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OCOBEHHOCTY ONYLUEHUS TINCTOBOMN NJIACTUHKU
Y PACTEHUU CEBEPHbIX NONYNALNUA ARABIDOPSIS LYRATA
SUBSP. PETRAEA U ARABIDOPSIS THALIANA

T. C. Hukonaesckas, 0. M. depnopeHko

UHcTuTyT GUonorum Kapesnbsckoro Hay4yHoro ueHTpa PAH

[Moka3aHO CyLeCTBEHHOE pa3nnyne Mexay oBymMms sugammn pona Arabidopsis no xa-
pakTepy OnyLweHns pO3eTOYHOro INCTa pacTeHUIN CeBEPHbIX nonynaumin. B nonyna-
unmn A. I. petraea onyweHne nucta OTCYTCTBYET, YTO BbI3BAHO MyTaumen perynsarop-
HOro reHa GLABROUS 1. Y pacteHnii nonynaunii A. thaliana Ha apakcnanbHOW anu-
AepMe nncTa BCTpevanocb TpU TvNa TPUXOM: NMPOCTble (O4HONYHYEBbIE); BUbYaTbIe
(aByxnyyeBble) U TpexiydyeBble. BHYyTpuUnonynsuMoHHbIE pPa3nnymns BbiSIBIEHbI MO
4acToTe TPeX TUMOB TPUXOM, MEXNONYNALNOHHbIE — TONILKO MO YaCcTOTE BUIbYATbIX
TPUXOM. BbICOKMIA ypOBEHb MoAuMopduamMa, O0COOEHHOCTU TFEeHEeTUYEeCKOoro
pa3Hoobpa3ns U pacnpeneneHnsa TPUXOM Ha SNMAEPME N ee 30HaX XapakTepuayioT
pasnmMyns eCTECTBEHHbIX KOHTUHEHTAIbHOM M OCTPOBHbLIX NONYASLNA. YCTAHOBNEH-
Hble Pa3nMyna CBs3aHbl C FreHETUYECKMMIN pakTopaMmn 1 BANSHMEM YCIOBUIA NPON3-
pacTtaHma Ha dopmumpoBaHme nonynsaunii Arabidopsis, HaXOAAWMXCS Ha OKpauHe
apeana Bupa.

Kntio4deBbl e cnoBa: Arabidopsis thaliana, Arabidopsis lyrata subsp. petraea, Tpu-
XOMbI, MOP®ONOrns, reHeTnieckoe pasHoobpasne, ceBepHbIe NONyAALUN.

T. S. Nikolaevskaya, O. M. Fedorenko. THE LEAF TRICHOME MORPHOLOGY
FEATURES OF TWO ARABIDOPSIS PLANTS (A. LYRATA SSP. PETRAEA
AND A. THALIANA) IN NORTHERN POPULATIONS

The main distinction between two species of Arabidopsis in leaf trichome production of
plants in northern populations is shown. The lack of leaf trichomes in the A. I. petraea
population is caused by a mutation in the regulatory gene GLABROUS1. Plants of A.
thaliana populations had three types of trichomes on the adaxial epidermis:
unbrancheed, two branched and three branched. Within-population differences
concerned the frequency of each of the three trichome types, but interpopulation
differences - only the frequency of two branched trichomes. The high level of
polymorphism, peculiarities of the genetic diversity and trichome distribution across the
epidermis and its zones characterize the distinctions between the natural continental
and insular populations. The established distinctions are connected with genetic factors
and the environmental conditions that influence Arabidopsis populations structure at the
northern limit of the species range.

K ey words: Arabidopsis thaliana, Arabidopsis lyrata subsp. petraea, trichome,
morphology, genetic diversity, northern populations.
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BBepeHune

KneTtkn annaepmbl MHOTMX pacTeHUn obpasy-
0T pasfinyHble Hapy>XHble BbIPOCThI, Tak Ha3bliBae-
Mble TPUXOMbI, U BOJNIOCKWU, KOTOPbIE BCTpeva-
IOTCSl HA BCEX YacTHAX LBETKOBbIX PACTEHUI N MO-
ryT OblTb KakK JO/ITOBEYHbIMU, TaK 1 3pemMepHbIMU
[Atnac..., 1980; Tyrawk, 1980]. Mopdonorus
TPUXOM pa3HoobpasHa: BCTpeYalTcs OOHOKIe-
TOYHbIE N MHOIOKJIETOYHbIE BOJIOCKN, BETBUCTLIE U
MpoCTble, OAPEBECHEBLLUNE U XUBble — PU3N0SO-
rMYyeckmn akTUBHbIE. PasmMepbl KPOKOLWMX 1 Xenesn-
CTbIX BOJIOCKOB BapbuPYIOT B 3HAYUTENbHbIX Mpe-
nenax: OT HECKONbKUX MWKPOHOB A0 HECKOJIbKNX
CaHTUMETPOB. TPUXOMbl TUMNWYHbLI ANs onpege-
JNIEHHbIX BUOOB, POLOB M CEMEWNCTB, OHU LLUMPOKO
MCMOJb3YIOTCA KaK ANarHoCTUYECKMIA NoKasaTerb,
B CBSI3M C YEeM MNPU3HaKy ONyLIeHus npuaaeTcs
camMoOe CyLleCTBEHHOE 3HayeHne B TaKCOHOMUU
cemeincTBa Brassicaceae v OTMevaeTCs 3Hauu-
TeNbHbIN BHYTPBMOOBOMN nonmmMmopdunam

[Beilstein et al., 2006]. Buonornyeckoe 3Ha4yeHue
TpMXOoM, OYHKUMM 1 aganTMBHaAs LEHHOCTb HEOA-
HO3Ha4Hbl. B 4yaCcTHOCTW, y paCcTeHMn cemMmencTea

Puc. 1. Tpuxombl popa Arabidopsis:

Brassicaceae TpyxoMbl CAyXaT opraHamm, Nornio-
LWALWMM1 1 NCNapsiowmMm BO4y, OTPaXKaloLm-
MW CBET Ha MOBEPXHOCTW NUCTa UM NpPensiTcT-
BYIOLLLMIMUW MOBPEXAEHNIO HACEKOMbIMU; UX PUno-
reHnst xopowo un3ydeHa [O’Kane, Al-Shehbaz,
20083; Beilstein et al., 2006].

Tpuxombl poaa Arabidopsis OTHOCATCA K TUMY
KPOIOLLIMX BOJIOCKOB M NPeacTaBnsiioT cobon oa-
HOKJIETOYHbIE, PEAKO MHOMOKIETOUYHbIE BbIPOCThI
annaepManbHbIX NOANNAONAHBIX KNeToK
[Haughn, Somerville, 1988; Marks, 1997;
Schwab et al., 2000]. OHn BCcTpevaloTCca NpakTn-
4yeckn Ha Bcex opraHax pacTteHuin. Kak ny 60nb-
wmnHcTBa Brassicaceae, Tpuxombl Arabidopsis —
3TO pasBeTBfIEHHbIE WKW OJHOCTebenbYaTbie
KJIETKN C YTONLLEHHOW KNETO4YHOM CTEHKOW U Na-
NUANAPHON KyTukynon (puc. 1). OcHoBaHmne Tpu-
XOMHOW KNEeTKN OKPYXEHO OOHMM CNOEM KNEeTOK,
OT/IHaOLWNXCA OT APYrnX anuaepmMalbHbIX Kie-
TOK MNPSMOYrofbHOWM ¢GOPMON. TpPUXOMbI pPaHo
andodepeHUmnpyloTCcs U3 OTAEeSbHbIX NPOTOoLEp-
MasibHbIX KJIETOK B MPOLLECCe pa3BuUTUS anNuaep-
Mbl INCTbEB 1 cTebnen BuaoB poaa Arabidopsis
N pa3MeLlalnTcsa Ha agakcuanbHOM, pexe abak-

A — npocTble, Hepas3BeTBNeHHblEe; b — ¢ ABymMsa n B — ¢ Tpems
BUOUMbIMUY pa3seTeneHusamu [Schnittger, Hillskamp, 2002]




CuanbHON MNOBEPXHOCTAX JNIMCTOBOW MAACTUHKMN
WM N0Kanmn3ylTCs Mo ee Kpako U1 B LLleHTPe BAONb
xunok [Larkin et al., 1996].

N3y4yeHne reHeTM4eckoro KOHTPOAS UHULVN-
poBaHUSA U pas3BUTUA TPUXoM Arabidopsis no-
3BOSMIO  BbIAENUTb WECTb [PyNn FEHOB:
GLABRA1 (GL1), AtMYB23, GLABRA2 (GL2),
GLABRA3 (GL3), ENHANCER OF GLABRAS3
(EGL3) n TRANSPARENT TESTA GLABRA1
(TTG1) [Larkin et al., 1993; Payne et al., 2000;
Kirik et al., 2001; Ohashi et al., 2002]. MHorue
M3 3TMX FEHOB TakXe BOBJIEYEHbI B Pa3BUTUE BO-
JIOCKOB KOPHS.

lFeHbl GL1 n AtMYB23 — perynatopHble, KOou-
pytloT dakTopbl TpaHckpunuun RZ2R3-MYB-Tunna.
Pesynbtat myTaumin B GL1 — OTCYTCTBUE TPUXOM
Ha MOBEPXHOCTU NUCTA, HO OHW HEe 3aTparveaioT
pasBuTUE BOMOCKOB KOpHs [Larkin et al., 1993].
FeH AtMYB23 ¢yHKumMoHanbHO ¢ GL1 perynupyet
pa3BuTne TPUXOM Ha Kpasx aucTta. lNotepsa QyHk-
umn AtMYB23 Takxke npuBogut K gedekrtam B
MopdoreHese TpuxoM [Perazza et al., 1999; Kirik
et al., 2001]. Kueumsiku ¢ coaBtopamu [Kivimaki
et al.,, 2007] noka3anu, 4TO MyTauMm B Hayane
TpeTbero ak3oHa reHa GL1 (no kpariHen mepe o
no3vumm 96 Hykneotuga) y pacteHun A. lyrata
LWIBEACKUX U HOPBEXCKUX MONyNsuMA MPUBOAST
K OTCYTCTBUIO TPUXOM. Takme pacTteHms 6e3 ony-
weHns Gosblle MoBpexpalnTcs TpaBOSOHLIMN
HaCeKOMbIMM MO CpaBHEHMIO C 0cobsaAMM, Npoay-
UMPYIOLLMMN  TPUXOMbI. Pe3ynbTaTbl U3yyeHust
koaupytowein obnactu GL1 no3Bonunu aBTopam
NPeanonoXuTb, 4TO He3aBUCMMblE MyTaLuun B
STOM PEerynaTtopHOM reHe o6ecneymBaioT OCHOBbI
ONs napannesibHON 3BOJIIOLUN CHUXEHUS YCTOM-
YMBOCTU K TPABOSIAHBIM HACEKOMbIM B PA3JINYHbIX
nonynsauuax A. I. petraea v y poACTBEHHOIO emy
Buaa A. thaliana. Mogo6HbI NonMmMopdmn3m aBTo-
pbl paccMaTtpuBaloT Kak afanTUBHYIO peakLmio
OpraHM3mMoB, BO3HMKLUYIO B XOA4e 3BONIOLMM BUAA
OVBEPreHTHbIM MyTEM.

eH GL2 Taioke koaupyeT dhakTop TpaHCKpUnumm
1 HeobxoaMM A1 HopMasibHOro MopdoreHesa Tpu-
xoM. OH perynupyeT pacnpegeneHne Tpuxom ro
MOBEPXHOCTM NINCTA Y pacTeHuin poaa Arabidopsis.
MyTaummn B 3TOM JIOKyCe NPUBOAAT K HENPaBUbHO-
MY Pa3MELLIEHMIO N Pa3BUTUIO TPMXOM, MPU KOTOPOM
OONbLUMHCTBO TPUXOM HE PA3BETBASETCS U UMEET
€OVHCTBEHHYIO BETBb [Rerie et al., 1994; Szymanski
et al., 1998]. N'MBpnamsaums in situ nokasana, 4ToO
reH GL2 akcnpeccupyeTcs B TpyxOmax npapoau-
TENbCKUX KJIETOK U onpeaenseT npouecc ux ¢op-
MupoBaHusa [Gao et al., 2008].

MyTaummn B GL3 mnmeloT manoe BAUSIHME Ha
VHUUVMMPOBAHUE TPUXOM U CUJIbHOE BIINSIHME Ha
VX pasBeTBfieHMe, pa3mep knetkn [Payne et al.,
2000; Szymanski, 2001; Gao et al., 2008]. l'eH

EGL3 ¢dyHKumoHanbHo cBsizaH ¢ GL3. MyTtauun
B EGL3 ymMeHbLUAOT YNCIO TPUXOM U X pa3BeTB-
neHne, a MyTaHThl gI3, egl3 npoaBnalT GeHoTUN
¢ rmagkum nuctom [Oppengeimer et al., 1997].
Bblnn MaeHTUOULMPOBaHbI TakXe MyTauum, KOTo-
pble paspyLUUTENbHO BAUSIOT HA UHULMMPOBAHNE
TPUXOM, UX pa3BUTME, PACMONIOXKEHWE, MIOTHOCTb
1 MOpPdONOrmio.

B uenom BbioeneHo 6onee 15 reHoB, BOBne-
YEHHBbIX B PEFYIMPOBAHNE PA3BETBAEHUNIA TPUXOM.
dopma BeTBNeHus y Arabidopsis HacnenyeTcs Kak
NOSIFEHHbBIN NPU3HAaK C OTHOCUTENBHO HN3KOWN Ha-
CnefyemMoCTbiO U3-3a HeagaAUTUBHOCTU B3avMO-
DelncTBUA FTeHOB U CUIbHOMO BAUSHUSA CPenoBOW
komMmnoHeHTbl [Oppenheimer et al., 1997]. KnoHun-
poaHue ZWICHEL (ZWI), ANGUSTIFOLIA (AN)
n STICHEL (STI) reHOB yka3bIBaeT, 4TO B HGOpMU-
pOBaHUN pPa3BETBAEHUI OOMbLUYID POJib UrpakoT
MUKpPOKaHasbLbl LIUTOCKENEeTa, CBA3aHHbIE C pe-
rynaumMen  KnetodHblXx  genenwunr  [Schnittger,
Hiilskamp, 2002]. CoBpeMEHHbIE rMNoTeE3bl O KOH-
Tpone KIEeTOYHOro MopdoreHesa yTBEPXAAIOT,
4YTO POCT KINETOK HaxoAMTCA B MPSMON CBA3U
C NPOTEMHOM UMTOCKENeTa U BMOCMHTE30M MUK-
podumbpunn KkneTo4yHon cTeHkn [Oppengeimer
et al., 1997; Szymanski, 2001; Pesch, Hiilskamp,
2011]. BO3MOXHO, 4TO NPOAYKT JIOKyca, KOHTPO-
nmpylowero Mopdonorvio  TPpUXOM, SIBNSETCS
KOMMOHEHTOM uuTOCKeneTa. Hanpumep, DIST
n DIS2 moryt koguposaTtb cneunduky MUKpPoTpy-
0O04YeK, KOTOpblE CMHTE3NPYIOTCHA B KjleTkax Tpu-
xoM. [locnegHnn acnekT NOATBEPXAAeTCs UAEH-
Tudukaumern cuamckoro mytaHTta Arabidopsis ¢
MHOrOKeTOYHbIMU TpuxomMamm [Haughn, Somer-
ville, 1988].

HeobxoaMmMo OTMETUTb, 4YTO, HECMOTPS Ha
NnoapobHO M3YYEHHYIO FEHHYIO PErynsaumio Mop-
doreHesa Tpuxom y Arabidopsis, BONPOCHI Mony-
NAUMOHHON M3MEH4YMBOCTU MpU3HaKa y ecTecT-
BEHHO Nnpouns3pacTaolyx pacTeHNn CeBepPHbIX Mo-
nynauuin 3aTparmealoTcs penko. B ¢Bs3u ¢ 9Tum
uenblo Hawen paboTbl SBUIOCH CPaBHUTENIbHOE
MOPHOMETPUYECKOE UCCNEeA0BAHME OMyLUEHUS
nmcta  y  pacteHun M3 nonynaumn  poaa
Arabidopsis, pacrnonoXeHHbIX Ha CEBEPHON rpa-
Huue mx apeana. Msydanuce ocobeHHOCTM ony-
LEHNS Ha MOBEPXHOCTU JIMCTOBOW MAACTUHKA U B
OTAENbHBLIX ee 30Hax (anwukanbHol, 6a3anbHON U
natepanbHON) y ABYX BUOOB Arabidopsis, a Takxe
XapakTep BHYTPUMONYASLMOHHOIO pasHoobpasms
Nno 9TOMY NPU3HAKY.

MaTtepunanbi u meToabl
Arabidopsis thaliana (L.) Heynh. — gunnoua-

Hoe (2n = 10) camoonbINsOLWEECS pacTeHne U3
cemeincTtBa Brassicaceae, umelowee HebONb-
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wow pasmep reHoma (okono 100000 kb nnm 125
MJIH Nap HyKJeoTUaoB), C HU3KOW AONEN BbICO-
konosTopswouwenca AHK. PacteHne ogHoneTHee
Wnn OByneTHee O3MMOro Tuna. XapakTepHble
MecTta obuTtaHma apabupgoncuca B Kapenum,
TEPPUTOPUSA KOTOPOW NpUHAONEXUT K 30He
KpanHen CeBepHOW rpaHuubl apeana 3TOro Bu-
na, — ckanbl ¢ 6egHbIM MOYBEHHbLIM MOKPOBOM,
B cooOLEecTBE C TUMWUYHOW CKaNbHOM pacTu-
TENbHOCTbIO. B Takmx NpUrpaHuyHbIX pamoHax
nonynsuMnu UCMNbITbIBAIOT JdaBieHne Hebnaro-
NMPUATHLIX ONS BMOA 3KOJOMMYeCKUX YCNOBUIA.
MccnepoBanuchb pacTeHus Tpex NPUpOoaHbIX No-
Nynsunn: OBYX WU30NIMPOBAHHLIX, PaCMOOXeH-
HbIX Ha ocTpoBax OHexckoro osepa Pagkonbe
n bonbwon Knumeuxknmin, n OQHON KOHTUHEH-
TanbHOW B npuropoae Meagexberopcka. Janee

B TeKCTe BCe nonynadaumnmn Ha3BaHbl MO MECTY
pPacnosioXeHus.
Arabidopsis lyrata subsp. petraea (L.)

O'Kane, Al-Shehbaz. — gunnongHbin (2n = 16)
NnepekpecTHOONbLINAILWNACA BWUL CeEMeNncTBa
Brassicaceae ¢ OTHOCUTENbHO HEOONbLLUUM re-
HOMOM (okosnio 207 MnH Nap HykneoTnaos). Pas-
Mep gunnouagHoro reHoma A. [. petraea, onpe-
OENEeHHbIA C MOMOLWbID MeToaa MPOTOYHOMN
umtomeTpumn, coctasnger 0,46-0,51 nr n npwu-
6/1M3NTENbHO B ABa pa3a NpeBbILaeT pasMep
reHoma A. thaliana (0,23-0,29 nr) [O’Kane,
Al-Shehbaz, 2003; Clauss et al., 2006].
A. |. petraea — MHOroneTHee TPaBAHNCTOE pac-
TeHue, obpasyouiee HebonblUNe PO3eTKU, CO
cnabo o6NNCTBEHHLIMU PENPOAYKTUBHLIMWU MO-
6eramu BbicoTOl okono 10-20 caHTUMETpPOB.
Mccnegyemas Hamu nonynsiums  Haxoawunacbh
B Npuropoge MenBexberopcka Ha KpyTbiX Mec-
YyaHbIX OTKOCax pekun Kymca.

[na aHannu3a NUCTOBOW MNACTUHKM CEMEHa
pacTeHUli BCEX YETbIPEX UCCEeayeMbIX MOonyns-
UM BbiCEBANM B MOYBY M AopalivBanuv B ycTa-
HOBKE C JIIOMUHECLEHTHbIMW namMnamu npu Tem-
nepatype 21 °C 1 KpyrnocyTo4HOM OCBELLEHNN
[0 MosBNEHNS NOJIHOLLEHHOW PO3eTKN N penpo-
AyktmeHoro nobera. MNpu n3ydeHnn xapakrepa
OMNyLIEHNST UCMONIb30BaM  OMTUMYECKYIO  Jyny
MBC-9. MNMoacueT Tpuxom npounssogmnu B 20 no-
N§X 3peHus ¢ ysenudeHnem 6*2x. Bolbopka co-
ctaBuna no 20 pacTeHun U3 NONynsLUi TOro u
apyroro Buga. Bce nonyyeHHble gaHHble Obin
006paboTaHbl C NOMOLLBID CTAaTUCTUYECKUX METO-
noB [3alnues, 1984].

MokazaTenu BHYTPUMNONYMSLUMOHHOIO pPa3Ho-
obpasus Arabidopsis onpegensinn no mMeToay
. A. XKueoTtosckoro [1982]. B kauectBe mMopd
BbIAENSAnN Tpn MOPPONOrnMYecKmx Tmna BOIOCKOB
nmcTa: NpocTble, ABYX/y4YeBble U TPexJy4eBble.
Bbluncnanm cneaytowime nokasaTtenu:

cpenHee 4mcno Mopd B NONynauum:

u=(p1+\p2+... +\pm)~2; (1)
CTaTUCTUHECKYIO OLIMOKY (S, ):
s, ~\u(m-u)/N; (2)
Jono peakmx mopd B nonynsuum (h):
h=1-u/m; s, ~\h(1-h)/N; (3)
rnokasaTefnb CXOACcTBa NONyNAUNA (r):
r=\p1q1 +\p2q2 + .. Npmgm; (4)

KPpUTEPUIN NOEHTUYHOCTK (/):
I=8NIN2/N1+N2*(1-r—-(p0+q0)/4), (5)

roe m — 4mcno mopd, p n g — 4acToTbl HEeHOTUNOB
B pa3HbIx nonynauusx, N — o6bem BbIOOPKU.

MNMokasaTenb u OaeT OueHKy pa3Hoobpa3sus no
yucny mopd. MakcmmansHO BO3MOXHOE ero 3Ha-
YeHue paBHO M MPU OOMHAKOBOW YACTOCTU BCEX
Mop®d. [Mpu HepaBHOMEpPHOM pacnpegeneHnu
yacTtoT Mmopd u < m. Npn moHOMOpPu3me u = 1.

Hona peoknx mopd B nonynsuuuv (h) naet wH-
dopmaumio 0 xapakTepe 1 CTPYKTYPE BHYTPUMNONYIs-
LMOHHOIro pasHoobpasus. 3HayeHue nokasartens
cxoacTea nonynsiumia (r) He npebiwaet 1. OHO pa.-
HO 1 B Tex cnyyasix, Korga CpaBHBaEMbIE NOMyNALMn
MAOEHTWYHLI (NO YacTtotam mMopd). OHO paBHOo O TO-
raa, Korga cpaBHMBAEMbIE MONYAALUUN HE UMEIOT HU
onHol obLet mopdbl. Kputepuii ngeHTn4HoCTm (I) —
3TO eLle OaVH METOoS, CPaBHEHWS BbIDOPOK, OCHOBAH-
HbI HA 3HAYEHMSIX NOKa3aTeNss CXOACTBA NOMyNauui
(r). Ecnn I npeBbILaeT TabnnyHOE 3Ha4YEHNE, TO MEX-
[y BbIOOpKaMu eCTb pasnnyne Ha COOTBETCTBYIOLLEM
YPOBHe 3Ha4mMmocTu [PKusoTtosckuin, 1982].

YpoOBEHb MEXMONYAAUUOHHbLIX Pasnnynn  u
BHYTPMNONYNALNOHHON N3MEHYNBOCTU UCCnenye-
MbIX pacTeHuin Arabidopsis no KONUYecTBy Tpu-
XOM B anmaepmMe PO3eTOYHOro ncTa onpeaensnm
C MOMOLLBIO ANCNepPCUoHHOro aHanmsa (ANOVA).

Lns oueHkn oencTems ctabunmanpyioLlen gpop-
Mbl €CTECTBEHHOIO OTOOpa BLIYMCSNN CPEOHIO
apndMETUHECKYIO, a Takke PasHOCTb Mexay Cpea-
HAM N KOHKPETHbIM 3Ha4YeHWeM n3y4aemMoro npui-
3Haka. lNonyyeHHble psabl PasHOCTEN PaHXMPOBA-

nn. OTKNOHEHUs OT cpedHen (+ nnn —) rpadun4eckm
OblUIM NpeacTaBfieHbl NPAMbIMU (IMHUW PaCCesaHNs,
TPpeHAabl) C PasHbIMU yriaMmn HakioHa (KpyTu3Ha) K
ocu abcumcce, No KOTOPbIM YCTaHaBAMBaIW CTEMNEHb
pasnuunii Mexay rpynnamMmyu uHauBMayymoB (OCO-
Oeli) B OTHOLLEHUN OENCTBUS CTabUIN3VPYIOLLETO
oTbopa. icnonb3osanu popmyny:

y=a+bx, (6)

roe y — pasHoCTb MeXay CPeaHUM N KOHKPETHbLIM
3HaYeHMeM Npm3Haka; a — 3Ha4eHme nepecevyeHuns
JIMHUW TPeHAa c ocblo Y; b — tg yrna HaknoHa nn-
HUM TPeHda, X — HOMep paHra ocobu. Bbicokue
3HaveHns koadduumeHta getepmuHaumm (R?)
NO3BONIAIOT CYMUTaATb pe3ynbTaTbl CTAaTUCTUYECKU
nocTtoBepHbiMK [Jlebenesa n ap., 2007].
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PesynbTaTtbl M 00CyXaeHue

Arabidopsis lyrata subsp. petraea

Mopdonornyeckoe wuccnegoBaHuUe pacTeHui
Mepngeexberopckon nonynsaummn A. I. petraea noka-
3as10, YTO Ha UX IMCTOBbLIX MJACTUHKAX OTCYTCTBO-
Banu kakue-nmbo cnenbl onyLeHns, aTo obHapy-
XMBAETCH YXe B IOBEHW/bHOW da3e pasButug
(puc. 2, A). OgHako M3BECTHO, 4YTO BO MHOMMX
NPUPOAHLIX nonynaumax A. I. petraea BcTpedaloT-
CS paCTeHUs 1 C OMyLLIEHNEM Ha anNugepmMe nmcrta
[Clauss et al., 2006; Kivimiki et al., 2007].

Tak, cpeav NaTu LWBEACKMX NOMNYNSLUMA STOro BU-
[0a ObInK BbISIB/IEHBI YETLIPE MOMMMOPdHbLIE MO AaH-
HOMY NPU3HAKY NONyNaLUMKn, B KOTOPbLIX C PasfinyHom
4aCTOTON BCTPEYAINCH PaCTEHUS U C OMyLLUEHNEM
(puc. 2, Bb), n 6e3 Hero. OgHa 13 NONynsAUMA, CO-
CTOSILLIASA N3 pacTeHnin 6e3 onyLLeHNs, Tak Xe Kak n
Mepngexberopckas, obina MmoHomopdHon [Kivimaki
et al., 2007]. Kak 6bI510 yka3aHO BO BBEAEHUU, YNCIO
reHOoB, Y4aCTBYIOLLMX B 0OPa30BaHNN TPUXOM, BENN-
KO, OHAKO perynsaTtopHbin reH (GL1) aenseTca oc-
HOBHbIM B MPOLECCE MHULMALIMN U PA3BUTUS TPU-
XOM, 1 geneumst B 9TOM reHe npuBoauvT K nosieie-
HUIO pacTeHU C OTCYTCTBMEM OnyLleHus [Herman,
Marks, 1989; Larkin et al., 1993]. leHeTn4eckme nc-
cnepoBaHua A. I petraea nokasanu, 4TO reH, roMo-
JIOMWYHBLIA KaHAMAATHOMY reHy GL1, onucaHHOoMy
y A. thaliana, imeeT MyTaummn B KoaupytoLlen ob-
nacTu (TPETUin 3K30H), N OHW NOAABASIOT pPa3BUTUE
onywenuns [Kiviméki et al., 2007]. B yacTHoOCTH, B NO-
nynsaumsx LLiBeunn n Hopserum 6biim BbiSIBNEHbI TPU
MyTauuu B TpeTbeM 3k30He GL71: ogHa HECUHOHU-
MU4YHasa 3ameHa B no3vumm 95 Hykneotuga (myrta-
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Puc. 2. PacteHns Arabidopsis lyrata subsp. petraea:

ums HassaHa A95D), 3 n.H.-geneuvs (oeneuns pas-
MEpPOM B TPM Napbl HYKNeOoTUAO0B) B No3umn 148 n
7 N.H.-uHcepums B nosvumm 215. OHKM BbI3bIBAIOT
3aMeHy aMUHOKNCNOT U N3MEHEHWE CBOWCTB KOAM-
pyemoro 6enkay A. |. petraea, B OTnN4Me OT HYKIIEO0-
TMOHOM nocnepgosartensHocTn GL1 y npoayumpyto-
LMX TPUXOMbI pacTteHuin A. thaliana (pwuc. 3).

B 1O Xe Bpemda pacteHus A. |. petraea Hemel-
KO nonynsiuMm NpoayumMpoBann TPUXOMbI, XOTS
MMENN aHanornyHo pacTeHUsiM LIBEOCKMX Mony-
naumMin 3 nN.H.-geneuuto U 7 MN.H.-UHCEPLMIO, HO
pacnonoxeHHyio ganee 96 HykneoTtuga [Hauser
et al., 2001]. Y pacteHmin MeanBexberopckom
nonynaunm A. I. petraea B oTnm4me oT Nonynsaunmn
Weseunn un Hopsernu, HeCywmX YMNOMSHYTblE
Bbllle MyTauMu B TPETbEM 3K30HE, OTCYTCTBME
onyweHns ObI10 BbI3BAHO APYrMMU MPUYUHAMK,
a UMEHHO — 4 N.H.-uHCepumen B Havyane TpeTbero
3Kk30Ha (cM. puc. 3). Takum obpasom, Hanbonee
BEPOATHO, 4TO Yy CeBepHbIX nonynauuin A. lyrata
pasnunyHble MyTauMn B Ha4vane TPEeTbero 3K30Ha
reHa GL1 (no kpaniHen mepe o no3mumm 96 Hyk-
neoTnaa) NpuMBOAAT K OTCYTCTBMIO OMyLUEHUS, W
3TO SABNSETCS UX OT/INYUTESNIbHOM OCOBEHHOCTBIO.

Arabidopsis thaliana

B nccnenoBaHHbIX Hamy nonynauusx A. thaliana —
OOHOM KOHTMHeHTanbHOM (MepoBexberopckas) wu
OBYX OCTPOBHbIX (Knnmeukaa n Pagkonbe) — Tpmxo-
Mbl OOHAPYXXNBANCh YXKE Ha PaHHUX CTaausX po3e-
TO4YHbIX NCTLEB (puc. 4, A, B). MNprnyem onywieHne
Y HUX pacnonarasocb TONbKO Ha agdakCcuasibHOW,
BEPXHEN aNMUAEPME NIMCTOBON NAACTUHKN. HUXHAS,
abakcuanbHas anvaepma He Mesia BOJIOCKOB.

3

A — 10BeHUNbHbIE pacTeHns Arabidopsis lyrata subsp. petraea, Mepgexberopckas nonynsuus; b — pactennsa Arabidopsis lyrata

subsp. petraea c onylieHHbIMU nucTbamu [Kiviméki et al., 2007]
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A. lyrata P&
Irichame=praducing

A. lyrata A95D
P3 glabrous . '

L
A. lyrata GE

Iriehame=producing éﬁ =

A lyrata
AU glabrous

A, thalfana v

Mir=0, Br=D glabrous
i

R2H1R2H2 R2H3 R3 H1 R3H2R3 H3

Puc. 3. Mytauun B reHe GL 1y Arabidopsis lyrata, accoummpoBaHHble ¢ oTcyTcTBueM onyLueHust [Kiviméki et al., 20071]:

*

YV = vHcepuun u geneummn, * — no3vums HECMHOHUMMYHOW 3ameHbl (A95D). A. lyrata P6 n P9 — nonynsaumm ns Leseuyn; A. lyrata
GE - nonynsiums n3 lepmannu; A. lyrata RU — nonynsiums n3 Poccun (Kapenus). [ins cpaBHeHVsi NpuBeaeHa Aeneumst B 0oHy napy Hykieo-
TMOOB B ABYX 06pa3uax A. thaliana (Mir-0 — Utanuna n Br-0 — Yexocnosakusi). B H/xHel 4acTv pucyHka ykasaHbl GYHKLIMOHAIBHO BaXKHbIE
obnactn GL1 Myb-6enka: npeacrasiieHa N3MeHeHHas 6enkoBas NocnenoBaTenbHOCTb B peadysbtare MyTaumn. R2 u R3 — noBTOpbI 1 COOT-
BETCTBYIOLLME UM crnivpani, 1-3 n3o6padkeHbl cepbiMy KBaapaTamm; rpaHULLbl 3K30Ha — MPEPLIBUCTbLIE BEPTUKASIbHBIE IMHWN

OO0uiee KONMYECTBO TPUXOM Ha JINCT Yy BCEX
Tpex nonynauuii pas3nuyanocb (tabn. 1). Tak, y
pacTeHUN KOHTUHEHTaNbHOW MenBeXberopckom
NoNynsiunMM HacYUTbIBAIOCb B cpegHem B 1,8-
2,2 pasa 6onblle TPUXOM, YeM B OCTPOBHbIX Pan-
konbe n Knumeukon nonynsaumsx (31 n 24 Tpuxo-
Mbl COOTBETCTBEHHO). [10CKOJIbKY YPOBEHb pasnu-
4yni LOBOJIBHO BbICOK (p = 0,001), TO MOXHO Npea-
NOMOXWUTb, YTO PACTEHUS OCTPOBHbLIX NOMYyASALNMA
WM HECYT MyTaunu B PErynaTopHbIX FreHax, uimn 'y
HUX CYLLECTBYIOT Kakme-To Apyrme reHeTuyeckmne

OrpaHNYeHns, NPOSBASIOLLMECS B Nepuo, paHHe-
ro pasBuTuUa TPUXOM. B 4aCTHOCTM, N3BECTHO Ha-
nnume 'y pactenmn A. thaliana nonynaumn
Landsberg erecta nokyca Reduced Trichome
Number (RTN), koTopbin 3aTparmBaeT NHULMNPO-
BaHWME JINCTOBbLIX TPMXOM U MPUBOAMUT K peayKLmn
nx konnyecTsa [Larkin et al., 1996].

B otnnyme ot pacteHuin A. thaliana nonynsauun
Columbia, xapakTepu3yloLlencs Hanuiuem Tpu-
XOM TOJIbKO OMKOro Tvna (Tpexyyyesble), B anu-
JepmMe nmcTa B3POCbIX PaCTEHWIN CEBEPHbIX MO-

Tabnuuya 1. BapblMpoBaHME KOJIMYECTBA TPMXOM Pa3HbIX TUMOB B aNnaepMe pacTteHuii A. thaliana

Cratuctnyeckne Tynbl TPUXOM
rnokasaresnav lMpocTble | [Byxny4eBble | TpexsiyyeBble | Bcero
Monynauua octposa Paakosibe (PO3eTO4HbIN INCT, WT.)
Mts_ 3,64 +£0,23 24,45+£0,73 4,39+0,24 30,81 +£0,82
o 2,61 9,27 2,69 10,40
v 71,62 37,93 61,25 33,76
Monynsauunsa octposa Knvmeuknin (pPO3eTO4HBIN INCT, LIT.)
M=*s, 3,90+0,25 18,78 £0,46*** 3,81 +0,24 24,35 + 0,47***
o 2,76 5,83 2,55 5,89
v 70,86 31,02 66,76 24,18
KoHTUHeHTanbHasa nonynaums MeaBexeeropck (PO3eTo4HbIN INCT, LWT.)
Mts_ 15,47 £0,62*** 34,45 +£0,62*** 6,33 £ 0,32*** 56,25+ 0,51***
7,89 7,88 3,99 7,69
v 50,97 22,87 62,95 13,67
KoHTMHeHTanbHag nonynaums Llapesuyn (KayIMHOBBIV INCT, WT.)
Mts_ 9,39 £0,47*** 2,88 £0,25 1,57 £ 0,30**
2,63 1,27 0,78
% 28,01 44,21 50,07
KoHTMHeHTanbHas nonynauus LlapeBunym (4epeLlok po3eTo4YHOro IcTa, LWT.)
M£s_ 4,12 +0,88 5,33+1,22
o 2,474 3,01
% 59,99 56,46

lMpumedaHne. 3pecb U B Tab. 2 OTAINYMSA MO KOJIMYECTBY TPMXOM OT pacTeHuii nonynsumm o. Pagkonbe OOCTOBEPHbI:

*

- npu

p=95%; ** —npnp=99,9 %; *** —npn p=999,9 %; M — cpenHsas apudpmeTnyeckas; s, — oumbka cpenHen; o — cpegHee Ksaa-
paTnyeckoe oTknoHeHune; V — koadpduumeHT sapmnauumn. B nonynaummn Llapesnyn 3se3godkamm nokasaH ypoBEHb OTANYMUSA NPOC-

TbIX N TREXJTYHEBbIX TPMUXOM OT ABYXJ1y4EBbIX.
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Puc. 4. PacteHus A. thaliana, BbipalleHHble B N1abopaTopHbIX YCNoBUSIX. A — loBEHUSIbHOE U B — B3pocnoe pacTeHust

C BUANMbIM onyLieHnem

NynaumMin BCTpeYanucb cCpasy Tpu Tuna TPUXOM:
NpPoCTble (OQHONYYEBbIE), ABYX/Iy4EBbLIE N TPEXIY-
yeBble. pocTbie TPUXOMbI NPEACcTaBNSAOT cobon
BbIPOCT 3NUAEPMASIbHON KAETKN, HE WUMEIOLUN
HUKakKMx OoTBeTBneHun (puc. 1, A). Asyxny4eBble
(BUNbYaTLIE) TPUXOMbI — 3TO BOJSIOCKM C ABYMS
OOVHAKOBOWN OJINHbI BETBAMU, a TPEXyyYeBble —
C TPEMS OOMHAKOBbLIMWU UMW pexe pasHOW ASINHbI
BeTBAMU (puc. 1, B, B). Kak nonaratot, oyxsy4ye-
Bble U NpOCTble TpuxoMbl y A. thaliana — aT10 pe-
3ynbTaT MyTauumi B pPasfiMyHbIX reHax, onpene-
naowmx  Mop@oreHes nNoJUMIOUAHbIX  KIEeTOK
aNMAepPMbl 1 NPOLLECC MOSBAEHUS B HUX TPUXOM
[Schnittger, Hiilskamp, 2002].

Mopdonornyeckuin aHannMa nokasas, 4YTo KO-
JNINYECTBO TPUXOM PasHbIX TUMNOB HA NOBEPXHOCTU
PO3ETOYHOrO NMcTa 6bI1I0 HEOAHO3HAYHbBIM. Tak, y
pacTeHuin Bcex Nonyndauuin KOIMY4eCTBEHHO Mpe-
obnaganun AByxJy4eBblE TPUXOMbI, X HACHUTbIBA-
nocbk B 5—6 pa3 6osblLue, YEM TPUXOM ABYX OPYIUX
TUNOB. TPUXOMbI ANKOro TMNA, T. €. TPEXITYYEBbIE,
Tak Xe Kak 1 NPoCTble, Y pacCTeHW OCTPOBHbIX MO-
NynaunMin BCTPEYANUCb B HE3HAYUTENbHOM YuUCne
(Tabn. 1). CtaTucTUyecKkne pasnmyns no ux Koam-
yecTBy MexAy PacTeHUAMW OCTPOBHbLIX MOMyss-
LUMA He BbISIBNIEHbI, XOTS B nonynsaumn Papkonbe
TPEXJly4EBbIX TPUXOM 0Ka3anocb 4yTb OosbLule,
yeM NpPOCTbIX, 1 B 1,2 pa3a 6osblue, YeM TPUXOM
Tex Xe TUNOB Yy pacTeHni 0. Knnmeukuni.

PacTteHus KOHTUMHeHTanbHOM MepBexberop-
CKOW NMOnNynsiuym HECKOJbKO BbIAENSNINCL KONMYe-
CTBEHHbIM COOTHOLLUEHNEM Pa3HbIX TUNOB TPUXOM
(cm. Tabn. 1). Mo cpaBHEHUIO C paCTEHUSMU OCT-
POBHbIX nonynaunin Pagkonbe n Knnmeukom y HUx
BCTPEYanocb 3HaunTenbHo Oonbliue, B 4,25-3,9
pa3a COOTBETCTBEHHO, MPOCTbIX TPUXOM U B 1,4—
1,66 paza cOOTBETCTBEHHO BOMbLUE TPEXTYYEBbIX.

Kak n y pacteHunri AByx Apyrux nonynauuin, BUsb-
yaTble BOJIOCKM Npeobnaganu, u Ux Toxe 6bio
COOTBETCTBEHHO B 1,4-1,8 pasa 6Gonblue, 4eM B
anuaepMe NUCTa OCTPOBHbIX PACTEHMUIA.

BapbupoBaHue 61onorn4ecknx aaHHbIX B obe-
MX OCTPOBHbIX MOMYNSALMAX 0Ka3aloCb OYEHDb Bbl-
coknuM (51-72 %), HO YyTb HUXE — B KOHTUHEH-
TanbHoM (22-62 %). OcobeHHO BonbLLO pa3bpoc
3HaYeHnin Habnogancsa BO BCEX ClydYasax oasa Tpu-
XOM OMKOro TMna 1 0gHOJy4eBbIX (CM. Tabn. 1).

B OCHOBHbLIX 30Hax snNUAepPMbl PO3ETOYHOro
nmncta (anvkanbHoW, 6asanbHOM M naTtepasibHON)
KOJIMYECTBO TPMXOM pPasHbiX TUMOB Yy PaCTEHUNA
BCEX Nonynsauni 6ui10 NPakTUYeCKN 0aMHAKOBbIM.
Xapaktep pacnpeneneHns TPMXoM B pasdHbIX 30-
Hax nUCcTa, Tak Xe Kak 1 Npu aHanmae nx obLLero
KONMM4yecTBa B LLE/IOM Ha JIUCT, COXPaHAn Ty Xe
TEHOEHUMIO: ABYXJIyYEBLIX BOJIOCKOB BCerga Ha
nopsiaok 6onblie, YeM MPOCTbIX U TPEXJTYYEBBIX
(tabn. 2). KonnyecTBo TpexsyyeBbiX BOJSIOCKOB
0Ka3an0Cb COBEPLLUEHHO OANHAKOBBIM BO BCEX 30-
Hax anucTa u gnsa Bcex nonynauni. Pasnmimnsa mex-
[y OCTPOBHbIMW MNOMNYASLUUAMN OKa3anucCb cylle-
CTBEHHbLIMW MO YNCIY Kak ABYXyYeBbIX, Tak 1 Npo-
CTbIX BonockoB. OgHako B AByx nonynaumax (Knu-
Meukasa u Measexberopckasl) NpPoCTbIX TPUXOM B
pacTEHUsIX HaCUYUTLIBASIOCb HECKOJSIbKO 60sbLue,
yem TpexsydesbiX. [puyem y pacteHuin Measexose-
rOPCKOM MONynsiuMm OHW OKa3anuCb MHOMO4mUC-
JIEHHEE B anuKanbHOW 1 6a3anbHON 4acTax aucTa.
MpuBeneHHbIV Bbille aHanM3 fokanusauum Tpu-
XOM B pPasHbIX 30HaX JINCTa, C OOHOWM CTOPOHBI,
NOAYEPKNBAET XapakTEPHbIE pPa3NMuUsa  Mexay
OCTPOBHbBIMMW YN KOHTUHEHTANbHBIMU NONYNASLNAMMA
A. thaliana. Kak okaszanocsb, ABe nonynaumy — ocT-
poBHasi Pagkonbe 1 KOHTUHEHTanbHas Measexbe-
ropckasi — Cxo4HbIM 00pa3oM OTAnYanmcb OT Mo-
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Tabnuuya 2. KOnvyecTBO TPUXOM, JIOKANIM30BaHHbIX B Pa3HbIX 30HAX PO3ETOYHOrO JIMCTA PaCTEHWUI NOnynsumi

A. thaliana
30HbI PO3ETOYHOr0 INCTa

Monynauun
A. thaliana AnvkanbHas BasanbHas NatepansHas

1 2 3 1 2 3 1 2 3
Pagkonbe 3+£0,20 | 11+0,23 | 3+0,18 3+0,18 | 11+0,21 3+0,19 3+£0,17 | 11£0,20 | 3+0,18
Knumeuxnin 5+0,30 8+0,34 | 3+0,27 5+0,28 8+0,33 3+0,19 5+0,31 8+0,35 | 3+0,25
Egi%ie*"e' 7+0,35 | 12+04 | 30,19 | 6%0,3 | 110,31 | 3021 | 5+0,26 | 120,30 | 3£0,19

Kputepuin CtblogeHTa (t)

PaAKOHbe{ 4,05%** 8,06*** 0,27 4,86*** 7,66*** 1,66 4,70%** 7,72 0,30
Knumeuxun
Papkonbe /
Mepgexbe- 8,27*** 0,79 0,67 8,08*** 0,29 0,23 5,10*** 2,41* 0,26
ropck
Knumeuxun /
MepBexbe- 8,27*** 0,79 0,67 8,08*** 0,29 0,23 5,10*** 2,41* 0,26
ropck

lNpumeyanve. 1 — NpocTble, 2 — ABYX/y4eBblE U 3 — TPEXITYYEBbIE TPUXOMbI.

nynaummn o. b. Knumeukuin. B o6enx nonynsumsx
KONMMYECTBO ABYXJIy4EBbLIX TPUXOM BO BCEX 30HAX
Obino 6onblie B 0,7 pasa. NMomumo Toro, pacre-
Hua o. Papkonbe obHapyxusanm B 0,6-0,4 paza
MEHbLUEE KONMYECTBO MPOCTbLIX TPUXOM BO BCEX
Tpex 30Hax Mo CPaBHEHMUO ¢ nonynaumammn Mega-
Bexberopcka v o. b. Knumeuxumin cooTBETCTBEH-
HOo. C Opyro CTOPOHbI, BbISIBIEHHbIV XapakTep
pacnpeneneHns Tpex TMNOB TPUXOM NnogvyepKkmnBa-
€T HEeOJHO3HA4YHOCTb MnpoLeccoB MopdoreHesa
3NMOEPMbI U €ro FreHHON PEerynsiumm B pasHbix 30-
Hax nucTta. KonmyecTBO TpexJly4eBbIX BOJSIOCKOB
0Ka3asoCb OAMHAKOBBIM B KaXOOW M3 TPex 30H
nmMcTa y pacTeHuin Bcex nonynaumn. 9ToT ¢akT,
BO3MOXHO, MOATBEPXAAET, YTO YKA3aHHbIA TWUM
TPUXOM SIBASIETCA XapakTePHbIM (OVKUM) ANng apa-
ounponcuca. BapbupoBaHMe e umcna TPUXOM
OBYX OpYrnx TUMOB B padHbIX 30HAaxX IMCTa CBA3a-
HO CKOpEe BCEro C pa3HoW aKcnpeccuen peryns-
TOPHbLIX FEHOB M MyTaUUSIMU B Pa3/INYHbIX JIOKY-
cax. Tak, U3BECTHO, YTO MHULMNPOBAHMNE TPUXOM
Ha Kpasx nucta perynupyetcsa reHom AtMYB23,
KOTOPbIN (PYHKUMOHANLHO HaknagblBaeTcs C re-
Hom GL1 [Kirik et al., 2001].

OnyLweHne oBHapPYyXMBaNOCb TakXe U B aMNu-
JepmMe yepellka u KayMHOBbIX (CTebneBbIx) nu-
CTbEB. XapakTep nx onyweHna n pacnpeneneHve
TPUXOM OblNN U3YYEHbl Y PACTEHUA KOHTUHEH-
TaneHOM nonynaumn LlapeBnyn n 3HAYUTENBHO
OTNMYaNINCb OT ONYLIEHUS PO3ETOYHbIX JINCTLEB
(cm. Tabn. 1).

Okasanocb, 4TO B aNUAEPME KAYIMHOBLIX JN-
CTbEB U UX YepeLlkoB NpeobnagaloT He OByxiyde-
Bble, KaK Yy PO3ETO4YHbIX, & MPOCTblE TPUXOMBbI.
LByxnyyeBble BCTpeYanucb B 3,2 pasa pexe, 4em
NPOCTblE, @ TPEX/TYY4EBbIE TPMXOMbl YPE3BbIYANHO
peaku. Mpn 3TOM 4eM BbliLLIE HA LBETOYHOM CTEDNE
pacnosioXeH NUCT, TeMm Bonee peaokuM CTaHOBUTCSA
ero onyweHue [Hauser et al., 2001]. Snnoepma yve-

pelika TakXe OTIMYaeTCs MNPakTUYECKU MNOMHbIM
OTCYTCTBMEM TPEXJTIyHEBLIX TPUXOM, OQHAKO apyrmne
[Ba Turna BCTPe4aloTCs 30eCb ¢ B/IM3KOM 4acTOTON,
HO B MEHbLLUEM KOJINYECTBE, YEM B PO3ETOYUHBIX JIN-
CTbSIX PaCTEHUIN OPYrUX MONYNALMIA.

OTn pasnuyus, ¢ OOHON CTOPOHbI, CBA3aHbI C
YC/IOBUSAMW Pa3BUTUS TEX U APYIrUX NIUCTbEB. Ona
PO3ETOYHbIX, BO3HUKAKOLINX PaHHEN BECHON 1
NoABEpPraloLLMXCS Pe3kuM KonebaHusam Temnepa-
Typbl BMAOTbL A0 3aMOPO3KOB, HEOOX0OuM Bonee
MJOTHBIA U NYCTON 3aLMTHbIA NOKPOB 3NMAEPMbI,
Torga Kak KayJnHOBbIE NUCTbS BO3HMKAKOT MO3Xe,
npu 6onee 6naronpuUaTHOM TeEMMNepaTypHOM pe-
X1UMe, U He0OXOANMMOCTb B NOA0OHON 3alumTe OT-
nagaet. C gpyro CTOPOHbI, K MOMEHTY PEenpo-
OYKTUBHOIO Pa3BUTUS pacTeHUI, KOraa MeHsI0TCS
BCE PU3MONOrMyeckne pOCTOBbIE NPOLLECCHI, BO3-
MOXHO, HapyLLIAEeTCs 9KCNPECCUSI FeHOB, KOTOPbIE
PErynMpyloT HOPManbHOE pPas3BUTUE TPUXOM B
aNUAEePME reHepaTMBHOro cTebns, U Te UIN UHbIE
MyTauum ycunueatotcsa [Larkin et al., 1993; Gao
etal., 2008].

HeobxoauMo OTMETUTb, UYTO Y PaCTEHUIN BCEX
nonynsaunii BCTPEYaANUCh NUCTbS C OTCYTCTBUEM
WM MPOCTLIX, WA TPEXJIy4EBLIX TPUXOM, Toraa
KaK AByxJlyd4eBble MPUCYTCTBOBa/IM HA BCEX pac-
CMOTPEHHbIX o0bpa3uax. Yactota nucTbeB 6e3
NPOCTLIX TPUXOM B nonynsauum Mepnsexberopcka
okazanacb HeMHOro mexblien (10 %), yem y pac-
TeHuri 0. Pagkonee n 0. b. Knumeuknii (21 n 16 %)
COOTBETCTBEHHO. Tpexyy4yeBblie BONOCKMN OTCYTCT-
BOBan y 60nee 3HAYNTESIbHOIO YMCa PacTeEHUN,
HO BO BCEX NMONynauuax NpUMEPHO C OOMHAKOBOW
yactoton — 31, 31 u 43 % cooTBETCTBEHHO. JInN-
CTbSl, B aNuaepMe KOTOPbIX OTCYTCTBOBaNM 1 Npo-
CTble, N TPexsyyeBble TPUXOMbI, OOHAPYXUINCh
B HE3HAYUTENIbHOM KOJIMYECTBE B MNOMyNaumusx
0. b. Knumeuxuin — 0,05 n o. Pagkonbe — 0,02, TO-
roa kak B Measexseropckon nx nons okasanacb
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Hanbonber — 0,13. YacToTa OTCYTCTBMS TEX Unn
VHbIX TUMNOB TPMXOM B PasfinyHbIX 30HaX ncTa He
nokasana Kakux-nmbo 3Ha4ynTesNbHbIX 0COOEHHO-
CTeN, TEM HEe MeHee HEMHOro pasnuyanachb B pas-
HbiIX nonynaumsax. Tak, B Knvmeukon ata gons
Oblna Hambonblwien m coctasuna 0,074-0,076,
B Papkonsbe — 0,053-0,061 n meHee Bcero B Men-
Bexberopckomn — 0,043-0,050.

Tabnyya 3. YacToTa pasnnyHbIX TUMOB TPUXOM B
nonynauusax A. thaliana (B ponsx)

Tunbl TPMXOM
Monynsaunn Beero npoc- | AByXny- Tpexny-
TpUXOM
Tble yeBble 4yeBble
Knnumeukas 62011 0,307 0,564 0,127
Papkonbe 7557 0,159 0,704 0,135
Mepngexberopckas| 9000 0,275 0,612 0,112

Takum o6pa3om, B Mnysie NpoaHann3npoBaH-
HbIX IMCTbEB Tpex nonynsaunii A. thaliana (160
JINCTOBLIX MACTUHOK B KaXXA0M cly4ae), Nnpons-
pacTaloWwmx B Pa3NYHbIX 3KOTOrMYECKNX YCNO-
BUSX, OOHApPYXWBAETCHA BrOJSIHE SBHbIA MNOMN-
MOp®dM3M, CBASAHHbLIN C BapbMPOBAHMEM KOJSIN-
yecTBa TPUXOM pPasHbiX MOPGPOIOrn4eckux
TMNoB. Hannume B W3y4YeHHbIX MNONYNALUNAX
HECKOJIbKMX BapuaHToOB (Mnm Mopd) OaHHOro
npu3Haka No3BONMIO OLUEHUTb YPOBEHb BHYTPU-
M MEeXnonynsaunoHHOM W3MEHYMBOCTU BMAa
A. thaliana. N3BeCcTHO, 4TO BKNag NPU3HaKoOB
B BE/IMYMHY nokasaTtens nonynsunoHHON W3-
MEHYMBOCTM NPONOPLNOHANEH UX YaCTOTE B MNO-
nynaumsax [Kusotosckumn, 1982], nostomy Ba-
puaHTbl Npu3Haka B HaleM uUccnegoBaHUuU
npeactasneHbl B Tabnuue 3 YactotaMmu pasnmy-
HbIX TUMOB TPUXOM, a NoKasaTenn BHyTpUMNony-
NAUNOHHOIo pasHoobpa3unsa — B Tabnuue 4.

Kak BMOHO, YpPOBEHb BHYTPMMNOMNYASLNOHHOIO
pa3Hoobpasnsa okasancs NOeHTUYHbIM B NOMYALM-
ax Knumeukoii n1 Mepgsexberopckoin (cm. Tabn. 4).
B nonynsauum o. Pagkonbe OH Oblsl HAMMEHbLLNM;
BO3MOXHO, B CBA3M C TEM, 4YTO 4YacToTa NPOCTbIX

N TPEXJy4eBbIX TPUXOM MOYTM OOMHAKOBA U OHU
COCTaBALAIOT O4HY peakyio mopody. B Knumeukon
n MeOBexXberopckom nonynaumax B KadecTse
penkon Mopdbl BbICTYNAOT TOJIBKO TPEXJy4eBble
TPUXOMbI, U NOTOMY 34€eCb MOMNyNAuMOHHOE pas-
HooOpasne onpenenseTcs YyactoTamm BCEX TPEeX
TUNOB BOJIOCKOB.

[TonapHble NokasaTenu reHeTMYeCKoro CXoacTea
NoNynsiuMin, CBUOETENbCTBYIOLLME O CTEMNEHU UX
poACTBa M YPOBHE Pasfiyvii, OKa3asiucb B LIENIOM
[OBOJIBHO BbICOKMMU (CM. Tabn. 4). OgHako Heobxo-
OMMO OTMETUTb, 4TO Hanbonee TECHbIM POACTBOM
o0nagaloT OCTPOBHbIE Nonynsaumm Pagkonee n Knm-
MeLKasi, Bcnenctane 6amM30CT 3KOMOMMYECKUX YC-
JI0OBUIA, B KOTOPbIX OHW HOPMUPOBANUCEL. MeHbLLIMM
rEHETUYECKMM CXOOCTBOM OT/IMHAETCS OT HUX KOH-
TUHEHTanbHas nonynsauma Meaeexberopcka, npu-
yeM Hambosiee Janeko oHa OTCTOUT OT MOMynsaUMmK
0. Bb. Knumeuxuia (cm. Tabn. 4). Kputepuii noeHtny-
HOCTU (1,,) CBUOETENbCTBYET O TOM, HTO reHeTu4e-
CKMe pasnmumng Mexay nonynsaumMsaMm 3HaqyvMbl Ha
COOTBETCTBYIOLLIEM BbICOKOM ypoBHe (W = 0,001).
lMpencraBneHHbIE reHETMYECKNe B3aMMOOTHOLLIE-
HUS UCcnenoBaHHbIX MNOMNyNaUMiA BMOSHE COornacy-
IOTCA C AaHHbIMW KNAaCTEePHOro aHannsa MeTOo4O0M
UPGMA Ha ocHOBe 3HayeHun auctaHumin Hes
[®PenopeHko n gp., 2011].

eHeTMYeckne pPasnnynsa OCTPOBHBLIX Y KOHTUHEH-
TasIbHOM NoNynauui NOATBEPXAAIOTCH pedysbTaTa-
MW AMCNEPCMOHHOIO aHanmM3a OBLEro KOIn4ecTea
Tpuxom (Tabn. 5). MexnonynauroHHOE HECXOACTBO
BMOJIHE OYEBMIHO, M OHO 0BYCNOBNMBAETCS BIVNSAHW-
eM npexae Bcero reHetnyeckoro gakropa (70,7 %),
B KayeCTBE KOTOPOro paccMartpumBaeTCd Mpu3Hak
«TUMbl TPUXOM>». BimsaHme anmreHetTmnyeckoro ¢pakTo-
pa — nokanmsauma nonynaumii (14,9 %) — He meHee
aHaummo (F,,,, = 135,4***). ObGa pakTopa SBnaTCS
rMaBHLIMW UCTOYHMKAMW WU3MEHYMBOCTU B UCCRe-
AyeMbIx Nonynsiumsix.

BaxHylo cocTaBnsiollylo B aaanTMBHOM Mpo-
uecce GOTOCUHTE3UPYIOLLMX OPraHM3MOB, TECHO

Tabnuvya 4. OCOBEHHOCTM NONYNALMOHHON U3MEHUYNMBOCTM OCTPOBHbIX U KOHTUHEHTANIbHOW nonynaumin A. thaliana

Mo NPU3HaKY «TUMbl TPUXOM>

MokazaTenn nonynsunoHHOM N3MEHYNBOCTHN 0O60o3HayeHus Monynsaumm A. thaliana
Knumeukas (K) | Pagkonee (P) | Meagexberopck (M)
MokasaTenb BHYTPMMONYASLUMOHHOIO pa3Hoobpasuns u 2,767 2,584 2,698
S, 0,010 0,012 0,009
[10M peKIX MOpd h 0,078 0,138 0,101
s, 0,003 0,004 0,003
0603Ha4YeHns K/P K/M P/M
MokasaTenb cxoAcTBa NONyNsaumin r 0,985 0,708 0,990
s, 0,002 0,006 0,001
I(akcn) 431,9 8579,51 325,6
. 9,21 npuW=0,01;
KpuTepuii noeHTnYHOCTH I(ra6n) 13.82 npuW = 0,001
1 2 cTeneHsx ceoboabl
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Tabnvua 5. Pe3ynbtaTtbl AMCNEPCUOHHOIO aHamMaa KoIMYecTsa TPMXOM Pa3HOro Tuna B PO3ETOYHOM JINCTE Yy pacTeHUI

KOHTUHEHTa/IbHOM 1 OCTPOBHbIX nonynsuni A. thaliana

BapbupoBaHue Cymma Yucno Kpurepui Hons
KBaApaToB o LOucnepcus duepa BNMAHUA dakTopa,
DaHHbIX . cTeneHel ceoboabl %
OTKJIOHEHUI Founvp. Fiaon. (
Tunbl TPUXOM 15770,9 2 7885,5 637,8*** | 3,0 70,7
Monynauumn 3348,1 2 1674,17 135,4*** | 3,0 14,9
B3anmopgerictBrne pakTopoB 1101,8 4 275,4 22,3*** 2,4 4,9
OcTaTto4yHoe 2114,2 171 12,4 9,5
Obuwee 22335,1 179
Mpumedanne. *** — otnndma mexay F - nF_ noctosepHsl npu p =999,9 %.

CBSI3aHHYIO C BbPKMBAEMOCTbIO, NPeACTaBseT ec-
TECTBEHHbIi 0TOOP, B YACTHOCTU, CTABUIN3NPYIO-
wasa ero dopma. ddPekT AeNCTBUS €CTECTBEHHO-
ro otbopa 310l pOopPMbI B OTHOLLIEHUN MOPEPOIOrn-
4YeCcKoro npuaHaka «obLUee KONMYECTBO TPUXOM>»
B aNnaepMe po3eTO4HOro McTa Obll UccnenoBaH
Ha OCHOBE aHanM3a PaHXUPOBAHHbLIX OTKIIOHEHWUM
OT CpeaHnX apudPMETUYECKNX NX 3HAYEHNA. XOPO-
WO WM3BECTHO, 4TO 0COOW, YbWU KOSIMYECTBEHHbLIE
npuaHakn 6AM3KKM K  CcpeaHenonynsiumoHHOMY
(N MoganbHOMY) 3HA4YEHMIO, OT/INYAKDTCA MakKCu-
MasnbHOW npucnocobneHHocTblo [AnTyxos, 2003].
B nonynaumn Pagkonbe 3Ha4eHUs 4acToT TPUXOM
OTCTONAT Aasnblue OT CBOEN cpeaHen apudpmeTnye-
CKOl. OTO oTpaxaeTcs B H0JbLIEN KPYTU3HE NpU-
Hagexawyx UM JIMHENHbIX TPEHAOB, U, CnenoBa-
TeNbHO, [OelhcTBMe CcTabunmaunpylolero otoopa
3pecb ocnabneHo (puc. 5). HanpoTtus, B nonynsum-
ax Knumeuxon v MeggexXberopckon NVHUN TPEH-
Ja, XapakTepuayloLime 4acTtoTy TPUXOM, OTinya-
IOTCS MEHblLUEer KPYTU3HOW C COOTBETCTBYIOLLMM
6onee BbipaXeHHbIM 3ddekToM 0TOOPA.
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Puc. 5. ObLiee KONMYECTBO TPUXOM B 3aNnaepMe nucra
Yy PacTEHMIN KOHTUHEHTAIbHOM 1 OCTPOBHbIX NOMYALMNA
A. thaliana, BblpaXeHHOe B OTK/IOHEHUNAX OT UX cpenHe-
apudMeTUYECKNX 3HaYEeHUN

Mo ocun abcumcc — OTKNIOHEHUs, WT. 1o ocK opAnHaT — paHr
pacTeHuii. MapameTpbl NMHWIA TPpeHaoB: Pagkonbe y = 1,17x —
12,28, R* = 0,98; b. Knumeukuit y = 0,63x — 6,53, R® = 0,88;
Mengexberopck y =0,71x - 7,47, R = 0,95

PaccmatpuBass 9T JaHHbIE KakK OTpaXeHue
cneundnyeckoro aganTUBHOINO COCTOSHUS, HAaxX0-
OsLLLerocs noj, KOHTPoJIeM ecTeCTBEHHOro otbopa
(cTabunuaunpyowas $opma), MOXHO OTMETUTb,
4yTO cTabununaupyowmn oTéop GnaronpuaTcTByeT
B Oosibluelr Mepe pacTeHusMm nonynauum Papko-
nbe. Torga kak B nonynauusax Megsexberopckom
n Knumeukon mbl Habnogaem 6onee CUIbHOE ero
hencrene Ha GopmMmMpoBaHNE TOrO UM MHOIO KO-
nn4ecTBa TPUXOM B anNMaepMe PO3eTOYHOro Jinc-
Ta paCTeHW.

Takmm o00pasom, cpaBHUTENbHOE MOpPPO-
MeTpUyYecKkoe nccnegoBaHue onylleHus nucrta
Y pacTEeHMI CeBepHbIX MONynsuuMin AByX BUOOB
pona Arabidopsis nokasano ux KapAauHanbHOoe
pasnuyne. B nonynauun A. |. petraea OoTCyTCT-
BYyeT OnyLlUeHMe NNUCTa, YTO BbI3BAHO MyTauMen
B TPETbEM 3K30HE perynaropHoro reHa GLAT
[Kivimaki et al., 2007]. Torga kak y pacTeHui
€CTECTBEHHbIX NONynauMin  Opyroro BuAa,
A. thaliana, B anunpepme afakCuasbHOW CTOPO-
Hbl IMCTOBbLIX MNACTUHOK BCTPEYANOCh TpU TMna
TPUXOM: NPOCTbIE, UAWN OAHONYYEBbLIE, AOBYX/Y-
yeBble WM TpexsyyeBble. PacTeHuUa OCTPOBHbIX
(Papkonbe, b. Knumeukunin) n KOHTUHEHTANIbHOMN
(Megngexberopck) nonynaumii xapakrepusosa-
nmcb npeobnagaHveM TPUXOM  OBYXJIy4EBOro
TUNa U MeHbLUEer 4YaCTOTOM MPOCTLIX U TPEXIY-
4yeBbIX. Pasnuyng no ypoBHIO BHYTPMNONYNaLUM-
OHHOrO BapbMPOBaAHUSA YacTOT Tpex TuUMoB
TPMXOM 0OKasanncCb CYLECTBEHHbIMWU, a MEXMOMy-
NSAUNOHHBIE BbISIBUIMCh TOJLKO MO 4acToTe ABYX-
Jly4eBbIX TPUXOM. B LLenom ecteCcTBEHHbIE (KOHTU-
HEeHTaNbHas M OCTPOBHbIE) NOMNYNAUUUM UMEIOT
BbICOKNA YPOBEHb nNonMmopduama M CxonHble
KO3 PULUMNEHTBI TEHETMYECKOIO pa3Hoobpa3sus
B OTHOLUEHUM YACTOTbl BCTPEYAEMOCTU TPUXOM
Ha MOBEPXHOCTU PO3EeTOYHOro nmcrta. Hambonee
BbICOKMM BapbMpPOBaHMEM BCEX TUMOB TPUXOM
OT/INYANNCb OCTPOBHBIE MNONYALUN.

BbisiBneHHble 0COBEHHOCTU B XapakTepe pac-
npeaeneHns TPUXOM B LLeSIOM Ha JIUCT 1 NO €ro
30HaM 1 pasnnyus Mexay pacTeHuUsMm oCTpPOB-
HbIX W KOHTUHEHTaNbHOW MONyNAuUA, HeCco-
MHEHHO, CBSI3aHbl Kak C FEHETUYECKUMU, TakK W,
BO3MOXHO, C 3MUreHeTnyeckumm dakropamu.
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MN3BECTHO, YTO MHMUMALMSA TOrO UK MHOMO Tuna
TPUXOM, UX POCT, nokanuaaums U KONMYECTBO
B 9NMAepMe nmcTa onpenenstoTcsa reHHom pery-
naumen atux npoueccoB. OHa cBsI3aHa C Hanu-
yuem unu OTCYTCTBMEM MyTaUUA BO MHOMUX
reHax: GL1, TTG1, AtMYB23, GL2, GL3, EGL3
n gp. [Larkin et al., 1993; Payne et al., 2000;
Kirik et al., 2001; Ohashi et al., 2002]. Npeobna-
JaHve Ha JNCTbAX CEeBEPHbIX NOoNynsuumn
A. thaliana Tpuxom [Byxny4eBOro Tuna okasa-
NIOCb XapakTepHoO OCOBEHHOCTbID, OTMYalo-
wen wux oT pacteHun nuHumin Columbia wun
Landsberg, nucTba KOTOPLIX UMEKOT TPUXOMbI
TOJIbKO AWMKOro Tuna, T. €. TpexjyyeBble. Bos-
MOXHO, 4TO pacCTeHUs WCCNeAoBaHHbIX HaMu
nonynsaumn A. thaliana HecyT myTaumm, orpaHu-
yuBalwLe pPasBUTUE PA3BETBIEHNI TPUXOM.
K Takmm reHetunyecknm addektam npuBoadT,
B yacTHocTu, mytaumun B reHax ZWI/ n AN, Bbi3bl-
BalOLWMe pPa3BUTNE TOJSIbKO BUJSIbYATBLIX TPUXOM,
orpaHuymBas ganbHeNLee Nx BETBJIEHNE B X04€e
MopdoreHesa. Mytauun B reHe STI cneymdunye-
CKW BAINSIIOT HA BETBAEHME TPUXOM, B pe3ynbTa-
Te Yero TPUXOMbl Sti-MyTaHTOB ABNAIOTCA HEBET-
BAwmmMuncsa [Schnittger, Hiilskamp, 2002]. He-
npaBuibHOE Pas3BUTUE TPUXOM, MNPU KOTOPOM
OONbLIMHCTBO U3 HUX HE Pa3BETBMSETCS, Bbi3bl-
BaloT Takxke n mytaumm B reHe GL2 [Rerie et al.,
1994; Marks, 1997; Ohashi et al., 2002]. C opy-
rOM CTOPOHbLI, UBBECTHO, YTO BETBJIEHNE TPUXOM
CBSI3aHO C CWJIbHbIM BAMSHWEM CPEOOBON KOM-
noHeHThbl [Oppenheimer et al., 1997]. Bkonoru-
yeckue YCNOBUSA CEBEPHOr0 permoHa ecTecT-
BEHHbIM 00Pa30M BMSIOT Kak Ha pa3BUTUE STUX
nonynsiunii, Tak U Ha CNOXHO OPraHU30BaHHbLIE
MOJIEKYNIFPHO-TEHEeTNYECKNe npoueccbl GopMn-
pOBaHMA NNCTa N ero 3aNnAaepMbl: HEPABHOMEP-
HOCTb, NPOOONMKUTENBHOCTb U XapaKkTep KJeTou-
HbIX geneHnii B 6a3anbHONM, annukanbHOW U Map-
r’MHanbLHOM MepucTemMax; Ux B3auMOOencTBue,
Hanpas/ieHMe W CKOPOCTb AnddepeHumnaunm
pacTywmx knetok [cay, 1969; Npuukux n ap.,
2009]. HdeictBme ecTecTBEHHOro oTbopa, u
npexne BCero crabunuaupyioulen ero Gpopmsl,
onpenenseTr M ypoOBEHb NEHETUYECKOro pPasHo-
obpasuns, n cneumduyeckoe aganTUBHOE CO-
CTOSIHME nonynaunii apabuponcuca [OuHamun-
Ka..., 2004; Cokonosa, 2009]. Bce ato dpopmu-
pyeT OTn4YnTeNibHble 0COBEHHOCTU B pa3BuUTUU
ONYLWEHNSA HA NOBEPXHOCTN INCTOBOW NNACTUH-
KM N B OTAENbHbIX ee 30Hax (6aszanbHoi, anu-
KanbHOW W naTepanbHOW), a TakXe XapakTep
BHYTPMNONYAALUMOHHOIO pasHoobpasns rno aTo-
MYy Mpu3Haky B nonynaumnax Arabidopsis, Haxo-
OSLLNXCS HA CEBEPHON OKpavHe CBOEro apeana.
JanbHenwmre MonekynsipHo-reHeTnyeckme Wuc-
crefiloBaHUA pacTeHU CeBEPHbLIX MOonynaunmn

A. thaliana, BO3MOXHO, No3BONAT 60siee TOYHO
YCTaHOBUTb KOMIMJIEKC reHoB, y4acTume KOTOPbIX
B Pa3BUTUM TPUXOM CO3a4aeT CBOeoOpa3Hbiii ce-
BEPHbLIN peHoTuN Arabidopsis.
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