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ITAITEPOHHU HSPI90 SAK CTABIJIIBATOP POCTY
I ®OPMOTBOPEHHSA POCJIMH: MIKPOEBOJIIOIIMHUNA ACTIEKT

HefiTpanpHi reHHI MyTallii He TiAMATAI0Th i
TUCK TPUPOJHOTO 1000pY Ta 3/1aTHI HAKOMMYYBaTHU-
cs B momyssimii. [Ipore 3a meBHUX yMOB BOHH MO-
KYTh TIPOSIBIATHCS HA PiBHI (PEHOTHITY 1 BIUITMBATH
Ha KUTTE3JaTHICTh, MOP(OJIOTIYHY Ta YacOBY reTe-
POTEHHICTh OPraHi3MiB, 3MIHIOIOYH THM CaMHUM iX
aIalTUBHICTb.

OHUM 3 €BOMIOIIMHNX MEXaHi3MiB, IKHH aK-
THBHO JOCITIKY€E€THCS OCTaHHIM YaCOM, € TIITOTSTHY-
HE MPUXOBaHH | HAKONMYCHHSI MOBYa3HUX [€HETHY-
HUX 3MiH 32 y4acTo O1KiB TeroBoro moky HSP9O0.
Lls ponyHa manepoHiB BiAMOBIIAE 3a JO3PIBAaHHS Ta
KOH(pOpMaLiiHy peryisiiio MXPOKOro Habopy pery-
TSITOPHUX OLIIKIB, BKITFOYAIOUH O1JIKH Tepe/iadi CUrHa-
JB, peryisimii KiiTuHHOTO UKy Tomo [1-3]. Bin-
noBinHO a0 rinore3u S. Rutherford i S. Lindquist
HSP90 moxyTh 3amobiratu (EHOTHITHOMY MPOSBY
TeHeTUYHHUX 3MiH, TATPUMYI0YH (YHKIIOHATBHY
KOH(OpMAIIiF0 MyTaHTHOTO OiJIKa-KJIi€HTa, 1 uepe3 Te
CHpUATH cTaduTi3alii pocTy i HopMaabHOMY (HOpPMO-
TBOpeHH!o («the HSP90 capacitor hypothesis») [4].

Ha moznensHux BUax, Brirodaroun Drosophila
1 Arabidopsis thaliana, moxa3aHo, 110 3HIKESHHS IT1a-
nieporHoi aktuBHOCTI HSP90 mpm3BomuTh 10 mocu-
neHHs1 (DeHOTUTIOBOI BapiabelbHOCTI Ta MOsSIBU alde-
panTHEX (QeHoTHmiB. Ilpu 1BOMY Taki (EHOTHUITH
ITOB’sI3aHi 3 TICBHOIO T'€HETHYHOIO OCHOBOIO [4—6].
Kpim Ttoro, Ha Drosophila noBeneHo, 1mo 3ajexHi
Bim HSP90 mopdonoriuai 3MiHM MOXYTH IIBHIIKO
CTaBaTH HE3aJEKHUMH BiJl HHOTO Ta 3aKpiILIIOBATH-
cs y Hamaakax [4]. B pesynbrari renHi myTarii Mo-
JKyTh HaKOIMU9IyBaTtHcs 3a monomororo HSP90, mpo-
SIBTIATUCS 32 TIEBHUX YMOB JOBKIJUIS 1 CTaBaTu mpes-
METOM MPHUPOTHOTO JT000PY.

PesynpraTil Hammx HEMIONABHIX OCIIIKEHBb
MPUPOIHOIO Ta I1HAYKOBAHOTO 10HI3YIOUOIO pai-
ariero nosiimopdismy A. thaliana, 3anexHOTO Bif
HSP90, B mimoMy migTBepIKyIOTh ITI0 Tirmore3y [7—
9]. Metoro Hamoi poOOTH € aHali3 3AaTHOCTI Ia-
IIepOHAa BIUIMBATH HA XKUTTE3AATHICTD 1 MOpdOTeHe3
pOpOCTKiB A. thaliana, BUPOIIEHUX 3 T€TEPOTCH-
HOTO 3a SKICTIO HACIHHSI, II[0 MOXE BIJOMBATUCS HA
TEeMITax 3MiH TeHODOHIY MOMYIISIIii.

Marepianu i MeToau

PoGoty nipoBomnnm 3 Arabidopsis thaliana (L.)
Heynh. (Brassicaceae). JlaboparopHa JiHiS €KOTH-
my Columbia (Col-0) cimyxwuna xontponem. [loi-
Mop¢He HaciHHS OTpUMyBaiu: 1) 3 IPUPOAHOI MO-
nynsinii Ha Teputopii M. Kuepa; 2) onpoMiHeHHIM
YO-B nabpsikioro crparudikoBanoro Hacinas Col;
3) ramma-onpomineHHs M cyxoro HacinHst Col. Om-
pomiaerHs yibprpadionerom B (YD-B) mposomu-
mu 3 BukopuctanusaMm jgammu Philips TL20W B mo3i
4,1 xJlx/M?> 3a inrencusHocTi 2,35 Br/mM2. T'aMm-
Ma-OIPOMiHEHHS IPOBOJMIIN 3 BUKOPUCTAHHAM pa-
nioaktuBHOTO uKeperna “°Co B 1031 1 kI'p 3 moryx-
uictio po3u 0,17 I'p/c. Qs inridysanus HSP90 Bu-
kopuctoByBaiu renganaminus (IJ1A, geldanamycin,
Sigma).

Crepuiizallis HacCiHHs, CHHXPOHI3allisi HOro
MIPOPOCTaHHA NUIAXOM BUTpuMyBaHHA mpu +4 °C y
BOJIOTMX YMOBaxX 1 IOCaKa Ha CEPEeJOBHIIE IPOBO-
JAITACH, SIK onrcaHo Hamu padimie [7, 8]. Ilicns xo-
70710BO1 00poOKK HaciHHs iHKyOyBamm 3 5 uM [JIA
a0 y cTepuIbHIN TUCTHIIbOBAHIN Bomi (Y BapiaHTax
0e3 ['J1A) y TempsiBi ipu KiMHATHI# TemMIeparypi mpo-
siroM 1 o6m. Jlayi HaciHHS BHCAPKYBaJId B YalllKU
Metpi (12 x 12 cM) Ha cepenosuing, sike Mictuio 0,5
KOMIUIEKCY MiHepalibHUX coneil Mypacire-Ckyra, 1%
mykposu, 0,8% arapy, piBHOMIpPHO PO3MTOAUISIOYH TI0
roBepxHi 50—60 HaciHuH. Yamku 3 HaCiHHAM TpHMa-
mm ipu 24 + 1 °C 1 ocBiTIIeHHI 3 iepiogoM 16 rof cBiT-
7a / 8 Tox TeMpsiBH, NPU IHTEHCUBHOCTI cBimia ~110
MKM m2c’. Yepes 12 1i6 peectpyBaim CXOKiCTh Ha-
CiHHS, CTaIii pOCTY IPOPOCTKIB 1 MOpooriuHi 3MiHU
crebnoBoi yactuuu. Crazii pocTy BHU3HAYaIIM 3a Me-
tonukoro [10]: 0 — menpopocie Haciuus, 0.1 — mos-
Ba 3apOJIKOBOTO KopeHsi, 0.5 — picT 3apoaKoBOro Kope-
us1, 0.7 — mosiBa TimoKoTHIIsA 1 cim’simonieit, 1.0 — moBHe
po3kputTs cim’sigoneit, 1.01-1.06 — BiamoBinHo 1-6
JUCTKIB PO3ETKH > 1 MM.

Cratuctnyny oOpoOKy HaHWX 3/iHCHIOBAIIN
3a pomomororo makera STATISTICA 6.0. B xoxHo-
My BapiaHTi nmpoanaiizoBaHo 100-350 mpopocTkis.
YacTky MpopoCTKiB 3 MOP(HOJIOTTYHIUMHU BiXUIICH-
HSIMH TIPEJICTABJICHI y BUDIAAI BiIHOCHUX 1 abco-
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JIFOTHUX BeJuunH. CTaTUCTUYHY 3HAYYIIICTh PI3HH-
11l MXK BapiaHTaM{ BH3HAYaJIU 32 JIOTIOMOT OO JIOBip-
qOTO 1HTEPBAIY IS PI3HUIl BIIHOCHHUX YacCTOT TIPH
p<0,05[11].

Pe3yabraTi T2 00roBOpeHHs

JocriimkeHo peHOTHITHY Pi3HOMAaHITHICTh TIPO-
poctkiB A. thaliana, BupomeHnx 3 MOHOMOP(HOTO i
nomiMopdHoro HaciaHs. OCKUIBKY 1Iel BUA € caMo-
3aMWIbHNAM, JlabopatopHy JiHito exotuny Col Buko-
pucToBYBaH sIK MOHOMOpP(dHY. ['eTeporenHe 3a sikic-
TIO HACIHHS OTPUMYBAJIH 13 32CTOCYBaHHSIM TPbOX ITiJI-
xofiB: 1) HACIHHS IPUPOIHOI MOMYIIAIIIT, STKE 32 SIKICTIO
OiIBII TeTEepOTeHHe, IMOBIPHO, BHACHIIOK Bapiabeb-
HHUX YMOB CEpelOBHILA MiJ yac Horo (opMmyBaHHS i
JIO3piBaHHS, a TAKOK HU3BKOTO PiBHSI T€TEPO3UTOTHO-
CTi ¥ ayTkpocinry [12]; 2) B pe3yasraTi OnmpoMiHeH-
Hs1 HaOpsikioro HacinHs exoturty Col YO-B y mosi
4,1 x/Ix/M%; 3) B pe3ynbraTi OlpOMiHEHHS CyXOro Ha-
CiHHSI raMMa-TipoMensiMu B 71031 1 kIp. Bukopucran-
Ha Y®-B i ramma-pamiaii 00yMOBIIeHe iX 31aTHICTIO
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BUKIIMKATH TEHETUYHY HECTaOUIhHICTh, MOPYIICH-
Hs1 KoH(popMarii OUIKIB 1 iHIYKyBaTH MEPUCTEMOTCH-
Hi Ta MyTareHHi MOp(OJIOTiYHI aHOMAUTI{, SIKi MOKYTh
MarH sIK MOp(O3HHH, TaK 1 CIaAKOBUI xapakrep [13,
14]. do3u ioHi3yro4oi pamiamii oOupaiu TakuM Yu-
HOM, 11100 OTpUMAaTH TIOTIMOPHHUHN MaTepia, aje 6e3
3HAYHOI BTPAaTH BIXKUBAHOCTI HAaciHH: [7-9].

Sk nokazaHo panimie, 00podka I'JIA y mupo-
KOMY JIiara3oHi KOHIIEHTpAIliii He BITUBAE Ha CXO-
KICTh SIKICHOTO HaciHHs [7, 9], M0 HiATBEpIKEHO
st exotuny Col y it poboti (puc. A, oOBeIcHO
oBaJioM). Y TONIMOP(HOTO HACIHHS, YaCTHHA SKOTO
BUSIBIJIACS HEXHUTTE3IATHOIO, 00poOKa aHTHOI0TH-
KOM TPHU3BOJMIIA 10 301IbIICHHS KiJIBKOCTI HEMPO-
pocmoro HaciHHA y 2-3 pasu (puc. b-I).

Pict mpopoctkiB Col y KOHTpoJi XapaxkTepu-
3yBaBCsI JOCTAaTHBOIO CHHXPOHHICTIO: BCi 12-m060-
Bl MPOPOCTKH 3HAXOAWJIMICS Ha CTadisIX POCTY Bif
1.03 no 1.05, npu npomy ~70% — nHa cranii 1.04,
TOOTO MaJl YOTHPH JIUCTKH PO3ETKU Oubmie 1 Mm
(puc. A). Y BapianTax 3 noidiMOp(HUM HACIHHAM
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Puc. Iicrorpama po3moniiy crafiit pocty (3a Boyes et al., 2001) 12-1000BuX mpopocTKiB A. thaliana micis 00poOKu

Hacinus IJIA Tta 0e3 Hei: A — naboparopHa JiHist ekoruny Col (koHTpousb); B — MpopocTKiB, BUPOLICHUX 3 HACIHHS

npupoaHol nomnyisiii; B — micns onpominennss Y®-B nadpsikioro Hacinus Col; I — micist raMMa-orpoMiHEHHST CyX0-
ro HaciuHs Col. OBaJIOM BHJIIIEHO TICTOTpaMH KIIBKOCTI HEXKUTTE3IaTHOTO HACIHHS
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Tabnuys
B IT'/IA Ha nosiBy mopdosioriunux BiaxuiaeHb y npopocTkiB A. thaliana
JlaGoparopHa mninist eko- | Hacinus npuponHoi mo- | OnpominenHst Y@O-B Ha- | [aMMma-onpomMiHeHHS Cy-

TTokasHuK turmy Col YIS Opsikioro HaciHHS Col xoro Hacigasg Col
6e3 TJIA TIA oe3 ITA TIA oe3 IIA TIA oe3 IIA TIA

YacTka mpopoCTKiB 5.1% 15.4% 8.6% 22.7% 17.2% 30.3% 21.7% 37.9%

3 MOP(HOJIOTIYHUMHU 18/350 52/337 10/116 25/110 33/192 57/188 26/120 47/124
BiaXuIeHHIMHU ¥ # # #, #t #, #tt

[IpuMiTku: * —gacTKa IPOPOCTKIB 3 MOP(HOIOTIYHUMH BiIXMICHHSIMH IIPEAICTaBIICHA y BiTHOCHUX (%) 1 a0COMOTHUX
BeNMYMHAX (KUIBKICTh MPOPOCTKIB 3 BIAXMJICHHSIMH / 3arajibHa KiJIbKICTh IPOPOCTKIB); # — pi3HUIISL MK BapiaHTamu 0e3
00po0ku Ta 3 06podkoro IJIA craructuuno 3nauuma (p < 0,05); ## — pisHund BiTHOCHO JabopaTopHoi JiHii ekotumy Col

3 00poOkoto I'JIA crarucrtuuno 3Haunma (p < 0,05).

PICT IPOPOCTKIB XapaKTepu3yBaBCs MMEBHOIO JAECHH-
XpOHI3aIli€ro, MPUYOMY Yy BapiaHTi 3 raMMa-OIpoMi-
HEHHSIM 11e BiZi0yBasiocs Ha (POHI 3arajibHOTO MPUTHI-
YeHHsI pocToBoi akTUBHOCTI (puc. b-I'). Y pesynbrari
00poOku ['JIA reTeporeHHiCTh TEMITIB POCTY TOCH-
JIIOBAJIAcs B yCiX BapiaHTax.

Mopdonoriaauit  aHamiz cTe0JI0BOI YaCTHHH
npopoctkiB Col BUsIBHB He3HAYHY BapiaOeNbHICTD Yy
Mekax HopMH (Ta0i.). [ToogMHOKI TPOPOCTKH MajH
BIIXWJICHHSI y po3MipaX, ¢popmi abo MpoCTOPOBOMY
po3TairyBaHHi ciM’SI0JIeH 1 TUCTKIB po3eTku. B Toi
JKe Jac MPOPOCTKH, BHPOIIEHI 3 MojiMoppHOTO Ha-
CIHHSI, XapaKTePU3yBaIKCS MOCHICHOK (DEHOTHIIIY-
HOIO BapiaOEeNbHICTIO W YTBOPEHHSM 3HAYHUX MOp-
(honoriuHMX aHOMAaJii, OCOOIUBO MiCISI ONPOMiHEH-
HS, 30KpeMa: JIOKaJbHI TOPYIIEHHS POCTY, 3MiHa
(hopmu, po3mipiB Ta KOIBOPY (@HTOIIaHOBI Ta Oe3-
XJIOpO(UIBHI) IPOPOCTKIB, 3HAYHA AePOpMAIList ITPO-
POCTKIB Ta BIACYTHICTh y HUX OKPEMHX OpTaHiB
(poto dpenorumiB 3 MOPPOITOTIYHIMH 3MIHAMU TUB.
[7, 9]). Y pesynbrari 06pobku I'JIA yactka 3miHe-
HUX (PCHOTHUIIIB 30UTBITyBaNIACh y 2—3 pa3H i pa3oM 3
THUM 3MEHIIyBaJiacs KUTbKICTh MPOPOCTKIB 31 3HAYHU-
MU HOPYILICHHSMH, HECYMICHUMH 3 TIOAAJIBLINM HOP-
MaJIbHUM pocToM. CIliJ TakoX BiI3HAYMTH, IO Ta-
kuit eexT ['JIA BHSIBUBCS TOCTOBIPHO OLTBIIAM TSI
OTIPOMIHEHOTO HACiHHA MOPIBHAHO 3 exoturioM Col.

OTxe, 3HIKEHHS (DYHKIIOHATBHOT aKTUBHOCTI
HSP90 nipu3Boamiio 10 mocuiIeHHS BapiaOebHOCTI
TeMIIiB pocTy i Mopdoorii mpopoctkis. Llei edekr
OyB OUTBII BEPAKEHUM Y ITOJIIMOP(HHOTO MaTepiary,
OTPUMAHOTO B PE3yJbTaTi OMPOMIHEHHS, 110 BKa3ye
Ha 3HAYHUI BKJIAJ TIOMIKO/PKEHUX MEPUCTEM Ta iH-
JTYKOBaHHMX TeHeTWYHHX 3MiH. CIif TakoX BiJ[3HA-
quTH 301TbIIeHHS i1 BIuBoM [ /A dacTku Henpo-
pOCIIOro HaciHHA Ta OJHOYACHE 3MEHIIEHHS Kilb-
KOCTi TIPOPOCTKIB 31 3HaYHUM TOPYIIEHHSIM POCTY
i Mopdorenesy B noniMopdHoro marepiany. Mox-
Ha MPUIYCKaTH, IO iHTi0yBaHHS WIallepOHY MPU3BO-

JUTh JIO eJIiMiHaIlii YaCTUHU OPraHi3MiB, 1110 3a3Ha-
7Y 3HAYHUX IOIIKOMXECHb, HECYMICHUX 3 HOpMaJlb-
HUM pPO3BUTKOM. Taki pe3yiabTaTH MiITBEPKYIOTh
ySBJICHHSI PO poJb mmanepoHiB HSP90 y crabini-
3awii («kaHamizauii») pocty i GOpMOTBOpEHHS poc-
JUHHHUX OPTaHi3MiB.

Y psni poOIT MmokazaHo, IO TOmiOHA JECHH-
XPOHI3allisl pOCTY 1 MPOSIB TIPUXOBAHUX MYTaIliii MO-
XKYTb BIIOyBaTUCs 3a 3MiH YMOB CEPE/IOBHIIIA, HATIPH-
KJIa]] [IPY BIAXMJICHH] TeMIIepaTypu BiJ ONITHMAIIbHO-
ro 3HaueHHs [4, 5]. IlpunyckaeTscs, U0 OpU LHbOMY
LIAllEpOH MOXKE IEPEKIIoYaTHCsl 3 00CIyroBYBaH-
HA crienudivHuX OUTKIB-KITIEHTIB HA HECTICTH(iTHE
3B’sI3yBaHHS 1 PEQOIIUHT JICHATypOBaHUX OlIKIB,
KOHIEHTPALis SIKKX 32 BIUTUBY HECTIPUSITIINBUX (ak-
TOPIB 301IBIITYETHCS BUILE TIEBHOTO ITOPOTY.

[Tocunennss Mop¢oJIOTIYHOI Ta BIKOBOI TeTepo-
TCHHOCTI POCIUH Yy TOMYJIAII{ 32 3MiH SKOJIOTTYHUX
(bakTopiB migBUINY€E ii aJaNTHBHICTh 3aBJISKH BHU-
YKHBaHHIO OibII MPUCTOCOBAHUX OCOOMH 1 eliMiHa-
uii cnabkux. OTpuMaHi pe3ynbTaTH CBiI4aTh Ha KO-
pucth BaxsuBoi pomi marepoHiB HSP90 y mpomy
mporieci. Beaxkaerscs, mo HSP90 cnpusitors ctabi-
Ji3anii npoueciB pocty i MopdoreHesy, miaTpUMYIO-
g (QYHKIIOHAIBHY KOH(OpMaLilo OiJKiB-KIIEHTIB,
OUTBIICT 3 SKUX 3a/isiHa B PEryJslii IUX Mpolie-
ciB [4-6]. 3amobiraHHs marepoHoM MopdoIIoTigHO-
My TpOSIBy MyTalliil y Takux Oikax, 3 OJHOTO OOKY,
BKJIMBO IS MIIATPUMKH MOPQOIOTIYHOT 1HIUBILY-
QIBHOCTI BUJLY, a 3 1HILIOIO — CIIPHAE iX HAKOMUYECH-
HIO 32 HOPMaJbHUX YMOB 03 3MiH (JEHOTHUITY, TUM
CaMHMM THUMYacOBO BHBOISYM 3-IIiJ TUCKY IPUPOA-
HOTO J1000pY. 3a 3MiH (haKTOPiB HABKOJIUIITHBOTO CE-
penoBuIa abo NpH MOTPATUITHHI OpraHi3My 10 HO-
BOI EKOJIOT1YHOT Hillli aKTUBHICTH Criequ(ivHMX I1a-
neponnux ¢yukuidi HSP90 moxe 3umxkysarucs. Lle,
SIK TTOKa3aHo, CIIPHSIE eTiMiHamii 0COOWH 3 HU3LKOIO
JKUTTE3MATHICTIO Ta TOCUJICHHIO (PEHOTHUITIYHOI Ba-
piadenbHOCTI iHIMX. [lpu 1bomy okpemi Mopdo-
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JIOTIYHI 3MiHH MOXXYTh BHSBHTHCH aTalTHBHUMH Y
3MIHEHOMY JOBKULT. Hakomu4yeHHs TakuX MOTEH-
LIHO aJaNTUBHUX F€HETHYHUX 3MiH 32 JIOTIOMOTOI0
HSP90 i mposiB iX 3a IEBHUX YMOB MOXYTb PO3IJIs-
JIaTHCS K MEXaHI3M TMCKPETHOCTI BUHUKHEHHS HO-
BUX (POPM Yy BULY.

BucHoBkn

3HIKCHHSI BI)KUBAHOCTI T€TEPOr€HHOrO 3a
SIKICTIO, TEHETHYHO TOTIMOP(HOTO HACIHHS Ta TO-
CWJICHHS BapiaOeIbHOCTI TEMITiB POCTy 1 MOpdoIIo-
rii mpopocTkiB A. thaliana tipu iHTiOyBaHHI (yHK-
HioHabHOT akTUBHOCTI TmiarepoHiB HSP90 cBin-
4arh PO y4YacTh OUNKIiB Ii€i poIWHU B MIATPUMII

romMeocrasy Ta crabimizamii («kaHamizamii») pocty i
(dbopmotBopeHHst pocnuH. Lle 1o3BoIsIE MpUycKaTn
BB HSP90 Ha mpuxoBaHHS Ta MpOsIB FTEHETUYHHUX
3MiH, 10 MOX€ BiJI0Opa)kaTHCs Ha TeMIax J000py
KOPUCHUX, aIaNTHBHHUX O3HAK Ta eJiMiHaIii CHIBHO
MOLIKO/KEHUX OPTaHi3MiB.

ABTOp BUCIIOBIIIOE TOSAKY CIIBPOOITHHKAM
Bifnity Oiodizuku i pamiobionorii [HcTUTyTY KIti-
TUHHOI Oioforii Ta reHeTmyHOi imxkenepii HAH
VYkpaiHu 3a KOHCyNbTalii Ta JOMOMOTY B ONPOMi-
HeHHi ynbTpadioneroM i criBpoOiTHHKaM Jabopa-
Topil panmianiiiHux TexHonorid [HcTHTYTY (i3uKH
HAH VYkpaiam 3a KOHCyabTaril Ta TOMOMOTY B OII-
POMiHEHHI raMMa-pajiali€ro.
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CHAPERONES HSP90 AS A STABILIZER OF PLANT GROWTH AND MORPHOGENESIS:
A MICROEVOLUTIONARY ASPECT

Aim. Chaperones HSP90 have been considered as a mechanism for buffering and accumulating genetic changes which
could be important for developmental networks. An analysis of polymorphic Arabidopsis thaliana seeds was carried out
to test this hypothesis. Methods. Seeds from a natural population as well as Col seeds irradiated with UV-B and gamma-
rays and non-irradiated (control) were treated with an inhibitor of HSP90 geldanamycin (GDA). Seed germinability
and seedling growth rates and morphological variation were analyzed. Results. GDA enhanced the growth rate and
morphological diversity in polymorphic material and, at the same time, eliminated a part of the weaker organisms.
Conclusions. The role of HSP90 in the concealment and release of genetic polymorphism, support of homeostasis and
stabilization («canalization») of plant growth and morphogenesis may be an important mechanism for morphological
evolution.

Keywords: heat shock protein 90, Arabidopsis thaliana, polymorphism, phenotype, morphological evolution.
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