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Hu3bKOMOJIEKYJIPHi OiIKM TENJIOBOro LIOKY POCJIMH
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Husexomonexyrspni Binku menaodoze woxy (sHsp) npodykywmecs sk 8 eykaplomuld, max i npo-
Kapiomnil xaimuni y eifnosiob na dio eucoxol memnepamypu. QcobGauee nauenns SHsp 0na pocaumu
nidmeepdxycmocs [xneow0 pisvomanimnicmio. Idenmugbixosano wicme raacie pocaurhux sHsp. Yci onu
indyxyromoecs | npu (X cmpecogux enaugax, a desxi we t na neenux cmadiaX poisumxy. IJnavenHs
sHsp noaseae y ¢opmysanni cmiiikocmi do cmpecie. Dyuxyil SHSp AKX MORSKYARDHUX WGNEPOHIG
nidmeepixeno in vivo ma in vitro. IlIpedcmasnenuii oeand cymye 3azanohi 3HAMNR wWoOo excnpecti cenia,
MOREKYRARPHOT Crpyxmypi t ¢rynuxuili sHsp pocaun.

Knwomoel crosa: Ginku meNR0@OZ0 oKy, waneponi.

Beryn. Y BigNOBiAL Ha TENMOBMH CTPEC KJIITHHM BCiX
€YKApiOTiB CHATE3YIOTh TPyny GinkiB 3 MONEKyIAPHOK
macoro Big 15 mo 42 x[a, ski orpuman¥ HassBy
HuabKOMOEKyAspHux Oinkis Terwmosoro moky (small
heat shock proteins, sHsp) [1]. Oaa pocaan xapax-
TEpHOIO0 € HaA3BMuaiiHa pisHoMaHiTHiCTH sHsp, ofy-
MOBJeHa HeoOXigHicTio MBHKol apanTtanii go piskux
3MiH YMOB HOBKLILIA, 30KPEMa, TAKHX 9K MiABHIICHHS
TEMNEPATYPH T4 iHTEHCHBHICTb OCBiT/IICHHSA, 3MiHA BO-
norocti Tomo. 3a moaibmicTio nocrizosmocreit JHK,
IMYHO/IOMYHOK PEaXTHBHICTIO T4 BHYTDPiNIHBOKJITHH-
HOKW Jaoxajiizauiewo sHsp noginsrore Ha mWicTe Knacis
(2, 3). sHsp y BereraTMBHMX TKAHWHAX 31 HOPManb-
HHMX YMOB POCTY HE NETEKTYIOTHCH, afe MOXYTb OyTH
iHOYKOBAHI mA i€l 30BHIMOHIX CTUMYRB i 3miH,
BHKJAMKRHHMX pisHHMH TIpouccamMu oHrorcHesy. Kope-
nauia Mix cueTesom sHsp Ta mignosiamio Ha cTpec
CTajla MPHBOAOM /IS CTEOPEHHS TilIOTE3H MOAO 33aXH-
€Ty HHIBKOMOJIEKY/NRPHUME HiAKaMul TEMOBOTO IHOKY
KJiTHHHAX KOMIIOHEHTIB Bif pyHHIiBHOTO BILIMBY CTpe-
cy. Mexaniam, 3a sxkuM SHSp npamiooTs K KAITHHHI
MPOTEKTOPH, WIS MOBHICTIO He 3 ACOBaHMil, aNe JiTKO
BH3HavyeHo, mo SHSp 3aTtHi BHKOHYBATH (hyHKLIO
manepoHis, To0TO 38’ I3YBATH YACTKOBO ACHATYPOBAHI
6inxosi cyBcrpatd, samobiramum iXHil HE3BOPOTHIH
®© 0. C TAIANAEB. 2005
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arperauii Ta cnpaMoeyiouu cyGcrparauit omgmHr
[3—71

Knacu pocamuuux SHsp i ixsa crpyxrypa. Yac-
TKa BU3bKOMOJCKYAAPHUX POCAMHHUX Oinkie rTerio-
BOIO INOKY 3 MOJIEKYJIpPHO0 Macor Big 15 go 42 xlla
ma vac TEMNOBOrO CTpecy cknapae go 1 % Bin
3aranpHore Bmicty Girka, me MOXHA noMmiTUTH 34
JOIIOMOIOK JEHATYPYBAJBHOIC Treab-efekTpodopesy
[2, 8, 9]. Ananiz xomnaexcy sHsp Arabidopsis thali-
ana NOOKA3ae, WMo ii reHoM Micturk 19 paMox sumty-
BaHRA, aki konywoTe SHsp. ¥Yci sHsp xomyworecs
SASPHEMA POAMHAMHE FeHiB T4 06’'€HYIOTHCH ¥ LMCTh
kiacie [3}, Tpu xnacu (Cl, CH, CIII) sHsp no-
Kaiaylorees y uurosoni abo 8 nykaeomwnasmi [3, 101,
a inmi TpH po3MiNEHi y KAITHHHMX KOMOAPTMEHTAaX:
mnacraaax (P) [10], ewnonnasmaruunoMy peTHKyny-
mi (ER) [11, 12]i mitoxouapiax (M) [13—15]. Came
HageRicTe opraHensHMX diopm sHsp € ysikanbxOw
O3HAKO0I0 POCIIMHHOI KJITHHM, AKA 3a3HANA CTPECOBOIO
pwuBy. Knacm Cl i Cll nmrosonbHo-HYKAeapHUX
sHsp KoOyioThCst MYJAbTHreHHMMHM pomueHamu [10].
BcepenuHi KOXHOIO Kacy pisHi IpeACTABHMKH MAlOTh
BHCOKHHA CTYMiHL roMogorii AMiHOKHMCIOTHHX MOCHi-
aopHoctein. SHsp Barathox Bumie pocnun vy Mexax
NEBHOTO KHAACY Takox mopibmi, ane romosoris Mix
NPEACTABHUKAMM pisHMX Knacie au3bka {2, 3, 10, 161].
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Crinsaoro prcowo ycix pocanauux sHsp € xoncep-
PATHERMH HOMER, ZKUH CKJAJAEThCA OpHOIM3HO 3
90—100 amMiHOKMCIIOTHMX 3ANWINKIB T2 HA3HBAETHCA
c-xpuctamioeuM momeHom (AKID) (3, 10]. Biu pos-
ramopannil y C-kiHuepi#i minauui Momexynm Girka i
OTPHMAB HAa3BY 4Yepes MoAibHicCTh O @-KPHCTANIHIB —
Ginkis xpHIITAIKKA OKa Xpebernnx TBapud. Hass-
nicte AKJL Bupisnac sHsp 3-nomix inmux Ginkie, oo
iHAYKYIOTbCE TEMIEpATYpHMM cTpecoM. Bin ytsope-
HHif BOMA KOHCCHCYCHMMH JOMEHAMH, PO3ZLICHMMH
rinpoiibaMM JoMeHoM BapiabenbHoi mosxuum [17].
AminorepMiHANEHI JOMEHM OOBOJI AMBCPreHTHI, X0ua
YHIKAIbHI KOHCEBCYCHI JOMEHH Y IPEACTABHUKIB OK-
peMHX KJIaciB K OHTO30ABHHMX, TAK I JIOKAJI30BAHHX
B opraneaax sHsp moaibui (puc. 1).

Pocammni sHSp MOXYTh YTBOPIOBATH TOMOOJIro-
MepH 3 MOJEKYJApHOK Maco sin 200 no 350 xfla [2,
11, 13, 18—22]. Cybonuumui KOHTAKTYIOTb Hepe3
C-xiani AKJl, dopMyoOuH TPETHHHI CTPYKTYpPH OAiT0-
MCPHHX KOMIUTekciB. 3aspmuaii pociuami sHsp cxia-
narotbes 3 12 cybommuuun {21, 241

letepooniroMepii KOMILTEKCH YTBOPIOIOTBCS MixX
npeacTaBHUKAMHB pisAMx kiacis sHsp gk in vive, Tak
in vitro. Tax, Hanpukmag, reTepootiroMepd Bapia-
6eabHOI MOJEKYAAPHOI MACH (POPMYIOTh IPCACTABHEKH
pianrx xnacis sHsp Pisum sativum: PsHspl7.l i
PsHspl8.1, sxi maaexars go xknacis ClI ra CI siano-
Bigao [24]. Tobro MoxHa 3pobHTH BHCHOBOK, WO i
C-xinuesa pingsska AKJ, i aMimorepMinaisHa 06-
NacTh MOXYTbh MIiCTHTH imdopMauio, HeolXigHy mns
dopmysanHa qmiroMepHEx cTpykTyp [21—23].

OniroMepra crpykrypa apase cobow gomexame-
pUYHM NonBiHEME auck {puc. 2), MOAENR SKOFO
smepme omyGnikosano y poBori [25] Koxen mnck
MicTure micrs AKJL, opraHizoBaHHMX y TpHMEp, KOXHA
rpaHb SKOIC CKA3AACThed 3 aumepis. JuMmepn apasiots
coBow GrOKH ANd OJMIrOMEPHOI CTPYKTYPH 1 IIC TAaKOX
¢ ocobnusicTio pocmHHEX sHsp.

QopMyBaHHA BEJIMKMX OMITOMEPHHMX CTPYKTYP Ta
KoxdropManiiini 3mMiaM NoB’43aEi 3 MANEPOHOBOK aK-
THBHICTIO HH3BKOMOJEKYAAPHMX BiMKiB TENA0OBONO mo-
KY. In vilro InanepoHOBa aKTHBHICTH MOROMEpIR Nico-
tiana tabacum NtHspl8 HMXKua 3a Taky O/MiroMepHuX
cdopmM, mo MWATBEPAKYETHCA BIAHOBIAHAM piBHEM arpe-
ragii gocninkyesannx 6inkis [26].

Yuixanenow ocodnupicrio pocnmHHRX sHSp € Ta-
KOX 3AaTHICTH TiA ¥ac AOBIOTPHBANONO TEMIEPATYp-
HOrO CTPECY YTBOPIOBATH T3K 3BaHi IPaHy/H TEILIOBO-
ro moky ¢heat shock granules, HSG) niamerpom
npubsiusao 40 €M, SKi OpegcTaBneHi Y IMTOILIa3Mi
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Puc. 1. Cxematvune 300paxcenHn Gynosu pocymuumx sHsp pisHux
kacie. [luppaMi No3HatEHO CCPEHIO IOBKKHY B AMIHOKMCIOTHHX
sanumkax. AKJ] — a-xpuctanivosuit gomer; ER ——engornasms-

THYHUA PETHKYIYM

- Mimoxondpiaaent

JEHATYpOBAaHMMH TNpOTeiHaMi, 38 asanwmu 3 SHsp.
Kommnekc pesaryposaHoro finika 3 oniromepom sHsp
RE3IHTErPyE MPOTArOM NEPiony BiTHOBACHHA HOPMAJb-
HOTO CTaHY KJITHHH. ['paHy/MH TEIIOBOrO mMOKY MO-
XYTb Yy CBOIO uepry of’e/HyBaTucs y BeaMKi 1LHTO-
30MbHI manepoHoBi xoMmekcHd. Ocrandi MicTaTh me-
pesaxkgo nurozoneni sHsp obox xmacise — CI, CII
[27—30] Ta dakropm remrosoro moky (heat shock
transcription factors, HSF) — HSFA2 [31].

C-xinnesuit gomen sHsp xnacy CII ta dopmysan-
Hd pojexaMepiB € 000B’S3KOBOK YMOBOK arperattii
mux OinkiB Ta BRIoyeHns Ginkis kaacy CII y rpanynu
TENJOBONG WOKY, YTBODEHHH AKKX iHAYKYETHCH TEM-
nepatypowo [24].

Excnpecia pociunaux sHsp. 3a HopManbHHX
yMoB Oinbmicts sHSp y BereratMBHHX TKAHHHAX He
OETEKTYIOTECA, TPOTE IOBHAKO NPOAYKYIOTBCE ¥ Bij-
NOBifib HA TEMICPATYPHMHA CcTpec. Bigxwnerusa remme-
parypu npmbmmaro ma 10—15 °C sin sopMaasHOi
TEMIIEPATYPH POCTY, ANE€ B MEXax JeTaMbHOI HOPMH,
CIPUYRHIOE BiOHOBiAp HA TErIoBWI crpec. KiapkicTp
makonuucHnx  sHsp sanexuts Bin TeMmeparypu i
TPHBAJOCTL ¢TpecoBoro nepiomy {32]. Ilicna 3akin-
YEHHS BILTHBY NOMKOAXYIOYHX (DAKTOpIB i RifHOB-
JICHH HOPMAJNIGHMX YMOB SHSp BHABAAIOTBCH B KJI-
TaHi ynpopoex me 30—56 rog {8, 331, Tomy nepenba-
YAEThCH, MO HasBHICTH SHsp € BaxamBuM daxTopoM
pigHOBAcHHS [2].

Excnpecito rexis sHsp ra Ginkosuii cunTe3 3any-
CKae He Aume Temwnosuil crpec {rabmuna). [Tesni sHsp
HAKONMHYYIOThCA ¥ BilllIOBilb HA OCMOTHYHHHA CTpec.
Excnpecist renis HaHspl7.6 (knac C) ta HaHspi7.9
(xnac ClI) iHayKyeTbc® y BEreTaTHBHHX OpraHax
COHAIMHUKY Y BiANOBip H3 BOAHMN CTpec i piBeHh
MPHK xapemoe Geanocepenuso 3i cTyneHeM aeriapa-
rauif xnitnau [34, 351 HaHsp17.9-Cll suaensworsca

393



TANANAER G, C

Puc. 2. Jumep TaHsp 16.9aA-CI (@) (vMoHOMEPH ¥ ABOX OKPEMHX
koH(opMauiax 3afapsreni v uopHMit i cipuit konbopH; N — ami-
HOTepMiHansHa finguka; C — COOH xinuesHi noMen) Ta oniroMep
TaHsp 16.92A-CI (&) (scepepusi gonexaMepy SAMMEDH POSTALIOBAHI
Y ABOX KOAKCIAMBHMX KLMbURX; SKIGO [OJUTHTH KiNlbile RABMLA
IODH3OHTANBROK) BiCCK), BEPXHA YACTHHA MICTHTL TPH AHMEDPH,
rno3nadeHHs aianosiaui Ao 3azHsuenux sute;, C-Tepminanpai xinui
fepyTh YHACTL Y NOAHAHMI JBOX Xineip)

y crebnax i kopensax nig gicwo Mauitoay Ta abciu3oBol
kucaotu [30]

[Iurosoneni sHsp y Craterostigma plantagineum,
romonoriusi HaHsp17.6-CI i HaHspl7.9-CIl, naxo-
NHYYEIOTECH KOHCTHTYTHUBHO, MpOTE Yy YYTJIHBEX [0
BHCYNIYBAHHA KAMKKCAX 3 ABAMIOTHCS JHIDE ONiCTS 30-
BHimHBOT 0Bpobku aBcumsosocre kucmororw [37]. Pi-
AcHb uMx OinkiB TENIOBOTO wWOKY Hamaxi 3pocrac y
BiATOBiAL HA BMCYIUYBAHHA, IO nepeabavae IXHIO
HEOOXIgHICT AT POSBUTKY CTIAKOCTI [0 3HEBOSHCHHN
Ta iHAYKTHBHE pearyBahHg Ha o0pobky abcnu3oBoio
KHCITOTOK BiAMOBiAHHX reHis. ['eHaMu, MO iHAYKYOTh-
¢ y BIANOBIAL HA OCMOTHuYHMA cTpec, € AtHspl7.7-
CIl i AtHspl7.6-CI} (nonepeamn HomeHkaaTypa Atf-
Hspl7.6A 1 At-Hspl7.6-11 [38)) A. thaliana i
QsHspl7 (xknac C) y kaiTHHAX canxaHnis ay0y.

OkcHaHEM CTPECOM IHTYKYIOTECS MIKIACH LHUTO-
sonenwx CI i CI1 {38, 39], miroxonapiansuanx [40] i
xaoportactanx sHsp [41). Hedxi resm HH3BKOMOJE-
KyJApHHX OL1KiB TEILIOBOIO MOKY TAaKOX iHEYKY-
I0THCH  XOAOAOBMM CTpecoM [42], BILVIMBOM BaXKHX
meTanis [43 ), osony [44 ], yavTpadionerosum [39]1Ta
y-BHnpoMiHioBanagM [40]. Jlami uyMx coocrepexens
ZO3BOJIAIOTh CTBEpAXyBaTH, mo sHsp mnos'sazani 3
3araJpHOK BiAMOBINNIO POCAMHM HAa BIUIMB abioTHu~
Horo ¢akTopa (Tabauus).

3a BiacyTHOCTI CTPeCOBMX BILTMBIB AOBKLLIA poOC-
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anHHi SHSPp npoaykyloThes HA OKPEMEX CTAAIAX PO3-
BHTKY, Takux sk emOpioreHea, IpopOCTAHHEA, DO3BHM-
TOK MHJIKY Ta HJO3DiBaHHS miaogis. 3pine HaciHeA
peauMcTeHTHE 10 Oerinparanii. ¥ saponkax Arabidopsis
ourozanehi AtHspl7.4-CI, AtHspl7.6-CIl (nonepea-
Ha Hasea At-HSP17.4 i At-HSP17.6) ta AtHspl7.7-
CIl nounHaoTh HAKONHUYBATHCH HA HOYATKOBMX CTa-
aisx emOpiorenesy, J0CATAIOUH MAKCHMAJBHOMO BMICTY
HA 3aBEPWIANLHMX €TANAX A03PiBAHHA T4 B CYXOMY
Haciumi (38, 45]. ¥ ropoxy i consmHuKy npencTaBHEH-
kn ofox xnacie uurosonsnux sHsp s’seagioTees y
3apOAKaX Mif 4Yac CHHTE3Y 3anacanbHMX DPeuoBHH i
AKyMYJIOIOTHCH Y BEJIHKIA KIABKOCTI B 3pijIOMY HACiH-
mi [36, 37, 46]. Haxonmuenus sHsp y mponeci
JO3piBAHHA HACIKHA HO3BOJNE NOPUNYCTHMTH, MO BOHH
BUKOHYIOTh (DYHKL{H0 33XHUCTY KNITHHHHX KOMNOHEH-
TiB Big BucymysanHs [45]. lia rimoresa winTeepa-
XKYETHCS TONANBITNMM OCTIIXKeHHAMH Kopenquii He-
BEMUMKHUX KiTbKocTel sHSp y uyTAMBHX A0 BHCYIOYBAH-
HY MYTaHTaX, Y HACIHHi YYTJHBHX A0 BHCYMYB2HHS
MyTaHTIB abil-6 exkcnipeciq i HakonuuerHs AtHspl7.4-
CI, AtHspl7.6-Cl i AtHspl7.7-CI] sigcytni [38, 45,
48]. lNonibua penykuis He MoB’93aHa 3 RedeKTaMH B
eMOpioreHest, IO RIATBEPIKYETHCS HAKONMYEHHAM
AtHspl7.4-Cl pmo piBHS AMKOO THOY Yy MYTAHTIR
lec2-1 i emb266, aki MatoTh nedextn emOpiorenesy Ta
CTifiKi 70 BHCYIIYEAHHY, 4 TAKOX BIACYTHICTI) HAKO-
nuueHHs y fusi-3, lecl-2, saxi ¢ pedexTHHMH B
emOpiorenesi | YYTAMBHMH 10 BHCYHIYBAHHR [48 |.
lewn sHsp excnpecyroTecst nig xonTposnem cax-
TOpiB TemnoBoro moky [49, 50], axi poanianaioTs rax
3BaHi eaeMeRTH Temsosoro moky (heat shock ele-
ments, HSE), — nocmigosnocri, posramosaudi B 5'-ni-
ASHKaX, #ki He TpaHckpmbyiorbes. 1li mocoipgoemOCTI
MICTATh HEONHOPA3ZOBO MOBTOPIOBAHKI eneMeRT nGA-
An- [52, 53]. ¥V pocamuax ontamansuuit HSE sxnro-
uae KOHCEHCYCHY nocninosmicts §'-aGAAg-3° [541].
Tpy perynsTOpHHX KOMIIOHEHTH MNOCAIA0BHOCTI 5'-
nGAAnNNTTCnnGAAN-3' susHaveno gk Taxi, wo He-
obxigHi ana edpextusHoro 38’saypanns HSF {501 3a
Hopmasnerrx yMmoB HSF nepelysarote y KiaitHHI B
JATEHTHOMY CTaHi, ajd€ Tig BIUTHBOM TEMNEPATYDH
BOHH TPUMEDH3YIOTHCH i, TAKMM UMHOM, AKTHBYKYThCS,
Hafynaoth cropinHeHocTi 3 ginamkamm JHK, ski
BIAMOBIAHO CTAKOTE TPAHCKPHNUiHHO aKkTHBHUMH (49 ].
O6unBa MOXTHBUX MEXaHI3MH (3TeXHuil i He3a-
nexumit Big HSE) OcpyTe yuacts y npogykyBaumi
sHsp mix uac possurxky [55). Hocniaxenns nmpomoro-
Py noKasaao, WMo NpokcAMAanbHI gitsukm HSE He-
ofxinui ang sabe3neyeHHA TPAHCKPHNLIAHOI AKTHE-
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Excnpecin Husbiomoaexynaprux Oiakia MEnnQe020 woKy pocin

YMoBH —i Bua pocams Hasea rewa | oxnac
P03BMTOK 3aponxa Helianthus annuus HaHspl17.6-ClH
Hatspl?.6-Cll
Pisum sativum PsHsp18.1-Cl
PsHspl8.1-Cll
Arabidopsis thaliana AtHspl7.4-Cl, AtHsp17.6-C1
AtHspi7.7-Cll
Lycopersicon esculentum LpHspi7.7-ClI
LpHspi7.3-Cll
TlpopocTanHd HACHHS Arabidopsis thaliana AtHspl7.4-Cl, AtHsp17.6-CL
AtHsp17.7-Cll, AtHsp!7.6-CIL
Pseudotsuga menziesii kAHK DF4-5 (xnac CIH

Comatnunuit emlpioreHes

Y TBOpEHHA NHUAKY

HospisanHa 1waoais

(cmoTHunuil cTpec

AbBcumsosa KucnoTa

Oxcnpsui crpec

Xonog

B0auve BAXKUX METANIB

Qoronepion

Hordeus vulgare
Medicago sativa

Nicotiana tabacum
Lilium

Zea mays

Nicotiana tabacum
Lycopersicon esculentum

Helianthus annuus

Quercus suber
Arabidopsis thaliana
Helianthus annuus

Quercus suber
Lycopersicon esculentum
Petroselinum crispum
Oriza sativa

Arabidopsis thaliana
Solanam tuberosum
Lycopersicon esculentum

Morus bombycis
Castanea sativa

Medicago sativa

Arabidopsis thaliana
Pharbitis nil

HvHsp26.8-P, HvHsp26.9-P
Hspl8. 1 (knac CI)
MsHspl8.2-Cl

NiHspl8-Cl1

kJIHK, romonoriusa sHsp (knac Cl}
ZmHspl7-ClI

NtHspi8-Cl

LpHspi7.7-Cl

LpHspl7.3-Cll

LeHsp23.8-P

TOMI1] {knacP)
HaHspl7.6-CI
HaHspl7.9-ClI

QsHspI7-Cl

AtHspl7.7-ClI, AtHspl7.6-Cll
HaHspl7.6-C1

HaHsp17.6-Cl

OsHspl7-Cl1

Hsp22 (knac M)

Hspl7.9 (knac CI)
OsHsp26.6-P

AtHsp17.7-Cll

C119 (xknac ER)

TOM66 (xnac CI)

TOMI11] (xnac P)/LeHsp23.8-P
WAP20 (xnac ER)
CsHspi7.5-C1

MsHspl8. ] (knac CI)
MsHspl8.2-C

AtHspl7.7-Cll1, AtHspl17.6-Cll
sHsp-1 (gknac CID
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HOCTI OPOTArOM 3aBepIANLHUX CTafiif eMOpiorenesy, 3
axumy 36iraeTsca npolec BUCYIIYBAHHA HAciuuH [35].
[ls axTHBaLig, BIpOriAHO, ONOCEPEAKOBAHA 3R'43yBaH-
Ham 3 HSF, mo niateepaxyecrbed 1 pegykiuico yHpo-
GOBX MPOLECIE POIBHTKY 32 YMOB BUHMKHCHHS MYy-
rauiit HSE, ki nopywyiors mexaHisM npHEAHAHHA
HSF {56, 57). IIpore pauui cranii emBpiorenesy
HEUYYTAABL A0 NogibHMX MyTauii.

[Mpunyckaerscd, mo iHmi coewadivri gia Hacin-
HH TPAHCAKTHBATOPHI GiMKH BIAMORIZAIOTH 33 IPOMO-
TypaHHd Ha mux cramisx. HaHspl7.6-Gl — enuaui
cepen sHsp reniB, axmit He BimmoOBigac wa Temmepa-
TYPHHI CTPEC 1 pEryMIOETECA JIMIIC eTANaMK POSBUTKY
[37). TIpomorop HaHspl7.6-G1 wmictute HemoBmwmii
HSE, mo Gepe y4acrs B axrtupauii posputky Ha-
Hspl7.6-G1 [581, npore HSE camocriiino He 3zaTHHi
PEryMIOBATH MOBHY iHAyKuilo nmpomoropy HaHspl7.6-
Gl. Huc-axTHBHI €1eMEeHTH, AOKANI30BAHI HE3aAEXKHO
Bix HSE, mioTh H2 IPOMOTOP TO3MTHBHO 300 HEraTHE-
Ho, HSF Ta inmi TpancakTrsaTopHi (akTOpH MOXYTh
NoefHyBaTH CBOK Jix y peryaanii HaHspl7.6-G1
VOPOMOBX BHCHXAHHA HACIHHA 4Yepe3 3B 43yB4AHHA
HSE 1a srapauux yuc-enemertie [58] Sx ogum 3
TPAHCAKTHBATOPIB ineHTHGIKOBAHO (haKTOpP TPAHCKpPH-
nuit ABI3, mo perymoe nesHi rean, ocobIMBO AKTHBHI
IpoTaroM po3eutKy Haciwesg [59, 60). Myranis abil
BILTHBAE Ha eKcrpeciio Ta HakomwueHHs AtHspl7.4-
CI, AtHspl7.6C-CI [45, 48] i AtHspl7.7-Cll y
Haciuki A. thaliana. Benwke snaueHHA y poas’s3ansi
nuranng peryasuil excupecil renis sHsp manu aocmin-
JKeHHAA axTuBauii mpomoropy HaHspl7.7-G4 y sapon-
Kax COHSUIHMKY 33 NOABifiHOTO BnAUBY ABJ3 peaymku
i LpHSFAI tomary. Auania ekcmpecii moxasae, mo
ABI3} i HSF cuHepriyao axrusyiors mpomorop Ha-
Hspl7.7-G4 y sapomkax [61]. ABI3-aanexHa axkTH-
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Puc. 3. 3aranena cxema nii sHsp wa npu-

L / Knagi 3axMCTy Ta peaktdpauli mouwndepa-
- au Arabidopsis, YTROpeHns rpaHya Tennio-
BOM 1LOKY
Harewnnit dirox

Bamig moTpefye LUTICHOCTI MPOKCAMANLHO! | AMCTAB-
nol uactue HSE Ta wasaeHocti goMeny akrupauii HSF.
C- i N-kiuneri nomenn HSF, a Takox ABI3 € gocuth
BAXUTMBAMM a1 CHHEPriumoil akTusauii, ABI3 sigirpac
BH3HAYHY poak, NpOTe JAMOIe ¥ B3aemonii 3 HSF uepes
nocwnedns 38’sa3yeanng HSF 3 HSE. ABI3 i HSF
3AaTHI B3aEMOLIATH ONHH 3 OAHHM, OAHak ABI3 moxe
aigTH i 9K TPAHCKpUILiMHME KOAKTHBATOpP Hecme-
umpivroro as’ssypanus JTHK [61].

Pyuxuii pocmaianx sHsp., Oyuxnil Hu3skomoae-
KyJIdpHUX OinkiB TCMJIOBOrO IHOKY $K Ha pidHMX
CTaAigx OHTOTEHE3Y POCIMH, TaK i mig yac Bignosini Ha
pi3Hi TMIM CTPECIE HA ChOrOaH| 3'SMCOBAHI HEMOBHICTIO.
Kopenanin excnpecii Hsp i kmituHHOi peamcTeHTOCTI
10 BUCOKMX TEMIEPATYDP AO3BOIMAA CTBOPHTH TiNOTE3Y
MOLO NPOTEXTOPHOTO 3uaueHus GiNkie Terniosoro mo-
Ky [Ad KJiTHHH B YMOBAX BHCOKHX TEMOEpaTyp.
[lpote mexanism, 3a axum Hsp mie ax nporexrtop,
yiTkKO He BM3HaucHwit, Heski rinoTean nponoHywoTh
3araibHMiA MEXaHi3M BinOOBiNi HAa TeMIEpaTypHMA
crpec [62). Hassnicte PHK y pocimEruX rpaHyaax
TEIIOBOTO IMOKY HO3B0AHNIa mepenbauurn pone sHsp
y nporeknii Ta sbepexenni MPHK 3a crpecosux ymos
[29] {(puc. 3).

Monexynaspri maneponn € Giaxamum, mo 3B’ 93y-
KTh 4acTkoBo 3i0pami aboc mewatyposami Ginkm, 3a-
nobiralour, TaKWM uuHOM, iXHIl He3BOPOTHIH arpe-
rauii, afo gonomararoTh KOpekTHOMY oanuHry [63].
Hlaneponory ¢yuxuin pocimannx sHsp in vitro 6yno
NPOLTKCTPOBAHO 3aXKCTOM Ta peakTusauicio mwouunde-
pasu y knituHax Arabidopsis [4] (puc. 3.) Ilpouecn
pesatypauii morpedyiors HagsHocti Hsp70 i ATP [§,
71]. Bucoxa crabinshicts sHsp min yac crpecy smsna-
4ae [XHIO 3HAUYIHICTh A/ [EPiOay BIGHOBJCHHA ITiCA9
Iii crpecy.
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3anMmacTECd MaJo3pO3yMLTHM MEXaHiam mane-
ponosol axtueHocTi sSHSP. Tlpumyckaerbcsd, MmO BHCO-
KOKOHCEPBATHBHMH £-KPBCTANIHOBHA JOMEH MoXe Gy-
TH BaXJHBMM IJI1 HIANIEPOHOBOI AKTHBHOCTI, aje Oi
OPUNIYIGEHHA He IDATBEPAXEHI, X0Ya AOCAIIKEHHA
sHsp pucy, aki excupecywreca 8 Escherichia coli Ta B
C-kiHugesift nLTgHTi 9KUX BiACYTHi ABi TPETAHRE ¢-KpRA-
CTANIHOBOMY AOMEHY, 3acBif4eiIE 30epexeHHs 30aT-
HOCTI IO 3axHcTy Bim Temncsoro woky [27]. Bimbm
Toro, Gyja0 NMOKa3aHo, MO C-KPECTAIHOBHE NOMEH
CAMOCTIHO HEe MAC WANEPOHOBOI AKTHBHOCTL in vitro.
Myranii Bcepenuni Garatoro Ha deHinananin ¢B-kpu-
CTajiHy, AOKANi30BAHOIO B (-KPACTANIHOBOMY NOMCHI,
NOpYMYyOTh MANEPOHOBY aKTHBHICTb in vitro Oes Bu-
Jo3MiHA oniromeproroe komnackcy [28]. I cmmocrepe-
XeHad nepexbavaroTh, mo N-TepMiHANbEL 3aAMKH,
PO3TAMIORAHI NPOTHACKHO A -KPACTANIHOBOIC AOME-
HY, TAKOX HeoOximmi Ans manepoHoBoi aKTMBHOCTI.

HemonasHo BUSBAEHO, MO CyOCTpaT MPHKPINAK-
€reCa came a0 rigpotobunx caiitis sHsp. Ockinbxm
sHsp miznasoThesd 3aneXHHM Bill TEMNEpaTypH CTPyK-
TypHUM 3MiHAM, IO NMIABHOTYIOTh NOBEPXHEBY Figpo-
¢obuicte [53 Ges camoarperauii, rigpodobni caditu
MaioTe OyTH JOKanisoBaHi BCepeaMHI MOPOXHMHM, MO
¥ s3amobirae acomianii [5]. Tomibamil MexamisM Mae
HONEPeXYBATH HCOPOXYKTUBHI B3AEMONii MiX HATHB-
HuMH OLIKaMM 33 HOPMAJEHAX TEMOCPATYD.

Ha ocuosi kpncraniuuoi crpykrypu sHsp Metha
nococcus jannaschif 3anponoHOBARO MOXJIMBI Mexa-
Hi3MH, 33 SKUMM HH3BKOMOJCKYMApHI OiKM TEIIoBO-
M0 MoKy MaTh 3axWmaTd Oimku Bin meRarypauji
[27]). Bigmosigeo a0 wici mopeni, nesHi Ginku abo
PHK, Baxnmsi pand BHXHMBAHHY KJiTHHE WMo vac
crpecy, Moxyrs Dyri crabinizosani BcepemHHi uH Ha
30BHimMHIH noeepxHi cepu, yrsopenoi sHsp, mpors-
rom ixuporo 30mpaums in vivo. OTBOpH € JOCHMTB
BENNKEMA A8 YNOPIAKYBAHHA REBEINKMX MOJICKYJ,
TAKMX 9K €H3MMHi cyGcrpartd Ta piBHi JimiliHi nen-
THAHI A2HWIOTH, Aaa AAdys3ii BcepeanHy i Ha HoBEPX-
HIO cepn.

Excnpecia sHsp B oxroreHesi. Excnpeciio renis
sHsp, aka ianmosinac nepRnaM cragiam embpioreHesy i
HE 3a/ICKHTD Bij 30BHINIHIX YMORB, BOEPIIE BH3IHAYEHO
y TBapeH i nismime —y pocmumua [2]. Excnpeciio
npeacTapHuKiB 000X DUMTO3OALHUX Kaacis sHsp npone-
moHcTposano Ha pismi MPHK i finkie B emOpioHax
TOpOXy, NIIEHMII, COHAMIHHKY, MOUEPHH, PE3YIIKH,
THTIONY, KyKypynau i Tomaris [2]. Takox BusnaueHo
ekcnpeciio sHsp ynpomoBx yTBOpeHHS MWKy ta em6-
piorenesy mMikpocnop [65]. Kpim Toro, sHsp snaiinesno

Y 3anacanbHMX OpraHax, Taknx sk unbdymuuu Allium,
Amaryllus, Crocus i Hyacinthus, sycakn Aristolochia
Ta titka Acer i Sambucus y crani Cmoxomw.

sHsp kaacie I ta Il y 3aposxax ropoxy 3’deas-
KOTBCA MM Yac CUHTE3y 3anacanbHux Oinkis Ha nouar-
KY PO3BHTKY i piBeHb IXHBOI eKCmpecii mimBMmycThCH
JO HANJNINKOBONO, HKIIO HACIHMHA 3HEBOAHKETHCA
[1]. ¥V sacikui cCOHMMEYKY TaKoX BHMSBACHO mofibue
HakomuuenHs sHsp xnacy 1I, ane sHSP wmacy 1
HAKOMAYYIOTECA JIHINE HA HidHiX CTAaniax pO3BMTKY
Hacinug [35]. IIpeacrasuanku Kiaacy | sHsp pesymxu
AXYMYMIOIOTECA YOPOMOBX CTafii JMO3piBaHHs i ixHu
KiJIbKICTh 3MEHIIYETHCE Wi 4a¢ npopocranHs [45].
Ha nixy possutky Haciung ropoxy sHsp knacy 1
BIECPHIE METEKTYWTHCH y NEPIOA ONANAHHA [EPHKap-
mix, axmi 36iracTbea 3 mepiogoM sucuxanng. MPHK i
Besmocepenapeo SHSp npucyTHi y cyxomy HaciHHI co-
HAINHAKY Ta TOPOXY NPOTATOM IPOPOCTaBHAS Ha 2—3-
W OeHs nmicas nosBE KopeHis ta Ha 2—3-H gemp y
HaciuHi conamuuKy. Hapani sHsp mBuako perpamy-
10Th. Mogens ekcopecii i aerpaganii sHsp moxe 6yrn
cnenadivporo 1 nogibHOKW y pi3HMX BURIB DPOCAMH.
Biporigno, mo sHsp xnacy I GepyTs y4acTs y po3BHT-
Ky TOJAEPAHTHOCTI HACIHHY A0 BHCHXAHHA YH MiATpH-
MaHHA CTaHY CHOKOK) IiJ 49ac pO3BHTKY.

Ha nporusary inmwam xnacam sHsp i ocobamso
knacy I, icHye BiNHOCHO HeBenMKa KiibKicth imdop-
Mauil CTOCOBHO HAKONMMYcHHY | (YHKDIOHYBaHHS
sHSP kmacy Il i we ceigunuts npe te, mo cneundika
byunilt yupogosx po3BUTKY POCIHHM BCE IME HEBI-
goMa i morpefye HOZaNbLmMHX ACCAIAKEHD.

0. 8. Talalgev
Plant small heat shock proteins

Summary

Small heat shock proteins (sHsp) are produced ubiquitously in
prokaryotic and eukaryotic cells upon heat. The special importance
of sHsp in plants is suggested by their unusuel abundance and
diversity. Six classes of sHsp have been identified in plants. In
addition to heat stress, plant sHsp are also produced under other
stress conditions and at certain developmental stages. The function
of sHsp as molecular chaperones is supported by in vitro and in vivo
assays. This review summarizes recent knowledge about plant sHsp
gene expression, protein structure and functions.
Key words: heat shock proteins, chaperones.

A. C. Tananace

HuskomonekynapHeie GeKH TEMAOBOMO LLOKA PacTeHHi

Peatome

Busxomonexynapuue beaxu mennoeoeo woxa (SHsp) npodyuupy-
HMCA KGK 8 FyKApuomuol, max i npoXapuomuol KAemke 6 omeem
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HO GALRRUE abicoxod memnepamypet. Ocobar pone sHsp 0an
pacmenuii noomeepxdaemcn ux HeoObiaUnbiM pasuoobpasuem.
Hoenmuuuuposarnar wwecme xaaccos pacmumenvibix sHsp. Ouu
npodyuupyrames u npu delicmeui GpyeLX CMpeccoskx Haxmopes,
6 HEKOMOpBIE EUe U Ha OnpedencrHblx cmadunx pazsumicst. sHsp
umerom ocoboe 3nauenue Onn OPMUPOBARUR YCRIOUHUBOCH K
empeccar. Hlaneponosas pynxyus sHsp noomeepxdena in vive u
in vitro. Hpedcmagnsnwiii 0f30p cymmupyem obwne 3nanug ob
IKCHPECCU 2eH08, MOTEKYARPHOUL cmyxmype u @yuxuusx sHsp
pacmenii
Kupueawe crosa: Genxy mennosozo WoKa, WAnRepoHbL

HEPEJIK JITEPATYPHU

. Waters E. R., Lee G. J., Vierling E. Evolution, structure and
function of the small heat shock proteins in plants // J. Exp.
Bot.—1996.—47.—P. 325—338.

2. Seharf K. D., Siddigue M., Vierling E. The expanding family
of Arabidopsis thaliana small heat stress proteins (sHsps) and
a new family of proteins containing a-crystallin domains (Acd
proteins) // Cell Stress Chap.—2001.—6,—F. 225--237.

3. Forreiter C., Kirschner M., Nover L Use of a transgenic
Arabidopsis cell suspension culture expressing high levels of
firefly luciferase as reporter for analysis of chaperone activity
in vivo // Plant Cell.—1997.—9.—P. 2171—2181.

4. Lee G. J., Roseman A. M., Saibil H. R., Vierling E. A small
heat shock protein stably binds heat-denatured model sub-
strates and can maintain a substrate in a fotding competent
state // EMBQ J.—1997 ~16.—P. 659—0671.

5. Heckathorn S. A., Downs C. A., Sharkey T. D., Coleman J.
§. The small, methionine-rich chloroplast heat-shock protein
protects photosystem II electron transport during heat stress //
Plant Physiol.—1998.—116.—P. 439—444.

6. Low D., Brandle K., Nover L., Forreiter C. Cytosolic heat-
stress proteins Hspl7.7 class I and Hspl7.3 class Il of tomato
act as molecutar chaperones in vive // Planta.—2000.--
211.—P. 575—582.

7. DeRocher A. E., Helm K W., Lauzon L M., Vierling E.
Expression of a conserved family of cytoplasmic low molecular
weight heat shock proteins during heat stress and recovery //
Plant Phystol.—1991.—96.—P. 1038—1047.

8. Hsieh M.-H., Chen. J.-T., Jinn T.-L., Chen Y.-M., Lin C.-Y.
Class of soybean low-molecular-weight heat shock proteins
immunological study and quantitation // Plant Physiol.—
1992, —99.—P. 1279—1284.

9. Vierling E. The roles of heat shock proteins in plants // Annu.
Rev. Plant Physiol. Piant Mol. Biol.—1991.—42.—P. 579—
620.

10. Helm K. W., LaFayette P. R., Nagao R. T., Key J. L., Vierling
E. Localization of small heat shock proteins to the higher plant
endomembrane system // Mol. Cell. Biol.—1993.—13.—
P. 238--247.

Ll. Hefm K. W., Schmeits [., Vierling E. An endomembrane-lo-
calized small heat-shock protein from Arabidopsis thaliana //
Plant Physiol —1995.—107.—P. 287—288.

12. Lenne C., Douce R. A low molecular mass heat-shock proiein
is localized 1o higher plant mitochondria // Plant Physiol. —
1994. —105.—P. 1255—1261.

13. Lenne C., Block M. A., Garin J., Douce R. Sequence and
expression of the mRNA encoding HSP22, the mitochondrial
small heat-shock protein in pea leaves // Biochem. J.—1995. —
31i.—P. 805--813.

14. LaFayette P. R., Nagao R. T., (' Grady K., Vierling E., Key
J. L Molecular characterization of ¢DNAs encoding low-

398

20.

21.

22,

23.

24,

26.

27.

28.

29.

30.

31.

32

molecular-weight heat shock proteins of soybean // Plant Mol.
Biol.—1996.---30.—P. 159—169.

. Waters E. R. The molecular evolution-of the smali heat-shock

proteins in plants // Genetics, —1995.—141.—P. 785—705.

. Boston R. 8., Viitanen P. V., Vierling E. Molecular chaperones

and protein folding in plants // Plant Mol. Biol.—1996.—
32.—P. 191222

. Gustavssan N., Harndahl {J., Emanuelsson A., Roepstorif P.,

Sundby C. Methionine sulfoxidation of the chloroplast small
heat shock protein and conformational changes in the oligomer
// Protein Sci.—1999.—B.—P. 2506—2512.

.Lund A. A, Rhoads D. M., Lund A. L., Cerny R. L., Elthon

T. E. In vivo modifications of the maize mitochondrial small
heat stress protein, HSP22 // J. Biol. Chem.—2001.—276.—
P. 29924—29929.

. Chen ()., Osteryoung K., Vierling E. A 2t-kDa chloroplast

heat shock protein assembles into high molecular weight
complexes [n vivo and in organelle // J. Biol. Chem.—1994.—
269.—P. 13216—13223.

Helm K. W., Lee G. J., Vierling E. Expression and native
structure of cytosolic class 11 small heat shock proteins // Plant
Physiol.—1997.—114.—P. 1477—1485.

Lee G. J., Vierling E. Expression, purification and molecular
chaperone activity of olant recombinant small heat shock
proteins // Meth. Enzymol.—1998.--29.—P. 350—365.

Kim R., Kim K. K., Yokota H., Kim §.-H. Crysial structure of
a small heat-shock protein // Proc. Nat. Acad. Sci. USA.—
1998.—95.—P. 9129—9133.

Kirschner M., Winkelhaus S., Thierfelder J., Nover L. Tran-
sient expression and heat stress induced co-aggregation of
endogenous and heterologous small heat stress proteins in
tobacco protoplasis // Plant J.—2000.—24,—P. 397—411.
Van Montfort R. L., Basha E., Friedrich K. L., Slingsby C.,
Vierling E. Crystal structure and assembly of an eukaryotic
small heat shock protein // Nat. Struct. Biol.—2001.—8.—
P. 1025—1030.

. Smykal P., Masin J., Hrdy I., Konopasek I., Zarsky V.

Chaperone activity of plant low molecular weight heat shock
protein is adversely influenced by ATP // Plant J.—2000.—
23.—P. 703---713.

Yei C.-H., Chang P.-F. L., Yeh K-W., Lin W.-C., Chen
Y.-M., Lin C.-Y. Expression of the gene encoding a 16.9-kDa
heat-shock protein, Oshspl6.9, in Escherichia coli enhances
thermotolerance // Proc. Nat. Acad. Sci. USA.—1997.—94.—
P. 10967—10972.

Plater M. L., Goode D., Crabbe M. J. Effects of site-directed
mutations on the chaperone-iike activity of alphaB-crystaliin //
J. Biol. Chem.—1996.—271.—P. 28558—28566.

Nover L., Scharf K.-D., Neumann D. Cytoplasmic heal shock
granules are formed from precursor parficles and are associated
with a specific set of mRNAs // Mol. Cell Biol.—1989.—9.—
P. 1298—1308.

Nover L., Scharf K.-D., Neumenn D. Formation of cytoplasmic
heat shock granules in tomato cell cultures and leaves // Mol.
Cell Biol.—1983.—3,—P. 1648—1655.

Scharf K.-D., Heider H., Hohfeld I., Lyck R., Schmidt E.,
Nover L. The 1omato Hsf system: HsfA2 needs interaction with
HsfAl for efficient nuclear import and may be localized in
cytoplasmic heat stress granules // Mel. Cell Biol.—1998.—
18.—P. 2240—225]1.

Howarth C. J. Molecular responses of plants to an increased
incidence of heat shock // Plant Cell Environ. —1991. —14.—
P. 831—841.

Chen @, Lauzon L M., DeRocher A. E., Vierling E.



HUZLKOMONEKYJIAPHD BUIKH TEIVIORODG UIOKY POCIHH

33.

34.

35,

36.

317.

Accumulation, stability, and localization of a major chloroplast
heat-shock protein // J. Cell Biol.~-1990.—110.—P. 1873
1883

Almoguera C., Coca M. A., Jordano J. Tissue-specific expres-
sion of sunflower heat shock proteins in response to waler stress
// Plant J.—1993.—4.—P. 947—958.

Coca M. A, Almoguera C., Thomas T. L., Jordano J.
Differential regulation of small heat-shock genes in plants:
analysis of a water-siress-inducible and developmentally ac-
tivated sunflower promoter // Plant Mol. Biol.—1996.—31.—
P. 863—876.

Almoguera C., fordano J. Developmental and environmental
concurrent expression of sunflower dry-seed-stored low-mole-
cular heat-shock protein and Lea mRNAs // Plant Mol
Biol.—1992.—19.—P. 781 —792.

Alamilio 1., Almoguera C., Bartels D., Jordano J. Constitutive
expression of small heat shock proteins in vegetative tissues of
the resurrection plant Craterostigma plantagineum // Plant
Mol. Biol.—1995.—29.—P. 1093—1099.

Sun W., Bernard C., Van de Cotte B., Van Montagu M.,
Verbruggen N. At-HISP17.6A, encoding a small heat-shock

 protein in Arebidopsis, can enhance osmotolerance upon over-

38.

39.

40.

4].

42.

43.

4.

45.

46.

47.

expression // Plant J.—2001.—27.—P. 407—415.

Huguet M. G., Verdaguer D., Puigderrajols P., Liompart B.,
Nadal A., Molings M. Stress proleins coexpressed in suberized
and lignified cells and in apical meristems // Plant Sci.—
1998.—139.—P. 49—57.

Bonzet N., Richaud C., Deveaux Y., Kazmaizer M., Gagnon
J.. Triantaphylides C. Accumulation of small heat shock
proteins, including mitochondrial HSP22, induced by oxidative
stress and adaptive response in tomato cells // Plant J.—
1998.—13.—P. 519—527.

Lee G. 1., Vierling E. A small heat shock protein cooperates
with heat shock protein 70 systems to reactivate a heat-dena-
tured protein // Plant Physiol.—2000.-~1.--P. 189—198.
Sabehat A., Lurie S., Weiss D. Expression of small heat-shock
proteins at low temperatures: a possible role in protecting
against chifling injuries // Plant Physiol.—1998.--117.—
P. 651—658.

Gyorgyey I., Gartner A., Nemeth K., Magyaer Z., Hirt H.,
Heberie-Bors E., Dudits D. Alfalfa heat shock genes are
differentially expressed during somatic embryogenesis // Plant
Mol. Biol.~—1991,--16.—P. 999--1007.

Eckey-Kaltenbach H., Kiefer E., Grosskopf E., Ernst D,
Sandermann H., Jr. Differential transcript induction of parsley
pathogenesis-related proteins and of a small heat shock protein
by ozone and heat shock // Plant Mol. Biol.—1997.—33.—
P. 343—350.

Wehmeyer N., Hernandez L. D., Finkelstein R. R., Vierling E.
Synthesis of small heat-shock proteins is part of the develop-
mental program of late seed maturation // Plant Physiol.—
1996.—112.—P. 747—757.

Coca M. A., Almoguera C., Jordano J. Expression of sun-
flower low-molecular-weight heat-shock proteins during emb-
ryogenesis and persistence after germination: localization and
possible functional implications // Plant Mol. Biol.—1994.—
25.—P. 479—492,

DeRocher A. E., Vierling E. Developmental control of small
heat shock protein expression during pea seed maturation //
Plant J.—1994.—5.—P. 93—102.

Wehmeyer N., Vierling E. The expression of sHsps in seeds
responds to discrete developmental signals and suggests a
general protective role in desiccation tolerance // Plant Phy-
siol. —2000.—122.—P. 189—198.

48.
49,

50.

5.

- 52,

53.

54

55.

56.

57.

38,

59.

61.

62.

63.

64,

65.

Wu C. Heat shock transcription factors: structure and regulati-
on // Anmu. Rev. Celt Dev. Biol. —1995.—11.—P. 441 —469.
Schofft F., Prand! R., Reind! A. Regulation of the heat-shock
response // Plant Physiol.—1998. —117.—P. 1135—1141.
Petham H. R. B. A regulatory upstream promoter element in
the Drosophila hsp70 heat-shock gene // Cell. —1982.—30.—
P. 517—528.

Amin J., Ananthan I., Voellmy R. Key features of heat shock
regulatory elements // Mol. Cell. Biol. —1988.—8.—P. 3761 —
3769.

Xiao H., Lis J. T. Germline transformation used to define key
features of heat-shock response elements // Science.—1988. —
239.—P. 1139—1142.

Barrgs M. D., Czarnecka E., Gurley W. B. Mutational analysis
of a plant heat shock element // Plant Mol. Biol.—1992.—
19,—P. 665—675.

Prand! R., Klpske E., Schoff! F. Developmental regulation and
tissue-specific differences of heat shock gene expression in
transgenic tobacco and Arabidopsis plants // Plant Mol.
Biol.—1995.—28.—P. 73—82.

Almoguera C., Prieto-Dapena P., Jordano J. Dual regulation
of a heat shock promoter // Plant J.—1998.—13.—P. 437—
446.

Carranco R., Almoguera C., fordano J. A plant smalt heat
shock protein gene expressed during zygotic embryogenesis but
noninducible by heat stress // J. Biol. Chem.—1997.—272.—
P. 27470—27475.

Carranco R., Almoguera C., Jordano J. An imperfect heat
shock element and different upstream sequences are required
for the seed-specific expression of a small heat shock protein
gene // Plant Physiol.—1999.—121.—P, 723—730.
Giraudat J., Hauge B. M., Valon C., Smalle J., Parcy F.,
Goodman H. M. Isolation of the Arabidopsis ABI3 gene by
positional cloning // Plant Cell. —1992.—4.—P. 1251 —1261.
Parcy F., Valon C., Raynal M., Gaubier-Comella P., Delseny
M., Giraudat J. Regulation of gene expression programs during
Arabidopsis seed development: roles of the ABJ3 locus and of
endogenous abscisic acid // Plant Cell.—1994,—6.—
P. 1567—1582.

. Rojus A., Almoguera C., Jordano J. Transcriptional activation

of a heat shock gene promoter in sunflower embryos: synergism
between ABI3 and heat shock factors // Plant 1.—1999. —
20.—P. 601—5610.
Arrigp A. P. Small stress proteins: chaperones that act as
regulators of intracellular redox state and programmed cell
death // 1. Biol. Chem.—1998.—379.—P. |9—26.
Hendrick J. P., Harti F.-U. The role of molecular chapercnes
in protein folding // FASEB 1.—1995.—9.—P. 1559--1569.
Downs C. A., Heckathorn 8. A., Bryan J. K, Coleman J. S.
The methionine-rich low-molecular-weight chloroplast heat-
shock protein: evolutionary conservation and accumulation in
relation to thermotolerance // Amer. J. Bot.—1998,—85.—
P. 175—183.
Soto A., Allona I., Collada C., Guevara M.-A., Casado R.,
Rodriguez-Cerezo E., Aragoncille C., Gomez L. Heterologous
expression of a plant small heat-shock protein enhances
Escherichia coli viability under heat and cold stress // Plant
Physiol. —1999.—120.—P. 521 —528.
Van Berkel J., Salamini F., Gebhardt C. Transcripts ac-
cumulating during cold storage of potato (Solanum tuberosum
L) tubers are sequence related 1o stress-responsive genes //
Plani Physiol.—1994.—104.—P. 445—452.
VAK 577:122:58.036.2
Hapiituena po pepaxuii 27.01.05

399



