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Ha ocHoBe konnmuecTBeHHO-MOPGOIOrMYeCKOro aHaJIU3a JaHHBIX CBETOBOM 3JIEKTPOHHON MUKPOCKOITUU U3Y-
YyeHa HOpMaJibHasi UBMEHUYMBOCTh MOpGoreHe3a OTHOKJIETOYHBIX BOJIOCKOB (TPUXOM) IIECTU BUIOB U U3MEH-
YUBOCTb MOP(OJIOrMHY B3POCIBIX BOJIOCKOB OMMHHAAIATYA BUIOB KPyHoK (Draba L.). DBoJIIOLIMS COCTOUT B Me-
pexoJie OT paayaibHOM OpraHr3aluy MopdoreHesa K OuiaTepajbHOM 1 B 3aMEILIEHUU CJIOKHBIX (BETBSILIIUXCS )
Jydeid BoJIocKa MPOCThIMU (HEBETBAIIMMMUCS) Jiydamu. [TocTpoeHa mapameTrpruyeckas cuctema kKiaccuduka-
1M1 MOpdOJIOrMU BOJOCKOB, BKJTIOUAIOIIIAsI BCETO JIBa MapaMeTpa — BEJIMUUHY OTHOILIEHUST YUCTIa CJIOKHBIX U
MPOCTHIX JIyYeid, XapaKTEPU3YIOLLYI0 BEPOSITHOCTh BTOPUYHOTO BETBJICHUS TIEPBUYHBIX 3a4aTKOB, U YMCJIO Mep-
BUYHBIX 324aTKOB, XapaKTePU3YIOIIIee BEPOSITHOCTh [IEPBUYHOTO BETBJICHUST TOBEPXHOCTHU BOJIOCKOBOIA KJIETKMU.
B s3TOM napameTpruueckom MpoOCTPAHCTBE BCE U3YYEHHbBIE BUABI XOPOIIIO JIOXATCS Ha KPUBYIO TPETHETO MO~
psiiKa, COCTOSIIIIYIO U3 IBYX BOCXOSIIIINX BETBEI, I/Ie MEX Iy MEPBUYHBIM U BTOPUYHBIM BETBJIICHUSIMU UME-
€TCsl MOJIOKUTEbHAS CB3b, U PACTIONIOXKEHHYIO MEXy HUMU HUCXOSIILYIO BETBb, I1I€ CBSI3b MEXIY YKC-
JIOM MEPBUYHBIX 1 BTOPUYHBIX BETBEM OTpuliaTeIbHA. BeIBeileHHOE HarTpaBIeHUE SBOTIOLUM TPAKTUUECKHU
HE 3aBHUCUT OT pa3Mepa BOJIOCKOBBIX KJIETOK M OOBSICHSIETCS UCKITIOUUTETBHO MEXaHUKON MopdoreHesa:
aKcesjepalus pa3BUTUsI MIEPBUYHOIO 3a4aTKa Jyya YMEHbIIAET BEPOSITHOCTh €r0 COOCTBEHHOTO BETBJICHUS
U CO3AeT AOTIOJIHUTENIbHOE YIIPYTroe pacTsSKEHUE KJIETOUHON TTOBEPXHOCTH, TIPETSITCTBYIOIIEE BETBJICHUIO
npyrux 3adyatkoB. CaM MopdoreHe3 oka3blBaeTCs MeXaHUYeCKU HEroJIOHOMHOM CUCTEMOI, U30upaTebHO
dunsTpytoiieit hyKTyalmu OIHOTO U TOTO XK€ 3HaKa, YeM 1 OOBbSICHSIETCS HalpaBJIeHHbIN XapaKTep ero 9B0-
oL, B 5BOMIOIIMOHHO NCXOTHOM COCTOSTHAM OHTOT€HE3 BOJIOCKA OTCYTCTBYET, TaK KaK €ro MOMYJIU (TTepBUY-
HbIE 3a4aTKN) 00Pa3yIoTCs ITyTeM 3epKaTbHOM AYTUTMKAIIMU. X0/l OHTOTeHe3a MPOUCXOIUT MPU yTpaTe 3epKajib-
HOU cuMMeTpuU (pOpMUPOBaHUS MOMYJIEH ¢ 3aMEIIIEHUEM ee OCEBOM opraHu3alyeit, moaToMy U3MeHEeH1Ee MOp-
OJIOrMUecKOro TUTIA 3a4aTKOB SIBJISIETCSl TIPSIMBIM CJISAICTBMEM BO3HUKHOBEHUS U JAJIbHEWIIIC SBOJIOLIMU
oHToreHe3a. Ee oCHOBHBIM MaT€puajioM SABJIACTCA BHYTPUMUHIMWBUAYaIbHasd UBMECHUYUBOCTb, €AMHCTBCH-
HbIIi UCTOYHUK KOTOpOl — cama MexaHuKa opmMoobpazoBaHusi. OKa3bIBaeTCsl, 4TO Mopdosiornieckas
3BOJIIOLMST MOXKET IPOUCXOAUTH MPU U3HAYATBHO HYJIEBOI HACIEyeMOCTH U aallTUBHOM IECHHOCTH MOPOJIo-
TUYECKUX PA3TUIUI.

Kniouesbie crosa: MopdoreHes, 3BOTIOLNS, CAMOOPTaHU3AIIYsI, BHYTPUMHANBUAYyaJIbHAast U3MEHYMBOCTb, Kile-
TOYHasi 00oJi0uKa, poa Draba L., OMHOKJIETOUHBIE BOJIOCKY (TPUXOMBI), BETBJIICHUE.

B npenpinyiem coobienun (Yepmanues, Ipuro-
pbeBa, 2010) MbI TOKa3aan, 4YTo poCT U MOpGOreHe3 O/1-
HOKJIETOYHBIX BOJIOCKOB pacTeHuil pona Draba cBoouT-
CsI K TOBTOPEHMIO OMHOI'O 1 TOT'O XK€ IMKJIA, SIBJISIOIIe-
rocsi ONHOBPEMEHHO POCTOBEIM U MoOpdQoreHe-
TUYECKUM. AKTUBHBII POCT ITOBEPXHOCTH BOJIOCKOBOIA
KJICTKM HEM30eXKHO BeIeT K BOZHUKHOBEHUIO CIydaii-
HBIX pa3/IMunii e KpUBU3HBI, KOTOPbIE BEIPABHUBAIOTCSI
o1, IEWCTBMEM BHYTpeHHero napieHMs1. OTHOILIEHYE
IJIONIAAM MTOBEPXHOCTH K €€ 00beMY TP 3TOM YMEHb-
maeTcsi, n3-3a 4ero cepuueckast popmMa rmoBepxXHOCTH

! pagora noaaepxkaHa Poccuiickum ¢hoHI0M yHIaMEeHTaJIbHBIX
uccnenoBanuii (mpoekt Ne 04-08-00057).
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CTAaHOBUTCSA OHEPIreTUYCCKU HeBbIFOﬂHOﬁ, N KIICTKa
npuHuMaeT popmy U-ob0pasHoii TpyOKH co cheprde-
CKOM JUCTAJILHOM U LIWJIMHIPUYECKOM ITPOKCUMAIbHOM
MOBEPXHOCTHIO. Takast TpyOKa MOXKET COOTBETCTBOBATh
MpOCTOMY (HEBETBSIILIEMYCSI) BOJIOCKY, MPOCTOMY JIydy
CJIOXKHOTO (BETBSIIIETOCSI) BOJIOCKA MJIM K€ 3a9aTKy BCe-
IO CJI0XKHOTIO BoJIocKa. B mocnenHem cirydae cepudae-
CKasl IUCTaJIbHAsI [IOBEPXHOCTh CHOBA HAYMHAET YBE/IM -
YMBaTh CBOIO IUIONIAAb M IIOBTOPSIET TOT XK€ MOp(OreHe-
TUYECKUI LIMKJI, HO 13-3a 00Jiee BBICOKOIO OTHOLIICHUS
MOBEPXHOCTH K 00BbEMY 00pa3yeT He OIHY, a KaK MUHU-
MyM nBe U-oOpa3HbIx TpyOKM, Kaxknaass U3 KOTOPBIX B
CBOIO OYepelb MOXKET AaTh HAYAJIO JTMOO0 MPOCTOMY JIydy
BOJIOCKA, JIMOO BETBSILIEMYCS CIOSKHOMY JIy4Yy.
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Oo6pazoanure U-00pa3HoIi TPYOKH C TTOCITICAYIOIINM
BeTBJIeHUEM (OUypKalreit — B CTpOroM CMbICJIE CJIOBA)
ee ceprIecKoil TUCTaIbHOM ITOBEPXHOCTA — THUITY-
HBII IPUMEP CaMOOPraHU3aI1H, KOTAa 30HAIBHBIE pa3-
JINYMSI BO3HUKAIOT Ha OCHOBE MaJIbIX CITyJ4aitHbIX (PIIyK-
Tyauuii. OqTHUM U3 KpUTEpUEB CaMOOPraHW3aLIU SIBJISI-
eTcs yBemueHre n3MeHdnBocTr (PoMaHoBckwmit u ap.,
1984; Yepnanuen, 2003; Beloussov, 1998). B npenpimy-
IIEM COOOIIECHUI MBI OITMCAJIM HECKOJIBKO BapUaHTOB
MopdoreHe3a, BO3HUKAIOIIMX IPOCTO M3-3a YCIOXKHE-
HUSI T€OMETPUU JBWXKEHMST KJIETOUHOI MOBEPXHOCTHU.
Co0CTBEHHO, aHATU3 3TOI U3MEHUMBOCTU U TTO3BOJIMIT
HaM BBIIEIUTh MHBAPUAHTHBINA LIMKJI MOpdoreHe3a Bo-
JIOCKOBOM KJIETKM, MOBTOPSIIOIIMICS y pa3HbIX BUIOB
TOYHO TaK e, KaK B UX BOJIOCKAX MTOBTOPSIFOTCS, XOTSI U
B pa3HOM COYETaHUU, OTHU 1 Te K& MOP(OIOTHUISCKIE
2JIEMEHTHI.

MN3MeHYMBOCTh, EAIMHCTBEHHBIM MICTOYHMKOM KOTO-
POl SBJISIETCS WCYEPIIAHUE YCTOMYMBOCTH, UMEET, IO
ONpene/IiCeHUIO, HYJIEBYIO HACACAYyeMOCTb W HYJIEBYIO
amanTUBHYIO 1LIeHHOCTh. TeM He MeHee, OHa XOpPOIIOo
BOCIIPOM3BOJMMA, U MOPQOJOrMYeCKUEe BapUaHTHI,
BO3HUMKAIOIIE Ha OCHOBE CaMOOPraHWU3alluU, YacTO
MOBTOPSIOTCS YK€ B BUAE TAKCOHOMMWYECKMX Pa3INJni
(Yepnanues, 2003; Cherdantsev et al., 1996). UmenHo
TaK, KaK Mbl YBUIUM, OOCTOUT AEJI0 C HOPMaJIbHOMI 13-
MEHYMBOCTBI0O MOpP(OreHe3a BOJIOCKOBBIX KJIETOK, Ha
NpYMeEPEe KOTOPOX MBI OCTapaeMcs IPOCICIUTh TIepe-
X0/l OT BHYTPMMHINBUAYAIbHBIX K MHIUBUAYATbHBIM, a
3aTe€M K TAKCOHOMWYECKUM Pa3IM4MsIM U 10Ka3aTh €ro
HENPEPBIBHOCTb.

JlaBHO OBUTO 3aMeYeHO, YTO BUIbI WM, TOYHEE CKa-
3aTh, TPYMITbI BUJIOB pacTeHui poaa Draba pa3nuyaior-
Csl XapakTepoM BETBJIEHUSI OJHOKJIETOYHBIX BOJIOCKOB
(Mulligan, 1976), XOTsI HOITBITKH CTaBUTh HA 9TOM OCHO-
BaHUM TAaKCOHOMWYECKUI TMArHO3 HE MMEJM ycriexa.
Bo-miepBbIx, HeyqauHOl ObUTa cama KilacCU(UKAIUS
BOJIOCKOB, COBEPIIICHHO HE YYMTBIBABIIAsI MX MOpQoTre-
He3a, TOrJa, BIIPOYeM, WU HEM3BECTHOTo. Bo-BTODBIX,
Moposiornyeckasi M3MEHUYMBOCTh MEPEKPHIBACTCSl B
OYCHB IMIMPOKMX TIpeiesiaX He TONBKO Y OJIM3KMX, HO U
He oueHb Oym3kux BraoB (Ipuropsesa, 2006).

B ar10li paboTe MBI IIpeXIe BCETO MOMbITAEMCS I10-
CTpOUTH O0Jiee pallMOHAIBHYIO KiIacCU(UKALIMIO, YIr-
ThIBasi, YTO MOPPOJOTUIECKOe pa3HOOOpa3Ke BOJIOCKOB
(opMupyeTcs ITyTeM KOMOMHUPOBAHMS OTHUX 1 K€ T10-
BTOPAIOIIMXCA 2JIEMEHTOB HECKOJIBKUX THUIIOB, ITPUYEM
MOYTU BCE OHU BXOMST B COCTaB HOPMAaJIbHOI BHYTPU-
VHIMBUAYaIbHON N3MEHYMBOCTH JIIOOOTO BHAA KPYITOK.
Yuciao 37eMEHTOB JAHHOIO TUIIAa MOXHO TOIJa pac-
CMaTpuBaTh KaK OOBIYHBII KOJIMYECTBEHHBII ITpU3HAK
CO BCEMM BBITEKAIOIIMMM OTCIONA ITOCIEICTBUSIMUA — B
YaCTHOCTH, MbI TTOJTy4aeM XOTsI ObI TEOPETUUECKYIO BO3-
MOXHOCTb KOJMYECTBEHHOTO aHalIn3a MEXBUIOBBIX
paznuuui.

OcHoBHas 3aa4a 3aKJII09aeTCs, OMHAKO, HE B 3TOM.
MBI nombITaeMCSI TTOKAa3aTh, YTO 3BOJIIOLINS MOAYIHHOM
CTPYKTYPHbI, TAKOM KaK CJIOXHBI OJHOKJIETOYHBIN BO-
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JIOCOK pacTeHUsI, MOXET UMETh COOCTBEHHOE HarpaBJie-
HUe, 3aBUCSIIIEe HE OT aAanTUBHOM LICHHOCTY 1 HacJje-
JIYyEMOCTH CaMOI CTPYKTYPBI, a TOJIbKO OT MEXaHUKH €€
MopgdoreHesa. Bojtockii MOTyT BBITIOJTHSTH MHOXKECTBO
Ppa3HbIX QYHKIIWI, HA OJHA 13 KOTOPbIX MO-HACTOSIIIC-
my He m3ydeHa (Uphof', 1962), Ho TpymHO cebe TipencTa-
BUTb, YTOOBI XOTb OJTHA M3 HUX 3aBUCEIa OT KOHKPETHOM
¢dopmel BojtocKa. UTo ke KacaeTcsl HaclaeoyeMOCTH, TO,
0 JaHHBIM, ITOJIYYeHHBIM JIJIsI BOJIOCKOB Arabidopsis,
TeHEeTUYECKasl CUCTEMA PETYIISILIMI UX MopdoreHe3a Ha-
CTOJIbKO M30BITOYHA U BhIpOxKAeHa (Schwab et al., 2000),
YTO COOCTBEHHO HacjeayeMOCTb (HacaeaIyeMOCTh B y3-
KOM cMBIcTie, cM.: Falconer, 1981) He MoXeT OBITH BBICO-
KOIA.

TlepBBIM IIATOM Ha 3TOM MYTU SIBJISICTCS TIPEACTAB-
JIEHVE TAKCOHOMUWYECKUX Pa3/INIUii B BUIE MapaMeTpy-
YECKOM CUCTEMBI, IJIE BCE pa3HOOOpa3He TOJDKHO TTOJTy-
YyaTbCs MPUA HEMPEPBIBHOM M3MEHEHUM HEOOJIBIIONO
Ypciia ITapaMeTPOB, COOTBETCTBYIOIIMX TAKOBBIM MOp-
¢orenesa (benoycos, 1987; Beloussov, 1998; Oster et al.,
1988).

Hasnblie Bce 3aBUCUT OT paclipeie/ieHUs BUIOB B IMa-
pameTpruyecKoM IpocTtpaHcTBe. Eciivi oHu pacnipenesie-
HbI PABHOMEPHO U CTATUCTUYECKAsT KOPPEJISILIUS MEXKILY
3HAYEHUSIMU MTapaMeTPOB OJIN3Ka K HYJTIO, TO U3 TAKOTO
pacrnpeaeaeHus TpaKTUUECKW HU4Yero He cienyeT. Ecim
K€ BUJIbI TPYMIITUPYIOTCS B KJIacTephl, a apaMeTphbl CBSI-
3aHBI XOTs ObI HEOOJIBIIION, HO CTATUCTUYSCKM TOCTO-
BEpHOI1 Koppessiiyeit (Tak, HalmpuMep, 0OCTOUT JEJ0 C
napaMeTpUIEcKO CUCTEMOI KOJOHUATbHBIX TUAPOV-
noB, cM.: Beloussov, 1998), To CylliecTBYIOT 3ampeIeH-
Hble COUYETaHMSI 3HAYCHUIA TTapaMeTPOB, UTO MOXET 3a-
BUCETh JTUOO OT MOp(doreHe3a CTpyKTyphl, MO0 OT ee
CcOOCTBEHHOI aaNTUBHOM 1IeHHOCTH. B cityuasix, Korna
(byHKLIMOHAIbHAS HATPY3Ka 3TOM CTPYKTYphI HEBEJIMKa,
0oJiee BeposiTHA MepBasi TMTIOTe3a. 3arpelleHHbIe coue-
TaHUSI — BTO HE YTO MHOE KaK “MopdoreHeTnyeckue
OrpaHMYEHMsI”, K KOTOPBIM OOBIMHO 1 CBOMST BJIMSTHUC
MeXaHUKU MopgoreHesa Ha 3BojtoLMio. OaHaKo, ecu
MEXIy MapaMeTpaMu CYILIECTBYeT CTaTUCTUYECKast JI1-
HeliHas CB$3b, IMOJIOXUTEIbHAS WM OTpUlIATE/IbHAS,
MOXHO TOBOPUTb HE TOJBKO O MOP(MOreHeTUYeCKUX
OrpaHUYEHMSIX, HO U O TOM, YTO cama OpraHu3alus
MopdoreHe3a CKJIOHHA TIPU MPOYMX PABHBIX YCIOBUSIX
U3MEHSIThCS B OITpeIe]IeHHOM HaIlpaBJIeHUM, KOTOPOE U
peausyeTcsl B X0/Ie 3BOJIIOLIMHY, €CTU, KOHEYHO, 3TO He
CBSI3aHO C IIOHIDKeHreM mnpucnocobiaeHHoctu (Cher-
dantsev et al., 1996).

B aT011 padoTe nostydeH elie 0osiee CUJIbHbIN pe3yib-
TaT, KOTOPBIi OKa3aJICs TOJTHOM HEOXKUIAHHOCTBIO IS
aBTOpOB. BOIOCKM M3y4eHHBIX BUIOB KPYIIOK pacIipe-
JIETVINCH B MIPOCTPAHCTBE TTapaMeTPOB BIOJb OTHON U
TOM Ke KPpUBOM, T.€. BHyTPEHHSISI TEHISHIINS MOpdore-
He3a K HamnpaBJIeHHOMY M3MEHEHUIO OKa3aJlaCh OYeHb
CUJTBHOM. YUUTBIBasI BCE, UTO M3BECTHO O BOJIOCKAX, 3TO
HEBO3MOXKHO CBSI3aTh HU C OTOOPOM, HU C KAKMM-JIM0O0
JPYTMM BHEIIHWM II0 OTHOIICHUIO K MopdoreHesy
(hakTOpPOM, 1 MBI TTOITBITAEMCSI OOBSICHUTD, KaKUM 00-
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Order =4
Sum =8

Ly 8 F ]

" Order = 4
Sum =4

Puc. 1. Tunbl BeTBJIEHUS CIOXHBIX BOJIOCKOB y pacTeHuUt poga Draba n nx KOIu4ecTBEHHO-Mopdoaornieckast Kjiaccupu-
Kalus: a — MOJIOAOH YeTblpexsiyueBoit Bosiocok D. daurica ¢ Tpemst BeTBsimumucs (W) u onHuM npoctbiM (V) jtyuom;
6 — MOJIOHO¥ BOJIOCOK D. nivalis ¢ 4eThIpbMsI BETBSIILIUMUCS JIydaMU; ¢ — 3peJible TpexiydeBoii (Order = 3, Sum = 3) v 4yeThI-
pexityueBoit (Order = 3, Sum = 3) Bonocku D. incana ¢ IpOCTBIMU JIydaMU; e — YeThIpeXJIyuyeBoil Bosiocok D. borealis ¢ mpo-
CTBIMU JIydaMu, MOPMOJOrMYECKU CXOAHBI ¢ TUMUYHBIMU Bosiockamu D. sibirica. Order — 9ucio MEepBUYHBIX JyYeil,
Sum — o611ee YnCI0 BETBEN Bojlocka. Maciurab: a — 60, 6, 2 — 30, 6 — 120 MKM.

pa3oM caM MopdOreHe3 CTPYKTYphl 3aKJIIodaeT B cebe
ITyTH, TI0 KOTOPOMY JIETKO MOKET TIOMTH €€ SBOJTIOIM-
OHHOe M3MeHeHue (YonmuHrToH, 1970).

MATEPHUAIT U METOANKA

Mopdomorus 1 "3MEHYNBOCTb B3POCJIBIX OJHOKIIC-
TOYHBIX BOJIOCKOB ObLTa M3ydeHa Y OMMHHAILIATH BUIOB
kpynok — D. lactea, D. nivalis, D. cinerea, D. cana,
D. arctica, D. daurica, D. subcapitata, D. incana, D. bore-
alis, D. sibirica v D. nemorosa — Ha (OUKCUPOBAHHOM U
repdbapHoM Mmatepuaie ¢ ImomMoibio COM. V mrectu
BUAOB — D.nivalis, D. daurica, D. incana, D. borealis,
D. sibirican D. nemorosa — Ha (GUKCUPOBaHHOM MaTepu-
ajyie M3y4eHa M3MEHYMBOCTDb BETBIICHMS JIydeil (hopMU-
PYIOIIMXCS BOJIOCKOB, a TAKXKe TUIOLIAAL U JIMHEWHBIE
pa3Mephbl BOJIOCKOBBIX KJIETOK Tepes HadaaoM Mopdo-
reHe3a ¢ nomoibto nakera nporpamMmMm AUXIOVISION.
MeTtonuka dukcanmu 1 00paboTKM MaTepurasa OIca-
Ha B IipeapiaylieM coodieHun (Yepaanues, Ipuropbe-
Ba, 2010).

Memod koauuecmeeHHO-MOPEPOA0CUHECK020 AHANU3A
UBMEHYUBOCU B3DOCAbIX 8010CK08. J1JIsl aHAIN3a MEXKBU-
TTOBBIX pa3INdHii ObUTa pa3paboTaHa CeayIoIas CHCTe-
Ma KOJIMUYECTBEHHO-MOPGOTOTUIECKON OIIEHKHU CII0XK-
3 OHTOTEHE3 Ne 4
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HBIX BOJIOCKOB. 11 KaXKIOro CJIOXKHOTO BOJIOCKA MBI
MOJACUYUTHIBAIA  YUCIO TIPOCTBIX  (HEBETBSIIIIMXCSI)
Jydeit V' (aHaJIOTUUHBIX TMPOCTBIM BOJIOCKAM); YMCIIO
BWIbYATBIX (pa3ABOEHHbIX) Jiydelh W (aHaJIOTMUHBIX
BWJIBYATHIM BOJIOCKAaM); OOIIee YHCIIO TIEPBUYHBIX JTy-
Yyelt, He3aBUCUMOE OT X BETBJICHUS W OMpEIeIsTIoNIee
MOPSIIOK CUMMETPUH CJIOXKHOTO BosiocKa (Order); HaKo-
Hell, CYMMapHOe YK1CJI0 BCeX BETBEl CJI03KHOTO BOJIOCKA
(Sum). @akTruecku npusHaK Order — 3TO YUCIIO MECT,
U3 KOTOPBIX BBIXOISIT MEPBUYHbBIC JIyYU, T.e. YUCIO UX
MepBUYHBIX 3a4aTKOB (puc. 1). Bcero B 3aBUCMMOCTH OT
MMEBILIETOCS B HAllleM pPacIopsbKEHUU XKUBOTO U Tep-
bGapHOro Marepuraja Mbl aHam3upoBanu or 100 mo 900
CJIOKHBIX BOJIOCKOB KaXKIIOTO BHIA HA CPAaBHHUTEIHHO
HeOosbioM (ot 3 1o 10) yucie JTMCTOBBIX IUIACTUHOK.
BrineneHnble TakM 00pa3oM MEepUCTHYECKIE TTIPU3HA-
KU TIO3BOJISTIOT CPAaBHUBATD CIOXKHBIE BOJIOCKU Pa3HBIX
BUJIOB I10 CPEeIHEMY YHCJTY TIEPBUYHBIX 3a4aTKOB JIyJeii
U TI0 BEpOSITHOCTH (YacTOTe) MX BETBJEHMSI, T.€. IO Be-
POSITHOCTH 00pa3oBaHMsI U3 TaHHOTO 3a4aTka He Mpo-
CTOTO, a BIJIBYATOTO Jiyda. bojee cIIoXXHBIe THITHI BETB-
JIeHUsT JIydeil, Halpumep oOpa3oBaHue “Tpe3yOlieB”,
T.e. TpeX BETBEU OMHOIO JIyda, Mbl HE pacCMaTpUBAIIH,
TaK KaK OHM BCTPEYAIOTCSI CPABHUTEJILHO PEIKO U HE
BJIMISTIOT Ha OOIITYI0 KAPTUHY U3MEHYMBOCTH.
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YEPJAHIEB, TPUTOPBEBA

Ta6auna 1. KoinyectBeHHO-MOPGOJIOrnueCcKre XapaKTepUCTUKHU CJIOKHBIX BOJIOCKOB Yy BUI0B Draba L.

IIpusnak
Bun V w Order Sum

M Mode cv M Mode cv M Mode cv M Mode cV
D. lactea 0.4 0 52 2.4 2 54 3.4 4 26 7.3 8(10)| 34
D. nivalis 0.9 0 * 2.2 2 53 3.2 2(4) 35 5.9 4(8) 36
D. cinerea 1.5 0(3) * 2.1 3 67 4.3 5 23 7.8 7 27
D. cana 2.4 0(2) 54 1.3 2 62 4.2 4 21 6.4 6 25
D. arctica 1.7 0(2) 85 1.2 0(2) 95 3.8 4 16 6.9 4(7) 31
D. daurica 2.1 0(3) 73 1.4 0(2) 95 3.7 4 25 6.0 4(8) 38
D. subcapitata 1.9 2 71 1.2 1 78 3.0 3(4) 25 4.3 4 24
D.incana 2.0 3 54 0.9 0 31 3.0 4(3) 73 3.5 4(7) 68
D. borealis 2.8 4 27 0.5 0 * 34 4(3) 16 3.7 4 17
D. sibirica 2.5 2(4) 48 0.2 0 * 2.8 2(4) 32 2.9 2(4) 35
D. nemorosa 3.8 4 12 0.03 0 6 3.9 4 13 3.9 4 15

[Mpumevanusi. V, W — 4yucio NpocThIX U BUJIbYATHIX JTyYeil COOTBETCTBEHHO; Order — YMCI0 MEPBUYHBIX 3a4aTKOB (MOPSI0K CUMMET-
pUM CITIOKHOTO BOJIOCKA), Sum — cyMMapHOe YHCIIO Beex Jiyueil, M — cpeHee 3HaueHue nipusHaka, Mode — mona; CV — koadduiimeHT

Bapuauuu, %; B ckoOkax — Bropast (Mjaaiasi) moaa; * > 100%.

PE3VIIBTATHI 1 OBCYXIAEHWNE

Ilapamempuueckas cucmema mopghonoeuu
CAOICHBIX BONOCKO8

JIJ1s1 CITOXXHBIX BOJIOCKOB OOJIBIIMHCTBA BUIOB POJa
Draba He cyiiecTByeT TOTo, UYTO B CUCTEMaTHKe Ha3bIBa-
ercs “TurnaHoi (popmoii”. YacToTHBIE pacipeneieHus
KOJIMYECTBEHHO-MOP(OJIOTMYECKUX MPU3HAKOB yYallle
BCEero OMMOJANIbHBI, HO JaXe Yy TeX BUIOB, Y KOTOPbIX
OHU MMEIOT €IMHCTBEHHYO MOMY, IUTI MHOTHIX TIpH3HA-
KOB BeJIM4MHA Ko3(dduiimeHTa Bapuallii OOJIbIIIES
100%, T.e. mpeBHIIIaeT BEJIMINHY CPETHETO 3HAUYCHWS
npu3Haka (tabm. 1). Mexay TeM Mo OMOJIOrMYeCKM
KPUTEpHUSIM aHaIM3UpyeMasi BHIOOpKa BIIOJHE OIHO-
pOIHa U 4allie BCero COCTOUT U3 BOJIOCKOB OTHOTO WJIU
HECKOJIBKIX JINCTOBBIX 3a9aTKOB OTHOTO M TOTO K€ pac-
TeHns. B aTOM ciydae TMIIMYIHBIMM IUIST BUZIA MOXKHO
CUYUTaTh TOJBKO PSIbI U3MEHUYMBOCTH, KOTJa BOJOCKU
KaXXIOTo BUIa XapaKTepU3YIOTCs He OTHOM, a HECKOJTb-
KMMM 4Yallle BCEero BcTpevaroimmmmcs ¢popMmamu. Jlaske
TOrAa, KOTJa B COCTaB 3TUX PSIOB BXOISIT OTHU U TE XKe
GOpMBI, OHM BCTPEYAIOTCSI C Pa3HON YaCTOTOM W TIO-
pa3HOMY TIePEXOIST IPYT B IpyTa.

Peuient ux MOCTpoeHUs] OYEHb MPOCT, JOCTATOYHO
3HaTh MOJaJbHbIe 3HaUeHUS TIpU3HAKOB Order, Sum u
CpedHIoOl BenmuuHy oTHoureHust V/W. Ckaxem
(tabm. 1), y D. nivalis yacToTHOE pacnpeaeacHue IIpu-
3HaKa Sum UMeeT JIBe MOJIbI: OTHY — COOTBETCTBYIOIILYIO
YEThIPEM U IPYTYIO — BOCbMMU JiydaM. JIBe MOMIbI UMEET U
pacnipenesneHue npusHaka Order — ofHa U3 HUX COOT-
BETCTBYET NBYJYYEBOM, a Apyrasd — YeTbIPEXJy4eBOMU
CUMMETPUH, a BeJIMUMHA oTHoLIeHus V/ W odeHb Mana.
3Ha4mnT, BOJIOCKOBAsI KJIeTKa oOpa3yeT 100 IiBa, MO0
YeThIpe MEPBUYHBIX 3aUaTKa, U B 000UX CITydassx U3 HUX

yalle BCEro pa3BMBAIOTCS BUJIbYAThIC Jydu. Bomocku
0O4YeHb OJIM3KOro, HO monuIutonaHoro Buna D. lactea ot-
JINMYAIOTCSI OT TAKOBBIX D. nivalis TOIbKO TeM, UTO YEThI-
pexJIy4eBOii BApUaHT BCTpevaeTcs vaite (Tads. 1).

V D. daurica pactipenenenue Sum UMeeT CTapIIyio U
MJIAMIIITYIO MOy, TIe cTapiias paBHa YeThIpeM, a MJlal-
111as1 BOCbMM JIy4daM, pacnpeneneHue Order UMeeT eNUH-
CTBEHHYIO MOy, PAaBHYIO YETBIPEM, a CPEITHSIS BEIMINHA
otHomeHust V/W 6imska K eguauile. OCHOBHOM THIT
CJIOKHOTO BOJIOCKA MOXKHO TPEACTaBUTh B BUJE CEpUU
TIepEeXOI0B OT YE€THIPEX IMTPOCTHIX K YeTHIPEM BUTHUATHIM

JIydam.

ITpumepom GoJiee CI0KHOT0, HO TaKKe BIOJTHE pa3-
permMoro ciydas sasisiercs D. incana. BenuuuHa oTHO-
meHust V/W cylliecTBeHHO OOJIbILIe €AUHULIBI, YaCTOT-
HoOe pacripefie/ieHre MpU3HaKa Sum UMeeT CUJIbHYIO I10-
JIOXKUTEJIbHYIO0 aCUMMETPUIO, 2 MOJAIbHBIMU KJIacCaMU
Order SIBIISIIOTCST TpexJTydeBasl U YeThIpeXJTydeBast CUM-
metpusi (Tab:. 1). 3 aToro ciemyet, uto odbpasyercst -
00 Tpu, JIMOO YeThIpe MEePBUYHBIX 3a4aTKa, MPUYEeM B
TIEpBOM cJlyyae BeposiTHee 00pa3oBaHK€e MPOCTHIX, a BO
BTOPOM — BUJTbYATHIX JIy4eid.

JymaeM, 3TUX IIPUMEPOB JOCTATOYHO JIJIs1 TOTO, YTO-
OBl MMOKAa3aTh, KAKMM 00pa30M Ha OCHOBE KOJIMYECTBEH-
HO-MOP(MOJIOrMIECKUX JAHHBIX CTPOSITCS PsIIbl MOP(O-
JIOTUYECKOI M3MeHYMBOCTU. ITOCKOJIBKY 4YacTOTHBIE
pacripeejieHrs] KOJIMYECTBEHHBIX ITPU3HAKOB JaJeKU
OT HOPMAJILHOIO, a KO3 GUIIMEHTH BapUallii 4acTo
okaspiBalorcs Bblille 100%, oOlLieHKa JOCTOBEPHOCTU
PasIMYMi MEXy CPEIHUMMU BEJIMYMHAMU STUX [TPU3HA -
KOB Y pa3HbIX BUIOB JIMIIIEGHA CMBIC/IA. 3aMEHa pealib-
HBIX BEJIMYMH VX JJoraprudmMaMu, O3BOJISIONIast HOpMa-
JIN30BaTh pachpeleseHnsi, B JJaHHOM CJIydae HEKOp-
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MOPO®OIEHETHMYECKUE OCHOBLI 1 [TAPAMETPUYECKAA CUCTEMA 5BOJIIOLITN A

peKTHa, TaK KaK HM acMMMETpusi, HU TeM OoJee
OMMOJAJTBHOCTh paclpeacieHU He SIBJSIOTCS OIIMO-
Kol BbIOOpKU. OueHb OOJIbIIast U3MEHIMBOCTD SIBJISICT-
Csl CBOMCTBOM camMoro MopdoreHesa, 1, IIsiasd Ha JaH-
Hble Ta0J. 1, JIETKO 3aMETUTh, YTO Pa3IMYUS MEXIY
IpyIIIaMy BUIOB COOTBETCTBYIOT OCHOBHBIM HallpaBJIe-
HUSIM MHIVBUIYAJIBHOM (HAa cCaMOM JeJie — BHYTPUMH-
JMBUIYaTbHOI ) NU3MEHYMBOCTH BETBJICHUSI BOJIOCKOB. Y
BUIOB, PAaCHOJIOKEHHBIX B HavaJle U KOHIIE TaOJIMLIbI,
BapbUpYeT IIPEXIIe BCEro YMCIO IIEPBUYHBIX 3a9aTKOB
JIy4eid, a y BUIOB, CTOSIIIIMX B CEPEIMHE TAOIULIbI, — CTE-
MEeHb BETBJICHMUSI 3THX 3a4aTKOB.

Ecnu B3Th B Ka4eCTBE OCH aOCLIMCC TTOCIEI0BATE b~
HOCTb BUIOB, IpeAcTaBieHHyI0 B Ta0u. 1 (D. lactea —
— D. nivalis — D. cinerea — D. cana — D. arc-
tica — D. daurica — D. subcapitata — D. incana —
— D. borealis — D. sibirica — D. nemorosa), a B Ka-
YECTBE OCU OPIMHAT — CpeIHUE 3HaUeHU S ITpu3HaKa Or-
der, TO TIpY TIOMOII METOJIa HAMMEHBIIINX KBApaTOB
MOJTy4aeTcsl 3aBUCUMOCTb, TTOKa3aHHas1 Ha puc. 2. “Ila-
paMeTpoM MopsIIKa” 3IecCh SIBISIETCS cama IT10CJIeIoBa-
TEJLHOCTh BUJIOB, HO, TaK KaK BEJIMUMHA KOPPEJIsSILUU
MEXIy BUIOM pacTeHus U BenmumHoil V/W 6mmuska K
enuHuie (r = 0.97), HacTOSIIMM MapaMeTpPOM ClIeayeT
CUUTaTh BEPOSITHOCTb BETBJICHUS TIEPBUYHOTO 3ayaTKa
JIy4ya. YCJIOBHO €ro 3HAa4eHUsI BAPLUPYIOT OT BEJIMYUHBI,
omuzkoit K Hymo (D. nivalis u D. lactea), 10 BeJIMYUHBI,
o6mm3Koit K enuauiie (D. nemorosa n D. sibirica).

KpuBasi, onuchiBaroliasi CBI3b MEXKIy YUCIOM Iep-
BUYHBIX 3a4aTKOB M BEPOSITHOCTHIO MX COOCTBEHHOTO
(BTOPUYHOIO) BETBJICHUS, SIBISIETCSI KPUBOU TPETHETO
nopsiaka (S-o0pa3Hoil KpMBOIi), T.e. UMEET ABE BOCXO-
JISIIIMX M OMHY HUCXOMAIIYIO BeTBb (puc. 2). JIoKaIbHBII
MaKCUMYyM TNIPUMEPHO COOTBETCTBYeT BULy D. cinerea,
JIOKaJIbHBbIT MUHUMYM — Buny D. subcapitata, a pacno-
JIOXXEHHasl MEeXIy HUMU HMCXOJSIIasi BETBb — BUIaM
D. cana, D. arctican D. daurica.

IMonyyeHnHast S-obpasHasi (hbopMa KPUBOI BbIICIISIET
TpY IpynIibl BUIOB. JIBe Bocxomsiiye BETBU COOTBET-
CTBYIOT IpyIIiaM ¢ IETEPMUHUPOBAHHONW HOPMOI MOp-
¢oreHesa repBUYHBIX 3a4aTKOB JIydeil — 00pa3oBaHUEM
BETBSLLUXCS (TIepBasi BOCXOAS1IAsl BETBb) UM HEBETBSI-
mmxcsi (BTopast BOCXOISIIAst BETBb) 3a4aTKOB. B rpomMe-
SKyTOYHOM TpyIine (HUCXOAIIAs BETBb) 1€TEPMUHUPO-
BaHHasi HOpMa MopdoreHe3a OTCYTCTBYET, M BbIOOD
MeXy 00pa3oBaHWEM BETBSIIETOCs WIM HEBETBSILIETO-
cs1 IEPBUYHOTO 3a4aTKa CJIy4aeH.

B npenpinymem coodbienun (Yepmanies, Ipuro-
pbeBa, 2010) MBI ITOKA3a/111, YTO BEPOSITHOCTD BETBJICHYST
MEPBUYHBIX 3a4aTKOB JIyYeil YMEHbIIIAETCS C yMEHbIIIEe-
HUEeM X pazmepa. O4eBUIHO, TSI IEPBOI BOCXOMSIIIEH
BETBM HOPMOI1 SIBJISIETCSI 0Opa3oBaHUEe KPYMHBIX, s
BTOPOM BOCXOHSIIEN — MENIKMX 3a4aTKOB, & Y BUIIOB,
PACIIOJIO>KEHHBIX HA HUCXOISIIEN BETBU KPUBOM, KPYII-
HBIE W MEJIKWE 3a4aTKU 00pa3yloTCsl C paBHOW BEPOSIT-
HocTbhlo. KonyecTBo ke HOBOM KJIETOUHOI TTOBEPXHO-
CTH, U3 KOTOpOH 00pasyroTcsl 3a4yaTKu, OrpaHUYEHO
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Puc. 2. 3aBucMMOCTb Yrciia TIEPBUYHBIX 3a9aTKOB (ITO0 OCH
opauHart, Order) OT BUIa M3ydeHHBIX MpeICTaBUTeNIei pona
Draba (no ocu abeuwcce, Sp(V/W)). Bune (e) BEICTPOSHBI B
COOTBETCTBUU C yObIBAHMEM BeTMUMHBI V/W — 3amellieHreM
BETBSILLIMXCSI JTydell BOJIOCKA HEBETBSALLIMMUCS JTyYaMU; KpU-
Bad 3aBucuMoctu Order OT Sp MOTydeHa ¢ IIOMOIIBIO MeToa
HaMMEHBIIX KBaJpaTOB.

CKOPOCTBIO €€ aKTMBHOTO POCTa B HAYAILHOI (paze Mop-
¢oreHesa.

OTHUX OPOCTHIX ITOJOXEHMIA JOCTATOYHO WIsI op-
MaJIBHOTO OIMCcaHus S-00pa3Horo xoaa KpuBoit. Y Jio-
KajibHoro Makcumyma (D. lactea v D. cinerea; puc. 2),
I1e Ha oOpa3oBaHME HOBBIX KPYITHBIX 3a4aTKOB YXK¢ HE
XBaTaeT KJIETOYHOM ITOBEPXHOCTH, K YeTHIPEM BWJIbUA-
TBIM JIydaM 4acTo JTOOaBJISTIOTCS TTPOCThIE JIy4M, pa3By-
BaloIIMecs 13 00J1ee MeJIKKX 3a4aTKOB. TakuM o6pasoMm,
HMCXOmHass HopMa MopdoreHe3a HauYMHAEeT pa3pyliaTh-
Csl, 1 BO3HMKAET HUCXOMIIasl BeTBb KprBoit. Ha aToi
BETBU 00pa3yroTCcs 3a4aTKX Pa3HOTO pa3Mepa, M odIee
MX YMCJIO BHOBb YMEHBIIIAETCS IO YEThIPEX, KOTOPHIE B
CpelIHeM MeJlbue TIPEIbIIyIINX, TaK KaK TMOpPOTOBBIiA
pa3Mep 3a4aTka, IOITyCKAIOIIMIA ero JajbHeullee pa3-
BUTHE, CTAHOBUTCS HIDKE. Y JIOKAJIbHOIO MUHMMYyMa
(D. subcapitata v D. incana; puc. 2), Tie CpeaHee Yncio
3a4aTKOB YMEHBIIIAETCST O TPeX, BOJIOCKOBAsI KIIETKa
HAYMHAET UCIBLIThIBATh OCTPHIM HEAOCTATOK HOBOM I10-
BEPXHOCTU, HEOOXOAMMOM JIsI BBIACICHUS IIEPBUYHBIX
3a4aTKOB, YTO BbI3bIBA€T KOHKYPEHIIMIO MEXITY UX pa3-
MepoM 1 unciaoMm. OHa ycTpaHsieTcsl IyTeM (prKcamu
HOBOIT HOpMBI MopdoreHe3a, NCKIIIoJaromiein oopas3o-
BaHUE KPYITHbIX (BETBSIIMXCS) 3a4aTKOB, YUCIO KOTO-
PBIX CHOBa MOXKET YBEIMIMBATHCS 0 YeThipeX (D. sibiri-
cau D. nemorosa; puc. 2).

Takum oGpa3zoM, HECMOTPSI Ha HEJIMHEWHBI Xapak-
Tep 3aBUCUMOCTHU YMCJIa 3a4aTKOB OT UX pa3Mepa, 3BO-
JIIOLIMOHHBINA psii  SIBJISIETCSI  OHOMapaMeTpUIEeCKUM
MHOX€eCTBOM Tpeobpa3zoBaHuii. OH He siBjsieTcs puso-
TEHETUYECKUM PSIIOM U TEOPETUIECKU MOXKET UMTATHCS
B JIIOOOM HarlpaBjeHNUU. B 3ToM HET HUYEro HEOOBIYHO-
0, TaK KaK €CJiv ObI 3BOJIIOLIMS CBOAWJIACH K (hrTOTeHe-
3y, TO B CWJIy YHUKAJIbHOCTH JII00011 (prioreHeTnyecKom
BETBM TEOPMUSI IBOTIOLIMI HE ObLIa Obl HAYyYHOM TUCIIM-
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Ta6auna 2. I[Tno1aas BOJTOCKOBBIX KJIETOK Iepe] Ha4aJIoM
mopdoreHesa BOIOCKOB Y BUaOB Draba L., MKM?

[Tpu3Hak
Bun
Se Sh Se/Sh
D. nivalis* 33.7+x1.4 94.2+3.8 2.7+£0.2
D. daurica®* | 86.6+22.6 | 1339+129 | 197+0.2
D. incana** 942 +3.8 78.7+4.1 2.4+0.16
D. borealis** | 107.1+£5.6 |241.6+11.6 2.5+0.19
D. nemorosa* | 34.1+1.2 929+6.4 22+0.14
D. siburica* | 35.92+0.9 68.5+2.2 22+0.14
D. sibirica***| 47.3+1.6 | 100.1 2.3 2.6+0.13

IMpumevanus. Se , Sh — mo1aab dSMUAEpMabHBIX (1 = 60) 1 BO-
JIOCKOBBIX (1 = 50) KJI€TOK COOTBETCTBEHHO; ** ** MUIIOUAHBIE U
MOJUTUTOWIHBIC BUABI, *** BOJIOCKOBBIE KJIETKU IIBETOHOCA.

TUTMHOM. B TO 2Xe BpeMs IToJTHOE OTCYTCTBHE CBSI3U C (hU-
JIOTEHE30M TaK>Ke HEBO3MOXKHO, TaK KakK B OCHOBE 9BO-
JTIOLIAM BCE-TAKHU JIEKUT HPUHLIVIT JUBEPreHIINN.

Bunpl, KoTopble MBI TIOCTABWJIM B Hayalo psiaa
(D. lactean D. nivalis), OTHOCSITCSI K TPYTITIE MEJIKOPO3€e-
TOYHBIX MAJIOJICTHUX KPYIIOK, Han0OoIee IIPUMHUTUBHBIX
B Ipeaenax naHHoro pona (IpuropseBa, 2008). Buasl B
cepenuHe psaa (D. cana, D. arctica n D. daurica) Takxe
OTHOCSTCS K MAaJOJIETHUM, HO KPYITHOPO3€TOYHBIM
dopmaM, TIpenCTaBISIIOIIMM, CKOpee Bcero, Oosee
Mo3IHUe 3Tanbl 3Bomouuu. HakoHell, Habosee crie-
LUAT3UPOBAHHBIMU  SIBJISTFOTCSI  MOHOKapITMYECKHE
D. nemorosa v MHOTOJIeTHUE pacteHus D. sibirica, cTosI-
11IMe B KOHLIE psifia. DTO aeT OCHOBAHUS UUTATh 3BOJIO-
LIMOHHBIN psif “ciaeBa HarpaBo” (o1 D. nivalisk D. nemo-
rosa), cuvTasi, YTO SBOJIOLMS UIET B CTOPOHY 3aMellie-
HUSI CJIOKHBIX JTIydeil MPOCThIMU, a HE HA00OPOT.

Sasucumocmv mopghoeeneza 6040CK08 OM HAUANbHBIX
pazmepos 8010ck080l Kaemku. IToka Mbl He 3HaeM, Ka-
KHM TTapaMeTpaM Mop(doreHe3a COOTBETCTBYIOT OCH T1a-
paMeTpUIEeCKOro IPOCTPAHCTBA; MBI 3HAEM TOJIBKO, UTO
ropmu3oHTaIbHas OCbhb OITMCBIBACT BEPOATHOCTDH ITOBTOP-
Horo BeTBieHUsI U-o0pa3HoU TpyOKU, KaKyio IMped-
CTaBJIsIET cOOOM MEPBUYHBIN 3a4aTOK JIyda, a BEpPTU-
KaJlbHasl — IEPBUYHOE BETBJICHUE TTOBEPXHOCTU BOJIOC-
KOBOi1 kKyieTku. CTporo roBopsi, MbI HE MOXEM Iaxe
yTBEpXAaTh, UTO MOJIydeHHAs] 3aKOHOMEPHOCTD SIBJISI-
eTcs 3aKOHOMEPHOCThIO MOporeHe3a, Tak Kak He 1c-
KJTIOYEHO, YTO JIeJI0 He B caMoM MopdoreHese, a B ero
HavaJlbHBIX ycioBusiX. [loaTomy IepBoe, 4TO HYKHO
MPOBEPUTh, — Y3HATh, HACKOJILKO TTOTy4eHHAs! 3aBUCU -
MOCTB CBSI3aHa C pa3MepOM BOJIOCKOBOI KJIETKU TIepe
HaydaJjioM ee MopdoreHesa.

JlaHHbBIE O HayaJbHBIX pa3Mepax BOJIOCKOBBIX U
OOBIYHBIX AMUAEPMAIbHBIX KJIETOK (TUTOLLAAb BUAUMO-
ro KOHTYpa KJIETKU, 0OpallieHHOM K HaOJII0IaTeJio CBO-
el Hapy>KHOM MOBEPXHOCTHIO) IIOJYyYEHBI JJIsI IECTU
BunoB poaa Draba (Ta6i1. 2). /11 Bcex BUTOB Mbl BHIOM -
paJii OTHY U Ty K€ CTAAWIO Pa3BUTHS BOJIOCKOBOU KIIET-
KU, KOTJIa BUIIMMbIA KOHTYP €€ HApY>KHOI MOBEPXHOCTHU

YEPJAHIEB, TPUTOPBEBA

npUOIIKaeTcs K OKPY:KHOCTH, HO cdepHu3almst 3TOH
TTOBEPXHOCTH ellie Briepeay. OKaszaioch, Kak, HAaBEpHOE,
M CJICIOBAJIO OXXMIATh, YTO IUIONIAAb 1 BOJIOCKOBBIX, 1
ANUAEPMATIBLHBIX KJIETOK CHJIbHEE BCETO 3aBUCUT OT UX
TIoMaHOCTH (Tab. 2). UHTepec nmpeAacTaBiIsieT OTHOIIe-
HUE TUTOLIAIN BOJOCKOBOM KJIETKM K ILTOLLIAIAN OOBbIY-
HOI 3MMIepMalIbHOM KJIETKU B MHTepda3e — OHO 3a-
METHO BapbMpyeT, HO 6e3 BCSIKOU CBSI3U C TUIIOM MOP-
¢oreHe3a NMepBUYHbBIX 3a4aTKOB.

OTOT OTpULIATENIBHOM Pe3yJIbTaT MOXKHO CUUTATh J10-
CTaTOYHO BECKWM JOBOIOM IIPOTHB MPSIMOJIMHEIHOTO
TeHETUYECKOTO OOBSICHEHUSI MOJyYEHHOTO 3BOJIIOLIN-
OHHOro psina. M3BectHo, uro Mmyrtauuu Arabidopsis,
YMeHBIaoIIMe (YBEIMYMBAIOIINE) YUCIIO ITUKIIOB SH-
nopenyruimkaimu JIHK npu nerepMuHaiiviy BOJIOCKO-
BBIX KJIETOK, BEAYT K YMEHBIIICHUIO (YBEIMYCHUIO) pa3-
Mepa BOJIOCKOBO KITETKH 1 COOTBETCTBEHHO YMEHBIITe-
Huro (yBenmmuyeHmio) BetBiaeHus (Folkers et al., 1997,
Hiilskamp et al., 1998; Luo, Oppenheimer, 1999). Otcyt-
CTBHE TIPSIMOM CBSI3M MEXKIY YBEJTMICHHEM (YMEHBIIIC-
HUEeM) pa3Mepa BOJOCKOBBIX KJIETOK M XapaKTepoM
BETBJICHUSI TOBOPUT O TOM, YTO JIeJIO HE B CAMUX pa3-
Mepax, a BO BIUSHUU YBEJIWYECHUS] WA YMEHBIIIE-
HUS O3Bl TEHOB Ha CKOPOCTb CMHTE3a 3JIEMEHTOB
KJIETOYHOU 000704YKM MU (UTO OoJiee BEpOSITHO,
cM.: Luo, Oppenheimer, 1999) Ha opraHusauuio uu-
TOCKeJIeTa.

OO0 3TOM K€ TOBOPUT M CpaBHEHME Pa3MepPOB BOJIOC-
KOBBIX KJIETOK, M3 KOTOPBIX Y OJHOTO 1 TOTO XK€ BUIA
Pa3BUBAIOTCS TIPOCTHIE M CIIOXKHBIC BOJIOCKH. [1pocThie
BOJIOCKM MOTYT pa3BMBAThCS Ha JIIOOOM OpraHe, HO Ja-
1IIe OHU Pa3BUBAIOTCSI HAa LIBETOHOCE 1 T€HEPATUBHBIX
opraHax pacTeHWMs, a Ha JIMCTOBOH IUIACTMHKE dYallle
BO3HUKAIOT CJIOXHBIE Bosocku (Ipuropbesa, 2006). Mbi
BBIOpAJIM MIpenaparthbl [IBETOHOCOB D. sibirica, Ha KOTO-
PBIX Pa3BUBAJIMCH TOJIBKO ITPOCThIE BOJIOCKU, U U3MEPU-
JIVI TIJTOIIATh BOJIOCKOBBIX KJIETOK Ha TOM K€ CTaINH pa3-
BUTHSI, HA KOTOPOW MBI M3MEPSUIM TIIOIIAIb BOJIOCKO-
BbIX KJICTOK Ha JIMCTOBOM IDIacTUHKE (Tabm. 2).
Oka3zanock, 4To TUIOMIAAb BOJOCKOBBIX KJIETOK IIBETO-
Hoca OoJIbIIIe, YeM TaKoBasl JIJMCTOBOM TUITACTMHKM, T.C.
MBI TIOJlydaeM He MpsIMYl0, a OOpaTHYIO 3aBUCUMOCTh
BETBJICHUS KJIETKH OT €€ Ha4aJIbHOTO pa3Mepa.

EnvHCTBEHHBIM Ccaydaili mOpsIMOIl  3aBUCHMOCTH
TIIPEACTABIISIET COOOM CpaBHEHME NBYX OYEHBb OJIM3KUX
BUIOB — JuruiougHoro D. nivalis 1 TIOAUIIIOUIHOTO
D. lactea. Y Hac HeT IaHHBIX O pa3Mepe BOJIOCKOBBIX
Kietok y D. lactea, HO T10 aHAJIOTUM C APYTUMM TTOJIUTI-
JIOUAHBIMU BUJIAMM, OH JIOJKEH OBbITh TOpa3ao OoJbIIIe,
aem y D. nivalis . B jaHHOM ciTy4ae 3TO IIpSIMO BIMSIET Ha
XapakTep BETBJICHUS, TaK Kak y D. lactea deThIpexiyde-
Basi CUMMETPUSI CJIOKHOTO BOJIOCKA BCTpevyaeTcs vaille,
yeM y D. nivalis (Tabn. 1), 1 eCTECTBEHHO MPEIIIOI0-
2K1Tb, 9YTO 3TO IIPSIMO CBSI3aHO C yBeJIMYeHEM a0COJTIOT-
HOTO PACCTOSIHUSI MEXIY TIEPBBIMU ABYMS JIy4aMu.
OueBUITHO, TIpsSIMast 3aBUCUMOCTb BETBJICHMSI OT pa3Me-
pa KIETKA BO3MOXHA, HO TOJBKO 11 T€HETUIECKU
OUYCHB OJTM3KUX BUIOB, Y KOTOPBIX MOp(OreHe3 BOJI0CKa
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NpakKTUIeCcK OOMHaKoOB. M3 3TOTO CiiemyeT, 4To B 00-
IIEM CJIydae MPUYMHBI HAITPABJICHHOW 3BOIIOLIUA HYXK-
HO MCKAaTh B caMOM MOp(OoreHe3e, IpeKie BCero, B IIPO-
CTPaHCTBEHHO-BPEMEHHOI OpraHM3alliy BETBIICHUS
BOJIOCKOBOM KJIETKMU.

0[7201‘[1/!3014”}1 U UBMEHHYUBOCNb 6EMBACHUA

B mpenpimyieM cOOOILIEHMM Mbl ITOAYEPKUBAIN
OPUHIWNAAIBHBIA Hapaliean3M MOP(OIOTMIEeCKOMN
M3MEHYMBOCTY BOJIOCKOB B TIpenesiax pona Draba, u3
Yero, KOHEYHO, He CJIEIYeT, YTO Y Pa3HbIX BUIOB 1 pa3-
HBIX TUIIOB BOJIOCKA OHA ITOBTOPSIETCSI BO BCEX IETAJISIX.
Ceityac Hac OyIyT MHTEPECOBATh PA3/INUMs B €€ OpraHi-
3alM1, U MBI IIOIBITAEMCS TIPEACTABUTH X0 MOP(OJIO-
TMYECKOI 3BOITIOIMK BOJIOCKOB MMEHHO KaK MpOLIece
peopraHu3aliy U3MEHUMBOCTH, KOTOpast TIpY CpaBHe-
HUM OJIM3KMX BUIOB IOYTH BCETAa YMEIIACTCS B IIpe/ie-
JIBI BHYTPUWHINBUAYAIBHBIX PA3IUIUIA.

Paduanvro-6usamepanvhas opeanuzayus eemeneHus
u “cunkpemuzm” nepeUUHO20 U BMOPUHHOLO 8EMBACHUSL Y
D. nivalis. T1o psimy cooOpakeHHMI, OTIaCTU M3JI0XKEH-
HBIX BbIlIe, BuA D. nivalis MOXXHO cuMTaTh Haubosee
OPUMUTUBHBIM U3 BCEX, KOTOPhIE MBI PaCCMAaTPUBAJIN.
B cocTaB M13MEHUMBOCTH 3TOrO BUIA BXOMSAT BapHUaHThI
MopdoreHe3a, KOTOpbIe W UCYE3AI0T Y MOCIETYIOIINX
BUIOB, WK, HA000POT, BOCITIPOM3BOISITCS Y HUX C TOpa3-
10 00J1ee BLICOKOU YaCTOTOM.

Tak, y Bcex MoCJIeAyIONIMX BUIOB MCYe3aeT BapHaHT,
Ipy KOTOPOM KOHG(UTypalusl 3a4aTKOB JIydeil MMeeT
3ePKaJIbHO-TIOBOPOTHYIO CUMMeETpHIO (puc. 3, a). D10
O3HAYaeT, YTO IPU ITOBOPOTE KOH(MUTYPALIU YeThIpeX
MEPBUYHBIX 3a4aTKOB (puC. 3) BOKpPYr IJIaBHOI OcCU
KJIeTKu (LIeHTp pucyHka) Ha 90° oHa COBMeIIaeTcs CO
CBOUM 3€pKaJIbHBIM U300paKeHUEM. TakoMy Ipeodpa-
30BaHUIO COOTBETCTBYIOT peaibHO HAOII0OaeMbIC Bapr-
aHTBI U3MEHUYMBOCTH (puc. 3, 6).

[loBTOpstIoIMecss CTPYKTYpHBbIE MOy (IIEpBUAY-
HbIC 11 BTOPUYHBIC 3aanK1/1) ABJIAIOTCA 3€PKaJIbHBIMU
M300pakKeHUSIMU APYT APYyra, U TO XKe CaMOe OTHOCUTCSI
K TIoc/ieIoBaTeIbHOCTH OudypKaluit — BTopu4Hasi ou-
dypkaius, Beaylas K o0pa3oBaHUIO Je(PUHUTUBHBIX
JIydeii BOJIOCKa, SIBJISIETCS] 3epKaIbHBIM M300paKeHUEM
nepBUYHON. [IpyMHIMIMAIBEHYIO BaXKHOCTh MMEET TO,
YTO B TAKOI CUCTEME OTCYTCTBYET OCh, KOTOPYIO MOXKHO
OBLIO ObI CYUMTATh AaHAJIOTOM OCU BPEMEHU, €IMHOTO JIJISI
pa3BUTHS BCeX MEPBUYHBIX 3a4aTKOB. Jle10 B TOM, 4TO
3epKaJibHasl TyTUTMKALIMS, TI0 ONPEAEICHUIO, HE SIBIISIET-
Cs TPAH3UTUBHBIM IIpeoOpa30BaHUEM: IYCTh 3a4aToOK
2 — 3epKayibHas OyIUIMKALMS 3adarka 1, 3adaTtok 3 —
3epKaJIbHasl TyTUIMKALIMsI 3a4aTKa 2, HO 3a4aTOK 3 He sSIB-
JIsIeTCs 3epKajlbHOM ayruimkaimeit 3ayatka 1. ITiocko-
CTBIO, pa3IeISIIoNIeii IEPBYIO U BTOPYIO Mapy MepBUY-
HBIX 3a4aTKOB Ha pUC. 3, @, MOXHO Ha paBHBIX OCHOBA-
HUAX CUUTATh IMOKa3aHHBIE Ha PUCYHKE IVIOCKOCTU 1n
2. TocnenoBarenbHasi HyMepalusl TIEPBUYHBIX 3ayaT-
KOB JIMIIIEHAa CMBICJIA, TaK KaK JIIo0as MX MOC/Iea0Ba-
TEJIbHOCTb UMECT 3epK2U]bHO—CI/IMMeTpI/I‘{HbII‘/JI aHaJIoL
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Puc. 3. MI3MeHUMBOCTb BETBJICHMSI CJIOXKHOTO BOJIOCKA Y
D. nivalis: a, 6 — BapuaHTHI ¢ 36pKaIbHO-TIOBOPOTHOM CUM-
metpueit ( (- - -) — rwockocTH 1 1 2), 6 — duaTepalibHO-
CUMMETPUYHBIN BAPUAHT. (mmmmp), (—>) — TIEPBUYHAS U
BTOpU4Has 6udypkauun; I*, I — mepBuUHbIe 3a9aTKU TIep-
Boil mapsbl; Il — mepBUYHBIE 3aYaTKX BTOPOI Maphbl JIydei
(B ckoOKax — HOMepa BTOPUYHBIX 3a4aTKOB); OCTaJIbHbIC
MTOSICHEHUST CM. B TEKCTE.

WMHuaue obcToUT OE/io ¢ APYTMMU BapUaHTAMM W3-
MEHYMBOCTH, KOTOPbIC CTA0MIN3UPYIOTCS Y TIOCIICAYIO-
11X BUIoB (puc. 3, 8). Ilpolecc oOpa3oBaHUsI IEPBUY-
HBIX 3a4aTKOB (TepBUYHAasI OuypKalusi) yTpauyuBaeT
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3epPKAJTBHOCTh ¥ TEM CaMbIM ITPHUOOpETAET YepThl OMIa-
TepaJIbHOI CUMMETPUU: HA ITPOTUBOIIOIOXKHbBIX TTOJTIO-
cax KIIETKM BBIOCIISIIOTCS JBa IIEPBUYHBIX 3adyaTKa
(puc. 3, 6; I*, I), KaxxapIii 13 KOTOPBIX 00pa3yeT pacIlm-
peHHyo U-00pa3Hylo TpyOKYy, U ITOCJIe BTOPUYHOU OU-
dypKamy o0pa3yroTcs ABa BUJIBYATHIX JIyda — OOWH U3
MEepPBOro, a APYroil — U3 BTOPOTrO MEPBUYHOTO 3a4aTKa.
31€ech B OTIMYME OT ABYX IPEAbIIYIIIMX BAPUAHTOB IIep-
BUYHAS ¥ BTOpUYHAas1 On@ypKalys CTAaHOBSITCS IOCJIC-
JIOBaTeJIbHBIMU 3TaraMu MopdoreHe3a OIHOTO M TOTO
K€ 3a4aTKa.

IT;mockocTh OMIaTepaTbHON CUMMETPHH TTOSIBIISICT-
Csl OTHOBPEMEHHO C JIaTepaJIbHOM TOJSIPHOCTBIO, TaK
KaK OMH 13 3a4aTKOB IIepBOii Iapkl (puc. 3, 6; I*) odpa-
3yeTcsi HEMHOTO paHbllle U pa3BUBAETCS HEMHOTI'O ObICT-
pee. O4eBUAHO, TaKasi ACUMMETPUSI SIBJISICTCS] PYIUMEH -
TOM 3epKaJIbHO-MIOBOPOTHOM CUMMETPUN MEPBUYHBIX
3aYaTKOB B JBYX MEPBBIX BapuaHTax MopdoreHesa
CJIOXKHOTO BoJsiocka (puc. 3, a, 0). Y aByx BUIOB, OITU-
CaHHBbIX B MOpeAblaylleM cooliueHun — D. sibirica v
D. daurica (Yepnannes, Ipuropsesa, 2010), cymmecTByeT
YyeTKasl CBSI3b MEXIy JlaTepajbHOI TTOJSIPHOCTBIO BO-
JIOCKa U TIOJISIPHOCTBIO JIMCTOBOM IJIACTUHKU — ObICTpee
BCerlia pa3BMBaeTCsl 3a4aTOK, OOpallleHHbI K MPOKCU-
MaJIbHOMY Kpato Jiicta. [TOHSITHO, UTO MpU 3epKaTbHO-
TMIOBOPOTHOI CUMMETPUU TaKOM CBSI3U ObITh HE MOXKET,
HO OHa MOSIBJISIETCS] KaK TOJIbKO MOpdoreHe3 BojocKa
nproOpeTaeT COOCTBEHHYIO IMOJISIPHOCTb.

IMosiBneHue GuaTepaibHOM CMMMETPUU O3HAYaeT
BO3HMKHOBEHHE HOBOTO KaHajla M3MEHYMBOCTH, TaK
Kak MepBUYHbBIEC 3a4aTKU BTOPOI TTaphbl Jiydeii (puc. 3, 6;
1I) pazBuBaioTCst He3aBUCMMO OT (DOPMUPOBAHUS 1 O1-
dypKalmu 3a4aTKoB IepBoii mapbl. OHM BO3HUKAIOT Ha
PaBHOM PacCTOSIHUM OT MEPBbIX ABYX 3aUaTKOB U Yallle
00pa3yIoT BWIbYaThIE JIydd, OMHAKO U3 OJHOTO U3 HUX
WHOTAA MOXET pa3BUBAThCS U MPOCTOM JIyd, €CJIA COOT-
BeTcTByIOIIAsl U-obOpa3Hasi TpyOKa HEe MMEET OUCTaTb-
Horo pacmmpenus (puc. 3, 6; 11).

Cmaroenenue 6uramepanbHoil U NOASAPHOLU OP2aHU3a-
yuu eemeanenus y D. daurica. B cniekTpe M3MEHINMBOCTU
3TOrO0 BUJIA MPaKTUYECKM OTCYTCTBYIOT BApUAHThI C 3€p-
KaJIbHO-TIOBOPOTHO# CMMMETpHUEi: IIepBUYHBIC 3a4aT-
KM, KaK IPaBWIO, HE SIBJISTIOTCS 3¢ pKaIbHBIMU TyTLUIAKA-
LUSIMM, M KaKIbIH JIy4, IPOCTOM WJIM BUJIbYATBIN, UME-
€T COOCTBEHHYIO UCTOPHIO Pa3BUTHSI.

Bce ormnuuus oT opraHuzalMd U3MEHUMBOCTU Y
D. nivalis Tak VM MHa4Ye CBSI3aHBI CO CMEIIEHNEM TT0-
JIIPHOW M OwIaTepaJibHOM opraHm3aiuii BoJIocKa Ha
OoJiee paHHME 3TaIlbl MOpdoreHe3a BOJOCKOBOI KJIeT-
K. MopdoreHe3 Bcerga HauYMHAETCsS ¢ 0Opa30BaHUS
MEPBBIX JIBYX 3a4aTKOB, PACITOJIOXKEHHBIX HA MPOTHUBO-
MOJIOXKHBIX JIATEPATbHBIX MOJTIOCAX KJISTKU, U OAWH 3a-
YaTOK BCErIa HEMHOI'O MEHBIIIE ¥ pa3BMUBaeTCsI ObICTpeEe.
Taxkum oOpas3oM, ¢ caMoro Hayaja MopgoreHe3a KieTka
MMeeT JIaTepaibHYIO TTOISIPHYIO OCh 1 TTPOXOASIIIYIO Ye-
pe3 Hee IIaBHYIO IJTIOCKOCTh CUMMeTpUM. M Bee ke u3-
peaKa BCTpeyaloTcs ClTydan “3epKaJbHO-TTOBOPOTHOIO”
PACITOJIOXKEHUST YEThIpEX 3a4aTKOB, KOTIa OHM BO3HMKA-

YEPJAHIEB, TPUTOPBEBA

IOT TIPAaKTUYECKN OTHOBPEMEHHO, SIBIISIIOTCSI 3€PKaJlb-
HBIMM KOITUSIMU U C PaBHBIM YCITIEXOM MOTYT COOTBET-
CTBOBAaTh JIBYM 3a4aTKaM BWJIbYATHIX JIydel WM 3K Ye-
TBIPEM 3aYaTKaM IPOCTHIX JIydell BojocKa (puc. 4, a).
dakTruecku, Takast KOHUTypallysi YeTbIpeX 3a4aTKOB
MpeAcTaBlisieT 6oj1ee paHHUI 3Tan BETBISHUS BOJIOCKO-
Boit KiieTku D. nivalis mpy BapuaHTaxX pa3BUTHS, N300~
paKeHHBIX Ha puc. 3, a, 6, 1 oH He HabmoxaeTcs y D. ni-
valis IPOCTO ITOTOMY, YTO Y 3TOI'0 BUJIa BTOPUYHOE BETB-
JIeHUE TIEPBUYHBIX 3a4aTKOB HAYMHAETCSI OYeHb PaHo,
el1le BO BpeMsI MX COOCTBEHHOIO 0Opa30BaHUsI.

OOBIYHO K€ Ha TIPOTUBOIOJIOXHBIX KOHIIAX KJIETKU
00pa3yloTCcsl ABa IIEPBUYHBIX 3a4yaTKa, IIPeACTABISIO-
X ABE ITOCJIeA0BaTe/IbHbIE CTAAVN Pa3BUTHSI OTHOIO U
TOrO K€ 3a4aTka (puc. 4, 6; cp. 3auatku [* u I ), mosromy
IJIaBHasi OCb CMMMETPUU CTAHOBMUTCSI aHAJOTOM OCU
BpeMeHI. Bropoit oTcTaiommii 3a4aTOK MOXeT pa3BU-
BaTbCd KaK “apXaldecKrMM”, TaK U “IIPOrpecCUBHBIM”
cnocoboM. B riepBoM ciyyae M3 HEro BbIACIISIIOTCS IBa
3epKaIbHO-CUMMETPUYHBIX 3a4aTKa (puc. 4, 6; cp. 3a-
yatku 2(I)), KoTopble, Oyayuu IMOTOMKaMHu 3adartka I,
SIBJISIFOTCSI, TEM HE MEHee, TIePBUYHbIMU 3a4aTKaMMU JTy-
4Yeil, CIOCOOHBIMM K BTOPUYHOMY BETBJIICHMIO. 3ada-
TOK I* MMeeT TUIOCKOCTh OMaTepaTbHOM CUMMETPUM,
3a4aToK | — TIOCKOCTh 3epKaIbHO-TTOBOPOTHOM CUM-
MeTpyu (TyHKTUPHbIC TMHUW Ha puC. 4, 8), U HU OJTHA
W3 HUX HE SIBJISTIOTCS ITDIOCKOCTBIO CUMMETPHUH BCETO BO-
Jocka. Bo BropoM cirydae (puc. 4, ¢) 3adyatku [* u I ume-
0T €AUHYIO TUIOCKOCTh OujIaTepajbHON CUMMETPUHM, a
BTOpasi mapa 3a4aTkoB (puc. 4, e; 1) BeiaesieTcs B riep-
MEHIVKYISIPHOM TUIOCKOCTU. JIMHelHasl mocienoBa-
TEJIbHOCTh Pa3BUTHSI IIEPBOIA ¥ BTOPOIA Haphl HEPBUYHBIX
3a49aTKOB CTAHOBUTCSI BO3MOXHOI IIOTOMY, YTO HA OIHA
M3 OCEil CUMMETPUM HE SIBJISIETCS 3epPKaTbHO-TIOBOPOT-
HOW OCBIO.

CBs13b MEXITy OpMEHTALIMEH TTOJISIPHBIX OCEil KIICTKI
W JIMCTOBOI IUIACTMHKU BBIpaK€Ha ropas3ao CHUJIBHEE,
yem y D. nivalis, — y OOJIBITMHCTBA KJIETOK 3a4aTOK T1ep-
BOTO Jiyya oOpallleH K IpOKCUMaIbHOMY Kpalo JIMCTa.
BerBuThCs MOXKET JTI00O0M MEPBUYHBIA 3a4aTOK, HO Be-
POSITHOCTb BETBJICHUSI 3aBUCUT OT €r0 pa3Mepa 1 UCTO-
puu pa3Butus. Yalle Bcero BETBUTCSI BTOPOW, CaMbIiA
KPYITHBII 3a4aTOK, a MIEPBbI 3a4aTOK 1 3a4aTKN BTOPOI
Tapsbl JIydeid BETBITCS C MPUMEPHO OOMHAKOBOI YacTo-
Toit. HakoHel1, B ciTydasix, KOraa 4Mcyio TepBUYHBIX 3a-
YaTKOB OOJIbIIIE YEThIpEX, MOCIeTHIE ITO0 BpEMEHU BO3-
HUKHOBEHMUS 3a4aTK1 OKA3bIBAIOTCS CAMBIMU METKUMU
M, KaK IIpaBUJIO, HE BETBSITCS.

LHecmabunuzayus eemenenusny D. incana. Y D. in-
cana — BUJA, HaXOOMIIErocss B CAaMOM Hayalile BTOPOWt
BOCXOJSIIIEH BETBM KPUBOM, YTO OYeHb OJIM3KO K a0Co-
JIIOTHOMY MUHUMYMY CPEIHEro 4mcia NMepBUYHBIX 3a-
yaTkoB (Ta0:. 1; TpexilydeBoil BOJIOCOK), MoporeHe3
IpHOOpETaeT HEKOTOPOE CXOICTBO C TAKOBBIM IPOCTOTO
Bosiocka. IIpexkae 4yeM BBIICIUTH NUCTAJBHYIO 30HY,
cocoOHYI0 K ondypkaumu, U-obpa3Hast TpyOKa J0JIro
pacTeT B IIMHY, U3rM0asiCh B CTOPOHY TUCTATBLHOTO Kpast
Jmcta (puc. 5, a). OTHOCUTEJIBbHBIN 1 aOCOMIOTHBIN pa3-
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Puc. 4. I3MeHYMBOCTh BETBJIEHMSI CJIOXXHOTO BOJIOCKA Yy
D. daurica: a — 3epKaJbHO-TIOBOPOTHASI CUMMETPHUSI TIep-
BUYHOTO BETBIIEHMSI, 6 — BhIIesieHre epsoro (I*) u BToporo
(I) mepBUYHBIX 3aYaTKOB, 8 — COYETAHUE 3€PKAIBbHO-TIOBO-
POTHOTO U GUJIaTepabHOTO BETBIIEHUSI, ¢ — OuiaTepaibHOe
BETBJICHUE, OCT. 0003HAUEHWSI CM. Ha PUC. 3, TIOSICHEHMSI CM.

B TEKCTE.
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Puc. 5. MI3MeHYMBOCTb BETBJICHUSI CJIOXXKHOIO BOJIOCKA Y
D. incana (a—0) v D. borealis (e, xc): a — n3rn6 v BBITSDKEHNE
3ayaTka CJIOXHOTO BOJIOCKA (BUI COOKY); 6 — BblIeJIEHUE
MEePBOro U BTOPOTO MEPBUYHBIX 3a4aTKOB; ¢ — OWaTepaib-
HOE BETBJIEHUE, 2, 0 - KOHKYPEHILIMSI MEXIy 00pa3oBaHUEM

nipoctbix (V) u Buibdathix (W) nydeit; e — BuI cOOKY, xc —
TUIIMYHOE BETBJICHUE CIIOXKHOTrO Bojiocka D. borealis, ocT.
0003Ha4YeHHUsI CM. Ha PYC., TTOSICHEHUSI CM. B TEKCTE.

Mep 3a4aTKOB IIEPBOI Haphl KpaliHe N3MEeHYMB, BIUIOTDb
JIO MHBEpPCUM UX pa3mepa (puc. 5, 6). BapuaHTt, npu Ko-
TOPOM 00pa3yeTcsl CHaYajla MEPBhIA JIyd, a IIOTOM €Il
TpH, BCTpedaeTcs ropasao vaiie, yeMm y D. daurica, HO
YCTPOEH COBEPIICHHO MHave (pucC. 5, ). DIeMeHTHI ap-
Xa4eCKOM 3€pKaIbHO-TIOBOPOTHOM CMMMETPUN TIOJI-
HOCTBIO OTCYTCTBYIOT, M 3a4aTKU TIEPBOI U BTOPOU Maphl
JIydel 4eTKO OTIMYaroTCs ApYT OT Apyra. BosHUKaeT siB-
Hasg KOHKYPEHIIUSI MEXIy YMCJIOM pPa3BUBAIOLIMXCS
MEPBUYHBIX 3a4aTKOB U BEPOSITHOCTHIO MX BETBICHUST —



Puc. 6. HerpephIBHBIN CITEKTP MIEPEXOI0B MEXIY IPOCTHIMU
(SH), sunbyareimu (WH) n cnoxubivu (CH) BolockaMu Ha
JicToBoil tuiactuHke D. incana. Maciuta6: 120 Mkw.

00pasyIoTCs TMOO YEThIpEXTyUeBble BOJIOCKU C HEBETBSI -
IMMMCS 3a9aTKamMu (puc. 5, e), MO0 OarH U3 HUX BET-
BUTCSI, HO YKCJIO MEPBUYHBIX 3a4aTKOB COKPAIIIAETCS 10
Tpex. BooOliie pa3BuTre NEPBUYHBIX 3a4aTKOB JIECTA0N-
JIM3UPYETCS, TaK KaK 4YacTO BOZHUKAIOT MIEPBUYHbIE 3a-
YaTKU CTOJIb MAJIOTO pa3Mepa, YTO U3 HUX HE MOXKET pa3-
BUTBCS HACTOSIIIMN JTyd. HakoHel, eciiv y BcexX mpe/ibl-
IyIIMX BUIOB TIPOCThle U BWIbYaThle BOJOCKU
pa3BUMBAIMCh HA JIMCTOBOM TUIACTUHKE TOpa3lo pexe,
YeM CJIOKHbBIE, 1, KaK MPaBWUJIO, B OMPEIEICHHbBIX Me-
cTax, yallle BCero Ha 3akpauHax Jiicta, To 'y D. incana
OHM Pa3BUBAIOTCS] BIEPEMEXKY CO CIOXHBIMU BOJIOC-
Kamu (puc. 6). O4eBUIHO, Y 3TOTO BUIA 0O0pa3oBaHMe
MPOCTBIX Y BUJILYATHIX BOJIOCKOB SIBJISIETCSI MPECIOM
U3MEHUYMBOCTU BETBJIEHUS CJIOXKHBIX BOJIOCKOB.

W3 Bcex BUAOB pona CIOXHBIE BoJIocKU D. incana
OmKe BCero K TaKOBBIM Arabidopsis, i1 KOTOPBIX Xa-
pPaKTEepHO, YTO MOCJIE BbIIEIEHWS NIEPBOTO U BTOPOTO 3a-
YaTKOB TI€PBOI Maphl Jy4Yer BTOPOM U3 ITUX 3a4aTKOB
paclLeTUIsSIeTCs Y BbIIEJISIET IBa HOBBIX TIEPBUYHBIX JTyya
(Schwab et al., 2000). B ykazanHoii paboTe caM MOMEHT
paciieruieHus1 Ha MUKpodoTorpadusix He TpeacTaB-
JIeH; TIpeICTaBJIeHbl JIMIIbL JIBE IOCjeI0BaTe/IbHbIe
cranuu mMopdgoreHe3a CJI0XHOTO BOJIOCKA, OJHA U3
KOTOPBIX COOTBETCTBYET 0Opa30BaHMIO TIEPBOI Maphl
TMEPBUYHBIX 3a4YaTKOB, a BTOpasi — €Ile OJJHOTO Tep-
BUYHOTO Jyya. HMoTKyna He cienyet, 4To TpeTuit 3a-
yaToK 00pa3yeTcsi UMEHHO ITyTeM pacIlerICHUsT BTO-
poro MepBUYHOIO 3a4aTKa, a He U3 MOBEPXHOCTH BO-
JIOCKOBO# KJIETKM — TaK, KaK 3TO MPOUCXOIUT y BCEX
BUAOB pona Draba, oriiCaHHBIX B 3TOM paboTe.

DTO Ha caMOM Jiejie MPUHLMITMATILHBI MOMEHT, TaK
Kak B MoJeau MopdoreHe3a BOJOCKOB, IIpeICTaBICH-
HOI1 B HallleM IpeabiaylemM coodiieHuu (YepmaHiies,
IpuropneBa, 2010), K 3anpelieHHbIM BapuaHTaM MOp-
¢oreHe3a MOKHO OTHECTU BCETO OIUH — OOpa3oBaHUe
HoBoM U-00pa3Hoi TpyOKM He M3 chepruecKoro, a u3

YEPJAHLIEB, TPUTOPBEBA

MIAHAPUIECKOTO YJacTKa KIJIETOYHOM ITOBEPXHOCTH.
TIpuynHa o4eHb MPOCTa U COCTOMT B TOM, UTO TIPU O -
HAKOBBIX MEXaHWYECKMX CBOMCTBAaX LIMIMHApUYECKAs
000JI09YKa ropa3no CUIbHEE COIPOTUBIISIETCSI BHYTPEH-
HeMy JaBJIEHUIO, yeM ee cepudeckuii aHaior (Tumo-
1eHko, BoitHoBckuii-Kpurep, 1966).

V Bcex BunoB pona Draba BTOpUYHOMY BETBJICHUIO
IIEPBUYHOIO 3a4aTKa HEIPEMEHHO IMPeIIIecTByeT pac-
LIMpeHUE JUCTATbHOU MoBepxXHOCTH U-00pa3Hoii Tpyo-
KU 32 MpeetTbl ee HWIMHAPUIECKOTO CTBOPA C TMOCTIeIy-
ronieit oudypkamueir. Ha mocraroyHo OOIbIIOM MaTte-
puajie — HECKOJIbLKO ThICSTY BOJIOCKOBBIX KJIETOK IIIECTU
BUJIOB C pa3HBIMU TUITAMU BETBIICHUSI — MbI HU pa3y He
HaOJTIOIA/IN pacIleTrUIeHUsI BCero NMepBUYHOIO 3a4aTKa.

Cmabunuzayusi HOpMbL pa3eumusi NPOCMbIX aAy4eil. Y
D. borealis dopMa CIIOXXHOTO BOJIOCKA €I1Ie HATIOMUHAET
0 €ro CXOJICTBE C TTPOCTBIM BOJIOCKOM, TaK KaK B HayaJie
Pa3BUTHSI BO3HUKAET AOCTATOYHO JTMHHAas U-obpa3Hast
TpyOKa, CKOIIIEHHAs! OTHOCUTEIBHO IUIOCKOCTU JIUCTO-
BOI1 IUTAaCTUHKU (pUC. 5, €), a BIIEPEMEXKY CO CJIOXKHbBI-
MU BOJIOCKAMM €l1le BCTPEYarOTCsl MPOCThIe U BUJIbUa-
Thle. OMHAKO BETBJICHUE CTAOUIN3UPYETCSI, TTOCKOTBKY
TUIOCKOCTh OMJIaTePaIbHOM CUMMETPUM BCErna IPOoXo-
JIUT Yepe3 TIepBbIe ABa 3aUaTka, a BTopasl Iapa 3a4aTKoB
BCETa pa3BUBAETCs ITOCJIC BhIIEICHNS 3a4aTKOB ITIEPBOI1
napsl (puc. 5, Jrc).

W3MeHYrBOCTb TIepBUYHOIO BeTBieHUst D. sibirica
YCTpOeHa OYeHb ITPOCTO U B OCHOBHBIX UepTax OIucaHa
B npenbiayieM coobieHnu (Yepnanies, [puropbesa,
2010). MoxxHo HaOMIOAaTh MOIHBIN CIEKTP NEPEXOI0B
MEXIY MOYTHU CUHXPOHHBIM (CUMMeETpUYHasi oudypka-
11s1) ¥ aCMHXPOHHBIM (aCMMMETpUIHasi OMypKaris)
pa3BUTHEM TIEpBOI Maphbl 3a4aTKOB, a 3a4aTKU BTOPO
mapbl 3aKJIaIbIBAIOTCS] MOCPEAMHE MEXIy 3adyaTKaMu
MepBOii Mapbl JIydeil WIM BOBCE HE 3aKJIaJbIBalOTCS.
TIpocTbie U BUiIbYaThie BOJIOCKM HUKOTIA HE pa3BUBa-
JOTCSI BIIEPEMEXKKY CO CJIOKHBIMM BOJIOCKAMMU, & TOJIBKO
Ha 3aKpauHax JIMCTOBOM MJIACTUHKU WIM XKe Ha IPYTUX
opraHax, ripexxze Bcero, crebie (Ipuropbesa, 2006).

To ke camoe MOXHO cKazaTb U 00 M3MEHYMBOCTU
HepBUYHOTO BeTBieHus1 y D. nemorosa (puc. 7, a). O6
3TOM BHE, KaK 1 0 D. sibirica, MOXXHO CKa3aTh, 9TO y HE-
TO MOSIBJISIETCSI TUITMYHASI TTOCJISAOBATEIbHOCT CTaaUIA
pa3BUTHS CJIOXHOTO Bojiocka (puc. 7, a; 1—3). Hecmot-
Ps Ha YETBIPEXJTyYEBYIO OpPraHU3alMIo, TUITUYHbBIN BO-
JIOCOK OMJIaTepajbHO CUMMETPUYEH M3-3a Pa3HOW MC-
TOPMU Pa3BUTUS MEPBUYHBLIX 3a4aTKOB. Ocbh, KOTOpast
MPOXOIUT Yepe3 MepBbIe IBa 3a4aTKa, SIBJIIeTCs MOJIsIp-
HOI, TO3TOMY TUIOCKOCTh, B KOTOPOI OHU JIEXKAT, BCeraa
SIBJISIETCSl  TUTOCKOCTBIO OWjiaTepalbHONW CHUMMETPUM
(puc. 7, 6). IlonsspHoii >ke rmaBHasI OCbh CUMMETPHH OKa-
3bIBACTCS TIOTOMY, YTO MOPSIIOK ee (DOPMUPOBAHUST CO-
OTBETCTBYET IOC/IeI0BATE/IbBHOCTY 3TarloB MOpOreHe-
32 OTHOTO 1 TOTO K€ 3a4aTKa.

OueBUAHO, YTO 3aBMCUMOCTb, M300pakeHHas Ha
puc. 2, IpeCTaByIsIeT COOOl HeYTO OOoJbliee, YeM TIPO-
CTO MmapaMeTPUIECKYI0 3aBUCUMOCTh. Eciii 661 oHa ObI-
Jia TOJIbKO TTapaMeTpPUUYECKOl, TO HaM CJIEIOBAIO Obl
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OrPaHUYUTHCS YTBEPXKIECHUEM, UTO CYLIECTBYET €IMHAs
JIJIST BceX BUIOB MeXaHMKa Mop(oreHe3a BOJIOCKOB, KO-
TOPBIN MPU MOJICTAHOBKE Pa3HbIX 3HAYEHUII OMHOIO U
TOTO Xe Mapamerpa, MPUBOIUT K pa3HbIM pe3yJibTaTaM.
B npuHIIMIe, Takvum rapamMmeTpoM MOXKHO ObUTO ObI CUM-
TaThb YAEIbHYIO CKOPOCTb aKTMBHOTO POCTa TMOBEPXHO-
CTH1 BOJIOCKOBO! KJIETKH, TaK KaK B MOJIE N, ONTMCAHHOM
B IpenplayieM coodienuu (Yepnanies, Ipuroprena,
2010), UIMEHHO OHa CJTy>KUT TlapaMeTpoM OMpypKalu.
I1pu ero yBemmueHMM HUKIMYeCKUii pocT U-00pa3HOro
3a4aTka cMeHsieTcsl POpMUPOBAHMEM JUCTAIBHOTO pac-
mmpenus1 U-o0pa3Hoit TpyOKM, 1 TIPOUCXOIUT BETBIIC-
HUe, BblIesollee 1Ba HOBbIX U-00pa3HbIX 3ayaTka.
EcrecTtBeHHO OBUIO OBI CUMTATh, YTO 3aMEIICHUE TIPO-
CThIX JIyyeil BUJIbYATHIMU TPOMCXOAUT TPOCTO M3-3a
YMEHBILIEHUST YAEJbHON CKOPOCTH POCTa MOBEPXHOCTU
BOJIOCKOBOM KJIETKMU.

Heno, oqHako, B TOM, YTO BUbI HE TIPOCTO YKJIa IbI-
BAIOTCS HA OJIHY U TY XK€ MapaMeETPUIECKYI0 KPUBYIO, HO
BECh €€ XOJT MOXHO Pa3BEPHYTh B BUJIE HETIPEPHIBHOU
CEpUU TIEPEXOI0B MEXITY CMEHSIIOIIUMHA APYT Apyra TU-
aMu OpraHu3aliui U3MEHUYMBOCTU. DTO MOXHO O0b-
SICHUTB TOJIbKO TEM, YTO 32 U3MEHEHWEM 3HAYEHU i OU-
¢dypKallMOHHOTO MapaMeTpa CTOMT TIepecTpoirKa
CTPYKTYPbI MOP(OTeHETUYECKMX B3aUMOACHCTBUIMA, pa-
3yMeeTcs, B MpefesiaXx, OYePUYCHHBIX MEXAaHUKOI MOp-
¢oreHesa. MIMmeroluiics B HallleM pacriopsoKeHUU Ma-
Tepual HAeT PEIKYI BO3MOXHOCTb IPOCJICIUTH HE
TOJBKO TMOCJIEA0BATEIBHOCTD 3TAIlOB 3BOJIIOLIUM OMO-
JIOTUYECKOU CTPYKTYPhI, HO U CAMO BO3HUKHOBEHUE €€
OHTOTEHE3A.

Bosnuknoeenue u 9601H0UUA OHMOZEeHe3a
CNI0MAUCHOC0 60/10CKA

B 3BOJTIOLIMOHHO UCXOTHOM WJTH K€ OJIN3KOM K HEMY
cocrostHum (D. nivalis) OHTOreHe3 CI0XHOIO BOJIOCKA
OTCYTCTBYET ITOTOMY, YTO TIOBTOPSIIOIIMECS MOIYJIN
CTPYKTYPHI (3a4aTKH JIy4eii) SIBIISTIOTCS He TIPOCTBIMU, a
3epKAILHBIMU KOIMUSIMU, KOTOPbIE B IIPUHIINUIIE HE BbI-
CTPanMBarOTCS B JIMHEWHYIO MIOCIIEA0BATEIBHOCTD CTAINIA
pasButus. s Moaysieid, MOBTOPSIIOIIMXCS IT0 3aKOHY
3epPKAILHO-IIOBOPOTHOI CUMMETPMU, HEJb3s CKAa3aTh,
SIBJISIETCSI JI O0pa30BaHMe BTOPUYHBIX 3a9aTKOB ITOBTO-
pEHMEM WITH K€ TMPOIoJDKEHNEM MOp(OoreHe3a repBry-
HBIX 3a4aTKOB.

O BO3HMKHOBEHUM OHTOTE€HE3a CJIOXKHOTO BOJIOCKA
MOKHO TOBOPHUTB TOJIBKO C TOTO MOMEHTA, KOTIa MEXKIY
MOJIYJIIMU BO3HUKAIOT Pa3/I4Msl, TIOBTOPSIIOIIME TaKO-
BbIC TIOCJICAOBATEILHBIX 3TAIOB Pa3BUTUSI OMHOTO U TO-
ro ke MomyJist. IMeHHO TaKOBbI pa3indus MEeKIy I1ep-
BBIM 1 BTOPBIM 3a4aTKaMM, BO3HUKaIOIIME (B IIpeaeiax
BHYTPUWHIWBUIYATbHON U3MEHUMBOCTU) yKe y D. ni-
valis, HO TIOJTHOCTHIO peaymayromuecs y D. daurica, tne
MIMEHHO OHU OIPEACIISIIOT OMIaTepaIbHYyIO U ITOJISIPHYIO
OpraHu3alMIO BETBJICHUSI BCEM BOJIOCKOBOM KJIETKU U
OTIIEbHBIX 3a4aTKoB Jiyyeil. OJHOBPEMEHHO C 3TUM
BO3HHMKAET CBSI3b MEXIy MOJISIpU3aLMeid caMOU KJIIETKU
u ee okpyxeHus. [1epBrIit 3a4aTOK OOBIYHO OOpa3yeTcst
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Puc. 7. O6mmit BUI TMCTOBOM TUIACTUHKY (@), chOpMUPO-
BaHHBI CJIOXKHBII BOJIOCOK (6) 1 IEPBUYHOE BETBJIEHUE BO-
JIOCKOBOI KeTku (8) y D. nemorosa. 1—3 — BOJIOCKOBBIE
KJIETKU Ha TOCJIeIOBATEIbHBIX CTAIUSIX Pa3BUTHSI, OCT. 000-
3HAYEHUST CM. Ha puC. 3, 4, TIOSICHEHUSI CM. B TeKcTe. Mac-
mrad: a — 100, 6, 6 — 10 MKM.

13 TOTO JIATEPAJTBHOTO Kpasi KJIETKU, KOTOPbI 00pailieH
K IIPOKCUMAJIbHOMY KParO JIMCTOBOM IJIACTUHKU — 3HA-
9UT, BOJIOCKOBAS KJIETKA HAYMHAET ONTYIIATh CBOU CTO-
POHBI, 0OpallleHHbIE K TPOTUBOIIOIOKHBIM KOHIIAM JI-
CTOBOM IUTAaCTUHKMU, KAK JIBE pPa3HbIE [TOBEPXHOCTU, TUIO-
Ia1b KOTOPBIX YBEJIWYMUBAETCSI C PA3HOU CKOPOCTHIO.
TTpu 3TOM B KaX/1bIii MOMEHT BPEMEHU PA3IUIUST MEX-
Iy IByMs 3a4arkaM TTOBTOPSIIOT Pa3jiMuyus MEXIY T10-
cJenoBaTe/IbHbIMU CTaausiMu MopdoreHeza OJHOro 1
TOTO K€ 3ayaTka U, ecjyd Obl UX JTUBEPreHLMs Molilia
JaJIbllle, OHM YK€ HE MOITIA Obl CUUTATHCS MOIYJISIMUA
OITIHOM 1 TOM XKe CcTpyKTyphl. ITocae Toro kak nepsbie
JIBa 3a4aTKa CTAHOBSITCS Pa3IMYHbIMU, aBTOMATUYECKU
BO3HUKAET PA3IMuue MEXIy TEepBOMA U BTOPOU Mapoin
3a4aTKOB.

Crnenyroumii mar (D. incana) MOXeET IIOKa3aThCs
11arOM HazaJl, TaK KaK COOTHOIIIEHE pa3MEPOB TTEPBbIX
JIByX 3a4aTKOB BapbUpyeT 1mpe, YyeM y D. daurica. Ha
caMoOM JieJie pa3ImIre MeXXITy HUMU TOJIBKO YCHITBAeT-
Cs1: TIEPBbIM 3a4aTOK MPAKTUUECKW HUKOTIA HE BETBUT-



282

csl, a U3 BTOPOTO YacTO BO3HUKAIOT Cpasy TpU JIydya.
3aech rpaHULIa MEXKIY TIEPBUYHBIM Y BTOPUYHBIM MOP-
¢oreHe30M pa3MbIBAETCS, HO MO COBEPIIEHHO WHOM
npuunHe, yeM y D. nivalis i D. daurica, He cBSI3aHHOI ¢
BO3BpallleHueM MopdoreHe3a K 3epKaabHO-IIOBOPOT-
HOIT cuMMeTpu. MBI HaOmomaeM HENpepbIBHBIN P
TepeXoIoB OT 0OPa30BaHUSI M3 BTOPOTO 3a4aTKa OTHOM
U-00pa3Hoii TpyOKM ¢ pacIIMpPeHHOM TUCTAIBHOU 30-
HOIT 10 oOpa3oBaHUs ABYX WK (4aiie) Tpex U-obpas-
HBIX TPYOOK 6€3 IUCTATLHOIO pacilvpeHust. B mepsom
cydae oOpa3yeTcsl BUIbYATHIN JIyd, a BO BTOPOM — JIBa
WIM TPU TIPOCTHIX JIyda. DTO TOBOPUT 00 MCUYEpIaHNU
HWICXOQHOI HOPMBI BTOPUYHOTO MOp(oreHe3a 3a4aTka 1
CTaHOBJICHUSI HOBOM HOPMbI, KOTJa M3 MEPBUYHOTIO 3a-
yaTKa pa3BuBaeTcsl U-obpa3Hasi TpyoKa 0e3 JUCTaIbHO-
TO PaCIIPEeHMs.

Hakonen, y Takux BunoB, Kak D. sibirica n D. nemo-
rosa, YCTaHABJIMBACTCsS HACTOSIIAs IIOCIEIOBATEIb-
HOCTb “CTauii HOpMaJIbHOTO Pa3BUTHS” CJIOKHOTO BO-
JIOCKA, YCTOMYMBasi HACTOJIBKO, UTO OHA JIaKe He 3aBU-
CUT OT BUIA pacTeHUs] U MOPGOJIOTMUECKOro THuIa
Bojiocka.  [TpocTpaHCTBEHHO-BpeMEHHOI  TTOPSIIOK
dopMupoBaHUs 3a4aTKOB CTAHOBUTCS, IO CYTU JEia,
HOPSIAKOM (DOPMUPOBAHMSI MECT, IIe OHM JOJLKHBI BO3-
HUKAaTb, 3aBUCSIIIMM OT (hOpMBI KJIeTKHU (puc. 7, 8). Bo-
JIOCKOBasl KJIeTKa TPMHUMAET CHavaia SIMIEBUIHYIO
¢opMy (TIepBbIil IEPBUYHLIN 3a4aTOK) (puc. 7, 6; 1), 3a-
TeM — BJUTUIICOMAHYIO (BTOPOM MEPBUYHBINA 3a4aTOK)
(puc. 7, 6; 2). I1epBblii 3auaToK (OOpaIlIEHHbIN K TTPOK-
CHMMAJIbHOMY KOHIIY JIMCTa) pa3BUBAeTCsI ObICTpee Ipy-
THX, HO 3aTO U paHbIIIe IPYTUX 3aKaHYMBAET CBOE Pa3BU-
THE, a BTOPOii (0OpallleHHbIH K JMCTaTbHOMY KOHIIY JI1 -
CTa) HEMHOIO OTCTaeT B CBOEM pa3BUTUM, HO 3aTO
(TouHee, MOATOMY) TTOJTYyYaeTCsl CaMbIM KPYITHBIM. BTo-
past mapa 3a4aTKOB pa3BUBAETCs B MOCJIEAHIO oYepeb
¥ TOJIbKO B TOM CJIy4ae, €CJIM PacCTOSHHUE MEXITy IIep-
BBIMU JIByMsI 3adaTKaMu OOJIbIIIE MUHMMAJIBHOIO pa3-
Mepa MepBAYHOrO 3a4aTka jyda. [Ipaktruecku oosi3a-
TEJILHOI SIBJISICTCSI TaKasl CTaaus pa3BUTHSI, HA KOTOPOiA
BO3HUMKAaET YeTKasi uepapxusi paiuyCoB KPMBU3HBI 30H
BOJIOCKOBOI KJIETKW: HAaMMEHBIIIUI paauyc UMeeT T10-
BEPXHOCTbH €€ MPOKCUMAJIBHOTO Kpasi, CACIYIOIINI 10
BEJIMYMHE PaIUyC KPUBU3HBI UMEET IIOBEPXHOCTD IPO-
TUBOMOJIOXKHOTO Kpasl KJIETKU, a HAauOOJIbIINI paanyc
MMEIOT YIaCTKM, JIeXKalle B INIOCKOCTU, TIEPIICHANKY-
JISPHOM TJIAaBHOW OCH CUMMETPHUM.

OcraeTcs, moXanyi, caMblii TPYIHBINA BOITPOC: TTO-
YyeMy BOOOIIIe BO3HUKAET OHTOT€HE3 BOJIOCKA 1 TTOYeMy
9BOJTIOLMSI OHTOTE€HE3a MPOUCXOIUT B OMMMCAHHOM Ha-
TIpaBJIeHUH, IPYTUMHU CIIOBAMHU, TIOYEMY BHI HE TOJIHKO
3aHMMaET OIpee/ICHHOE MOJIOXKEeHe Ha KpUBOM, 1300-
PpakeHHOI Ha pUC. 2, HO U IBUXXeTCsI Mo Helt? B 3ToM co-
CTOWT TJIaBHOE OTIMYNE OOBIMHOTO TIPEICTABIICHUS O
MOP(OTreHETUUECKHX OTPaHUYEHMSIX XOJa SBOJIOLINU
OT TOJIYYMBIIETOCS B 3TOI paboTe pe3yJibTara.

EnvHCTBEHHBIM CJIEACTBMEM BO3HMKHOBEHUSI U
SBOJIIOLIMMA OHTOT€HE3a BOJIOCKA, KOTOPOE MOIJIO Obl
METb OMOJOTMYECKUIA CMBICII, SIBJISIETCSI HEKOTOpasl

YEPJAHIEB, TPUTOPBEBA

Mopdoaorndeckas: cradrmzanus. M3MeHdInBocTh co-
XpaHsIeTCs, HO YITPOLLIAETCS — YMCIIO e HalpaBIeHUI y
TaKUX BUOOB, KakK D. nemorosa u D. sibirica, cyliecTBeH-
HO YMEHBIIIAeTCsI IO CPABHEHUIO C TAKUMU BUIAMHU, KaK
D. daurica, D. incana v D. borealis. OObIMHO CUUTAETCS,
YTO B 3TOM U COCTOUT OCHOBHAs1 (DYHKIIUSI OHTOTEeHE3a,
BO3HMKAOIIAS TTOJT IeHCTBUEM CTAOMIIM3UPYIOIIETO OT-
6opa (IlImaineraysen, 1946; IumkuH, 1984; Wadding-
ton, 1949). [laxke ecnu 1OMyCTUTh, YTO CTAOWUIU3UPYIO-
LU OTOOP — IOCTATOYHOE YCIOBUE BOBHUKHOBEHUST 1
SBOJIIOLIMM OHTOT€HE3a, TO U3 HAIlIMX JAHHBIX CIICIYET,
YTO OHO He SBIIIETCS HEOOXOMMMBIM, TaK KaK HEJIb3s
BCEpbE3 paccyXaaTh 00 aTaTUBHOM IIEHHOCTH KOH(MU-

Typaluu JIy4yeu.

Bosee peanncTIHON TpeACTaBIsSIeTCs] TUIIOTE3a O
TOM, YTO HaOJIIOJaeMBbIi X0/ 3BOJIIOLIU SIBJISIETCS] KOP-
peIITUBHBIM 3(h(eKTOM JIF000T0 0TOOpa, ASHUCTBUE KO-
TOPOTO CBSI3aHO C YMEHBIIIEHUEM YIIEIbHOU CKOPOCTH
pocTa Kj1eTouHoit noBepxHoct. CKOpocTb pocTa 000-
JIOUKH 3aMeUIIeTCsT OMHOBPEMEHHO C POCTOM BEJ M-
Hbl Moayst FOHra (MapteiHOB, 1982) u3-3a ynopsinoue-
HUSI BCTpaMBaOILIMXCSl B Hee (UOPUIUT LICJITIONO03bI, 1
€CIIM 3TO YHOpSIIOYeHUEe MAeT OBICTpee, TO IUIOIIANb
000JIOUKM OBICTpee yTpauMBaceT CITOCOOHOCTh KaK K
YIIPYTOMY PacTSDKEHUIO, TaK U K aKTUBHOMY M3MEHE-
HUto popmbl. OMHAKO HE BUAHO OMOJIOTMYECKUX TTPH-
Y1H, TT0 KOTOPBIM OTOOP MOT OBI JOJITO IEHCTBOBATH B
OIIHOM U TOM K€ HaIlpaBJIeHUM, TTIOCKOJIbKY B Mpeaeiax
pona Draba BO3HMKAIOT caMble Pa3HOOOPA3HbIE KU3-
HeHHbIe hopMbl (Ipuropnesa, 2006, 2008).

OcraeTcs eAMHCTBEHHASI JIOTMYeCKast BO3MOXXHOCTb,
BrepBble ykazaHHast Kpecmasckum (1991). HampagpieH-
Hasl 9BOJTIOLIYSI MOXKET OBbITh CJISACTBMEM HaIIpaBJIeHHO-
IO HAKOIUIEHUsI pa3HOHAIIPaBIeHHbBIX (IYKTyalii OT-
Oopa. D10 O3HayaeT, YTo MopdoreHe3 MpeACTaBIIsSICT
CBoero poaa (pUIBTP WM KJlallaH, KOTOPBIA IPOIYCKAaeT
TOIBKO (MIIYKTyall OMHOTO M TOTO 3Ke 3HAaKa — B MeXa-
HUKE 3TO Ha3bIBaeTCsI HErOJIOHOMHOM cBsI3bI0 (IaHTMa-
xep, 1966). UMeHHO Tak, 6e3 NPUBJIEYEHUS CEIEKIMOH-
HBIX TUITOTE3, MOXXHO OOBSICHUTH CTOJIb Pa3HbIe, Ka3a-
JIOCh OBl, SIBJICHMSI, KaK BO3HUKHOBEHUE IOMMHAHT-
Hoctu (KpecnaBckuii, 1991) wim Xxe cMmelligHUe TIpu-
3HAKOB (DOPMUPYIOIIEHCS CTPYKTYPhI Ha OoJiee paHHUE
atansl ee popmupoBanust (Cherdantsev et al., 1996) —
OIIMH M3 CaMbIX PaclpoCTpaHEHHBIX MOIYCOB 3BOJIO-
LMY OHTOreHe3a.

11 MopdgoreHe3a BOJIOCKOB TAKMM (DUJIBIPOM WA
KJIallaHOM SIBJISIETCSI MEXaHMKa B3aMOJEHUCTBUS Tep-
BUYHBIX 3a4aTKOB Jydeil. HarmoMHuM (mmoapoOHee cM.:
Yepnanues, [puropsesa, 2010), 4To 3a4aTKU SABISIOTCS
aKTMBHBIMU 000JI04KaMU, KOTOpPbIE HE MPOCTO PacTsi-
TUBAIOTCS TIOJT ICMCTBMEM BHYTPEHHETO NaBJICHMS, HO
aKTUMBHO YBEJMUYMBAIOT CBOIO TUIOILAIb 3a CUET BCTpau-
BaHWS HOBBIX CTPYKTYPHBIX 2JIEMEHTOB. B monosHeHue
K CUJIaM YIpyroro (paguajibHOIO) pacTSLKEHUsI BHYTPU
000JI04YK1 BO3HUKAIOT CUJIbl aKTUBHOTO (TaHT€HIIUAJIb-
HOTO) JaBJIeHUSs, U MEXITY YBETMYEHUEM TUIOLLAAM T10-
BEPXHOCTH U POCTOM €€ KPUBU3HBI BOBHUKAET HE OTPU-
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naTebHasl, Kak B OOBIIHOM YITPYToi 000JI0UKeE, a IOJI0-
JKUTeJIbHasi OOpaTHasl CBSI3b.

W3 31Or0 00I111eTO MOJOXKEHMS CISIYeT, YTO MEXaHM -
YecKoe paBHOBECHE JIByX C(peprUUeCcKrX 3a4aTKOB C paB-
HBIMM paauycaMy HeycronunBo. Kpast omHoro 3ayaTka
YIIMpPAIOTCA B Kpas APYroro, v €CIv paauyc OIHOIO U3
HUX CJIydaiiHO YMEHBIIIAeTCsI, TO MPU MEXaHUYeCKOM
PaBHOBECHH PagUdyC APYIOro 3a4aTka YBEIMYMBACTCS.
W3-3a yBemueHNST OTHOIIIEHMS TTOBEPXHOCTH K 00BEeMY
B MEHbIIIEM 3a4aTKe COOTHOILIEHUE NEWCTBYIOIIMX Ha
HETO CWI CABUTACTCS B IOJIB3Y CWI TAHT€HLIMAILHOTO
IaBJIeHUS M ero cpeprueckast popMa paHbIlle yTpadu-
BaeT YCTOMYMBOCTb — OH OyAeT nepexoauTb K U-obpa3s-
HoI1 (hopMe paHbllle, YeM OoJiee KPYITHbIA 3a4aToK. Ha-
MIPOTUB, ITIOBEPXHOCTb 0o0Jiee KPYITHOIO 3adaTKa M3-3a
0o0Jiee HU3KOT'O OTHOILIIEHHS TOBEPXHOCTH K 00BbeMy Oy-
JIeT pacTsArMBaThCsI CWJIaMU BHYTPEHHETO JaBJICHUS Oe3
BO3HMKHOBEHMSI AKTUBHBIX HaMpPSDKEHUI, OCTaBasICh
cepryecKoil TTOBEPXHOCThIO, M TIOTEPSICT YCTOWYM-
BOCTb IO3Xe.

TakuMm oOpa3zoM, pasneieHue OBYX 3a4aTKOB Ha
“ObICTphIA” (OOJIee MeENKUWil) U “MemIeHHBIN” (Ooiee
KPYITHbII) MPOMCXOAUT ECTECTBEHHO, ITyTEM caMoopra-
Huzauyu. IToHsITHO TakoKe, 4YTo OoJsiee KpYITHBIN pa3Mep
“MeIJICHHOrO” 3a4aTKa YBEJIMYMBAeT BEPOSITHOCTh 00-
pa30oBaHMs M3 HETO He TPOCTOi, a pacimmpeHHoi U-00-
pa3HOU TpPYOKHU, CIIOCOOHOI KO BTOPUYHOMY BETBJIC-
Huto. B To e Bpems1 oba 3auaTka pa3BUBAIOTCS B €IM-
HOM BpEMEHH, YTO YMEHBIIIAET BEPOSITHOCTh MX
3EpPKaJIbHOM IyTUTMKALIVHA.

OT0 00BSICHSIET, HATIPUMED, TOYeMY 3a4aTKH BTOPOU
maphbl Jydeil oOpa3yloTcsl TOJIBKO Iocie 0GOpPMIICHUS
MEPBHIX IBYX 3a4aTKOB. Ha “sitiieBumaHoNM” cTannuy pas3-
BUTHS TIEPEXOIHAS 30HA MEXIY JABYMS TTOJIIOCAMU UME-
eT Takylo ¢GopMy, KOTopasi HoJapa3syMeBaeT aHU30TPO-
MUIO YIIPYTUX HATIPSDKEHUI, a 3TO IPEMSITCTBYET BO3-
HUKHOBEHMIO B HEll HOBBIX chepUUeCKUX 3a4aTKOB 10
TexX Top, TMOKa 3TU MoJiIoca He cTaHyT U-ob0pa3HbIMU
Tpyokamu. [lomydaercst, 4To MexaHMKa MopdoreHesa
KJIETOYHOI MOBEPXHOCTH 3aKJIIOYAET B ceOe MpaKThye-
CKM MOJIHYIO IPOrpaMMy 3BOJIIOLIMY OHTOIeHe3a, KOTO-
past IIPOCTO pa3BOpaYMBaECT IIPOCTPAHCTBEHHBIC pa3jii-
4K B BUIE BpEMEHHOM cepruy MOP(MOJIOrMYeCKUX U3Me-
HEHUIA.

[umore3a HampaBJI€HHOIO HAKOIUICHMSI pa3HOHAa-
MpaBJIeHHbIX 2(h(heKTOB OTOOpa BITOJHE YIOBIECTBOPH-
TeJIbHO OOBSICHSIET KaK BOSHMKHOBEHIE OHTOIeHe3a BO-
JIOCKa, TaK U TAJIbHEUIINIA X0/ ero aBotoLuu. [Ipuypo-
YEHHOCTh €€ OTalloB K OMpelec/ieHHbIM BHIaM He
SIBJIICTCSI CJIyJailHOII TOJBKO B OTHOM OTHOIICHMU.
DBOJIOLMSI OHTOTEHE3a NOJKHA 3aXOIUTh JaIbIIE B TEX
rpynmnax, TpeacTaBUTEISIM KOTOPBIX Yallle MPUXOau-
JIOCh CTAJIKUBAThLCSI C MI3MEHEHHEM HarpaBJICHMSI OTOO-
pa. Micxons 13 TOro, YTo M3BECTHO 00 3BOIIOMM XKI3-
HEHHbBIX (DOPM KPYITOK, UMEHHO K TaKO IpyIirne BUI0B
otHocsaTcs D. nemorosa u D. sibirica — oqyH BUIL TIpeI-
CTaBJISIET MOHOKAPITMYECKYIO, APYTOi — MHOTOJIETHIOIO
KM3HEHHYIO (hopMYy, 1 00a BUIa OOJIBILIE BCETO, XOTS 1 B
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pa3HbIX HapaBICHUSIX, YIAISIOTCS OT BOJIOLIMOHHO
HMCXOJTHOM XKM3HEHHOM (DOpMBI MpencTaBuTeNeit poaa
Draba (Ipuropnesa, 2008).

HaubGonee BaxkHBIM HaM KaxKeTcsl TO, YTO MaTepya-
JIOM 3BOJIIOLIMM BOJIOCKOB CJIYXXWUT BHYTPU-UHIVBUILY-
ajIbHast UBMEHYUBOCTh, UICTOYHUKOM KOTOPOI SIBISICTCS
cama ITI0 cebe MexaHMKa MopdoreHe3a BOJOCKOBBIX
KJ1IeTOK. Takast UBMeHYMBOCTbh 3aBUCUT MCKITIOUUTEJIBHO
OT TEOMETPUM ABVIKECHUSI KJIETOYHOM MOBEPXHOCTU, U
BO3HMKAET ITOJIHBII CITEKTP MePEX0I0B MEXIY BHYTPH-
VHIUBUAYAIGHBIMIA M TAKCOHOMUYECKUMMU Pas3INUMsI-
MU, 1U3-3a 4ero, COOCTBEHHO, U YIAETCS PEKOHCTPYUPO-
BaTh XOJ, BOJTIOLIVI.

ITpu camoit HU3KOI yIeTbHOU CKOPOCTH aKTUBHOTO
pocTa Hapy>XHOU IMOBEPXHOCTH BOJIOCKOBON KJIETKU
(He3aBUCHMO OT €€ pa3Mepa) U3 Hee pa3BUBAIOTCS TTPO-
CThIe BoJIocku. Yallle Bcero oHM 00pa3yroTcst Ha MaKCH-
MaJIbHO “KPUBBIX~ TIOBEPXHOCTSIX OPraHOB PaCTCHUS —
Ha cTebJie U 3aKpanHax JIMCTOBOM TUIACTUHKU, TAE BO-
JIOCKOBbBIE KJIETKM UMEIOT aHU30TPOMHY0 (hopmy (Yep-
nmanueB, IpuropeeBa, 2010). I1pu Takoit aHM30TpOIIMNI
TMOBEPXHOCTb OKa3bIBaeT O0Jiee CUIIbHOE MaCCUBHOE CO-
MPOTUBJICHUE Pa3lyBalOIleMy €€ BHYTPEHHEMY JaBJie-
Huto. B naHHOM ciyyae opraHocneuuguyeckue, T.e.
BHYTPUMHIUBUAYAIbHbBIE, PA3IN4YMs BOOOIIE HE TpeOy-
I0T COOCTBEHHOM TE€HETMYECKOH AeTepMUHALIMU, TaK
KakK JOCTaTOYHO TeHETUYECKU AeTePMUHUPOBAHHBIX
paznuuunii popMbl OpraHOB, Ha KOTOPBIX Pa3BUBAIOTCS
BOJIOCKOBBIE KJICTKMU.

Ecim ynmenapHast CKOPOCTH POCTa BO3pAcTaeT, TO
JOJDKHBI BO3HUKATh CHavYaIa BUWIBYATHIE, a 3aTEM CIIOXK-
HbIe BOJIOCKM — TakKKe B MpeaesaX BHYTPUUHINBUIY-
abHOUW WM3MeHYMBOCTU. Ilepexom BHYTPUWHIMBUIY-
ITBHBIX PA3IMUNA B TAKCOHOMWYECKHE Pa3TUIUs TECHO
cBsizaH ¢ (hOPMUPOBAHMEM OHTOIeHe3a, Korma opMma
obpasyeTcs ITyTeM JIMHEHHOW ITOCIeIOBaTeIbHOCTH
npeoOpa3oBaHuii (ITOCEAYIOIIME COOBITUS SIBJISTIOTCS
“JIOrMYeCcKUM CJICACTBMEM”’ MPEIIIECTBYIOIIMX 10 Bpe-
MEHU COOBITHIA), TTOMIAIOIIEICS TeHETUIECKOMY TIPO-
TpaMMHPOBAHUIO.
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Morphogenetic Bases and Parametric System of Trichome Evolution
in Plants of the Genus Draba L.

V. G. Cherdantsev and O. G. Grigor’eva

Moscow State University, Vorob’evy gory, Moscow, 119899 Russia
e-mail: arnosnew@mail.ru

Abstract— Using quantitative morphological analysis of light microscopy data, the normal variation of tri-
chome morphogenesis is studied in six whitlow grass species (Draba L.) and the morphological variation of
adult trichomes in 11 species. The evolution consists in the transition from a radial morphogenesis pattern to
bilateral and replacement of complex (branched) trichome rays with simple (unbranched) rays. A parametric
system is constructed for classification of the ray morphology; this system includes two parameters—the ratio
of the numbers of complex to simple rays, characterizing the probability of secondary branching of primary
buds, and the number of primary buds, characterizing the probability of primary branching on the surface of
the trichome cell. In this parametric space, all of the studied species fit well a third-order curve consisting of
two ascending branches displaying a positive correlation between the primary and secondary branchings and
a descending branch, located between them, where the primary and secondary branches are negatively cor-
related. The deduced evolutionary direction is almost independent of the size of the trichome cells and is ex-
plained exclusively by the mechanics of morphogenesis: acceleration in the development of the primary bud
of the ray decreases the probability of its own branching and creates additional elastic extension of the cell
surface, preventing other buds from branching. The morphogenesis itself appears to be a mechanically non-
holonomic system, filtering in a selective manner the fluctuations of the same sign, which explains the direct-
ed pattern of its evolution. In the evolutionarily initial state, trichome ontogenesis is absent because its mod-
ules (primary buds) are formed by a mirror duplication. The ontogenesis commences when mirror symmetry
in the formation of modules is lost and replaced with an axial pattern; thus, the change in the morphological
type of buds is a direct consequence of the emergence of ontogenesis and its further evolution. Its main ma-
terial is intraindividual variation, the only source of which is the mechanics of morphogenesis itself. It is
found that morphological evolution can take place at an initially zero heritability and zero adaptive value of

morphological differences.

Key words: morphogenesis, evolution, self-organization, intraindividual variation, cell membrane, genus

Draba L., unicellular trichomes, branching
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