epesbl MOBUCION
MO3BONAET HaM pa3fennTb NATb UCCNeAyeMbIX CBONCTB Ha TpW rpynnbl: B NEPBYK BXOOAT j
= 1,2 1n 3, BO BTOpPYK -j = 4, B TpeTbIO -j = 5. B gaHHOM cny4ae 3aTparmsaeTca npobnema
Bolbopa Momenu dopMupoBaHna GAYKTYUpyloLWen acuMMeTpum B rMpouecce pasBuTus
oTAeNbHON ocobu C y4eTOM HEOOHOPOAHOWN peakuUn ee XapaKTepUCTUK Ha M3MeHeHue
BO3PAaCTHOIO COCTOAHUA.

Pe3ynbTaTbl Knaccudukaumm MNpuM3HaKoOB MeTOAOM KJacTepHOro aHaausa (puc. 4)
MoKasblBalOT Trpynny CBOWCTB, Haubosnee O6AU3KMX MO CTEMEHW UX peakuunm Ha
OHTOreHeTn4yeckoe nameHeHue bepesbl -j = 1, 3 n 2. O6ocobneHHoe NMosoXKeHne 3aHNMatoT
4yeTBEepPTbIN N NATbLIA MPU3HaKK (CM. puc. 4).
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N J-

1 3 2 4 5
Puc. 4. leHoporpaMmMa CxoACTBa NPU3HAKOB MO CTEMNeHN BJINAHNSA Ha MoKa3aTesib
faj(2) acnmmeTpunm Bo3pacTa AepeBbeB (MeToA bavKaiiwero cocena, EBkaniosa Mepa

paccTosAHNS)
Fig. 4. The dendrogram of sign similarities according to the extend of the influence of
tree age on fa;(2) asymmetry indicators (method of the nearest neighbour, Euclidean

distance measure)

AHann3 M3MEHYMBOCTUN aCUMMETPUN OTAe/IbHbIX MPU3HAKOB B 3aBUCUMOCTW OT CTaauun
OHTOreHesa fepeBbeB U UX KJacTepusaumsa no3sosifloT nepecMoTpeTb npouenypy pacyera
MHTerpasbHOro wuHaekca FA(2). HecMoTpa Ha TO 4YTO BCe U3y4aeMble MPU3HAKU UMEIOT
oblme xapakTepUCTUKK - nJacTu4eckme (MeTpuyeckme), BereTaTUBHbIE, TOJIbKO OOHOI0
opraHa (AMCTOBOM MNACTUHKM) - O00bedAuMHATbL MX B OOMH WHAEKC OKa3blBaeTcs
HeuenecoobpasHbiM. C OAHON CTOPOHbI, pPasHble TpeHAbl N3MEeHYMBOCTM MOFYT racuTb ApYyr
Apyra, 4To nNpuBefeT K HeonpepesieHHOMY pe3yfbTaTy, C APYron - NU3MeH4YNBOCTb FA MoXeT
onpenensTbCA BANAHNEM HECKOJIbKUX AOMUHAHTHbLIX MPU3HAKOB, OOMHAKOBO pearunpyowmx
Ha n3MeHeHue akTopa. B 06omx cnyvyasax mHTerpasbHbIn NokasaTesb byaeT HEKOPPEKTHO
XapakTepu3oBaTb U3MEHeHWe YPOBHSA aCUMMETPUN B 3aBMCMMOCTU OT CTaAunM BO3PACTHOrro
cocTosiHnA 6epesbl U He y4yTeT pa3Hoobpa3me BapuaHTOB ee (hOPMMPOBaAHUA B rnpouecce
pa3BuTUa ocoben.

MNpoBefeHHbI aHaIn3 N3MEHYNBOCTU aCUMMETPUM NMPU3HAKOB NO3BOAET HaM U3 NATU
WCXOAHbIX CBONCTB JIMCTOBOW NJACTUHKU CHOPMUPOBATL TPU OLEHKU C pPa3sHOM peakuunen Ha
nHameuayanbHoe passutue bepesbl: fay(2), fas(2) n nHTerpanbHbIN NokasaTens FAj > 3(2),

paccyMTaHHbIN Ha ocHoBe fa;1(2), faj»(2), fa;j3(2) (puc. 5).
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Puc. 5. UaMeH4YMBOCTb TpeX 3Ha4YNUMbIX (MOSACHEHNE B TEKCTE) OLLEHOK aCUMMETPUN B
3aBMCMMOCTW OT CTafAuM OHTOreHesa 6epesbl MOBUCION
Fig. 5. Variability of three significant (explanation is in the text) estimates of
asymmetry depending on the ontogenesis stage of the silver birch

Ana nepecyMTaHHOrO WHTErpasbHOro WHAEeKCcaFAj » 3(2) pe3ynbTaThl MOMAPHOro
CpaBHeHUSA BbIGOPOK pa3HbIX CTaAWA OHTOreHesa AepeBbeB MOKasaan CTaTUCTUYECKMU
3HaYMMble OTJIMYMA TOJIBKO MeXAY Ny U BCEMU OpyruMm BbibOpKamu. [OCTOBEpPHbIE
n3MeHeHNa nokasaTtenen fay(2) n fas(2) B 3aBMcMMOCTM OT Bo3pacTa bBepesbl NOBMCON
npencTtassieHbl B Tabn. 5.

N3MeHeHne BesIMYNHBbI aCMMMETPUHN JINCTOBOM NJIaCTUHKN B Te4eHue
Mopd¢oreHesa

Pe3ynbTaTbl, MONYYEHHbIE NPU U3YHYEHUN N3MEHYMBOCTM OLEHOK acMMMeTpun bepessbl
MOBUC/ION B Te4YeHMe oOHOro BereTauMOHHOro Nepuofa, NMokKasbiBaloT pas3Hble TpeHAabl ee
OVHaMUKKN Yy UCCNeAyeMbIX MPU3HAKOB W CTAaTUCTUYECKM 3HaYMMble OTANYUA Mexay
COOTBETCTBYOWMUMIN BbIBOpKaMn pasHbIX CTaaun mopdoreHesa nucta (puc. 6, Tabn. 6).
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Puc. 6. I3MeH4YMBOCTb NOKa3aTenen aCMMMETPUN NO KaXKAOMY NPU3HaKy faj "
WHTEerpasibHoOro nHaeKkca FA B 3aBUCUMOCTW OT CTaaum MmopdgoreHesa nmcTa (Mo Mmecsauam

BEretTaunmoHHOro nepmoaia roga)

Fig. 6. Variability of asymmetry indicators for each signfa; and the integral index FA
depending on the morphogenesis stage of a leaf (according to the months of vegetation

period)

Tabnnua 6. YpoBeHb 3HAYMMOCTU OTAMYUSA BbIBOPOK MO M3MEHYMBOCTMW MOKa3aTesen
faj(2) w vHAekcosfaj(2) acMMMeTpyn NMPU3HAKOB NINCTa pasHbIX CTaAWMn MopdoreHesa y
6epe3bl MOBMCNON (MeTo NMOMapHOro CPaBHEHUS ANCNEPCUn Mo KpuTeputo F duwiepa)

Table 6. Significance level of the difference of samples in accordance with variability
and faj(2) indexes of silver birch leaf signs asymmetry at different
morphogenesis stages (method of paired comparison of dispersion according to F Fisher

indicators faj;(2)

criterion)

CpaBHuBaeMble faj; fa; fa;3 fa;4 fa;s fa;(noBcem fa; no TpeM npusHakam: j
BbIGOpKM npv3Hakam) =1,2u3
Nos W Nog 0,00 0,01 0,00 0,00 0,00 0,00 0,00

Nps N Np7 0,00 0,63 0,01 0,00 0,00 0,01 0,01

Nps W Nog 0,01 0,74 0,12 0,00 0,01 0,06 0,30

Nps W Ngg 0,00 0,02 0,00 0,00 0,00 0,01 0,04

Npg VI No7 0,22 0,04 0,03 0,17 0,36 0,15 0,45

Npg W Nog 0,13 0,03 0,00 0,99 0,10 0,03 0,03

Noe W Nog 0,26 0,90 0,94 0,72 0,73 0,12 0,24

Np7 Vi Nog 0,01 0,88 0,27 0,17 0,47 0,48 0,15

Ng7 Vi Ngg 0,02 0,06 0,04 0,31 0,56 0,91 0,68
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Nog ¥ Nog 0,69 0,04 0,00 0,74 0,19 0,56 0,30

NHTerpanbHbIM HOEKC FA(2), pacCYHMTaHHbIA Ha OCHOBE HOPMUPOBaHHbIX NOKa3aTenemn
acCMMMETpPUM NATU NPU3HakKoB (CcM. Tabn. 1), y4ynmTbiBaeT TpPeHObl M3MEHYUBOCTU YPOBHS
acummeTpun  6onblUMHCTBA M3 HUX. HanpuMmep, nokasaTean acUMMETPUM JIMCTOBOWN
MNACTUHKM B Mae OOCTOBEPHO HUMXXEe, 4eM B Apyrve Mecsubl BereTauMoHHOro rnepuoja roga
OTAeNbHO N0 KaKOAOMY MpU3HaKy, Tak XXe Kak W Mo OueHKe acuMMeTpuu C y4eTOM BCeX
npu3Hakos (cM. Tabn. 6). OQHaKO CTaTUCTUYECKM 3HAYUMbIE OTINYNA MexX Ay BbiIbopkamu nps
W ngg Npn pacyeTe FA(2) He NpoABAAOTCA, T. K. pa3HOHarnpasieHHble TpeHAbl U3MEHYNBOCTHU
OLLeHOK aCMMMeTpUKN N5 MPU3HaKoB j = 4 nj = 5 BbIBOPKN npg racaT apyr gpyra.

AHann3 HanpaesieHUA WN3MEH4YMBOCTW MoOKasaTesnenm acummeTpum (CcM. puc. 6) un
pe3y/ibTaTOB MOMapHOro CpaBHEHUA BbIOOPOK pa3HbiX CTaaun mopdoreHesa (cm. Tabn. 6)
MokasblBaeT, 4TO WHAOEKC FA(2) B 6onbwen Mepe y4YUTbIBaeT pe3ysibTaTbl MeEpPBbIX Tpex
NMPU3HAKOB. 3TO TakXXe NOATBepPXXAaeT pacyeT MHAEKCOB fa;i1 2 3)(2) nFA; > 3(2) Ha ocHoBe
rnokasaTesiel aCMMMeTPUN 3TUX CBOUCTB (j = 1, 2 u 3, Tabn. 6) - 4OCTOBEPHbIE OTANYNSA
MeX[ly COOTBETCTBYWOLMMMN BbibOpKamu Mo faji; 2 3) (2) coxpaHalTcsa. Tem He MeHee npwu
NCMOJIb30BaHUM  OBLLIMX  CTAaTUCTUYECKUX KPUTEPUEB BAUSHME akKTopa «CTagus
MopdoreHesa nucta 6epesbl MOBUCOW» Ha BEANYUHY aCUMMETPUN CTaTUCTUYECKN 3HAYMMO
AN rokasaTesiel BCexX MNPU3HaAKOB, Kak MO OTAENbHOCTWU, TakK U B COBOKYMHOCTU (Kak
MWUHUMYM MO ABYM KpUTepusam n3 tpex, tabn. 7).

Tabnnua 7. YpoBeHb 3Ha4YMMOCTU OTANYMSA BbIBOPOK NATU CTaAni MmopdoreHesa nncTa
Mo N3MEeHYNBOCTU NokasaTesnei faj(2) n nHAekcoB FA(2) Npu3HaKoB NncTa bepesbl MOBUCIION
Table 7. Significance level of the difference of five leaf morphogenesis stages samples

in accordance with indicators variability fa;(2) and FA(2) indexes of silver birch leaf signs

CtaTuctuyeckume faj; fa;, fa;3 fa;,; fa;s fa;(Bce fa; no Tpem npusHakam: j
Kputepumn npusHaKun) =1,2un3

KokpeH C 0,00 0,08 0,01 0,20 0,08 0,01 0,04

bapTneTtTa 0,00 0,02 0,00 0,00 0,00 0,00 0,01

JleBeHa 0,00 0,00 0,00 0,00 0,00 0,03 0,01

Pe3ynbTaTbl Knaccudukaumm npu3HakoB MeTOAOM KJacTepHoro aHanusa (puc. 7)
MokKasblBalOT rpynny CBOWCTB, Haubosnee 6AM3KUX MO CTENeHU peakuun BeSIMYUHBI WX
aCUMMETPUN Ha U3MeHeHne MoOPMOreHeTUYeCKOro COCTOSAHMSA ncTa 6epesbl NOBUCION - j =
1, 3 n 2. O6ocobneHHoe NOSIOXKEHME 3aHMMAIOT 4YeTBEePTbIN M MNATbIA NpU3Hakn. B uenom
DaHHble pe3ynbTaTbl MNOATBEPXKAAT MNOJIYYEHHYIO paHee p[eHAporpamMmy CxXoAcTBa

NMPMN3HaKOB MO CTeneHn BJINAHNA Ha YpOBEeHb UX aCMMMeTPUnN BO3pacCTa AepeBbeB (cm. puc.
4).
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1 2 3 4 5

Puc. 7. DengporpaMma CXO0ACTBa NPU3HAKOB MO CTENeHU BAUAHUA Ha NOKa3aTesb
faj(2) acnmmeTprn cTanumn mopdoreHesa iMcTa AepeBbeB (MeToq banxkanwero cocena,
EBknnpoBa Mepa pacCToAHUSA)

Fig. 7. The dendrogram of similarity of the signs according to the extend of the
influence of leaf morphogenesis stage on faj(2) asymmetry indicator (method of the nearest
neighbour, Euclidean distance measure)

B obounx cny4dasax - npu n3yvyeHnn BAnaHUS Bo3pacTa AepPEBLEB N CTaann MopdoreHesa
JINCTa Ha ypoBeHb aCcMMMEeTpUnU - NoATBEPXKAEHA Lenecoobpa3HOCTb hoOpMUPOBaAHUSA Tpex
OL@HOK acMMMeTpumM N3 NATU UCXOAHbIX NokasaTenen: fas(2), fas(2) n FA; » 3(2) (puc. 8). 310
Ba)KHO AN JafbHENWero TeopeTUYeCcKoro aHasam3a 3aKOHOMEPHOCTEN AWNHAMUKMK
acMMMeTpUKM B Npouecce NHANBNAYaNbHOro pa3BnTusa bepesbl MOBUCIION.

| FAg23(2) fa«(2)
1,73
1,6
04 4 14
1,2 1,31
0,2
1,0 4
021 0,23 a8 1
0,6 1 0,67
0,1 - 0.4 1
0,2
0.0 s " wons " wons "aeryer cent, 00 Mai | MIOHb' WIOAb ' @BrycT CEeHT.
fas(2)
1,0
0,8
0,6 1
0,55
0,4 -
0,2 -
0.0 =T T

Mad | MIOHb | MIONb | aBryct ceHTaBpb

Puc. 8. U3aMeH4YnBOCTb Tpex 3Ha4YnMbIX (MOACHEHUE B TEKCTE) OLLeHOK aCUMMEeTpUn B
3aBUCMMOCTW OT CTaAnm MmopdoreHesa nncta bepesbl NOBUCION
Fig. 8. Variability of three significant (explanation is in the text) estimates of
14
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asymmetry depending on the leaf morphogenesis stage of the silver birch

OGcyxpeHue

OHTOreHeTnyeckme cocTossHUA ocobenn wn cTagum MopdoreHesa WX OpPraHoB
OOCTOBEPHO  BJUAIOT Ha YpOBEeHb  QIYKTYUpylOWen acuMMeTpum  MeTPUYeCKux,
BEereTaTUBHbLIX MPU3HAKOB JINCTOBOM NNacTUHKKM OGepesbl nosBucnon. OpHako obuwen
3aKOHOMEPHOCTW, €OMHOro TpeHAa W3MEHYMBOCTM OLEHOK aCcUMMeTpuMn [Ns BCeEX MNATU
nccnenoBaHHbIX XapaKTEPUCTUK OePEBLEB YCTAaHOBMEHO He BblN0, HECMOTPSA Ha NPOosIBNEHNe
HeKoTopbiX 06WKX TeHaeHUMn (HanpuMep, MUHUMAJbHbLIA YPOBEHb aACUMMETPUN
HabnopoaeTca Ha HayvanbHOM CTaaMum MopdoreHesa JMCTa Y BCEX PACCMOTPEHHbIX
MpU3HaKoB, CM. puc. 8).

B coBpeMeHHOW nuTepaType BbIAENAT MO0 MeHbllen Mepe ceMb Moaenen
hopMMpPOBaAHNA aCMMMETPUM B NpoLlecce pa3BUTUA OTAENbHbIX 0cobel M MX OpraHoB
(Kellner, Alford, 2003; puc. 9).

Ly -Ry)

i
'v‘“' ‘:w!.-fv‘r
ORRF ST

AN ‘

Puc. 9. TmnoteTnyeckue mogenn GopMnMpoBaHUa GayKTympyrowen acuMmmeTpun B
npouecce pas3BUTUS OTAENbHbLIX 0Ccobel 1 nx opraHoB: A - MOAelb HanpaBJIeHHbIX BHELLUHWNX
curHanos; b - 6pocaHns MoHeThIl; B - yBennyeHns acummeTtpun; I - HaKonaeHns
cnyyanHocTen; 1 - noCcTosaHHON (CTabunbHoM) acuMmMmeTpumn; E - KOMNeHCaTOpPHOro pocTa
NN N3MEHYMBOCTU; XK - OCTaTOYHOW acMMMeTpumn

Fig. 9. Hypothetical models of the formation of fluctuating asymmetry during the
development process of individuals and their parts. Models of: A - directed external signals;
B - tossing coins; C - increasing asymmetry; D - accumulation of accidents; E - constant
(stable) asymmetry; F - compensatory growth or variatbility; G - residual asymmetry

B pamkax nepBoi Mogenu npennosiaraeTcs, YTO BeJIMYMHA  AaCUMMETPUM
onpenensieTcsl OAHOCTOPOHHUM BO3AENCTBMEM (PaKTOPOB KakK 3K30reHHOro (Hampumep,
CBET), TaK W 3HOOreHHOro (oTCyTCTBME MasibLia) NMpPoMCXoXXaeHus. B npouecce pasBuTus
0cobn NpPMPOCT BeNNYMHbI NMpU3Haka 6osblie Ha TOW CTOPOHE Tesa, KoTopas NoABep>KeHa
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BAMSAHMIO aKTopa, MNO3TOMY YPOBEHb aCMMMETPUM YBENYMBAETCA MapajiieflbHO C
yBenm4yeHnem npusHaka (cm. puc. 9A).

Ecnn mopdoreHes coctouT m3 OTAEJSbHbIX 3TanoB (OHTOrEHeTUYeCKUX eaumHul),
HE3aBUCUMO TMPOSABAAOWMXCA B Mpouecce WHAVWBUAYaANbHOIMO pPasBUTUSA OpraHusma, TO
ropopatT o Moaennm «bpocaHuMa MOHeTbl». B npegenax KaXAoro >3Tana pasBUTMSA
HanpaBJieHNe 1N BeAMYUHA AaCUMMETPUN FeEHETUYECKM OETEPMUHMPOBAHbLI, HO aCUMMMeTpus
0OHOro 3Tana OTHOCMTEsIbHO APYroro 3agaHa CiyyanHo. bonee Toro, Ha paHHUX CTaanax
pa3BuTNa 0cobn N3MEHYMBOCTb acuMMmeTpumn bonblue, 4eM Ha No3gHux (cMm. puc. 9b).

Korpa OHTOreHeTu4yeckme eauHuubl B3auMMO3aBUCUMMbI, TO Masible HeHarnpaBJieHHble
OT/INYNA B paHHEM BO3pacTe yBe/M4MBaloTCA B TeyeHue MopdoreHesa. MNpupocT npusHaka
MocTosiHHO 6osblle Ha opHoM CcTopoHe Tena. WCToYHUMKOM acuMmmeTpum MoryT 6biTh
HebonbwmMe OTANYUA (PUINKO-XMMUYECKOrO0 COCTOSHUS UUTOMJa3Mbl KJETOK Ha OBYX
CTOpOHax Tefa u CayvalrHble OT/INYNA B CKOPOCTU AeNIeHUS KNeTOoK. Tak Kak acuMMeTpus y
Ka>kaon ocobn BO3HMKaAET C/ly4amHO, TO Ha MOMNyssSLUMOHHOM YPOBHE OHa HanpaBJ/IEHHOCTU
He nMeeT. HanpaBseHne acMMMeTpMK B NpoLiecce pa3BMTUS 0cobn o0CTaeTCa NOCTOSAHHbLIM, a
Be/IM4MHa Bo3pacTaeT (CM. puc. 9B).

B mMopenn «HakomnsieHmsa Cny4alHOCTEN» CYMTAETCHA, YTO HU oAUH U3 Buonorm4yeckmnx
006bLEKTOB He pa3BMBAETCA MO MAEeaNbHOMY MYTU, N OHTOrEHETUYECKUI WYM HaKanJnBaeTcs
C Te4YyeHueM BpemMeHU. [M03TOMy BpeMs pPasBUTUS MPU3HAKaA MOJIOXKMUTENIbHO KOpPpPenpyeT C
BE/INYUHON (QIIYKTYMpYIOLLEn acMMMeTpum KU B rmpouecce MopdoreHesa WU3MEHYMBOCTb
acummeTpum ByaeT yBenm4mBaThCa OO0 ONpPeneeHHOr0 YPOBHSA, @ 3aTEM MOXXET 0CTaBaTbCA
nocTosiHHOM (puc. 9I).

TeopeTnyeckass 0CHOBa MOAENN «MOCTOAHHON (CTabusbHON) aCMMMETPUMN» B TOM, 4YTO
HanpaB/ieHNe N BesMYMHa GNYKTYMPYOLWEN aCcMMMETPUN ONpemensatnTCca reHeTU4YeCKnMu
UNn CpenoBbIMMN haKTOpPaMM Ha PaHHUX 3TanaxX OHTOreHe3a M B TeYEeHMe OCTallbHbIX CTaauin
pa3sBUTUS He U3MeHATCA (OoCTalTCss MOCTOSAHHbIMKU). Ho ypoBeHb aCUMMETPUN
onpenenseTca AN KaX[Ooro rMpu3Haka OTAeSIbHO M BO3MOXHO Ha pasHbiX CTagusax
OHTOreHesa (puc. 94).

OTcyTcTBMEe 60NbWKNX CAYyYaWHbIX OTAMYUN B MPOABJIEHMN MNPU3HAKOB Ha pa3HbIX
CTOpOHax Tefa oOpraHW3Ma HaBOOWT Ha MbIC/Ib O CyLLEeCTBOBAaHUM PErynsaTopHbIX
MexaHu3moB obpaTHOM CBA3M. B Mogenn «KOMNeHCaTOPHOro pocTa» mpepnosiaraeTcs, 4To
aCMMMETPUA BO3HMKAET CJlydalHbiM 06pa3oM N M3MEHeHMe ee BeINYUHbI HaxoOuTCsa NnoA
KOHTPOJZIEM CUCTEMbI 0OpaTHbIX CBA3EeN, CTUMYJIMPYIOLLLEN KOMMNEHCATOPHLIA POCT Ha o0beunx
CTOpOHax. BbigensioT ABa MexaHM3Ma perynsunm BesNYMHbl acuMMmeTpum: 1 - cuctema
oTpuuaTeNbHbIX 06paTHLIX CBA3EN MeXAy KJeTKaMu yrHetaeT OMOCMHTE3 Ha TOW CTOPOHE
Tena, KOTopas Ha4dMHaeT pa3BuMBaTbCA Hosiee MHTEHCUBHO; 2 - CUCTEMA MOJIOXKUTESbHbIX
obpaTHbIX CBA3eN (peann3yloLLascs 4Yepe3 HEPBHYIO U FyMOPAJbHYIO CUCTEMbI) MexXAay
CTOpOHaMM Tena obecneymBaeT WHTEHCUBHbLIN MPUPOCT OTCTAalOWEN CTOPOHbLI. DTO MOXET
NPUBECTN K BPEMEHHbIM KoNebaHUsaM YypOBHSA acUMMETPUX, U ee BeIMYMHY MOXXHO bypeT
Bblpa3snTb PYHKLUMEN OT MHANBUAYAJIbHOWN CKOPOCTUN POCTa, BPEMEHU pearmpoBaHUSA CUCTEM
MONOXUTENbHbLIX 06paTHbLIX CBA3EN, CUJIbI POCTOBLIX CUrHaNoB (puc. 9E).

J. H. Graham (1993) npennoxun TeopeTUYecKyi MoAaesib HenumHenHom obpaTHoOW
CBA3UN, KOTOpas perynmpyet (OpMUpOBaHME acUMMETPUU MopdOoreHamu, CNoCobHbIMU K
pacnpocTpaHeHuto. o ero MHeHuto, obpaTHas CBSA3b MOXET peajiM30BbiIBaTbCA Kak
MUHUMYM TpeMms cnocobamm: 1 - nNpamas B3aMMOCBA3b MeXAY JIeBO- U MPaBOCTOPOHHUMM
aneMeHTamMn 6unaTepasbHOro nNpusHaka; 2 - OMNoOCpefoBaHHAas CBA3b, KOrga nepefada
WHopMaumMn Mexay CTOPOHaMU TMPOMCXOAUT Yepe3d LeHTpPasibHYyl HEPBHYK unau
rymopasbHYylO CUCTEMbl; 3 - OENCTBYIOT KakK MpsMas, Tak WU ornocpenoBaHHas obpaTHble
CBA31. BbiCOKa BEPOSATHOCTb TOrO, YTO OTHOCUTENIbHAA aKTUBHOCTb 3TUX 0BpaTHbIX CBA3EN B
npouecce pa3BuTuUA ocobu byneT MeHATbCA U pa3Hble CTagun ByayT XapaKTepu3oBaTbCH
pPa3HOM YYBCTBMTENIbHOCTbIO CTOPOH K PErynsTopHbiM KOMMNoHeHTaM. bonee Toro, nogobHbie
OT/INYUSA MOTYT BbITb U MEXAY NPU3HaKaMM OLHON U TOW »Ke ocobu.

B HacTosAwee BpemMa B OHTOreHeTnyeckom 6uonorum bunatepasbHas CMMMeETPUS Kak
TaKOBas N OTKJIOHEHUS OT Hee 06bIYHO ocTaloTCcA 6e3 BHMMaHUS, Tak KakK NpPMHMMaloTCA 3a
nobo4YHbI NPOAYKT mogenen (hoOpMUPOBaAHMA. DTO SBJIEHME MNPOCTO BLIXOAUT 3@ PaMKWU
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0ObIYHbLIX MPaBWA: HET Creunanm3npoBaHHbIX OHTOFEHETUYECKNX MEXaHU3MOB, KOTopble bbl
oTBeYasn 3a (hopMupoBaHMe BunaTepasbHON CMMMETpUU camon no cebe. HanpaBneHne u
3Tan pa3BUTUSA KJIETKM ONpenensatoTca ee oKaansaumen B TpexmMepHoM rnpocTpaHcTee. Mpu
3TOM JieBas M NpaBas CTOPOHbLI Tesla Ha3Ha4YalTCAa rnocsie YCTaHOBIEeHUS NePBbIX ABYX OCeN:
nepegHe-3agHen U CNMHHO-bproWHON. OOHaKO TpPeTbsA OCb - 3TO He NieBO-MNpaBas OCb CaMa
no cebe, a cKopee TMPOKCUMO-ONCTalibHasA: KAETKU OnpeneneHHon CTOpOoHbl Tena
MPUHMMAIOT OHTOMEeHEeTUYECKOE pelleHMe Ha OCHOBE WX MONOXXEHUS MO OTHOLUEeHU K
cpenHen nMHMKW. TaK KakK pa3BUTUE KNETKU MpoMCXoauT B Tpex 3STUX ocCHAX, TO
dopMmpoBaHmne bunatepasbHO CUMMETPUYHbBIX CTPYKTYP - 3TO HemsbexkHbin pesynbtaT. C
QNYKTYnpyloLwen acMMMeTPUEN CBs3aHa Of4Ha U3 Ba)KHbIX NpobaemM coBpeMeHHoON Bruonormm
- yNopsaAo4eHHoe BbipakeHne reHoTuNa Kak KOMMIeKCHOro TpexMepHo-npoCTPaHCTBEHHOIO
heHoTMNA.

MocnegHAa Mofesb «OCTAaTOYHOM acuMmeTpumn», npepnoxeHHas J. R. Kellner un
R. A. Alford (2003), npeactaBnsaeT cobon oAMH N3 BapMaHTOB «KOMMEHCATOPHOIro pocTa», B
KOTOPOM BEPOSATHOCTb PEerynsipHbiX KonebaHuin BeNYMHbI aCMMMETPUM MPU OHTOreHese
ocobn cBegeHa [0 MUHMMYMa. CyuwecTByeT TMNPOCTON KOMMEHCATOPHbLIA MEXaHW3M,
oTBevaloLWwmn 3a Mopdonornto ocobn C OTHOCUTENIBHO KOPOTKON BPeEMEHHOW 3adep>xkon. B
pesynbTaTe qopMupyloTca cnabble M HENpPOAO/IKUTENbHblIE BpeMeHHble KonebaHus
Be/IMYUHbI aCMMMETPUN MpU3HaKa B npouecce pa3Butusa ocobu (cMm. puc. 9X). YpoeHb
ACUMMETPUN KaXKgom ocobu B KOHKPETHLIA BPEMEHHOW MPOMEXYTOK npeacTasnseT cobon
pasHuLy Mexay OHTOreHeTUYeCKUM LLUYMOM N ero Koppekuunen.

Pe3ynbTaTbl NMpOBEAEHHOr0 HaMU uccienoBaHna Hanbonee conocTaBUMbl C MOAEJbIO
«KOMMEHCATOPHOro pocTa WIN WU3MEHYMBOCTU» MO CPaABHEHUD C APYrMMK runotTesammu
hopMMPOBaAHNA aCMMMETPUM B NpoLLecce pa3BUTUA OTAENbHbIX ocoben n nx opraHoBs (Tabn.
8).

Tabnuua 8. CpaBHeHMe Modenen OpMUPOBAHUA acCMMMETpPUM B npouecce Mopdo- 1
OHTOreHesa C pesynbTaTaMu nccneposaHus (bykseHHoe obo3HayveHne COOTBETCTBYET pucC.
9)

Table 8. Comparison of asymmetry formation models during morpho- and ontogenesis

with the results of the study ( letter symbols correspond to fig. 9)

XapakrepucTuka Mopnenb PesynbTaTthbl
ABBTI O E X uccnepoBaHus

YpoBeHb aCMMMeTpUn yCTaHaB/IMBaeTCA B paHHEM + -+ -+ - - -
OHTO(MOpO)reHese 1 CO BPEMEHEM HE MEHSETCS

BpeMsi pa3BuUTUS NpM3HaKa MOJIOXKUTENBHO KOppeMpyeTc — — — + — — — -—
BEJINYMHOWN acMMMeTpumn

BpeMs pa3BuTUs NprMsHaka OTpULATENIbHO KOppPenpyeTc — + — — — — — —
BEJINYMHOWN acMMMeTpumn

YpoBeHb aCUMMETPUM MeHbLLIE Y KPYMHbIX MPU3HAKOB MO -+ - - - - - -
CPaBHEHUIO C MeSIKUMU

BennynHa acuMMeTpun oTpakaeT TeKyllee COCTOsAHMEe - - - = =+ + +
ocoben n nonynauum B LEoM

OTnnyuna nokasaTesnien aCUMMETPUN NMPU3HAKOB MeXAay + + + + + + - +
pa3HbIMU CTaANSAMUN Pa3BUTUSA 0CoBeN CTaTUCTUYECKN
3HaYUMBI

TpeHabl N3MEHYUBOCTN aCUMMETPUM B NpoLecce - - - = =+ + +
OHTO(Mopo)reHesa pa3HbIX MPU3HAKOB MOIYT OTIMYaTbCS

OCHOBHOE  OT/MYMEe MexXxAy OSTUMUM  TeopeTUHEeCKUMU  MOCTPOEHUSMU  MpwU
3KCTPaANoNALUM Ha MNOMNYNSALUNOHHLIA YPOBEHb 3akJ/lIl04aeTCs B OTBETE Ha BOMPOC O TOM,
Kakyl 4YaCTb WCTOPUM Pa3BUTUS MNONYAALUUM OTpParKaeT YPOBEHb (AYKTyupytloLLen
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acummeTpuun. lNepBas, TpeTba W NATaa MoOenu npejnonaralT, 4TO TeKYLUA YpPOBEHb
aCMMMeETPUMN OTparKaeT KPATKOBPEMEHHbIe Clly4YalHble BO3L4ENCTBUSA, KOTOpble OKa3sbiBanu
BAMSAHME Ha ocoben B paHHeM OHToreHese. B ciy4ae ux CrpaBeasiMBOCTM OLEHKA
MONyJIAILMOHHOIO YPOBHA acumMmeTpunm OyneT XapaKTepu3oBaTb COCTOAHUE MNOMNyAALUA B
npoLuioM, BpeMs KOTOPOro onpegenseTcd BO3pacTOM reHepauuu, Yy4acTBYHWOLLEN B
nccnefoBaHnn. YeTeepTas Mogesb npeanosiaraeT, 4TO OA4Ha M Ta XKe BeInYMHa acCuMMeTpum
MOXeT chopMUpoBaTbCA MNoA OEeNCTBMEeM [ABYX pPa3HbIX MNPOLECCOB: KPaTKOBPEMEHHOro
WHTEHCUBHOIrO OTpULATEesNIbHOro BO34eNCTBUA Ha ocobb ¢akTopoB cpedbl unm cnaboro
B/IMSIHUS CTpPecC-areHTOB Ha MPOTSXXEHUU [JINTeNbHOro rnepuoja BpeMeHW B TeyeHue
pa3BuTna ocobun. B pamMkax nocrnefHMX ABYX MNPEANnONOXEHUN MNpUHUMaeTCa TO, 4TO
Be/IM4YMHa acuMMmeTpum B Ntoboe BpemMs OTparkaeT TOJIbKO TeKyllee COCTOssHMe ocoben un
nonyssaumMm B LeSIoM, TOrda Kak BTOpas Mogesib FoBOpuUT 06 yMeHbLUeHUM aCuMMeTpumn C
yBen4YeHneM pasmepa Tena npu aobor cteneHn oTpmuaTebHOro BO34eNCTBUS (DAaKTOPOB.

MpoBefeHHble  uCCnefoBaHUA  ONA BbIABJIEHUA  MexaHu3Ma  (opMUpoBaHUSA
acMMMEeTpUN pefko TecTUPYT BCe NepevyucieHHble Moaenun, noaTBepXAatT WHOraa
CNpaBenSIMBOCTb Cpa3y HECKONbKUX W3 HWUX, [OMyCKalT, 4YTO MoAenn W3MeHeHus
aCMMMETPUN Y pasHbIX BULAOB, TAaKXe KaK M Y pa3HblX NPU3HAKOB, MOryT oTan4aTbca (Moller,
1996; Swaddle, Witter, 1997; Collin, 1997; Kellner, Alford, 2003). Hanpumep, A. K
Chippendale n A. R. Palmer (1993) npu u3y4YeHUU WN3IMEHYUBOCTU YPOBHHA aCUMMETPUU
CerMeHTHbIX KOoHeyHocTen Kpaba Hemigrapsus nudus noka3anu, 4TO B MpoLecce JIMHbKU
ocoben (CTagmsa MHTEHCUMBHOIO POCTa) €e rMokKa3aTesin OCTalTCA MOCTOAHHLIMU. 3TO, MO UX
MHEHMI0, MOATBEPANIO MOoAeNlb MOCTOAHHOW (CTabunbHOW) acMMMeETpMK, U OHU CAesnann
3aKJll04eHne, YTO BeMYMHA acMMMeTpUn reHeTU4Yeckn geTepMmHMpoBaHa. B To e camoe
BpeEMSA Ha Apo3oduiae OHUM MNOSYyYMAM MNPOTMBOMOJSIOXKHBLIE pe3ynbTaTbl, AN 00bACHEHUS
KoTopblx MMy 6blna BBedeHa runoTesa «MNOPOroBoro yposHA». [lpepgnonaraeTcs, 4TO
CyLLeCcTBYeT HeKOoTOopas MNoporoBas BesMYMHA OHTOMEHEeTUYECKOro wyma (oTparkalouwero
CpenoBoe BO3OENCTBUE), HMXKE KOTOPOro aCMMMeTpus oCTaeTCs HeU3MeHHOM B rnpouecce
pa3BuTua. bonee Toro, BbibpaHHble MPU3HAKM HE MOMM COBMafaTb MO (PYHKLMNOHAILHON
3HAYMMOCTHN, 4TO, MO UX MHEHMUIO, TaKXe MOBJNAMI0 Ha OT/INYMEe pe3ynbTaTOB MO pPa3HbIM
Bugam. [HaHHble A. P Moller (1996) no Hirundorustica (XBoCTOBble TMPU3HaKWN)
MOATBEP)XAAKT Cpa3y ABE MOOENN - YBENYEHNSA aCUMMETPUN N NOCTOSAHHON (CTabnnbHONM)
acuMMMeTpun; pesynbTaTbl uccneposaHusa R. E. Young (1994) no Alpheus heterochelis
CBNAETeNbCTBYIOT B NOJIb3Y MOAEIN KOMMEeHCAaTOPHON N3MEeHYNBOCTU U T. 4.

OTcyTCcTBMeE cOrnacoBaHHOW M3MEHYNBOCTU BEMYNHBI aCUMMMETPUN pPasHbIX NPU3HaKOB
00bACHAETCA  YHUKANbHOCTbIO  KOMMJEeKCa MPOLECCOB  OHTOMEHeTUYeCKoro  wyma,
CTabunbHOCTN pa3BUTUA U UX B3aUMOLENCTBUSA LOJ19 Ka)XLOOr0 KOHKPETHOro Mpu3Haka.
EAVHCTBO reHoTuna He nMpocTUpaeTCcsa Ha eAUHCTBO CUCTEM KOHTPOSS pa3BuTus. PasHble
MPU3HaKM MOryT Mo-pa3HOMY pearmpoBaTb Ha O4HO N TO Xe BO3JeNCTBue hakTopa, TO eCTb
obnajaTb pa3HOM YYBCTBUTENIBHOCTbIO K BO34ENCTBUAM 3HAO- M 3K30rEHHbIX yCnosBun. Y
Ka>kgoro csoictea 6ypeT cBoA ocobas cucTtema penapauun, CBOS CNOCOBHOCTL K
NAacTUYHOCTU N CTabuNbHOCTU. TakK KakK c/lydYaiHas U3MEHYMBOCTb Pa3BUTUSA HaAXOAUTCH B
npegenax HOPMblI peakuunm reHoTuna W npoueccol, obnapatowuve sdpdekTom 6ydepa,
reHeTNYECKN AeTEPMUHUPOBAHbLI, TO pa3inyma B aCMMMETPUM NPU3HAKoOB ByayT cBsA3aHbl C
0COBEHHOCTAMM peann3aunm reHoTuUMna B NpoLecce pa3BuUTnsA eHoTrna (HanpuMep, pasHblie
Havasla U CKOpPOCTW pPa3BUTUSA MNPU3HAKOB). bonee Toro, y KaXoon 4epTbl OpraHM3Ma CBOS
NCcTopus pa3BuTUA (CTaHOBIEHME B mpouecce cdunoreHesa) n Habop cMn HanpaBAEHHOW ”
cTabunnsnpyoLwlen cenekumm, 4To Toxxe obycnasnmBaeT pas3nnymsa TPEHOOB M3MEHYMBOCTHU
rnokasaTesien acMMMeTpun pasHbiX MpM3HakoB ocoberr ofHOro BuAa Mong BAWAHUEM
n3MeHsLWnxca akTopos cpeabl (Leung, Forbes, 1997).

3akJilo4yeHue

YpoBeHb AYKTYUPYIOLLEN aCMMMETPUM OTpakaeT pe3yabTaT B3aMMOAENCTBUSA
OHTOreHeTn4eckoro wyma (KOMI‘IOHeHTbI CJ'Iy'-IaVIHOCTI/I, I'IpeI'IﬂTCTBy}OLLI,eVI peannsaunn
mnoeasa B Bnge COBepIJJeHHOI7I CI/IMMeTpI/II/I) n ctabunbHoOCTN Pa3BnTUA (CI/ICTeMbI penapaunn
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N KOPPEKTUPOBKU OTKJIOHEHUN OT arnpuoOpPHOro COCTOSHUSA), OOCTUMHYTLIA B TevyeHue
OHTOreHesa ocobu (3axapos, 2001; Palmer, Strobeck, 1992; Mitton, 1993; Palmer, 1994;
3opuHa, 2010 wn gp.). O6a sABNeHUs MOryT OKa3blBaTb BJIMAHME Ha HanpasBJieHue
M3MEHYUBOCTN MNOKa3aTesNien aCUMMETPUN N ee BEJINYUNHY B KOHKPETHbI MOMEHT BPEMEHMU.
Mpn 3ToM cyuTaeTcHdA, 4TO 4eMm 6osblie ypoBEeHb aCUMMETPUU, TEM UHTEHCuBHee 6bINO
BO34ENCTBME, BbI3BaBLUEE YBEJIMYEHME «lWyMa», WIn TeM cnabee ©Oblna 6OygepHas
CnocobHOCTb MpoLeccoB pa3BUTUA NO NPefoTBPaALLEHUID  BbI3BaHHbIX WU3MEHEeHUNn
(Developmental..., 2003).

N3yyeHne OHTO- M MopdoreHeTUYeCKOn W3MEeH4YMBOCTW [MoKa3aTeslel acumMmeTpumn
JIMCTOBOW NNaCTUHKN Bepe3bl MOBUC/ION MO3BOSIMA0 CHOPMYIMPOBaTL Clefytolne BobiBOObI:

1. YpoBeHb aCMMMeTpUN INCTa 3aBUCUT OT CTagun OHTOreHesa (BO3paCTHOr0 COCTOSAHMSA)
bepe3bl MOBUCNON.

2. YpoBeHb aCMMMeTpUKn INCTa 3aBUCUT OT CTaaunmn ero mopgoreHesa.

3. TpeHabl U3MEHYUBOCTU BEJINYNHBI aCUMMETPUN B TEYEHME UHANBUAYAIbHOIO Pa3BUTUSA
ocoben 4OCTOBEPHO OTANYAKOTCA Y Pa3HbIX FPyNMn MpuU3HakKoB. Tak, Ans nucta 6epesbl
MOBUCJION NATb UCCNIefYyEMbIX MPU3HAKOB KJ1acCUPULMPYIOTCA Ha TPU rpynmbl: NepBas
BKJOYaeT j =1, 2, 3, BTOpasa -j = 4, TpeTbs -j = 5.

4. N3meHeHue nokasaTesnien acMuMmMmeTpum B npolecce oHTo(Mopdo)reHesa bepesbl
MOBUCJION NOATBEP)XAAET MOLE/b KKOMIMEHCATOPHOIO POCTa MU N3MEHYNBOCTU.

YcTaHOBJ/IEHHble  3aKOHOMEPHOCTW  hopMMpOBaHUA  YPOBHSA  (DAYKTyupytoLen
acMMMeTpuUn B Te4YeHue WHAMBUAYaAsbHOrO pa3BUTUA TPpebyloT noaTBepXOEeHUs Wau
OMpoBEPXEHUS NPU  U3YYEeHUU OfNUCaHHOro sBJIeHUA C  WNCMNOoJIb30BaHMEM  OpYyrux
brnonornyecknx o6bekToB. [0 CUX MOpP MHOrMe MpPUKIaAHbleE N TeopeTUYeckme BOMpPOCHI
[AHHOI0 HanpaBJIEHNSA UCC/IefO0BaHMA OCTaAOTCA HepeLUeHHbIMMU.
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Summary: The formation of fluctuating asymmetry level during
individual development is studied on the example of the leaf of the
silver birch (Betula pendula Roth) from Klimetcky island (Lake
Onego, Karelia). It was stated that asymmetry level of metric
vegetative signs depends on the leaf morphogenesis stage:
parameters change during vegetative period. The dependence is
statistically significant. Age-related state of the silver birch has a
statistically significant impact on the value of its fluctuating
asymmetry. Along with this, during onto- and morphogenesis of
individuals and their parts the trends of asymmetry variability differ
significantly in various groups of characteristics. Five studied
features of the leaf were grouped into three characteristics having
different reaction to their development. "Compensatory growth or
variation" model meets the established patterns in variability of
asymmetry parameters during individual development of silver
birch.
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