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OBIIASA XAPAKTEPUCTUKA PABOTbBI
AKTYAJbHOCTH _Mpo0jeMbl. CHUrHaabl 00 HW3MEHEHHWH IapaMeTPOB OKPYKAIOIICH

Cpellbl BOCIIPUHUMAIOTCA Pa3jIMYHBIMU CEHCOpaMHU KJIETKHM M MEepefaroTcs MO CHUCTeMaM
nepenaun Ha JIHK, BbI3bIBast M3MEHEHHsI SKCIIPECCHH T€HOB, HEOOXOAUMBIX JUIA alanTaluu
K HOBBIM ycioBusaM. Oanako cama monekyna JIHK He sBnsercs maccMBHBIM 3BE€HOM B ATOU
uenu. VM3MeHeHus mapamMeTpoB OKpY’Karolled cpelbl MpSIMO WM KOCBEHHO BIUSIOT Ha
ypoBeHb cBepxcrmpamm3auuu JIHK, or koTOporo 3aBUCAT NPOLECCHl PEIUIMKAUUMUA H
TpaHcKpuniuu, a Takxke Blaumonencteue JJHK c perynstopusiMu snementamu (Dorman,
2008). ¥V Bcex MmezoduiabHbiXx Oaktepuit JJHK HaxomuTcs B COCTOSHHMHM OTpHUIATEIHHOM
CBEPXCIUPAINA3ALNN, KOTOPOE KOHTpoJIMpyeTcss nByms TtomnouszoMmepazamu: [IHK-rupasa
BHOCUT OTpHUIATEIIbHBIE CBEPXBUTKHU, a TOMouU3oMepasza | mpemsTcTByeT X U30BITOUHOMY
HakoruieHuto (Tse-Dinh, 1998; Zechiedrrich, 2000). Jo6aBnenune nuruoutopa JJHK-rupassr
HoBoOuonmHa (Maxwell, 1997) npuBOOUT K CHHIKEHHUIO YPOBHS OTPULIATEIHHOU
ceepxcnupammzarmu - JIHK  u, Takum oOpa3oM, TO3BOJSET HCCIAENOBaTH  POJIb
ceepxcnupanuzanuu [JHK B perynsiuun 3Kcrnpeccuu reHoB.

Psan wccnenoBanuii moarBepaui, 4to u3MeHeHwe cBepxcnupanusanuu JHK wurpaer
BAXHYIO POJb B PETYJSALMU IKCIPECCUU T€HOB OaKTEpuUid MpU aJanTall K CTPECCOBBIM
ycinoBusM. OJIHaKO MMEIOIIMECS JaHHBIE MOJYy4Y€Hbl B OCHOBHOM Ha OTAENIBbHBIX TIE€HaX
pEnopTEpHBIX IIAa3MUJT TeTepoTpopHBIX Oaktepuid Escherichia coli, Bacillus subtilis, n
Salmonella typhimurium (Aoyama and Takanami, 1988; Franco and Drlica, 1989; Adamcik
et al., 2002). Paszputrue texnonorun JJHK-mukpouunoB, xoTopasi MO3BOJISIET H3y4daTb
M3MEHEHHS B HKCIIPECCUM MPAKTHUUYECKH BCEX T'€HOB OpraHU3Ma, PacIIUpseT BO3ZMOXHOCTU
HCCIENOBAaHUN B JaHHOM HamnpasieHUU. lcmosb3oBaHHME 3TOr0 MeEToAa yKe I10Ka3ajo
BAXHYIO poiib cBepxcnupanuszaiuu JJHK B perynsiuum skcnpeccuu TeHOB B YCIOBHSIX
coneBoro ctpecca y E. coli (Cheung et al., 2003). V 3T0ro xe opraHuzma u3ydeH OOIIHIA
TPAHCKPUIIIMOHHBIA OTBET Ha noOaBienue naruouropa JAHK-rupassr HoBoOnonuHa (Peter
et al., 2004). Ho Bnusinue ceepxcnupanuzanuu JIHK Ha riio6aiibHy0 3KCIPECCHIO TEHOB Y
JIPYrUX OPraHu3MOB U MpPHU BO3ACHCTBUM APYTUX aOMOTUYECKUX CTPECCOB /0 CHUX IOP
OCTaeTCAd HEU3YUYEHHBIM. DTO W OMNpEJeNseT aKTyaJlbHOCTb WCCJIEIOBAaHUS U CpaBHEHUS
ponu cBepxcnupanuzauuu JJHK B perynsiuuu cTpecc-uHAYLHPYEMbIX T€HOB Y OPraHU3MOB
C UHBIM TUIOM MeTaboiu3Ma, Hampumep aBTOTPO(HBIX, MPU BO3ACHCTBUM PA3ITMUYHBIX
CTPECCOBBIX (PAKTOPOB.

Opnokiterounass nuanodakrepust Synechocystis sp. PCC 6803 mnpexacrasiser coOoi
OCOOCHHO YJOOHBIM W HMHTEPECHBIM OOBEKT [JIi KCCICIOBAHMS JTaHHOW TPOOJIEMBI.
Synechocystis IMPOKO UCMONB3YETCS KaK MOJENb U U3y4YeHUsI (POTOCUHTE3a, TEKYUECTH
MeMOpaH, a TaKKe CTPECCOBBIX OTBETOB, MX BOCIPHUATHS W peryisiuud. J[ns Hamiero
UCCJIEJIOBAHUS MBI BBIOpAJIM COJIEBOM, XOJI0JOBOM M TEIIOBOI CTPECChI, OTBETHI HAa KOTOPbIE
y Synechocystis TOCTaTOYHO XOpOILO HM3yY€Hbl HAa YPOBHE TPAHCKPHUIILHHU, ONPEIEIICHbI
(GyHKIMM MHOTHUX TE€HOB, HEOOXOAMMBIX IJIsl JalTallid, U W3BECTHBI HEKOTOpHIE MYTHU
BOCIIPUSITHSI U PETYJISIIIUU 3TUX cTpeccoBbiX oTBeTOB (Los et al., 2008). Tomonoruueckoe
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cocrosiuve [JHK 4yBCTBUTENBHO K 3TUM BO3AEHUCTBUSM, U IO3TOMY MOHO MPEIIOI0KHUTD,
yro cBepxcnupanusauusa JJHK npuHumaeT BakHOE ydacTHE B PEryJisiliMd OTBETOB HA 3TH
ctpeccbl. Mcnonb3oBanne JIHK-mMukpouunoB ¢ mOYTH TOJHBIM HAOOPOM TE€HOB
Synechocystis (94 %) mno3Bonser wucciaenoBatb ponb cBepxcnupanuzauuun  JHK B
r7100adbHOM HKCIPECCUU TE€HOB CTPECCOBOIO OTBETAa. YJK€ HMEIOIIMECs JaHHbIE I10
peryJisiiuy OTBETa Ha TH BO3JAEHUCTBUS JAlOT BO3MOXKHOCTb O0OCYKJaTh B3aUMOJICHCTBHE
ceepxcnupanmsaunu JJHK ¢ npyrumu cucremamu peryismnuu.

IHeam w  3agaum  padGorbl. llenpto  paboThl  SABISUIOCH  M3YYEHHE  POJIU

ceepxcnupanmzaunn JIHK B perymsnum skcrpeccum CTpecc-MHAYLUHMPYEMBIX TI'E€HOB Y

uuanobakrepun Synechocystis sp. PCC 6803 B yclOBHSIX COJEBOrO, XOJOAOBOTO U

TEIUIOBOTO0 CTpeccoB. B cooTBeTcTBUM € LIeibl0 pabOThl OBUIM MOCTABJIEHBI CIEAYIOLINE

3a/1a4un:

1. UccnenoBare Bnustnue unruouropa JJHK-rupa3pl HoBoOMOIMHA HA SKCHPECCHUIO T€HOB
IIPU COJIEBOM, XOJIOJJOBOM U TEIUIOBOM CTPECCAX.

2. TlpoBecTH KJaCTEpHBIN aHAIU3 SKCIPECCUN T'€HOB CTPECCOBOTO OTBETA B IPUCYTCTBUU U
OTCYTCTBUM HOBOOMOILIMHA.

3. BeisicHuTh  BIMAHME ~ W3MEHEHMl  creneHu — cBepxcnupanmmzauuu  JIHK  nHa
(GYHKIIMOHUPOBAHUE CUCTEM BOCIPUATHUS U MEPEAaYl CTPECCOBBIX CUTHAJIOB.
Hayunasi HoBu3Ha. BnepBbie wusyyeHo BuusHue wuHruoburtopa JIHK-rupassi

HOBOOHMOIIMHA HA JKCIIPECCHUIO IEJIOT0 reHoMa Synechocystis IpU COJEBOM, XOJOIOBOM H
TEIJIOBOM CTpeccaXx M TIIOKa3aHa HEOOXOJAMMOCTh BBICOKOTO YPOBHS OTpPUIIATEIHHOU
CBEpXCIUpANTU3AIUH ISl MHAYKIMHA OOJBIIMHCTBA T€HOB XOJIOAOBOTIO U COJIEBOTO CTPECCOB
y Synechocystis. BriepBble MOKa3aHO, YTO 4YacTh I'€HOB OTBETa HA XOJOJOBOW U COJEBOM
CTpEeCChl, KOTOPbIE HE KOHTPOJIUPYIOTCS H3BECTHBIMHU JIBYXKOMIIOHEHTHBIMH CHCTEMAMMU,
peryJInpyroTcs U3MEHEHHEM cTeneHu ceepxcnupanuzanun JHK.

HayuHo-npakTuyeckoe 3Hauenue. [lomyueHHBIE pe3yJbTaThl TO3BOJIIOT TIIyOXKe

HOHATH MOJIEKYJIIPHBIE MEXaHU3MBbI, JIeKAllUe B OCHOBE CTPECCOBBIX OTBETOB
(OTOCHHTE3UPYIOMIMX KJIETOK, U MOTYT OBbITh MCIOJIb30BaHbI JIJIsl JAJIbHEUIEro U3yueHus
peryJsiliii OTBeTa Ha a0MOTHYECKHE CTpecchl y Oakrepuwil. Hama koHmenmus o poiu
U3MeHeHull cBepxcnupanuzanuu reHomHod JHK B perymsuum TpaHCKpUNUMU T'e€HOB
CTPECCOBOTO OTBETA MpEJICTaBlIeHA B psae 0030pHBIX padoT (Los and Zinchenko, 2009; Los
et al., 2010) nu MOXeT ObITh UCIIOJIB30BaHA IPU YTEHUU KYPCOB JIEKLIUNA M0 MUKPOOUOJIOTUN
1 GU3NOJIOTUU PACTCHUN.

Anpob6anusi_padoTbl. MaTepuasibl, BOIIEAININE B TUCCEPTAIMOHHYIO pabOTy, ObUIH

npenacraBieHbl Ha Beepoccuiickoil HaydHOM KOH(EPEHLMH ¢ MEXAYHAapOJHBIM y4acTHEM
«®Duszmnonoruss M TEHETHMKAa MHUKPOOPraHU3MOB B MPHUPOAHBIX U 3KCIEPUMEHTAJIbHBIX
cucreMax» MU V MOJOJEKHOM IIKOJEe-KOH(EPEHUUH € MEeXAyHapOJHbIM Y4YacTHEM
«AKTyallbHbIE aCIEKThl COBpeMEHHOU MuKpoOuonorum» (Mocksa, 2009); Bcepoccuiickoit
HAyYHOW KOH(EepeHINH «YCTONYMBOCTh OPraHU3MOB K HEOIAronpusaTHbIM (pakTopam
okpyxatomieit cpens» (Mpkyrck, 2009); 11 Bceepoccuiickom cummnosuyme «Dusznonorus
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TPAHCTEHHOTO pacTeHuss | (QyHIaMEHTaJIbHbIE OCHOBBI OHMOOE30MACHOCTH» U Ha
Bcepoccuiickom cumnosuyme «Pactenue u crpece» (Mockaa, 2010).
Iyoaukanun. Mmeercs 19 newarHeix paboT, U3 HUX 8 - B OTEUYECTBEHHBIX MU

3apyOeKHBIX pereH3upyeMbIX u3nanusx. [lo Teme quccepranuu ony0IrMKoBaHO 8 padboT, u3
KOTOPBIX 3 — B PELEH3UPYEMBIX JKypHaIax.

Crpykrypa amccepramuu. J[uccepramusi coctouT u3 paszzaenon: Baenenuwe, O630p
mutepatypbl, OOBEKTH U METOJBI HCcenoBanuid, Pe3ynbTaTer, OOCYKIeHIE pe3yIbTaTOB,
3axmouenue, BeiBoabl, Jluteparypa, [Ipunoxenus. Paborta uznoxena Ha 164 crpanuiax
MaITUHOMUCHOTO TEKCTa, CoAepkHuT 18 pucyHkoB, 1 Tabmuity, 4 mpunoxkeHus. CHucok
JUTEpaTyphl BKIKOYAET 277 HaMMEHOBAHUM.

OBBEKTHI U METO/IbI UCCJIEJOBAHUM

ITtammbl nuanodakrepuid. Illtamm mmanobakrepuu Synechocystis sp. PCC 6803
nukoro tuma GT O mpemocraBnen HammonaneueiM WMHcTuTyTOM OOI1IEH buonoruu
(NIBB, Oxazaku, Anonwmst). lltamm Synechocystis ¢ mnazmunoin pVZ321, cniocobHOU
aBTOHOMHO peruiupoBatbest B nuaHoOakTepusx (GenBank Ne,AF100176, 3uHueHKO U
ap., 1999), Obu1 moslydeH METOJIOM TPEXPOIUTEIBCKOTO CKpelrBanus. s aToro Ha cpene
LB BeIpamuBaiy HOUHBIE KyJbTypbl ABYX mTamMMoB E. coli C-600, oquH U3 KOTOPHIX OBLT
TpanchopmupoBaH 1iazmMugoi  R751, comepkamieid  KacceTy — YCTOMYMBOCTH K
TPUMETANIPUMY, a BTOPOU - uazmMuaord pVZ321, coxmepxamien KacceTsl yCTOMYMBOCTH K
KaHaMUIIMHY U xjiopaMmpennkony. O6a mramma ObUTH MOTy4YeHbI OT npod. 3undyenko B.B.,
kad. remeruku buonorunueckoro dakynprera MI'Y. Jlns tpanchopmanuu Synechocystis
BBIpAILIUBAIN B MHTEHCUBHOU KyJbType 10 Oll;50=0,6-0,8. [Tocne cmemmuBanusa no 0,1 miu
KyJIbTYphl Kaxaoro mramma E. coli n 0,5 mun xynbTypsl Synechocystis KIETKH OCaKIaIH
HeHTpuyrupoBaHueM U pecycreHaupoBainu ocanok B 50 mxn cpeast BG11. 3arem cmech
HAHOCUJIM Ha MEMOpPaHHBIM (PUIIBTP, KOTOPHIA MOMEIIATIM HA HOYbh HA YAIlKU CO CPEeOoH,
conepxaimeid BG11 u LB B paBHOI mponopruu. 3ateM nepeMeniany GuibTp Ha YaIlKH C
BGI11 ¢ po6aBmennem 10 Mkr/min kanamuiipHa. [lepBUYHBIC KJIOHBI IMOCIEIOBATEIHHO
nepeceBalii € yBEJIMYEHHEM KOHIEHTpallMM KaHaMmuluMHa a0 25 mxr/mu.  [ltamm
Synechocystis, ycroiuuBblii kK HoOBOOmornuHy (NBres), Obul monydeH B pe3yibTaTe
CIIOHTAHHON MyTalMu B T€HE gyrB Npu BbIpAUIMBAHMM KJIETOK JUKOTO THIA HA CPEle C
nobasnenrem 20 MKr/mia HoBoOMOLIMHA. BeIpociiue KIOHBI 3aTeM IOCIEA0BATEIHHO
MepeceBalii Ha Cpelbl C YBEJIMYCHHEM KOHIEHTpanuu HoBoOuoruHa 10 200 MKr/mo.
Hanuuue myTanuu B reHe gyrB npoBepsIN peCTPUKTHBIM aHAIU30M.

YciaoBus kyJabTuBupoBanus. KyneTypsl mramMmoB Synechocystis noanepXxuBaiu Ha
yamkax [lerpu na arapuzoBanHoi cpeae BGI11l u B konbax Ha xuakou cpeae BGIl1,
conepxateit 20 MM HEPES-NaOH, pH 7.5 (Stanier ef al., 1971), npu Temneparype 32 °C
M TOCTOSHHOM ocBemiennn 10 MKMomp KkBaHTOB cBera/m>/c. IlItamm Synechocystis,
coaepxaumi miasmuay pVZ321, moamepKuBalid Ha Cpeie, coaepramied 25 MKr/mi
KaHaMUIMHA. YCTOWYUBBIA K HOBOOMOLUMHY IITaMM Synechocystis TONIEPXKUBAIA Ha
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cpene, coaepxkameid 200 Mxr/min HOBoOMOIMHA. MIHTEHCHBHBIE KYJIBTYPHI BBIPAIIMBAIH B
cocynax ¢ 200 mu cpenst BG11 npu temneparype 32 °C, nmoctosHHOM ocBemieHuun 70
MKMOJIb KBAHTOB CBETa/M/C a’paly CTEPUIIBHOM Tra30BO3yIIHOM CMECHIO, COJIEpIKAILIEH
1,5-2 % CO:..

JKCIepUMEHTAJIbHbIE YCJI0BUsl. B JKcrepuMeHTax HCIONb30BAIM HMHTEHCHUBHbBIE
KyJbTYpBI, BBIpaIllcHHbIE A0 OKcroHeHIWansHou (a3er (4 cyt, OIl;50=0,8-1). s
YMEHBIIICHHUSI YPOBHS CBEPXCIUpAIM3AIMKN JOOABISUIA  HOBOOHMOIMH JO0 KOHEYHOU
KoHIeHTpauuu 50 MKr/mMi U uHKyOupoBasiin 30 MUHYT B HOPMAaJIbHBIX YCJIOBHSIX POCTA.
3aTeM KJIETKH ITOMEUIAIN B YCIOBHS COJIEBOTO, XOJIOJ0BOIO WIH TEIIOBOro crpecca Ha 30
MHUH. YCIIOBHUSI COJIEBOTO CTpecca CO3/1aBaliv JOOABIECHUEM B CpeAy KyJIbTHUBUpPOBaHUA 5 M
pactBopa NaCl no xoneunoi konuentpamuu 0,5 M. B KoHTposnbHBINH BapuaHT 100aBIIsIN
COOTBETCTBYIoOIIee KoanuecTBO cpeabl BG-11, uToObl m3bexarh 3¢dexta pazbaBieHUs.
VYcioBus XOJOJOBOTO M TEIJIOBOTO CTPECCOB CO3/IaBajld  IOMEIIEHUEM COCY/I0B C
KyJbTypoil B BoasHyio OaHio ¢ Temneparypoit 22 °C u 44 °C cootBerctBenHo. IlItamm
NBres BbIpamuBaiy A SKCIEPUMEHTA B TEX K€ YCIOBUSX, YTO W AUKUN THUI, HO MPHU
MMOCTOSTHHOM TIPUCYTCTBUH HOBOOHOIIMHA B KOHIICHTpAIUU SO MKI/MII.

Boinenenne maasmuanoii JIHK u3 kiaerok Synechocystis. Kierku uz 100 mn
KYyJbTYpBl Synechocystis (UKCHUPOBaIM C TOMOIIBI0 PaBHOTO O0bEMa OXJIAXKICHHOTO
staHona, coaepxkaimero 0,2 % ¢enona, U ocaxnanu HEHTPUPYTHPOBAHHUEM B TEUCHHE
10 mun npu 2200 g u 4 °C (uentpudyra Eppendorf 5804R). Ocanok pecycnenaupoBaiu B
1 mn 6ydepa TE 50/50 (50 MM Tpuc-HCI, 50 MM SATA, pH 8,0), nobasmsnu 0,2 miu
xJi0poopmMa, U MHTEHCUBHO BCTPSXUBAIM CMECh B TEUEHHE 5 MUH, IIOCIIE YETr0 OCAKIAIN U
oTOMpany BOAHYIO (hpakiuio ¢ kinerkamu. Kietku ocaxkaanu neHTpudyrupoBanuem 15 Mux
mpu 16000 g u 4 °C (uentpudyra Eppendorf 5415R), ocanok pecycnenauponaiu B 280 MK
STET-6ydepa (8 % caxaposza, 5% tputon X-100, 50 MM SATA, 50 MM Tpuc-HCI)
(Holmes and Quigley, 1981). K cycnensun go6aBnsuim 20 mxn au3ornuma (20 mr/mi B
STET-6ydepe) u unkyoupoBanu B Teuenue 30 mun npu 37 °C. Knetku nusupoBamu
nobasnenuem 600 mkn nusupyromei cmecu (0,2 M NaOH, 1% SDS) u unkyoupoBanu
10 mun nipu 4 °C. 3atem nob6asnsimu 600 mxa 2,55 M pactBopa amnerara kamust (pH 4,8),
nnkyoupoBanu 10 mun npu 4 °C. Ilocne 3TOro OoCBET/ISIM JHM3aT HEHTpUPYTrHpOBaHHUEM
npu 16000 g B Teyenue 15 muH mpu 4 °C, k cymnepHaTaHTy ao0aBisiaun 720 MK
M30MPOIIaHOIA W BBIICPKMBAIM B TEYCHHWE |4 TpUM KOMHATHOW Temmepatype. [lamee
ocaxknanu 15 mun npu 16000 g u aBaxkasl npomeiBaiu ocanok 70 % stanonom. PactBopsuin
ocanok B 200 Mk TE 50/100 u aBaxasl oOpabaThiBaiu paBHBIM 00BEMOM cMecH (peHoa ¢
xyaopopopmom (1:1). 3atem ocaxnganu JHK B Teuenue noum mpu -20 °C TpoitHBIM
oobemoM 96 % stanona, npombiBand 70 % 3TaHOIOM M MOACYIIMBAIH TOJ BaKyyMOM B
teueHue 4 muH. Ocanok pactBopsui B 20-50 mxn TE.

Paznenenue ¢opm munasmuanoii JAHK wu caysepu-6s10r rudpuausanusa. Jlis
MPOBENICHUs THOPUAM3AIMN 10 METOAY Cay3epH-OJIOT HAHOCWIM MO 5 MKI IIJIa3MHUTHOU
JHK na 1,5% arapo3usiii renb, comepkaumuii 20 MKI/MII XJIOPOXHMHA ISl JIYYILIETO
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pazaenenus Tononzomepon razmuaHon JJHK, wu snexrpodopernuecku pazaensnu 7 4 B
o0ydepe TBE npu 35 B u komHaTHOI1 Temnieparype. B kaduecTBe 30H10B /1J1s1 THOpUIU3ALIAN
MCIIOJIb30BAJIM KACCETY YCTOMYMBOCTU K KAHAMUIIMHY .

Boinenenne PHK. Brigenenune o6meii knerounoid PHK mpoBomunmu  cormacHo
obmenpunstoit meronuke (Kiseleva et al., 2000).

AHau3 3Kkcnpeccud reioB ¢ nomoumb {HK-Mukpounnos npoBoanIiv COBMECTHO
¢ nmabopatopueil kierouHod peryisiuu HammonansHoro MHctuTyTa 00I1ICH Oumonoruu
SAnonunn. JAHK-mukpounnsl Synechocystis (CyanoCHIP ver. 1.6) Obuin mnoxy4eHsl OT
TaKaRaBio Co. Ltd. (Otsu, Japan). Mukpouunsr coaepxkanu 3079 u3 3264 OTKpBITHIX
paMok cuutbiBanus Synechocystis. Medennyto dayopodopamu Cy3 u Cy5 x/JHK
CUHTE3UpoBasii 00paTHOM TpaHckpunimeit 20 Mxr obmeit knetounoit PHK. ['mGpuauzamuto
npoBoawsu Tipu 65 °C 16 vacos. ['mbpuanzoBanubie unmbl otMbiBasid 2XSSC (1xSSC: 150
MM NaCl, 15 MM uutpaT HaTpus) Npu KOMHATHOU Temneparype, 3ateM 2xSSC 10 muH npu
60 °C, 0,2xSSC, 0,1 % SDS 10 mun npu 60 °C 1 B KOHIIE 2 MUH TUCTUIIUPOBAHHON BOAOM
MpY KOMHATHOM TeMmieparype. MHuUKpouunbl CKaHUpoBaJM Ha ckaHHepe GMS418
(Affimetrix, Woburn, MA) ¢ nocieayromnmm aHalu30M UHTEHCUBHOCTH CHTHAIA Ka)J0ro
reHa npu nomorny nporpamMmmbel ImaGene ver. 5.5 (BioDiscovery, Los Angeles, CA). s
pacyeTa ypOBHS TPAHCKPHUIILUU KaXJAO0TO T€Ha €ro CUTHaJI B MUKPOYHUIIE HOPMAIU30BaIIU 110
CyMM€ WHTEHCHUBHOCTEH CHUTHAJIOB BCEX TIeHOB, 3a HUckiatoueHuem reHoB pPHK. 3arem
paccuntbiBamy (aktop wuHAyKiuu (DOU), mokaszpIBalOMUNA HW3MEHEHUS B KOJUYECTBE
TPaHCKPHUITA KaXJOT0 reHa Mo OTHOIIeHHIo K obmiemy ypoBHio MPHK mo cpaBHenwuio c
koHTposieM (32 °C, 6e3 nobaBieHuss HOBOOHWOIMHA). Bce 3KCrepuMeHTHI MPOBOAMIN B IBYX
WJIU TPEX MOBTOPHOCTSIX.

Knacrepublii aHaJ U3 3KCHpeccud reHoB. MeToJl arjioMepaTUBHOM HEpapXUyeCcKou
KJIACTEPU3ALMHU TTO3BOJISIET PACIIOJIOKUTH UCCIIEIyEMbIE T€Hbl B JPEBOBUIHYIO CTPYKTYpY,
I7Ie 3TU TeHbl O0BEAUHSIOTCS MO YPOBHIO CXOJCTBA MX SKCIPECCUU B Pa3HbIX YCIOBUSIX.
[TpuunHON CXOJCTBA SKCIPECCUU TPYNIbI T'€HOB B PA3IUYHBIX YCIOBUSX MOXKET OBITH
KaKOW-TO OOLIMH peryiasTop TPAHCKPUIIUMU WM PACHOJIOKEHHE ITHX T€HOB B OJHOM
onepoHe. Ha mepBoMm 3Tamne KJIacTepHOIO aHAJIM3a CUMTAETCS MATPULIA PACCTOSHUNA MEXIY
BceMH TeHamu. Jlayibpllle HAauWHAETCS MPOLECC KiIacTepu3aluu. ATrioMepaTHUBHAs
uepapxuieckas 00paboTKa JaHHBIX COCTOUT U3 MOBTOPHBIX LUKIIOB, B KAXJI0M U3 KOTOPBIX
JIBa CaMBIX CXOJHBIX O0BEKTa, MEXKIY KOTOPHIMU HAUMEHBIIIEE PACCTOSIHUE, 0OBEAUHSIOTCS
B OJIHY BETBb JIEpEBa, MPUUYEM JJIMHA 3TON BETBU COOTBETCTBYET YPOBHIO CXOACTBA MEXKIY
O0OBbEAMHEHHBIMU AJIeMEHTaMU. JlBa OOBEAMHEHHBIX OOBEKTa YIAISIOTCS M3 CIUCKA U
3aMEHSIIOTCSl AJIEMEHTOM, IIPEICTaBISIOIIMM IOJIYYEHHYI0 HOBYIO BeTBb. (Cuwnraercs
pacCTOSIHUE MEXAY HOBBIM JJIEMEHTOM M OCTaBIIMMHUCS DSJIEMEHTaMH, U MPOILEeCC
MOBTOPSIETCSL 10 T€X MOp, MOKa He ocTaHeTcs Tojibko oauH 3iemeHT (Eisen and de Hoon
2002). Msbl TOpOBOAMIA HEPAPXUYECKHI KIACTEPHBIM aHaIM3 C HCHOJIb30BaHUEM
nporpammbl  Cluster 3.0 (Eisen et al., 1998; http://rana.lbl.gov/EisenSoftware.htm).
Cpennue apudmerndeckue 3naueHuss OU Bcex 3079 reHoB W3 ceMu SKCIEPUMEHTOB, a
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MMEHHO: HOPMAaJIbHBIE yCIOBHS pOCTa C J0OABICHHEM HOBOOMOIIMHA, COJICBOM, XOJIOJI0BOM
U TEIJIOBOM CTpecchl B NPUCYTCTBUM U OTCYTCTBUM  HOBOOMOIMHA, OBLIM
jgorapu@mupoBanbl, Tak Kak @PU sBIsAOTCS OTHOCUTENBHON BenMuMHOM. B pesynbrare
norapupmMupoBanusi 3HaueHud DU  yBeIMUEHHIO H YMEHBIIEHUIO OJKCIPECCHH B
OJINHAKOBOE KOJINYECTBO Pa3 COOTBETCTBYIOT PABHBIE YUCIIA C MPOTUBOIOIOKHBIM 3HAKOM.
Tak kKak 3HAUMMBIM M3MEHEHUEM JIKCIIPECCHU CUUTAIIOCh U3MEHEHUE HE MEHEE YeM B JIBA
pasa, ObuTO BBIOpaHO JorapudmupoBaHUE TO OCHOBaHWIO 2. JIJIS KIACTEPHOTO aHaIM3a
ObUTM BBIOpPAHBI TE€HBI C |10g2(<DI/I) | >] xoTs Obl B JIBYX ciydasx. JlaHHBIM YCJIOBHSIM
cooTBeTcTBOBANIO 1160 renos. JlJist pacuyeTa ypoBHS CXOJCTBA MEXK/y T€HAMH UCIIOJIb30BaIn
EBknuaoBo paccrositnue. EBKIMIOBO pacCcTOSTHUE YYMTHIBAET PA3HUIY MEXKIY YPOBHSIMU
JKCIpeccuu JByX TeHoB. Kitactepbl o0beAMHSIM 1O MeToay MonHoM cBs3u. Ilpu
KJIACTEpU3alMu IO 3TOMY METOAY 3a PACCTOSHHUE MEXAY [BYMs DJIEMEHTAaMU X U Y
BBIOMpAETCs MaKCHUMaJlbHOE M3 BCEX IIOMApPHBIX PACCTOSHUN HIIEMEHTOB, BXOISALIUMX B
coctaB x u y. [lomydyeHHble KiacTepbl ObLIM BU3YaJIM3UPOBAHBI MPU TOMOIIM MPOTPaMMBbI
TreeView 1.60 (http://rana.lbl.gov/EisenSoftware.htm).

Ho3zepn-010T rubpuauszanus. /{ns npoeneHus ruOpuan3aly MO METONY HO3EpH-
6mor 10 mxr o6mei kimerouHorr PHK penatypupoBamm, a 3areM pasfensian METOIOM
anekTpodopesa B AeHarypupytouieMm 1,2 %-arapo3Hom ¢opmanbaerugHom rene 1,5 gaca
mpu 50 B u komuatHOM Temmepatype. llocie storo PHK nepenocunm Ha HENIOHOBYIO
meMOpany Hybond N (Amersham Pharmacia Biotech, IlIBenust) mosycyxuMm mepeHOCOM.
MewmOpany c¢ HaHecenHoi PHK rubpuausoBanu ¢ HECKOIBKMMH 30HIaMU. B kauecTBe
30HI0B ucnonb3oBanuch [I[[P-mpoaykTel TeHOB, WHAYLUHPYEMBIX COOTBETCTBYIOILIMM
CTPECCOM.

PE3YJIBTATHBI U OBCYKIEHUE

N3menenue cBepxcnmpanuzanuu miazmuanoii JIHK B kiaerkax Synechocystis moa
BO3/1eiicTBHEM CTPECCOBBIX YCJIOBHIA B MPUCYTCTBUU U OTCYTCTBHH HOBOOMOUMHA. J[11s1
WCCleIoBaHus U3MEeHeHU cBepxcnupanu3anun miasmuanoi JIHK B kietkax Synechocystis
MO/l BO3JEWUCTBUEM pa3HbIX AOMOTHYECKUX CTPECCOB ObLI HCIOJIb30BaH TpPaHC(HOPMAHT,
comepxamuii kpome cBoux cemu Tuiasmua  (http://genome.kazusa.or.jp/cyanobase/
Synechocystis) ckoHcTpyupoBaHHY0 paHee turazmunay pVZ321 (GenBank Ne.AF100176,
3UHYEHKO U Jp., 1999).

Bce mmasmuner Synechocystis pemmuIUpPyIOTCs] IO MEXaHU3MY «KaTSIIETOCS KOJIecay
(Xu and McFadden 1997; Yang and McFadden, 1994; 2000). PekomOuHaHTHasI m1a3mMuia
pVZ321 pernauupyercs ¢ UCIOIb30BAaHUEM TeX ke pepMeHTOB (3UHYEHKO U Ap., 1999), a
3HAYUT U TeM ke criocobom. CrieZ1oBaTenbHO, B KYJbTYPE YaCTh MIA3MHUJ] BCETIa HAXOTUTCS
B OJHOLEIIOYEYHOM, 4YacCTb - B PEIAKCUPOBAHHOW, a 4acTh - B CBEPXCIMPAIU30BAHHOMU
¢opme. IlosToMy HaOMIOAATh KIACCHUYECKOE paclpeiiesieHue TOMNOU30MEpOB, Kak Yy
M1a3Mu]], PEIUTUIUPYIOMIMXCS 0 TeTa-MeXxaHu3My (Hampumep, IuiasmMuisl E. coli wnn
B. subtilis), na mazmugax Synechocystis HeBO3MOXHO. [10CKOIBKY CKOPOCTh TIPOXOXKICHUS

IJ1a3MHU bl 4YCPE3 aI‘apOSHHﬁ I'CJb 3aBHCHUT OT €€ (bOpMBI, TO PCIAKCHUPOBAHHAA I[HK HUMCCT
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MUHUMAJIBHYIO CKOpPOCTh, oaHorenodeuyHas JIHK nBuraercsi ObicTpee penmakcupOBaHHOM
JIHK. Caepxcnupaliu30BaHHbIE JBYXIIETIOYeUHbIE (OPMBI HUMEIOT MPOMEXKYTOUHBIC

CKOPOCTH.
32°C 22°C 44°C 0,5M NaCl
HOBOOHOLIMH - + + - +
p
%
on
1 2 3 4 5 6 7 8

Puc. 1. V3MeHeHne cTeneHn cBepXCIupanu3anuu miasmMuasl pVZ321 B knetkax Synechocystis
IIPU XOJIONOBOM, TEIJIOBOM M COJIEBOM CTpeccax B OTCYTCTBUU U NPHUCYTCTBUHM HOBOOHMOIIMHA.
Busyanuszanuto Tonousomepos JJHK mnazmuasl pVZ321, pasneneHHbix B arapo3HoM reie ¢ 20
MKI/MJI XJIOPOXMHA, NpoBOIMWIM ¢ Tomoulpio Cay3epH-Onmor rubpunmzamuu. Ha mopoxku
3arpykanu no 5 mkr mnasmuaHor JIHK; B kauectBe 30Hma ucnons3oBanmn JIHK kaccerst
yCTOMYMBOCTU K KaHamuuuHy. [lopoxku 1, 2 — xontpons (32 °C); 3, 4 — Xono10Bo# cTpecc
(22 °C, 30 mun); 5, 6 — TermoBoi cTpece (44 °C, 30 mun); 7,8 — coneBoit crpecc (0,5 M NaCl,
30 mumnu); 1,3,5,7 — 06e3 HOBoOWomnwmHa; 2,4,6,8 — ¢ moOaBmeHueM HoOBoOWommHA. P —
penakcupoBanHas popma mnasmunaon JJHK; OIl — ognonenoueunas hopma miazmugaoit JJHK.
benoit 3Be3nouxoit (*) ormeuen Tomouszomep miazmuaHou JIHK, koroporo He Oblio B
KOHTpoJie. Ha pucyHke npeacTaBieHbl pe3yJIbTarbl OJJHOTO U3 TPEX OIBITOB.

B xonaTponbhbix yeioBusx (32 °C) Kakoro-To 3HAYMTEIHLHOTO JACHCTBUS HOBOOMOIIMHA
Ha TOMOM30MEpHbIE (OPMBI MIa3MHUAbl He HaOmonanocsk (nopoxku 1 u 2 Ha Puc. 1). Ilpu
XOJIOJIOBOM CTpecce MOSIBISUIACh AOIMOJHUTENbHAS M0JI0Ca, COOTBETCTBYIOIIASI HOBOMY IO
CPaBHEHHMIO C KOHTPOJIEM CBEPXCIHUPAIM30BAHHOMY TOMOU30MEpY (nopoxka 3 Ha Puc. 1).
JloGaBiieHne HOBOOMOLIMHA NMPUBOJIMIO K IOYTH IOJHOMY HCUE3HOBEHHMIO 3TOW IOJIOCHI
(mopoxkka 4 Ha Puc. 1), caegoBatenpHo, 3Ta ¢dopma mnasmuaHo JIHK mosBunace mpu
yuactun JIHK-rupassl. ConeBoil cTpecc BbI3bIBAJ MOSBICHHUE MOXO0XKEW MO MOABMKHOCTH
MOJIOCKI, U OOABJICHNE HOBOOMOLIMHA TAK)Ke MPUBOJMIIO K YMEHBIICHHIO KOJIMYECTBA ITOTO
tononzomepa (Hopoxkku 7 u 8§ Puc. 1). DT pe3ynabTaThl COTNIaCyIOTCs C JaHHBIMU JIPYTHUX
MCCIIEA0BATENEN: XOJIOI0OBOM M COJEBOM IIOK NMPHUBOIAT K YBEIWYEHHUIO OTPULATEIBHOU
ceepxcrmpanm3aiuu  JIHK (Goldstein and Drlica, 1984; Hsieh et al., 1991 6), a
HOBOOMOIIMH MPEMATCTBYET dTOMY yBenudeHuto. [Ipu TemioBoM ctpecce 6e3 HOBOOMOIMHA
COCTaB TONOWU30MEPOB HE OTJIMYAJICS OT KOHTPOJBHOrO BapuaHTa (Hopoxkka 5 Ha Puc. 1).
Onnako mpu n00aBlieHUM HOBOOWOIIMHA TOSBIISJICS HOBBIM TOMOU30MEpP, OMU3KHUI TIO

9



MOJIBYKHOCTH K TOITOM30MepaM, 00pa30BaBIIMMCS IIPU COJIEBOM U XOJIOJ0BOM cTpeccax 0e3
HOBOOMOIMHA (Iopokka 6 Ha Puc. 1). Mcxoas u3 3Toro, MOKHO MPEAINONIOKNUTh, YTO IpU
terioBoM crpecce JIHK-rupaza mnpuHuMMaer ydyactue B PEryJiiliMd CBEPXCHUpPATIU3ALMU
JIHK.

JlelicTBHEe HOBOOHOLMHA HA IKCIPECCHIO T€HOB B HOPMAJIBHBIX YCJOBHUSAX pocTa. B
HOPMAJIbHBIX YCIIOBUSIX HWHKyOanus KJIETOK Symechocystis ¢ HOBOOHMOIIMHOM B
KoHIeHTpauu 50 MKr/mi B Tedenne 60 MUH BIUsUIa Ha SKCIPECCHIO BCETO JIMIIb YEThIPEX
reHoB. JloOaBineHue HOBOOMOLIMHA NPUBOAMIO K YCHJIEHHIO S3KCIpPEcCCHUM TreHa gyrB,
konupyrtomiero cyorenuuuity GyrB JIHK-rupasel, u rena lex4, KOAUPYyOIIETro pernpeccop
reHoB SOS-oTBeTa M K HWHICUOMPOBAHUIO JKcOpeccuu reHa nlpD, KOIUPYIOIEro
JUIONPOTENH, U T'eHa topA Tonousomepassl I.

Tak kak HOBOOWOIIMH CBsi3bIBaeTcsli MMeHHO ¢ cyobenunuieit GyrB JIHK-rupassr
(Maxwell, 1997), yBenuueHune KOJIMYECTBA TPAHCKPUNTOB gyrB MOXKET ObITh OTBETOM Ha
cHmwkenue ypoBHs axtuBHOW JIHK-rupaser B kieTke. AHaANOTMYHO, WHTUOMPOBAHHE
AKCIIpECCUM TeHa fopA Ttomouzomepasbl I, mmeromieil oOpaTHoe NeHCTBHME HAa YpPOBEHb
ceepxcnmpann3anuu [JHK nmo cpaBuennto ¢ JIHK-rupaszoit, Moxer oTpaxarb ACHCTBUE
rOMEOCTATUYECKOTO MeXaHu3Ma, moaaepkusarouiero ceepxcnupanusanuio JHK  nHa
OIpesieJIeHHOM YpoBHE. [IpWYMHBI yBETUYEHUs HKCHpEecCUU reHa lex4 HEu3BECTHBI, HO
paHee ObLIO MOKAa3aHO, YTO HOBOOMOLMH Y B. subtilis MOXET BAMSATh HAa TPAHCKPHUIILIUIO
renoB SOS-otBera (Osburne et al., 1988), k koTopeiM mpuHAAISKUT U lexA. [lpuunnsl
M3MEHEHUs 3KCIpeccuu reHa nlpD TakKe HeU3BECTHBI.

OcnoBHast ponb JIHK-rupaszer — o0OpazoBaHue OTpULIATEIbHBIX CBEPXBUTKOB IS
MOJIJIEpP’)KaHUs TIOCTOSIHHOTO YpoBHs cBepxcrnupanu3anuu (Reece and Maxwell, 1991) u
yJajaeHne N30bITOUHBIX MOJIOXKHUTEIbHBIX CBEPXBUTKOB M1OCIIE TPAHCKPHUIILIUY U PETUTHKAIIIH
(Liu and Wang 1987; Levine et al., 1998). Tak kak uaruobuposanue JJHK-rupassl B TeueHue
Jyaca He MPUBOJWIO K 3HAYUTEIbHBIM U3MEHEHUSAM B OKCIIPECCUU TE€HOB Y Synechocystis, TO
MOXXHO MPEANOJOKUTh, 4YTO JUIA TNOJACPNKAHUS HOPMAJIBHOM 53KCIPECCHH TE€HOB B
OTCYTCTBHHM CTPECCOBBIX BO3AeUCcTBUI HET HeoOxomumoctu B JIHK-rupase (mo kpaiineit
Mepe B TaKOU MPOMEKYTOK BPEMEHH). ITUM Synechocystis TIpUHITUTTHATIBEHO OTINYAETCS OT
E. coli. Y »toii 6aktepun nocne penakcaruu JJHK npu HOpManbHBIX yClIoBHUSX pocTa (B
TOM YHCJI€ M C TIOMOIIBIO J0OABJICHUSI HOBOOMOIIMHA B KOHIIEHTpauu 50 MKr/mi, 5 MuH)
m3mensinack TpaHckpumnius 306 renoB (Peter et al, 2004). Bo3mMoxxHO, 3TO OTIMYHE
CBSI3aHO ¢ 00JIee MHTEHCUBHBIMU META00IM3MOM Yy E. coli (I1s1 cpaBHEHHS, BpeMsl YIBOCHUS
WHTEHCUBHOM KyJbTypbl E. coli mopsaka 20 MuH, BpeMs YIBOSHUS HHTEHCUBHOU KYJIbTYPhI
Synechocystis nopsaka 25 dyacoB). Takum oOpazoMm, y Synechocystis B HOpPMaJIbHbBIX
ycrnoBusix unruOupoBanue J[HK-rupassl B TeueHune dYaca He ycCHeBaeT MPHBECTH K
r00aNbHBIM HApyUIEHUSM CBEPXCHHMpANIMU3ALUU MM, BO3MOXKHO, y 3TOrO OpraHu3Ma
CcpalbaThIBalOT TOMEOCTATUYECKHME MEXAHU3MbI, TaKHM€ KaK CHWXXEHHE aKTHUBHOCTHU
TononsoMmepasbl I (Mbl MOKa3aau, 4TO 3KCIpEcCHsl reHa fopA NEHCTBUTENBHO CHUKAETCS
pu 100aBJICHHH HOBOOHUOIIMHA).
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JlelicTBHe HOBOOMOLMHA HAa JKCIPECCHI0 TE€HOB, HMHAYUHPYEMbIX COJIEBHIM
cTpeccoM. YpennueHnue koHreHtrpanuu NaCl B cpene 10 0,5 M uHIymupoBaao SKCIpeccuto
294 renoB ¢ ®U >2 6e3 HOBOOMOLMHA M 286 TeHOB B ero mnpucyrctBuu. Ilo Tumy
U3MEHEHHUS JKCIPECCUU B 3aBUCUMOCTH OT MPUCYTCTBUSI HOBOOMOIIMHA ATU T'€HBI MOXHO
pa3ienuTh Ha TpU Tpynmnbl. B mepByro TIpylily BOLUIM T€HbI, KOTOPbIE 3HAYUTEIBHO
UHAYLHUPOBAINCh COJIEBBIM CTPECCOM, M MX HWHIYKIMS CHIKalach B MPHUCYTCTBUU
HOBOOWOIIMHA. MHOTHE U3 3TUX T'€HOB KOAUPYIOT O€NKH, HEOOXOIUMBIC /IS aJanTalui K
COJIEBOMY CTpeccy: Oenku OOIero CTpeccoBOro OTBETa, Takue Kak IanepoHsl HspA,
DnaK2, GroEL2, ClpBl1, cynepokcuaaucmyTtaza SodB; depmentsr GlpD, GgpS u StpA,
oTBevawIllue 3a cuHTe3 Trmoko3mwi-rimuepuHa (IT) u  ero npenuecTBEHHUKOB;
cyobemuuuipl  Tpancmoprepa 1T GgtABC; Na'/H™  amtunmoprep NhaS6; nse
metamtonpoteasbl FtsH; Oenku, HeoOxomumble s aerpamanuu puxoodmmncom NbIAT,
NblA2; PHK-xenukaza CrhR; OGenxu HIIABC, 3amumaromme OCII mpu Bo3neicTBuun
Pa3ITUYHBIX CTPECCOBBIX YCIIOBUMW; PETYISITOPHBIC OCNKH, Takue KaK THCTUIWH-KUHA3a
Hik34, anprepnatuBHble curma-gaktopel PHK-momumepasst SigB u  SigD, cepun-
TpeoHnHoBasi mnpoTenHkuHaza SpkH, d¢akrop tpanckpunuuu NdhR. Bropas rpynna
BKJIIOYACT TEHBbI, cIabo WHAYLUPYEMBIE COJIEBBIM CTPECCOM, OKCIPECCHS KOTOPBIX
yCWJIMBAJIaCh B TMPUCYTCTBUU HOBOOWOIMHA. OTO TeHbl ziaA, feoB, rre40, dapA wu
HEKOTOpbIE TEHbI C HEW3BECTHOW (QyHKUUeH. B Tperbio rpynmy OOBEAMHEHBI TEHBI,
MHAYKLMS KOTOPBIX HE 3aBUCENla OT MPHUCYTCTBUS HoOBoOWouwmHa: htrd, dnal, menG wu
HECKOJIbKO T€HOB C Heu3BecTHOW ¢yHkmueir. Croma Takke OTHOCHTCS OmepoH s//1862-
sI11863, TpaHCKpHUMIMS KOTOPOTO HHIYLHMPYETCS CHIIbHEE NAPYTUX TE€HOB B YCIOBHUSX
coneBoro ctpecca (Marin et al., 2004).

PesynbraThl, momyuenusie ¢ mnomomibio JHK-mukpouunoB, OblTu MpOBEpEeHBI U
MOATBEPKACHBI HO3EPH-0JI0T rUOpuaN3alell ¢ 30HAaMH IJisl TeHOB, SKCIPECCUsi KOTOPBIX
M3MEHSIIaCh B YCIIOBUSAX COJIEBOTO cTpecca. [IpomyKThl OONBIIMHCTBA 3TUX T€HOB UTPAIOT
BaKHYIO POJIb B OTBETE KJIETOK Ha COJIEBOW cTpecc. ITo TeHwl slrl544, clpBl, hliB, ggtB,
ggpS, groEL2, crhR, spkH, sigD, hspA, hik34, sigB, sodB w3 rpynmsl 1, reH feoB w3
rpynmsl 2 u rel s//1863 w3 rpynnsl 3.

ComneBoii crpecc, Bbi3BaHHBIM NaCl, MpUBOAUT K YBEIMYEHUIO CBEpPXCHHUpaIU3AlUN
JIHK y 6axrepuit (Krispin and Allmansberger, 1995). Ms1 nokasanu, uto y Synechocystis
n00aBIeHUE HOBOOHMOIIMHA YMEHBIIAET SKCIPECCHUI0 MHOTUX TE€HOB, HWHIYIIUPYEMBIX
COJIEBBIM CTPECCOM. DTO TEHBI, KOAMPYIOUIUE KIIOUeBbIe (DEPMEHTHI, HEOOXOIUMBIC IS
aJanTalud K CTPECCOBBIM YCJIOBHSIM, BKIIIOUas T€HbI TaK HA3bIBAEMBIX OEJIKOB TEIJIOBOIO
II0Ka U TeHbl (DEPMEHTOB, HEOOXOIUMBIX NIJisi CHHTE3a ocMorpoTekTopa [T, a Takke reHsl
TpaHcriopTHoil cucteMbl I'T. CrnenoBarenbHO, A SKCIPECCUU ITUX TE€HOB Synechocystis,
WHIYLIIUPYEMBIX COJIEBBIM CTPECCOM, HEOOXOJIUM BBICOKMH YypOBEHb OTPUIIATEIHLHOU
ceepxcnupanmsannn JIHK. IlomyuenHble HaMu pe3yiabpTaTbl COOTBETCTBYET U3BECTHBIM W3
JUTEpaTypbl JaHHBIM Uil JApyrux Oakrtepuil. Tak, yBeIWYEeHUE CBEpXCHUpATIUA3ALUU
6akrepuansHoii JIHK, BbI3BaHHOE COJIEBBHIM M OCMOTHYECKHMM IIIOKOM, MPHUBOAUT K
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aKTUBAIMK MPOMOTOpa onepoHa prol, KOTOPBIA KOAUPYET OEOK TPAaHCIIOPTHOM CHCTEMBI
ocMmonuTa runuH-0etanHa y E. coli u S. typhimurium (Higgins et al., 1988; Jordi et al.,
1995). Takxke yBenWYEHHUE OTPHULIATEIBHONW CBEPXCHUPAIM3ALUA HEOOXOIUMO A
UHAYKIAW (QYHKIMOHAIBHO 3HAYMMOM TpyNIbl TE€HOB, AaKTHBHUPYEMBIX B OTBET Ha
no6asnenue NaCl, B Tom uucie renoB Ouocuntesa ocmorporektopos (Cheung et al., 2003).

JelicTBMe HOBOOMOLMHA HA JKCIPECCHI0 T'€HOB, MHAYNHMPYEMBbIX X0J0A0BbLIM
crpeccom. XOJOJOBOM cTpecc MHAyuuMpoBan TpaHckpumuuio 202 renoB ¢ ®U >2 0Oes
HOBOOMOIMHA U 271 reHa B ero npucyTcTBUH. 110 M3MEHEHNIO 3KCIpeccuy NoJ AeiicTBHEM
HOBOOMOIIMHA MHAYLUUPYEMbIE XOJOJOBBIM CTPECCOM T'€Hbl MOXHO pa3[eiuTh Ha JIBE
rpynmbl. B mepByr0 BOIUIM TEHBI, OKCIOPECCHsT KOTOPBHIX TMPH XOJOJOBOM IIOKE
yMEHbIIANACh MOJA JAECUCTBUEM HOBOOMOLMHA. DTO XOPOIIO H3BECTHBIE HHIYLHPYEMbIE
xononom renbl ndhD2, crhR, hiiB, hliC, fus, rbpAl, rlpA © HECKOIBLKO T€HOB, YMEPEHHO
UHAYLHUpYEMbIE XOJIOJIOM, TaKue Kak reHbl necatypas desA, desB, desD (Los and Murata,
1999). Bo BTOpy!O Ipylly BOLUIM T'€HBI, 3KCHPECCHUs KOTOPBIX MPU XOJOJ0BOM CTpecce
yBeIIMYMBaJlaCh B TPUCYTCTBUHM HOBOOMOIIMHA, B TO BpeMsl Kak 0e3 go00aBlIeHHs
HOBOOWOIIMHA WX MHIYKIMS Oblla HE3HAUMTENbHA WM OTCYTCTBOBala. JTO TaKWe TCHBI,
Kak feoB, sigD, hik31, hik3, dapA, petC2, pilAl, tatD, ziaA M TeHBI C HEU3BECTHOU
¢yskiuei. Pesynprarsl, nomyuennsie ¢ nomoinbio JIHK-Mukpounmnos, ObL1M IPOBEPEHBI U
MOATBEPKACHBI HO3EPH-OJIOT ruldpuan3anueii ¢ 3oHgamMu ais reHoB ndhD2, crhR, hliB,
slr1544, rbpA1 w3 rpynmsl 1 u ¢ 30H1aMU 17151 TeHOB 5/[1862 v sigD w3 rpynisl 2.

X0JI0/10BOM CTpecc BBI3BIBAET yBEJIMYEHHE KPY4deHUs B 3aMKHYTBHIX Mosiekynax JIHK,
YTO MPUBOAUT K MOBbIIeHUIO akTuBHOCTU JIHK-rupassl, koTopas BBOJUT KOMIIEHCATOPHBIE
HeratuBHble cBepxBUTKH (LOpez-Garcia and Forterre, 2000) u takum obpazom oOierdaer
pacxoxxnenue neneil [IHK Bo Bpemsi TpaHCKpuniuu M periMKanuu. beiio mokasaHo, 4ro
XOJIOZIOBOM  cTpecc  MPUBOAUT K  BPEMEHHOMY  YBEJIMYEHHUIO  OTpPULIATEIbHOU
ceepxcrmpanm3anuu wiazmugHo JIHK syGakrepuit (Grau et al., 1994; Krispin and
Allmansberger, 1995) u cnenuduunoro yuyactka J{THK Synechocystis (Los, 2004). Tak kak
HOBOOMOIIMH MPUBOANUT K CHUKEHHUIO YPOBHS OTpHIaTenbHOl cBepxcnupanu3auuu JJHK, a
MOJMYyYCHHBIE HAMH Pe3yJbTaThl TOKa3bIBAIOT, YTO €ro J00aBJICHHWE CHIDKAET YPOBEHB
9KCIpeccuu OOJIBIIMHCTBA MHIYLMPYEMBIX XOJIOAOBBIM CTPECCOM I'€HOB, MOXHO CHEIaTh
BBIBOJI, YTO JUISI MHAYLUHUPYEMOM XOJIOJOBBIM CTPECCOM HKCIPECCHUH T'€HOB HEO0OXO0IUM
BBICOKMI ypOBEHb oOTpunarenbHo cBepxcnupanmsannn JIHK. Takxwme npenmnonoxenus
NENAIIACh W paHblle, UCXOond W3 BiauaAHUA cBepxcnupanuszauuu JHK Ha skcmpeccuto
OTZIENbHBIX TE€HOB X0y0J0Boro moka (Mizushima et al., 1997; Jones et al., 2002; Los,
2004;) HO HaM BHEpPBBIC YAAIOCHh YOEAUTENHHO ATO MOKA3aTh HA MPUMEpE TII00ATbHOM
AKCIPECCUH T€HOB Synechocystis.

Tak kak coneBOM M XOJOZOBOH CTpecChl BbI3BIBAIOT YBEJIWYEHHE OTPHULIATEIbHON
ceepxcrnupanuzanuu JIHK, MOXHO 0kHIaTh, YTO HOBOOMOLIMH OKaXXET CXOJHOE JIeHCTBUE
Ha JKCIPECCHIO MO KpailHEeH Mepe HEKOTOPBIX TPYII T'€HOB, WHIYLUPYEMBIX COJEBBIM H
XOJIOOBBIM ~ CTpeccaMH. JIeHCTBUTENBHO, MpPU COJNEBOM M  XOJOJOBOM CTpecce
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YBEJIMUMBAIIACH AYKCIIPECCHUSI TAaKUX T€HOB, Kak crhR, hliB, hliC, slri544, slr1483, ssr2016,
slr0236. JlobaBneHre HOBOOMOLIMHA MPEAOTBPAILAIO0 HHIYKIHUIO 3TUX F€HOB B YCIIOBHUSX
COJIEBOTO M XOJOJ0BOro crpeccoB. C apyroil CTOpoHbI, HOBOOMOIIMH B 3THX YCJIOBHSIX
YCWJIMBAJl KCTIPECCUI0 TEHOB ziaA, dapA, sll0462, slr1927, slr1851. TlonyueHHble HaMu
pe3yJIbTaThl IOKa3bIBAIOT CXOJCTBO B HAa0Ope T'€HOB, 3KCIPECCHPYEMBbIX B YCIOBHUSX
XOJIOJIOBOTO U COJIEBOTO CTPECCOB, U MPEAMNOIAraloT 3aBUCUMOCTb PETYIISIUN SKCIPECCUU
TEHOB OT M3MEHEHHs OOIIEro YPOBHS CBEPXCHUPAIHM3AIMH, BBI3BAHHOIO CTPECCOBBIMH
YCJIOBUSIMU U CBsizaHHOTO C jaeiictBueM [JHK-rupassl.

JlelicTBHe HOBOOMOLMHA HA JKCIPECCHI0 TeHOB, HHAYUHMPYEMbBIX TeIIOBBIM
crpeccoM. TeruioBoil cTpecc WHAYIHUPOBAI TpaHCKpumniuioo 85 reHoB ¢ OU>2 06e3
HOoBOOMOIMHA U 516 TeHoB mpu ero po6asneHuu. [lo TUy M3MEHEHMs SKCIIPECCUU B
3aBUCUMOCTHU OT MPUCYTCTBUSI HOBOOMOIIMHA 3TH T'€Hbl MOKHO Pa3AeNUTh HA TpU rpynmsl. B
NEPBYIO TPYIIy TIEHOB, y KOTOPbIX MHIYKUHMS TEIUIOBBIM IIOKOM YMEHbIIANACh B
NPUCYTCTBUM HOBOOMOIIMHA, BOILIM TeHbI IanepoHoB hipG, groESL, groEL2, dnak?2,
CYNEepOKCUIAUCMYTa3bl sodB, npoTea3bl c/pB2 W HEKOTOpbIE APYrve r'eHbl ¢ HEU3BECTHOU
¢ynkuuei. Bropyro, camyio OOJbIIyt0, TPyHIy COCTaBWJIM T€HbI, MHIYKUUS KOTOPBIX
TEIUIOBBIM CTPECCOM YBEIMYMBAJIACh B NPUCYTCTBUM HOBOOMOIMHA. JTO Kak TIEHBI,
UHIYKLIUS KOTOPBIX TEIUIOBBIM CTPECCOM 3HAuMTENbHAa U 0e3 J100aBjIeHHs HOBOOMOIMHA
(dnaJ, sigB, htrA), Tak U MHOXECTBO JPYrUX, KOTOpbl€ HE€ HHIYLHMPYIOTCS TEIJIOBBIM
cTpeccom 0Oe3 moOaBiieHUs HOBOOMOLMHA. TpeThs Trpymma MpelacTaBlieHa TeHaMH, Ha
9KCIIPECCUIO KOTOPBIX HOBOOMOLIMH HE OKa3blBaJl CYLIECTBEHHOTO BIUSHHS, OHA
JIOCTAaTOYHO Majia ¥ COCTOUT U3 hspA, clpB1, ctpA n 0THOTO IreHa ¢ HeU3BEeCTHOM (DyHKITHEH.
Pesynbrarel, momydennsie ¢ mnomomibio JIHK-mukpouumnoB, ObTM TPOBEpEHBI |
MOJITBEPKACHBI HO3EPH-0JI0T rudpuan3anuei ¢ 30H1aMu st reHoB groEL2, groES, sodB
U3 Tpynnsl 1, ¢ 30HAOM AJis TeHa SigB rpynmnbl 2 U ¢ 30HAOM s reHa AspA rpynmsl 3.
Takum 00pa3oM, MOXKHO TMPEANOJIOKUTh, YTO HWHAYIHMPOBAHHAS TEIUIOBBIM CTPECCOM
9KCIIPECCUS] T€HOB KOppenupyeT ¢ usMeHeHusMu cepxcnupanuzaunu JIHK n nelictBue
JHK-rupa3sl HeoOXoIMMO, cKopee, HJsi PENpeccud MpU TEIVIOBOM CTpecce TI'€HOB
rpynnel 2.

TennoBoii cTpecc yMEHbBIIAET CTENEHb 3aKPYUYMBAaHUA OAHOW LIEMU BOKPYT APYTOM, Tak
KaK HarpeBaHue BeAeT K pacxoxaeHuto uenedt [IHK. YmeHblienue KpydeHHsT MOXKET
pacnpenensThCsl HEpaBHOMEPHO, OOpa30BbIBas JEHATypUpPOBAaHHBIE O0O0JaCTH, KOTOpbIE
MOTYT OBITh HJCAIBbHBIM CyOCTpaToM [Uii TOmou3oMepasbl [, KoTopas NpearnoyuTacTt
CBS3BIBaThCSl ¢ onHouenodeunbiMu obmactamu JIHK (Wang, 1996). Ilox neiictBuem
Tornouszomepassl | ypoBeHb HeraTuBHOM cBepxcnupanu3anuu Oyaer ymensiuarscs (Ueshima
et al., 1989; Tse-Dinh et al., 1997; Lopez-Garcia and Forterre, 2000). [Ipeamonaraercs, 4to
3aBHcHMas OoT TemnepaTtypsl akTuBHOCTh JIHK-rupasel u tomomsomepasbl I MoxkeT ObITH
KIItoueBbIM (pakTopoM B KoHTposie Tomosnorun JIHK B cTpeccoBbIX YyCIIOBUSIX, M, TaKUM
00pa3oM, B PEryJsLUU IKCIPECCUH CTPECC-UHAYLUPYEMBIX TeHOB. OTpOMHOE KOJIHYECTBO
TEHOB BTOPOW TpyINIbl, MHAYLUPYEMBIX IpPH J0O0ABICHWHM HOBOOHOIMHA B YCIOBHUSX
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TEIUIOBOTO CTpecca, MOXKET CBHUICTENbCTBOBATH 00 m3nuimHen penakcammu JHK: mpu
TEIJIOBOM CTpECCE IMOBBIIAETCA aKTUBHOCTh Tomousomepasbl I, pemakcupyromein JHK
(Ogata et al., 1994), torma kak JIHK-rupaza, otBevaromias 3a CHATHE W3JIMIIHEH
penakcaluyu MHTHOMpoBaHa HOBOOMOIMHOM. [Ipu TakoM BBICOKOM ypOBHE peJaKcaliu
BO3MOXXHO HapylLIEHHE PETYJISALMH IKCIPECCUM, HAIPUMEP M3-3a TOrO, YTO PENpPECcCOpPbI
MepecTaroT CBA3BIBATHCS ¢ penakcupoBanHoit JTHK.

VY Synechocystis Mbl He HaOMIOJAIA HU YCUJICHUS SKCIIPECCUN T€HOB OEJIKOB TEILIOBOTO
moka (bTHI) npu nobaBneHMr HOBOOMOLIMHA B HOPMAJIbHBIX YCIOBMSIX, HH yBEJIUYCHUS
BPEMEHU 3KCIPECCUU ITUX T'€HOB IMpHU J100ABJICHUH HOBOOMOIIMHA B YCIOBUSIX TEIJIOBOIO
ctpecca. [lo Bceit Bunumoctu, y Synechocystis, B otnuuue oT E. coli (Peter et al., 2004),
penakcauus J{HK He sBisieTcss JOCTaTOYHBIM CUTHAIOM 115l cuHTe3a reHoB bTIII.

XOMoA0BOM M TEIJIOBOM CTPECChl OKA3bIBAIOT MPOTUBOIOJIOKHOE JICMCTBHE Ha
ceepxcnmpanmuzauuto JAHK. YV Synechocystis npakTudecku HET T€HOB, KOTOpBIE OBl
3HAYUTEIHHO MHIYIMPOBATUCH 00ouMu ctpeccamu. OqHako narubuposanue IHK-rupassi
HOBOOMOIIMHOM MPHUBOJUT K YCWJICHUIO UHIYKIMU T€HOB, KOTOPhIE OOBIYHO HE pearupyroT
Ha MOBbIIIEHUE TemrepaTypbl. Hanpumep, rensl ziad, dapA, tatD, asd, sll1862-sl11863,
5110462, slr0550, slr1927 n slr1851 MHIyIMPOBATUCH B IPUCYTCTBUH HOBOOMOLIMHA U TIPH
XOJIOIOBOM, U TIPH TEIUIOBOM cTpecce. Ba)kHO OTMETUTH, UTO MOXO0XKHE 3aKOHOMEPHOCTH
HAOJII0IaJIUCh W NIPU JACMCTBUM COJIEBOTO CTpecca B MPHUCYTCTBUM HOBOOMOIMHA. Takum
oOpazomM, HecrnocoOHOcTh MHrnOmpoannoil JIHK-rupasel moanepkuBaTh 1OCTATOYHBIN
ypOBEeHb OTpuuaTenbHOM cBepxcnupanuzanuu JIHK npuBoauT k axTHBalMM T'eHOB (B
OOJBIIMHCTBE CIIy4YaeB C HEU3BECTHOW (PYHKIIMEI) CTPECCOBBIMH YCIOBUSIMHU, HE3aBUCHUMO
OT MIPUPOBI CTpeEcca.

JlelicTBHEe HOBOOMOIIMHA HA IKCIPECCHI0 CTPecC-UHAYUHMPYEMbIX T'€HOB y ITaMMa
NBres. MsbI 11oka3zanm, 4TO yCTOMYMBOCTH K HOBOOMOIMHY y miTaMMa NBres obecrneunBaeT
CIIOHTaHHass MyTanusi B TeHe gyrB, ommcannas y Synechocystis panee (Los, 2004).
HccnenoBaHnne pOCTOBBIX — XapaKTEPUCTUK MNOATBEPAWIIO  yCTOWYMBOCTH NBres k
HOBOOHMOIIMHY B OTBITHBIX YCJIOBUSAX MPU MHTEHCUBHOM KYJIbTUBHUPOBAHUHU. MBI MpoBepHIn
METO/IOM HO3EpH-OJIOT THOpUAM3aLMU BIMSHUE HOBOOMOLIMHA HAa HEKOTOpbHIE CTpecc-
UHAYLPYEMbIE TeHbI, SKCIIPECCHsl KOTOPBIX YMEHbIIANACh B MPUCYTCTBUM HOBOOHOIIMHA B
IUKOM Ture. Y mramMma NBres MHIyKOMs 3THX TE€HOB CTPECCOBBIMHU YCIOBUSMH B
NPUCYTCTBUM  HOBOOWOIMHA  coxpaHsanack (Puc.2). DOrTo mnoaTrBepkKgaeTr  Haile
NPEANOJNIOKEHUE, UTO CHW)KEHHE MHIYKUMU OSTUX T[EHOB OOYCIOBJIEHO HWMEHHO
unruouposanueM JIHK-rupassi.

KaacrepHblii aHaau3 3kcnpeccuu reHoB Synechocystis B HOpMAJILHBIX YCJI0BHSX, B
YCJOBHAX COJIEBOI0, XOJI0I0BOI0 M TeIJIOBOI0 CTPeccoB 0e3 HOBOOMOLMHA U B €ro
npucyrcrBuu. KiactepHblli aHanu3 MO3BOJSIET PACIHOJIOKUTH TE€Hbl B TPYyNNbl B
COOTBETCTBUU CO CXOIAHBIMU OCOOEHHOCTSMHU HUX HKCIPECCHUH B PA3IHUYHBIX YCIOBUSX.
[lomamanue reHOB B OAMH KJIACTEP MOXKET CBHJETEIBCTBOBATh 00 MX YYaCTHHU B KaKOM-TO
OJTHOM IIpOLIeCCe W/MAM O HAJIWYUM OOILIEro peryisaropa TpaHCKpuniuu. JlaHHble,
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MOJTlyuYeHHbIE B pPE3yJbTaTe KIACTEPHOTO aHalM3a, Tpa@uueckd OTOOPa)KaloTCS B BUJEC
nBeTHON Tabnuips! (Puc. 3), roe kaxnaas siueiika 0ToOpa)xkaeT YpOBEHb 3KCIIPECCUU KaXKJ0TO
reHa (psiibl) IpU JAHHOM BO3JIEHMCTBUU (CTOJOLBI) MO CPaBHEHUIO C KOHTpoJieM. XKenrtoe
OKpalIMBaHUE COOTBETCTBYET YBEIUUYECHHUIO SKCIIPECCUU TIO CPABHEHUIO C KOHTPOJIEM, CHHEE
OKpalIMBaHUE — CHUKEHUIO SKCIIPECCUU, YEPHOE OKpAIIMBAHUE — OTCYTCTBHIO U3MEHEHUN
sKcIpeccuu. IHTEeHCMBHOCTh OKpAIIMBAHUS 3aBUCUT OT BEJIMYMHBI U3MEHEHMSI SKCIIPECCUU.

Knactepuplii aHanm3 TMoOKaszaj, YTO CYIIECTBYeT TpH OOJbIIME TPYNIbl T'€HOB,
9KCIpEcCUsi KOTOPBIX MEHSJIach IMO-pPa3HOMY B OTBET Ha CTPECCOBBIE BO3JEHCTBUS U
nob6asnenne HoBoOuwormHa (Puc.3). B mepByro rpynmy (540 reHOB) BXOISAT TEHHI,
OKCIPECCHs KOTOPBIX YMEHBIIACTCS B CTPECCOBBIX YCIOBHAX TpH 100aBICHUH
HOBOOMOILIMHA M KOTOpbIE NPAaKTUYECKH HE HHAYLUPYIOTCS B CTPECCOBBIX YCJIOBUsAX. B
OCHOBHOM 3TO T€HBl, OTBEYAIOIIME 3a CHHTE3 MHUIMEHTOB, (OpMHpOBaHHUE U paboTy
(dboTocuHTeTHUECKOTO anmnaparta, ¢pukcanuto CO,, cunre3 GepMeHTOB NeHTO030(hochHaTHOrO
[UKJIa, CHHTE3 HYKJICOTUIO0B, AMUHOKHUCIIOT, MIOJIMCAXapUA0B. DTa rpyma COACPKUT TaKxKe
OJIMH HETUNHWYHBIA KiacTep reHoB (kimactep 3 Ha Puc. 3), mHAynupyemsbIX XOIOAOM U
MHrUOUpyeMbIX ao00aBieHreM HoBoOHouuHa. Croa BXOIAT XOPOILIO HM3yYEHHBIE TI'EHBI
Jiecatypas JKUPHBIX KHCJIOT, a TAK)Ke T'eHbI, OTBEYAOIIUE 32 CHHTE3 COSAMHEHUH, BXOSIINX
B COCTaB KJIETOYHOIN CTEHKH.

a) 12 3 4 5 6 6) 1 2 3 4 5 6
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Puc. 2 Ho3epH-010T aHaIM3 3KCIPECCUU T€HOB y IITaMMa, YCTOWYMBOIO K HOBOOHOIMHY NpU
cosieBoM (a), xonmomoBoM (0) u TeroBoMm (B) crpeccax. PHK u3 knerok aukoro tuma (1-4): 1 -
BhIpanieHHbIX TpHu 32°C Ge3 moOaBieHUs HOBOOHMOLIMHA; 2 — MOCie MHKyOanuu B TedeHue 60
MuH ¢ 50 MKr/mi HOBOOWONMHA; 3 - mociie MHKyOauuu B TedeHHe 30 MUH B CTPECCOBBIX
ycioBusAx 6e3 HOBOOHOIIMHA; 4 - 1ociie HHKyOauu B TeueHue 30 MUH B CTPECCOBBIX YCIOBHSX C
50 mxr/mn HOBOOWoOIMHA, PHK u3 KieTok MyTaHTa, yCTOWYMBOro K HOBOOWOIMHY (5,60): 5 -
BeIpanieHHbIX pu 32°C ¢ 50 MKr/Mi1 HOBOOHWOILIMHA; 6 — Tocie nHKyOaruu B TeueHne 30 MUH B
CTpeccoBBIX ycinoBUsX ¢ 50 Mkr/min HoBoOmoumHa. B kauectBe koHTpois mokazaHa pPHK,
OKpalieHHass OpoMUCTHIM 3TUIKEM (110 2 MKT 001eit kierouHot PHK Ha nopoxke).
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Puc. 3. KnacrepHsblif aHa/IM3 TEHOB, WHAYIMPOBAHHBIX PA3IMYHBIMU CTPECCAMH B MIPUCYTCTBUU
u otcyTcTBUM HOBoOMOImHa. Ctonben 1— coneBoit ctpecc (0,5M NaCl); cronber 2 — coneBoit
CTpecC B MPUCYTCTBHH HOBOOHMOIMHA; cTosOen 3 — xoionoBoit crpecc (22°C); cromben 4 —
XOJIOZIOBOM CTpecc B NPUCYTCTBHMM HOBOOMOIMHA; cTosideny 5 — TemuoBoil crpecc (44°C);
cronber; 6 — TEIUIOBOW CTpecc B MPHUCYTCTBHHM HOBOOWMONWHA; 7 — HOPMAJbHBIC YCIOBHS B
npucytctBue HooOHmormHa (32°C). Ludpsr 1-25 cnpaBa 0003HaualOT HOMepa KIIACTEPOB.
Hepapxudeckass kiactepu3amnus OblIa NMPOBEJCHA C TMOMOINBI0 MPOrPAMMHOTO OOECTIeYCHUS
Cluster 3.0. PesynbraThl BU3yadM3UpOBaHbl C MOMOINBIO mporpammbl TreeView 1.60
(http://rana.lbl.gov/EisenSoftware.htm). YKentoe okpammBaHne COOTBETCTBYET YBEIMUYCHHUIO, a
cHHee - yMeHblIeHuto ypoBHs MPHK oTHocuTensHO KyJbTypbl, HE MOJBEpraBIIEHCsS HUKAKUM
BO3/ICHCTBUSM, YPOBEHb HACHIIICHHOCTH COOTBETCTBYET BEJIMUMHE PA3IINUMs, TOTIa KaK YePHBIN
LBET COOTBETCTBYET OTCYTCTBHMIO DPa3IU4Ui (|CDI/I | <2). Hekotopble uHAYLHpYEMBIE
XOJOAOBBIM M TEIUIOBBIM CTPECCOM TE€HBl OTMEUYEHBI TONXYOBIM ¥ PO30OBBIM I[BETOM

COOTBETCTBCHHO.
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Bo Bropyto rpynmy (361 reH) BXOIAT TeHbI, UHAYLUPYEMbIE OJIHUM WU HECKOIbKUMH
CTpeccaMM, MX 3KCIIPEecCUsl peryjupyercss HOBOOMOLIMHOM MO-pa3HOMY B 3aBUCHUMOCTH OT
THIA CTPECCOBBIX YCIOBHW. B 3Ty IpyIly BXOAWT KJIacTep, COCTOAIIMA B OCHOBHOM W3
reHoB pubocomubix OenkoB U TPHK, reHoB, oTBeuarmmx 3a CHHTE3 aMHUHOKHUCIOT M
HYKJIEOTHJI0B, TeHOB amuHoalmi-TPHK cuHTeTa3 u  TpaHCHSIMOHHBIX  (AKTOPOB
nHunmanuu (kiaacrep 11 Ha Puc. 3). Dkcnpeccuss 3TUX T€HOB HECKOJIBKO yBEITUYMBACTCS
IpU COJIEBOM M XOJIONOBOM cTpeccax. llpm moGaBneHMM HOBOOMOLIMHA B YCIOBHUSX
COJIEBOTO CTpecCca 3KCIPECCHS YMEHBIIAETCA, @ B YCIOBUAX XOJIOLOBOIO CTPECCa MEHSETCS
no-pazHoMy. IlomoOHast WHAOYKIUS COJEBBIM U XOJIOJOBBIM  CTpeccaMH TE€HOB,
HEOOXOIUMBIX MJI MpoIecca TpaHCIAIMU, HaOmoganach Takxke y apoxoked (Yale and
Bohnert, 2001). MoXHO mNpeanooXuTh, YTO HMHIYLHMPOBAHHAS CTPECCOM 3KCIIpecCus
TeHOB, Y4YaCTBYIOIIMX B MOJJAEpXKaHUM TpaHcisiuonHoro ammapara (Los and Murata,
1999), B ycnoBUAX COJEBOIO W PAHHETO XOJIOJOBOTO CTPECCOB SIBISAETCS OOIIei
0COOEHHOCTBIO MPOKAPUOTUUECKUX M FYKAPUOTHYECKUX OJHOKJIETOYHBIX OPraHu3MOB. Tak
KaK J00aBjieHHEe HOBOOMOLIMHA CHUXKAE€T SKCIPECCHUI0 MHOTMX T'€HOB 3TOr0 KjacTepa B
YCIOBUSX COJIEBOTO CTpEcca, MOXXHO TOBOPUTH O BaXHOCTH JOCTATOYHOI'O YPOBHS
OTPULATENBHON CBEPXCIUPATHU3ALMH Il IKCIIPECCUH 3TUX I'€HOB.

B Tperpio rpynmy (259 reHOB) BXOAAT TI€HBI, YPOBEHb 3KCIIPECCHU KOTOPHIX B
OCHOBHOM BbIIIE B MPHUCYTCTBUM HOBOOMOLIMHA IPU CTPECCOBBIX YCJIOBHSX, YEM B
KOHTPOJIBHBIX YCJOBHUSIX. DTa IpylIla COCTOMT M3 TpeX MOATPYMI, Pa3IHyYarolIUXCs IO
CTENEHU CBOEM MHAyLHOenbHOCTH. B mepByro moarpynmy OOBEAUHSIIOTCS TeHbI, Ci1abo
UHAYLHUPYEMbIE COJIEBBIM H/WIIM XOJOJOBBIM CTPECCaMH, HO CHJIBHO MHAYLUUPYEMbIE MpU
N00aBI€HNM HOBOOMOLMHA. DJTO TEHbI, KOAMPYIOIIME pa3IuyHble TpaHCMEMOpaHHBIC
TPAaHCIOPTEPHI, OEIKH, YYAaCTBYIOIIME B XEMOTAKCHCE, B PEIUIMKAIMH, TPAHCKPUIILUU U B
peryJisiliik 3THX MpPOLIECCOB. Bo BTOpYI0 MOArpyIly BXOAST I'€HBI, KCIPECCUS KOTOPBIX
3HAYUTEIbHO YBEIUYMBAETCS B YCIOBHUSX COJEBOIO H/HIM XOJIOJOBOTO CTPECCOB, a B
OPUCYTCTBUM  HOBOOMOLIMHA WX  MHAYHHMOENbHOCTb  YMEHbIIAETCS.  TUMMYHBIN
npeAcTaBuTeab 3To nmoAarpynmbl kinactep 24 (Puc. 3). Croma BXOAST XOPOIIO M3BECTHBIC
WHyIIUPYEMbIE€ XOJIOJAOBBIM U/UIIA COJIEBBIM cTpeccoM TeHbl hlid, hliB, hliC, feoB, ndhD2,
crhR, sigD u ap. B perynsiuu MHOTUX F€HOB 3TOr0 KjacTepa IpHU COJIEBOM M XOJOJIOBOM
cTpeccax yuyactByeT ructuauH-knHaza Hik33 (Shoumskaya et al., 2005; Los et al., 2008).
BonpmmHCTBY TeHOB kiactepa 24 Uil MHAYKUUMM HEOOXOJUMM BBICOKMHM ypOBEHb
CBEpXCIMpAIN3allMi, BO3HUKAIOIIMKA IPU XOJIOJOBOM U COJIEBOM cTpeccax. Tperss
NOArpyHNa COCTOUT M3 OJHOTO KJacTepa I'€HOB, DKCIPECCUs KOTOPBIX HE MEHSETCS NpPH
XOJIOJIOBOM CTpECCE M YBEJIMYMBAETCS IIPU COJIEBOM U TEIUIOBOM CTpeccax (kimacrep 25 Ha
Puc. 3). JloOaBnenne HOBOOMOLMHA CHW)KAET WHAYIUOETHHOCTh ITHX T'€HOB B YCIIOBHUSX
COJIEBOTO CTpecca, HO HE OKa3bIBACT OOJIBIIOrO BIMSHUA MPU TEIUIOBOM CTpecce. ITO IeHbl
HIaNepoOHOB, MpOTea3, CyNepoKcuaaucMyTasbl, curma-pakropa B, PHK-nomumepassi,
ructuaua-kuHa3el Hik34 w nmpyrme. B kmactepe 25 nHaxomsarcs 16 renoB u3 25,
koHTponupyembix Hik34-Rrel u Bce rensl, konTponupyembie Hik16-Hik41-Rrel7 u Hik10-
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Rre3 mpu coneBom ctpecce (Paithoonrangsarid et al., 2004; Shoumskaya et al., 2005).
I'mctuann-kunaza Hik34 ygacTByeT Takke B PETYJISIIUN SKCIIPECCHH MHOTUX M3 3TUX T'€HOB
npu TemioBoM ctpecce (Suzuki et al., 2005). Bo3moxxHO, reHbl kiactepa 25 o0beIuHsIeT
perymsinus ¢ nomouisio Hik34 u SigB.

Bausinue udmenenunii ceepxcnupajausannu JJHK Ha pyHKUMOHMpPOBaHHE CHCTEM
BOCHPHUATHA U Tepeladd CTPeCCOBBLIX CUTHAJOB. [loka3aHO, YTO SKCIPECCUI0 MHOTHX
T€HOB COJIEBOTO CTPEcca PeryJupyroT MATh ABYXKOMIIOHEHTHBIX cucteM (Paithoonrangsarid
et al., 2004; Shoumskaya et al., 2005), Takxe OblIa BbIENIEHA TPyIIa T€HOB, KOTOpas HE
peryiaupoBaiach HU OJHOM W3 3THX cUCTeM (B TOM uuciie u reHsl ouocunresa I'T ggpS u
stpA). B nameit pabote Mbl 0OHAPYKUITU, YTO SKCIIPECCUST HEKOTOPBIX U3 ATUX T'€HOB (g/pD,
ggpS, stpA, ggtABC,, ndhR, sll1862, sll1863 u npyrux T€HOB C HEU3BECTHOU (DyHKIIHUEH)
3aBUCUT OT cTenenu cBepxcrupanuzamnuu JJHK (Puc. 4).

Penakcanus JIHK, BbI3BaHHass HOBOOMOIIMHOM, BIIMSIET TaKK€ HA WHIYKIMIO TE€HOB,
Haxogsmmxces noa koHtposnem Hik33-Rre31, Hik16-Hik41-Rrel7 u Hik34-Rrel (Puc. 4).
Nunykuus camoro reHa hik34 ymeHbIIaeTCsi B MPUCYTCTBUM HOBOOWOIIMHA. B0O3MOXKHO,
MMEHHO 3TO SIBJISIETCS] MIPUYMHOM CHIDKEHUS dKcTpeccuu TeHOB groE LS, dnaK?2, htpG, sodB,
sigB, clpBl, HO, y4UTBIBas, UTO CTPECCOBOE BO3AeicTBUE miiock Bcero 30 MuH, Oosee
BEPOSITHBIM ~ TIPEJICTABIISICTCS NPSIMOE  ydyacTUE CBEpXCIUpAIMU3AlMM B  PEryJISlUU
AKCIIPECCUU ATUX TEHOB. Halo OTMETUTH, YTO MOBBINICHHE YPOBHS CBEPXCIUPATA3AINH
HEOOXOUMO TaKKe JUIsi MHAYKIIMA TE€HOB, KOJMPYIOMIMX JPYTHUE PETYJATOPhl OTBETa Ha
COJIEBOM CTpecc, Takhe Kak albTepHATHBHBbIC cuUrMa-pakTopbl sigD u sigB u
TPaHCKPUIIIIMOHHBIN (pakTop ndhR.

Curnan ot nByxxkommnoHeHTHOH cucteMbl Hik33-Rre26 abcomoTHO HEoOXOmuMm st
WHAYKIIMH XOJIOJIOBBIM CTPECCOM TaKUX T'€HOB, Kak ndhD2, hliA, hliB, hliC, sigD, fus, folE,
feoB, crtP, slri544 (Puc. 5). Hamm pe3ynbTaTbl TMOKa3bIBAIOT, YTO JEWCTBHUE
nByxkommoHeHTHOW cuctembl Hik33-Rre26 — He enmuHCTBEHHOE yCIIOBHE ISl WHAYKIIHH
reHoB ndhD2, hliA, hliB, hliC, fus, feoB, crtP, slri544. JloGaBieHne HOBOOHMOIIMHA
3HAYUTEIBHO CHMXKAET MHAYLIUPYEMYIO XOJOJOBBIM CTPECCOM AKCIPECCUIO 3TUX I'€HOB, 4 B
ciydae fus u crtP WHIyKIUS TOJHOCTBIO OTCYTCTBYET. MOXHO TMPEANOI0KUTh, YTO IS
WHAYKIIMU 3TUX T€HOB, KPOME CUTHAJIA OT JIBYyXKOMIIOHEHTHON CUCTEMbI, HY>KEH BBICOKUM
YPOBEHb OTPHIIATEIHLHON CBEpXCHUpAIM3allMKi, BO3HHUKAIOIIMN MPH XOJOJOBOM CTpeEcce,
npu4eM g TEHOB fus W crtP 310 Heobxomumoe ycioBue. B ciydyae ¢ folE ypoBeHb
OTPUIIATEIPHON CBEPXCIHUPATN3allii HE BaXKEH, I dKcnpeccuu sigD 6onee OaaronpusiTHO
CHW)KEHHE YPOBHS CBepXCHupain3aiuu. JJis MHAYKIUH XOJI0JOBBIM CTPECCOM 3THUX I'E€HOB,
M0 BCEUW BUIUMOCTH, JO0CTaTOuHO curHaia ot cucteMbl Hik33-Rre26. [IByxxkomMmoHeHTHas
cucreMa Hik33-Rre26 ydacTByeT Takke B PEryJsiliuMd 3KCIpPECCHH TE€HOB crhR, desB,
slr0082, HO N HUX TIOKa3aHa HEOOXOJIWMOCTH JOIMOJHUTEIBHBIX PETYJIATOPOB, TaK KaK y
myTadTa mo Hik33 WHAyKOWsS 3THX TEHOB XOJIOJOBBIM CTPECCOM COXPAHSIETCS, XOTS H

SHAYUTCIIbHO YMCHBIIACTCA.
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Hik33
Rre3l

4 hpd  slri603 1884 sfrl?.?éi\
kit S22 cipBl  Slr0059  sirif86 si1620
kiR siriS4d sigh 0528 ssl2971 sii1621
BEC  sit1483 phy 0386 sirli92 sA  sirl894
sigD ssr2016 sodB  siri963  dnal sil0939 ggtABC  sil1862
yef2l  siri6s? goBL2  slri9ls  sirioi6 sil0967 siri704  sil1863

" ol dnak?  SIrO09S \aiHﬁSZ )

[ VBenireH 1e oTPILaTeNbHON cBepxcrnpampamm [ JHRK ]

Puc. 4. Bri3BaHHOE COJEBBIM CTPECCOM YBEIMUEHHE OTpULIaTeNbHOM cBepxcnupanusanuu JJHK
MPUHUMAET Y4acTUE B PETYJSIHMH T€HOB, HAXOIIIUXCS TMOJ KOHTPOJIEM JBYXKOMITOHEHTHBIX
cuctem Hik33-Rre31, Hik34-Rrel, Hik16-Hik41-Rrel7. B cnyuae Hik34-Rrel yuactue
CBEPXCIUPATU3AINHA MOXKET OBITh MPSAMBIM (CTPETKa C BOMPOCUTEIFHBIM 3HAKOM) HJIM 4Yepes3
pEeryJsui0 dKcrpeccuu hik34 (u3orHyTas crpenka). ['eHbl, m300pa)kKeHHbIE B OKpaIlleHHOMN
00JIacTH, HE PEryIupyIOTCs HM OIHOH M3 JBYXKOMIIOHEHTHBIX CHCTEM, HO PEryIUpYIOTCS
ceepxcrnnpanuzanueit JJTHK

Hik33-Rre 26 ?

4 ( N[ N
nd.hD.?j hliB, )
hiiC, fus, feoB, crhR, desB mutS, chio
crtP, sivl 544

—
! ! !

VBeIHUYeHHE OTPHUATENEHOH cBepXcnHpann3auun JHK

Puc. 5. Bbpi3BaHHOE XOJIOJOBBIM CTPECCOM YBEIMYEHUE OTPULIATEIBHOM CBEPXCHUpPAIA3ALUU
JHK npuHumaer y4acTMe B peryysilMM TIEHOB, HaxXOJALIUMXCS MOJX  KOHTPOJEM
nByxkoMnoHeHTHON cucteMbl Hik33-Rre26,. Bo3MmoxHO Takke Hamu4ue IOMOJHUTEIHHOTO
perynsaTopa (0003HA4YEH BOIMPOCHUTEIBHBIM 3HAKOM). [eHBI, W300pa)KCHHBIC B OKpAIICHHOM
npsMoyroyibHuKe, He perynupyrorcs Hik33-Rre26, HO perynupyroTcs cBepxcrupaudzaiuei
JTHK.
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Hamm naHHble MOKa3bpIBalOT, YTO YBEJIWYEHHE OTPULATENBHOW CBEPXCHUPATU3ALMU
JIHK npu x071010BOM CTpecce BIMAET Ha TeMIIEPaTypO3aBUCUMYIO IKCIPECCUIO T€HOB desB
u crhR. Yposenb cepxcrupaiuzanuu JJHK moxer ObiTh MO KpaliHel Mepe OJHUM U3
JOTIOTHUTENBHBIX PEryJIsTOPOB IKCIpeccuu crhR u desB.

s reHoB rpbA, ripA, mutS, cbiO cniocob nepenayn XoJ0I0BOTO CUTHAIA JI0 CUX TOp
Obl1 He u3BecTeH. Hamm naHHbIe CBUAETENLCTBYIOT, YTO TAKMM CHUTHAJIOM MOKET OBITh
MOBBIILIEHUE OTPULATENBHON CBEPXCIHUPANIHN3ALMHU, BBI3BAHHOE XOJIOJOBBIM CTPECCOM, TaK
Kak J00aBJeHHE HOBOOMOIMHA BbBI3bIBAET CHU)KEHHE OHKCIPECCHUM OSTUX TIE€HOB IpHU
xoJo10BoM ctpecce. [lo Bceil BUAMMOCTH, €CTh U JOTOJHUTENbHbBIE PETYJISITOPBI, TaK Kak
no0aBjieHuE HOBOOMOIIMHA YMEHBIIAET JKCIpeccHio 7pbA, HO OHAa OCTaeTcsl BBILIE, YEM B
KOHTpOJIE.

Bo3MokHO, 4TO yBeIMUEeHUE OTpULIAaTeNIbHOM cBepxcnupanu3anuu [JHK npu cHuxennmn
TEMIIEpaTypbl MPUBOJUT K U3MEHEHHUIO MPOMOTOPHOTO PACCTOSHMS WIM K M3MEHEHHUIO
JOCTYITHOCTH  PETYJITOPHBIX  MOCJIENOBATENbHOCTEN, KoTOopble  y3Hatorcss  PHK-
NoJIMMEpa3oll  WIM HMHIYUUPYEMBIMH  XOJOJOBBIM CTPECCOM  TPAHCKPHUIIIMOHHBIMU
daktopamu. BaxuocThs crenenu cBepxcnupanuzanuu JHK mis takoro y3naBanusi Oblia
NOKa3aHa Ha IUIa3MUAax € NPOMOTOpaMH, MMEIOIIMMM CIIelicep pa3HOW JUIMHBI M Ha
TIa3Muax ¢ SHXaHCEPHBIMU TocheaoBarenbHOCTsIMH (Aoyama and Takanami, 1988; Liu et
al., 2001). na rena rpbA OblI0 MOKa3aHO, YTO B PETYJISLUU XOJOJIOBBIM CTPECCOM 3TOTO
reHa MOXeT ydacTBOBaTh 5’-HerpaHcimupyemas oOnacte (5°-HTO, Ehira et al., 2003).
[Ipennonaraercsi, uto rbpA uMeeT KOHCTUTYTUBHO pabOTalOMMi MPOMOTOP, HO B
HOpPMAaJIbHBIX YCJIOBUSAX POCTa €ro paboTe MPEnATCTBYET OJUH MM HECKOJIbKO CBSI3aHHBIX C
5’-HTO ©6enkoB. Ilpu cHmxenun Ttemmepatypsl 53T1oT JIHK-OenkoBeiii komIuiekc
JUCCOLIMUPYET, U dKcTpeccus reHa rbpA pesko ysennuuBaetcs (Sato and Nakamura, 1998).
Bo3MoxkHO, W3MEHEHHE YPOBHSI CBEpPXCIHpATM3ALUU SIBISETCS MPUYMHON IMCCOLMALUN
3THX OETIKOB MPH XOJIOJIOBOM CTpECCe.

Hik34 — 510 eauHCTBeHHass W3BECTHAas TUCTUAWH-KMHA3a, KOTOpas y4acTByeT B
peryJsanuu OTBETa Ha TEIUIOBOM cTpecc y Symnechocystis (Suzuki et al., 2005). Dta
CEHCOpHAasi THUCTUIWH-KWHA3a TaKK€ PpEryJupyer MHOT0 TEHOB, MHIYIUPYEMBIX
runepocmoruueckum (Paithoonrangsarid et al., 2004) u coneBbiM ctpeccamu (Shoumskaya
et al., 2005). Hik34 neiicTByeT Kak pemnpeccop MHAYHHPYEMBIX TEIJIOBBIM IIIOKOM TE€HOB
MpU HOPMAaJIbHBIX (U3HONIOrMueckux Temneparypax (Suzuki ef al., 2005). Takum o6paszom,
yBEIMYCHHE DJKcrnpeccun Hhik34 B yCIOBHAX TEIUIOBOTO CTpecca B MPHUCYTCTBHH
HOBOOMOIIMHA MOKET MPUBOJIUTH K CHUKEHHIO IKCIIPECCHH PsiJia TEHOB.
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