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XONIOAHOKPOBHBIE OPTaHU3MBl YaCTO MCHBITHIBAIOT M3MEHEHUs MapaMeT-
POB OKpYXKAIOIIEH CPelIbl, U UX CIIOCOOHOCTH K BBDKUBAHHIO HAIIPSMYIO 3aBUCHT
OT aJlaNTallMOHHBIX crocoOHocTed. [lepemansl TemmepaTtyp M OCMOJSPHOCTH
BHELIHEH CPeZbl BHI3BIBAIOT U3MEHEHHS B TEKYYECTH KJIETOYHBIX MeMOpaH. OTH
N3MEHEHUS SIBISIFOTCSI HEOOXOAMMBIMH ISl 3aITyCKa OTBETa HAa CTPECCOBBIE BO3-
JNEWCTBHSA, YTO B KOHEYHOM HTOTEe M 00ECIICUMBAET aaNTaIliio. MoOJIeKyIsIpHbIe
MEXaHU3MBI, OTBEYAIOLIHE 32 BOCIPUATHE U3MEHEHHS TeKYy4eCTH MeMOpaH, ToKa
MIOJTHOCTBIO HE OXapaKTepH30BaHbL. TeM He MeHee MPUMEHEHHE HOBBIX MOIXO-
JIOB — METOZIa MYTareHe3a, HalpaBJIEHHOTO Ha W3MEHEHHE TEKy4eCTH MeMOpaH,
U aHaJN3 SKCIpeccH Ienoro reioma ¢ nomonipio JJHK-mMukpounmnoB — nmo3so-
JIWIXA 3HAYUTEIILHO IIPOJBUHYTHCSA B [IOHMMAaHUU MEXAHU3MOB PETYJIALUU TEKY-
4ecTH MeMOpaH M HACHTU(HKAINN CEHCOPOB, BOCTIPUHHMMAIOIINX CHTHAJIBI
a0MOTHYECKHX CTPEccoB. B 3T0M cTaThe paccMaTpHBaOTCS MEXaHU3MBI, PETYIH-
pyrolye TeKyuyecTb MeMOpaH, BO3MOXKHBIE CEHCOPBI, BOCIPUHUMAIOIIINE CUTHA-
761 00 MI3MEHEHNH TEKYUYECTH, a TAK)KE SKCIIPECCHS TeHOB, OTBEUAOLINX 32 aj1ar-
TaHIO K MEHSIOIIUMCS YCIIOBUSIM OKPY KArOLIEH CPEJIbL.

Kniouegvie cnosa: JJHK-Muxpouuriel, munuasl MeMOpaH, HU3KOTEMIIepaTypHbIe
CEHCOPBI, 0CMOCEHCOPEI, TEKy4eCTh MEMOpaH, TEMIIEpPaTYPHBIN cTpecc.

BBenenue

TemmepaTypHBIil 1 OCMOTHYECKHI CTPECCHI BBI3BIBAIOT H3MECHEHUS (HH3H-
YECKUX CBOMCTB KJIETOYHBIX MEMOpaH >KMBBIX OPTaHU3MOB. BeposiTHO, KIETKH
BOCIIPHHAMAIOT 3TH W3MCHCHHS C MOMOIIBI0 CEHCOPHBIX OCITKOB, JIOKAU30-
BaHHBIX B MeMOpaHaxX. DTH OCJIKH MepeNaloT CUTHAIBI OT OKPY KaIoIIeH cpesl
M0 CETSAM Iepeladll U B Pe3ysbTaTe PETYIUPYIOT SKCIPECCHUI0 TEHOB CTPECCO-
Boro oreera [1, 2]. XuUMHUYECKHE W TEHETHYCCKHE H3MCHCHHUS (DH3UUCCKUX
CBOMCTB MeMOpaH MOTYT OKa3bIBaTh CXOIHBIN 3(h(eKT Ha IKCIPECCHIO TECHOB,
MPUHUMAMONINX ydacThe B akkiIuMmartu3anuu [3—-5]. dusndeckoe COCTOSHHE
MEMOPaHHBIX JIMITHAJIOB TAKKE MOXKET PETyJIUPOBaTh aKTUBHOCTh MEMOPAHOCBSI-
3aHHBIX OCIIKOB — MOHHBIX KaHAJIOB [6], peleNTOPHBIX MPOTeHH-KUHA3 [7, 8] u
CeHCOpHBIX OenkoB [9, 10].
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Jlo HemaBHEro BPeMEHH M3YUYCHHE BIMSHUS TEKy4eCTH MeMOpaH Ha JKC-
MPECCHI0 TEHOB OBUIO OTPaHUYCHO HEOONBIINM HAaOOPOM H3BECTHBIX TCHOB,
9KCHIpeccHs KOTOphIX omeHuBanach ¢ momompbio PHK-JAHK rubpumuzanmm.
B ocHOBHOM HcCIeIOBAIMCH TE€HBI IecaTypas KUPHBIX KHUCIOT, BOBJICUEHHBIC B
PETYISAIHMI0 TEKy4eCTH MEMOpaH U OTBeUarolue 3a (POPMHUPOBAHUE ONTHUMAIb-
HBIX (PU3MYECKUX CBOWCTB MeMOpaHHBIX JunuaoB [1-3, 8]. OmHako B mocnen-
Hee BpeMsl, B CBSI3M C pa3BUTHEM I'€HOMHKHA U MPOTEOMHKH, TOSIBUIACH BO3-
MOXKHOCTh Hcmonb3oBath JJHK-Mukpouunsl, Hecylye WHIUBUAYaTbHBIE TEHBI
Y MOKPHIBAIOIIUE TIOJHBIC TEHOMBI OaKTEpU U paCTEHHUA. DTa TEXHOJIOTHUS T0-
3BOJISIET OJHOBPEMEHHO M3y4yaThb SKCIPECCHUIO LIENbIX F€HOMOB U BBISABIATH
MIPAKTHYECKH BCE TEHBI, BOBJICUCHHBIE B CTPECCOBBIC U a/IalITAI[MOHHBIE OTBETHI.
JIHK-MHKpOYHITEI B KOMOWHAIIMH C HATIPABJICHHBIM MYyTarcHE30M I'€HOB, OTBeE-
YaOIUX 33 PETYISAIHNI0 TEKYYeCTH KICTOYHBIX MEMOpaH, SBISIOTCS MOIIHBIM
HHCTPYMEHTOM JUTS M3y4YeHHS y4acTHsI MEMOpaH B PEryJIIIUU SKCIPECCHH Te-
HOB ¥ JUTsl UASHTHU(PUKAINH PAa3TUYHBIX CEHCOPHBIX OEJIKOB.

Hwke MBI paccMOTPHM MEXaHU3MBI, PETYIHPYIOLINE TEKy4eCTh MEMOpaH,
BO3MOXHBIE CEHCOPHI, BOCIIPUHUMAIOIINE CHTHANEI 00 M3MCHEHUH TEKYYECTH,
1 00CyaUM JaHHBIE 00 HKCIPECCHU TCHOB CTPECCOBBIX OTBETOB, MOTYYCHHBIE C
rcnonbs3oBanueM TexHonoruu JHK-mMukpounmnos.

1. U3MeHeHust TeKy4yecTH MeMOpaH
1.1. JeficTBHe TeMIepaTypsbl

JeiictBue (hakTopa M3MEHEHUS TEMIEpaTyphl Ha TEKy4ecTb MEMOpaH Io-
Ka3aHo Ha npumepe poio [11, 12], 6akrepwuii [13] u unanobakrepwii [5, 14, 15].
Ot paboThl CPOKYCHPOBAHBI HA HCCIICIOBAHIH JICHCTBHSA HU3KHX TEMIIEPATyp
W SCHO TIOKa3bIBAIOT, YTO NPH CHIDKCHUH TEMIIEPATyphl OKpPYKaloIIeH Cpesl
TeKy4decTb MeMOpaH cHIkaeTcs (puc. 1).

BrnusiHue BBICOKMX TemIiepaTyp Ha (U3HuecKrue cBOicTBa MeMOpaH Takxke
M3y4alioch, XOTs U MEHee MHTEHCUBHO [4, 16]. Bbicokue Temneparypbl BbI3bI-
BalOT QIIyHAN3aIII0 MeMOpaH (prc. 1), 9T0 MOKET MPUBECTH K JE3UHTErPaIlin
nunuaHoro 6ucnos. Takum o6pa3oM, OYEBUIHO, YTO U3MEHEHHUS TEMIIepaTypsl
B CTOPOHY CHMIKCHHS WJIM TIOBBIIICHHS OKAa3bIBAIOT CHIIBHOE BIMSHHE Ha (H3H-
YecKHe CBOMCTBa MEMOpAHHBIX JIUITHIOB M PETYIHPYIOT TEKy4eCTh KIETOYHBIX
MeMOpaH.

1.2. leiicTBHEe 0CMOTHY€ECKOI0 cTpecca
BrnusiHue THIEPOCMOTHYECKOTO cTpecca Ha TeKy4ecTh MeMOpaH H3ydaiau

Ha (HoQONUMUAHBIX BE3UKYNaX U KiIeTkax apoxokeit [17, 18]. 'mnepocmoruye-
CKHH CTpecc, BHI3BAaHHBIA JOOABICHHUEM B CPEly C BE3WKYJIaMH ITOJUITHICH-

330



Bocnpuﬂmue Cmpecco8blx CUcHalos ouono2uyecKuUMu ,’l/leﬂ/lfipaHClMM

TJIMKOJISL WJTH TIIIOKO3BI K KJIETKaM JIPOXOKEH, BBI3BIBANIN CHHXKEHHE TEKY4eCTH
MeMOpas [17, 18]. DTn HabmOAEHNS CBUAETEIBCTBYIOT O TOM, YTO I'MIIEPOCMO-
THYECKUH CTPECC CHIKAET TEKydecTh MEMOpaH aHAJOTMYHO HHU3KOTEMIIEepa-
TYpHOMY CTpeccy.

OnTuManeHan TeMneparypa Huzkaa Temneparypa
(GcHonApHOCTE) {TunepocuonapHan
cpena)

Huako-kEpUcTannuyeckan Jpasa ¥Ynno tHeHHe MeSpaH a3 0oBbI Mepexon

Bricokaa Temnepatypa
(TunoocuenApHan cpep,a)

& Ko H;aLMa MeMOpPaH

Puc. 1. VI3meneHus cTpyKTypsl MEMOpaH M JINIHIHOTO OMCIIOS B YCIOBHSAX XOJIOIOBO-
TO U TEIJIOBOTO cTpeccoB. Hu3Kue TemMrepaTyphl BHI3BIBAIOT YIUIOTHEHHE» MEMOpaH.
BrIcokue TemIiepaTypbl BbI3BIBAIOT «pacTeKanue» ((Guonausanmo) MeMopaH

BnusiHHE MMIIOOCMOTHYECKOTO CTpecca Ha TeKy4ecTh MeMOpaH IeTalbHO
HE W3y4aloch, OJHAKO BBICKA3bIBAeTCs MPEAINOJIOKEHHE, O TOM, YTO OSTOT
CTpecC MOXET BbI3BIBATh (DIIOMIM3AINIO MEMOPaH 0 aHAJIOTHH C BBICOKOTEM-
nepaTypHbIM CTpeccoM. M3BeCTHO, 4TO anu(aTHueckue CIUPTHI BBI3BIBAIOT
GuronM3anno MeMOpaH M YacTO HMCMOJB3YIOTCS B KayeCTBE CTUMYJISITOPOB
TEIJIOBOTO U THUIOOCMOTHYECKOTo cTpeccoB [5, 19, 20]. Oxgnako mpaBomep-
HOCTh TaKOro MOJXO0Ja B MOCJIEIHEE BPEMsi CTABUTCS MOJ BOIPOC, MOCKOIBKY
OBLITO TIOKA3aHO, YTO BEICOKOTEMIIEPATYPHBIH CTpecc W OSH3MIIOBEIHA crupT (00a
BBIZBIBAIOT (MIIOMIIM3AIIMI0 MEMOpaH) HHAYIUPYIOT Pa3IMyHbIe TeHbI Y IIHAaHO-
baktepuu Synechocystis [15]. Takum obpa3oM, GU3HOIOTHUECKOE BIUSHUE Te-
IUIOBOTO CTPECCa M XUMUYECKHX ArcHTOB, BBI3BIBAIONIMX (IIOMAN3AIMIO, MO-
KeT OBbITh COBEPIICHHO PA3HBIM.
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(A} Syneckooystis sp. PCC BE0Z & prechocy s sp. PCC 6303
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Puc. 2. Jlecatypauus NOJSPHBIX INIMLEPOJIUNUIOB B KJIETKaX 1uaHoOakrepuid. (A) [le-
caTypalus B KIeTKax Synechocystis IUKOTO THIA OCYIIECTBIISIETCS YETBIPbMS alUI-
JUMUAHBIME JecaTypa3amu ¢ opmupoBanueM C18:4 skupHBIX KUCIIOT (JIeBast aHeb).
CaliT-HamnpaBlIeHHbI MyTareHe3 reHoB desA u desD NPUBOIUT K HECIIOCOOHOCTH KJle-
TOK CHHTE3HMPOBATh MOJIMHEHACHIIIEHHBIE KUPHBIE KUCIOTHl M CHHTE3UPYIOTCS TOJIBKO
MOHOHEHACHIIIEHHBIE (TIpaBast maHenb). Jiunuasl Synechocystis B ocnoBHOM HecyT C18
JKUpHBIE KUCIOTHl B mojoxeHuu sn-1 u C16:0 — B monoxkeHuu sn-2. Jlecarypauus
MPOUCXOJIUT TONBKO B KMPHBIX KHCIOTAX, HAXOASLIMXCS B ONoxkeHuu sn-1. n=0, 1, 2,
3, 4 COOTBETCTBYIOT KOJMUYECTBY IBOMHBIX CBsI3eH B LeMsX XHUPHBIX kuciot. (b) eca-
Typauusi B KJeTkax Synechococcus NUKOTO THIA OCYIIECTBISIETCS TOJIbKO OIHOH A9-
JecaTypa3od M 00pa3yloTCsl TOJIBKO MOHOHEHACHILIEHHbIE >KHPHBIE KHCJIOTHI (J1eBas
naHens). TpaHchopMmanys 3TOro mTaMmMma reHOM desA, koaupyromuM Al2-necatypa3y
B Synechocystis, IPUBOIUT K UHTEHCUBHOMY CHHTE3Y XXHPHBIX KHUCIIOT C JBYMSI ABOM-
HBIMH CBsi3aMu (mpaBasi manens). Jlumuner Synechococcus B ocHoBHoM HecyT C16
KUPHBIE KUCJIOTHI B mosnoxeHud sn-1 u C16:0 — B nonoxenuu sn-2. [lecarypauus
OCYIIECTBIISIETCS KaK B MOJOKEHUH SH-1, TaK U B MOJIOKEHUH s1-2
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1.3. Baiusinne creneHu HECHACBIIEHHOCTH KUPHBIX KUCJI0T

3aBUCHMOCTD TEKYy4ECTH MEMOpPaH OT CTETIEHW HEHACBHIIIEHHOCTH KHPHBIX
KHCJIOT MEMOpaHHBIX JIMITUIOB — XOPOLIO M3Y4YEHHbIH (DEHOMEH, IOKa3aHHbI
Ha KJIETKaX KUBOTHBIX [21], pwI0, [22, 23], rpuboB [24, 25], pacTenwuii [26, 27],
Oaxtepwmii [13, 28] u mmanodakrepuit [2, 29, 30]. LlmanobGakTepuu SBISFOTCS
HamOosee ymOOHOW MOIENbI0 Ui M3ydeHHWs Tako 3aBucumocTH [31], mo-
CKOJIbKY KOJIMYECTBO HEHACHIIICHHBIX JBOMHBIX CBS3EH B LEMAX JKUPHBIX KH-
CJIOT 3THX OpPraHW3MOB MOXET OBITb M3MEHEHO C ITOMOLIBIO T'eHHO-MHXKe-
HepHBIX MeTonoB [32, 33]. 3aBUCHMMOCTD TeKydecTH MeMOpaH OT CTEeTeHH He-
HACBILIEHHOCTH JKUPHBIX KHCJIOT yOEIMTENbHO MOKAa3aHO Ha HpUMEpEe JBYX
IITaMMOB ITHaHo0aktepuit — Synechocystis sp. PCC 6803 (manee — Synechocys-
tis) m Synechococcus sp. PCC 7942 (nanee — Synechococcus). Synechocystis
XapaKTepU3yeTcsl HATMYMEM YETBIPEX TEHOB JiecaTypa3 KHUPHBIX KUCIOT (des4,
desB, desC and desD) n criocOOHOCTBIO CHHTE3UPOBATh KHUPHBIE KHCIOTHI C
YETBIPbMSI JBOMHBIMU CBA3IMH. MeMOpaHHbIEe JIMITHBI 3TOr0 OpraHu3Ma uMe-
10T BBICOKOE COJIEp)KaHNe MTOJIMHEHACHIIIIEHHBIX KHUPHBIX KACIOT (pHC. 2A).

WHuaktuBanus reHoB desA u desD 'y Synechocystis TpUBOIUT K CHIIBHO-
MY CHH)KEHHIO TEKy4eCTH MeMOpaH y MyTaHTHOro mramma desA /desD™ (Fig. 3),
KOTOPBIH TepsieT CIocOOHOCTh aKKJIMMaTH3UPOBATHCS MPU HU3KUX TEMIIepaTy-
pax [33]. Takum ob6pazom, necaTypalys >KUPHBIX KHUCIOT yBEIHYHMBAET TEKY-
4eCcTh MEMOpaH, YTO SIBISIETCSI HEOOXOAMMBIM YCIIOBHEM JUisi HU3KOTEMIIepa-
TypHO! YCTOMUMBOCTH M BBDKMBAHMA TPU HU3KUX TemmepaTypax [1, 34, 35].
HeobxommmMo OTMETHTH, YTO ONTHMAJIbHAas TeMIlepaTypa AIsl pOCTa 3THX
LITAMMOB LMaHOOaKTepuit nexuT B o6nactu 30-35°C, a HU3KOTEMIIEPATYPHBIH
CTpeCC KIJIETKH MCTIBITHIBAIOT yxke mpu 20-25°C.

B ornmume ot Synechocystis, xnetku Synechococcus AMEIOT JHIIb OHY
A9-necatypasy ¥ CIIOCOOHBI CHHTE3MPOBATh TOJIBKO MOHOHEHACHIIIIEHHBIE XKUP-
uele kucinotel (puc. 2B). Tpanchopmanms Synechococcus teHoMm desA w3
Synechocystis, kotopwlii koaupyeT Al2-mecatypasy, MO3BOJWIIA IITAMMY-
TpanchopMaHTy desA’ CHHTE3MPOBATh 3HAUMTENIBLHBIE KOJMYECTBA JMEHOBBIX
KUPHBIX KucHOT [32] (puc. 4b). OTH W3MeHeHHs TMPUBOIWIA K YBEITHUCHHIO
TeKydecTH MeMOpaH U 00eCTIeunBaIl CIOCOOHOCTh KJIETOK BBDKHMBATH TIPH TI0-
HIDKEHHBIX TeMIiepatypax (puc. 4).

BrnusiHre M3MeHeHns1 TeKydecTH MeMOpaH Ha SKCIPECCHIO TEHOB OBLIO
MIPOJEMOHCTPHPOBAHO Ha KIIETKaX AWKOTO THMA W MyTaHTa desA/desD” npu
W3y4YEHHUH HKCIIPECCHH 1eoro reHoma ¢ npumenenuem JJTHK-mukpounmos [15].
beio obHapykeHo 16 reHOB (HarmpuMmep, HEKOTOPbIe TeHbI OSTKOB TEMIOBOTO
moka — hspA, clpBl, dnaK?2), sxcripeccust KOTOPBIX HE HHIYIIUPOBATIACH XOJIO-
JIOM B KJIETKaxX JUKOTO THMA, HO CHJIBHO MHIYLHPOBANACH (B NECATKH pa3) B
KJIETKaX MyTaHTa CO CHHIXKCHHOH TEeKyuecThlo MeMOpaH. DKcIpeccus Apyroit
rpynnsl U3 17 reHOB IpH HU3KOTEMIEPATYPHOM CTpecce Bo3pocia B 2—3 pasa
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Puc. 3. CaiiT-HanpaBieHHbI MyTareHe3 reHoB jaecarypas desA u desD B kier-
Kax Synechocystis IpUBOANT K HAKOTUIECHHIO MOHOHEHACHIIEHHBIX KUPHBIX KH-
cJIoT B Mnuaax mytaHTa (A). B pesymbrare cHmkaeTcs TeKydecTb MeMOpaH,
gro noka3aHo FTIR-cnekrpockonueit (B). MyTtauTHbI# 1miTamm desA/desD™ He
CHOCOOEH aKKIMMAaTU3UPOBAThCS K HU3KUM TeMIlepaTypam, 4TO IPOAEMOHCT-
PHPOBAHO Ha KPUBBIX POCTA KIETOK JUKOTO THUIA U MyTaHTa, KyJIbTHBHPYEMbIX

npu 35°C, 25°C u 20°C (B). OIl;s5p — onTryecKas MIOTHOCTh KIETOK, H3MEPEH-
Has ipu 750 HM
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Puc. 4. Tparchopmarus kietok Synechococcus TeHOM desA w3 Synechocystis,
kogupyrommM Al2-mecatypasy, MPUBOAWT K HAKOIUICHWIO THEHOBBIX >KHPHBIX
KHCTIOT B unuaax Memopan (A). Knetku TpancdopmanTa, desA’, B oTimdue ot
KJIETOK JTMKOTO THIA, CIIOCOOHBI aKKJIMMaTH3HPOBAThCSl K HU3KMM TeMIleparypam,
YTO II0Ka3aHO Ha KPMBBIX POCTAa KJIETOK, KyJbTHBHpyeMbix mpu 35°C, 25°C
u 20°C (B). OIl;s5) — onTudecKas IIOTHOCTh KIIETOK, U3MEPEHHas pu 750 HM

B pe3yJibTaTe CHW)KEHHs TeKydecTH MemOpaH [15]. DTu pesynbraTel cBHie-
TEJILCTBYIOT O TOM, YTO 3KCHpeccHst OOJIBIIOr0 KOJMYECTBO T'€HOB, MHIYLH-
PYEMBIX XOJIOAO0M, 3aBUCHUT OT TEKYYECTH KJIIETOYHBIX MEMOpaH.

1.4. O0paTHas cBA3b MeKAY TEeKy4ecTbI0 MeMOpaH M JecaTypanmeii :Kup-
HBIX KHCJIOT

Tpu u3 "eTsIpex TeHOB aecatypas3 Synechocystis (desA, desB n desD)
WHAYIUPYIOTCS HU3KAMHU Temriepatypamu [29, 36, 37]. UHmyunpoBaHHEIA de
nOVO CHUHTE3 3THX TPeX JAecaTypa3 MpU CHIKEHWH TeMIlepaTypbl M MOCIeNy0-
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M CHHTE3 JONOJIHUTENBHBIX ABOMHBIX CBS3EH B LIEMAX )KUPHBIX KUCIOT MEM-
OpaHHBIX JIMIIHIOB OTBEYAIOT 3a MOAJCPKAHUE TEKYUYECTH MEMOpaH U IPEI0T-
BpaIaoT IMepexo]] MeMOpaH W3 >KUAKOKPHCTAITHYECKOoW (a3bl B (asy re-
ns1 [38]. HuskoremmepatypHass MHIYKIUS DKCIPECCUU JecaTypa3, KOMIICHCH-
pylomas CHIXXEHHE TeKy4ecTH MeMOpaH NpH HU3KHX TeMIepaTypax, sIBISeTCs
IIMPOKO PaCIpPOCTPAHEHHEBIM SIBIICHHEM, HaOIFOJaeMBIM BO BCEX IPYIIaX opra-
HU3MOB — OT OakTepwii IO pacTeHWi, peI0 M KWUBOTHBIX [22, 29, 30, 39, 40].
Brepsblie 3TOT (heHOMEH ObLT MOKa3aH Ha Kietkax Escherichia coli [13] u Ha-
3BaH «rOMEOBHCKO3HOH ajanrauuei». B manpHeliniem cymectBoBaHue oOpat-
HOW CBSI3M MEXIY TEKY4eCThI0 MeMOpaH M KOMICHCATOPHOM JKCIpeccHer re-
HOB JiecaTypa3 OBUIO MOKa3aHO C MOMOIIBI0 XMMHUYECKOH THIPOTeHU3ANN He-
HACBHIIIEHHBIX JXMPHBIX KHUCJIOT JIMIHIOB LUTOMIa3MaTHYECKOW MeMOpaHbI
Synechocystis [1, 3, 36]. Haceimenune HEOOMBIIOTO KOJIHYESCTBA JTBOMHEBIX CBS-
3ell B JHMNUAAX C HCIOJIB30BAHMEM MAJUIATUEBOTO KaTalaW3aTopa IMpPH OINTH-
MaJIbHOW TeMIIepaType poCcTa BBI3BIBAJIO HEMEUICHHYIO MHIAYKLIUIO SKCIPECCHU
JlecaTypas, KOTOpbIE BOCCTaHABJIMBAJIM ONTHMAIBHYIO TEKy4ecTh MeMOpaH,
CHIDKEHHYIO B pe3yiibTaTe XuMudeckoi Mmoaudukarumn [3].

BaxxHO Takke OTMETHTH, YTO HU3KOTEMIIEpaTypHas HHIYKLIUS TCHOB
JiecaTypa3 3aBUCUT OT Pa3HHUIIBI CABHUra TEMIIEPATYp, a HE OT aOCONMIOTHON TeM-

neparypsl Bo3aeictBus [3, 36]. Eciiu Ha kieTku, agantupoBaHHbie nipu 36°C,
BO3JICICTBOBaTh HU3KMMH TeMIlepaTypamH, TO MHIAYKIHS jaecatypa3 HaOmo/a-

etcst ipu 289C. OHako, eciiv KIeTKH ObLIM aganTHpoBansl pu 320C, MHIYK-

1Us HabIroaeTcs Tonbko mpu 240C [36].

MOHO TIPEIIIONI0KUTh, YTO AeCaTypanns KUPHBIX KHCIOT MOXET KOM-
MEHCHPOBATh CHM)KEHHE TEKyYeCTH MeMOpaH, BBI3BAHHOE W THIIEPOCMOTHYE-
ckuM crpeccoM. OnHaKo aHalM3 JKcmpeccuu reHoB ¢ momoimnsio JIHK-
MHUKPOYHIIOB HE BBIIBWJI HHIYKIUU TCHOB JeCaTypa3 MpH FHIIEPOCMOTHYECKOM
ctpecce [41]. OgHako Ha kieTkax Bacillus subtilis Toka3zaHO, YTO TUTIEPOCMO-
THYECKUH CTpecC BBHI3BIBAECT CHIDKEHHE TEKy4eCTH MEeMOpaH C MOCIETYIOINUM
BO3PAaCTaHUEM KOJIMYECTBA HEHACHIIICHHBIX JKUPHBIX KHUCIOT B MEMOpaHHBIX
munrgax [42]. DTot mporece 10 KOHIA He U3y4YCH W MOXKET OBITh CBSI3aH Kak C
WHAYKIMEW TeHOB JecaTypas, TaK M C YBEIMYCHHEM aKTUBHOCTH MPEICYIIECT-
BYIOIIHUX JlecaTypas.

2. BocnipusiTue HU3KUX TeMIIEPaTyp

2.1. 'eHbl MMAHOOAKTEPHIi, HHAYIMPYeMble HU3KHMU TeMIlepaTypaMu
OTtBeTaM nUaHOOAKTEpHil HA HU3KOTEMIIEPATYPHBIH CTpPecC MOCBAIICH PSi

nmoapoOHBIX 0630poB [1, 2, 29, 30, 43]. ['eHbl, oTBeUaroNKe Ha CHIYKEHHE TEM-

HepaTypsl OKPYXarollel cpelnpl, MOXHO pa3[eluTh Ha IIECTb KaTeropuil:
1) rensl necaTypas »KHPHBIX KHCIIOT, OTBEYAIOLIME 32 PEryJISIUI0 TEKy4ecTH
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memOpan; 2) rensl PHK-cBsi3biBaronmx 6enxoB (Rbp), koTopblie sBisitOTCS 11a-
neporamu PHK, mono6HO Oenkam xomomosoro moka (Csp) E. coli u Bacillus
subtilis; 3) renst PHK-rennkas, ygacTByIomux B IeCTaOMINU3AIMA BTOPHIHBIX
crpyktyp MPHK u Takum o6pa3oM oO0JNerdammux WHUIHALHMIO TPAHCISIUN
NIPY HU3KUX TemIieparypax; 4) reHbl puOOCOMHBIX OEJIKOB, M30BITOK KOTOPBIX
HEOOXOIUM I aKKIMMATH3alUM TPaHCIAIHOHHOTO armapara K XOJOAY;
5) reHsl mpoTeas3, yUaCTBYIOIIMX B pereHepaunu Qotocucremsl II; 6) mpyrue
TeHBl Pa3MYHbIX (YHKLMI, HE MONaalole HA B OJJHY U3 BbILICTIEPEUUCIICH-
HbIX Kareropuil. IlosBnenue JIHK-muxpounnoB mis Synechocystis OTKpbLIO
HOBBIE BO3MOXKHOCTH JUTS M3yUCHHs OTBETA ILIEJIOT0 TeHOMa dTOH IIMaHOOaKTe-
pHUM Ha HU3KOTEMIepaTypHeIi cTpecc [44]. Okazanock, YTO HU3KHE TeMIIepaTy-
PBI CHJIBHO MHIYLHMPYIOT DKCIIPEeccHio okoio 50 TeHOB B KieTKax (Tabiuua).
KpoMme nepednciieHHBIX TPYII TeHOB, 00HAPY>KEHBI M IPYTHE TeHBI ¢ BAYKHBIMA
(GYHKIMSME, OTBEYAIOMIe HAa HU3KHE Temmeparypbl. Cpean HUX TeH 7poA, Ko-
nupytomuii PHK-monumepasy; sigD, Konupyromuil oHy U3 albTePHATUBHBIX
PHK-nonumepas; reH fus, koaupyrowuii ¢paxrop anonrauuu tpanciasiunn EF-G;
reHsl hliAd, hliB w hliC, xomgumpyromie OCNKH, WHAYIHPYEeMbIe BBICOKOU
HHTEHCHUBHOCTBIO CBeTa; reH ndhD2, xomupyrouwmii cyosenuaniny 4 NADH-
JIETHIIPOTeHasbl; TeH cytM, KOmUpyloWui  ajlbTepHaTUBHYIO  (opmy
UTOXPOMA C; HECKOJIBKO T€HOB, KOTOPBIC IKCIIPECCUPYIOTCS B OTBET Ha OKHC-
JUTETBHBIA CTPECC; M HECKOJIBKO TeHOB MOKAa HEM3BECTHOHN PpyHKINH (Tabnuia).
Takum 00pa3oM, HU3KOTEMIIEPaTypHBIN CTpecC BBI3BIBAET WHAYKIIMIO MHOXE-
CTBa T€HOB, OTBEYAIOLIUX 3a IMOJICPKAHUE TEKyuyecTH MeMOpaH, TPaHCKpHII-
IIUIO, TPAHCIALIUIO M SHEPTETHUECKUHA CTaTyC KICTKH.

2.2. CeHcOp HM3KHX TeMIepaTyp y IHaAHOOAKTepHil

CeHcop HU3KHX TeMIieparyp, ructuanH-kuaaza Hik33, 6sur unenTudumm-
poBaH B KJeTKax Synechocystis Kak peryisTop HU3KOTEMIEepaTypHOH HHIyK-
LMK DKCIPECCHU TeHa desB, xoaupyomero m3-aecaTypasy JXHPHBIX KHCIOT
[45, 46]. Tlocnenyrommii aHATTH3 IKCIPEecCHu TeHoMa Tokasai, uro Hik33 pery-
JMPYET HKCTIPECCHIO MO KpaHEeH Mepe MOoJIO0BHHBI U3 50 reHOB, HHIYIIUPYEMbIX
xomnoqom [44].

AmuHOKHCIIOTHas mnocnenoBaresibHocTh Hik33 conepkuT HECKONbKO KOH-
CEpBATHBHBIX JOMEHOB, XapaKTEPHBIX JUIS PETYIATOPHBIX OEIKOB MpO- M dyKa-
puoT: muHKep P-Tuma [47], Tak Ha3bIBaeMBIH JTEHIIMHOBBINA 3aMOK, 1 PAS-momen
[48] (puc. 5A). Jluakep P-Tuma cocTOUT U3 IBYX CIHUPANBHBIX y4acTKOB, Iepe-
JIAIOIIUX CTPECCOBBIN CUTHAN B pe3ylbTaTe BHYTPUMOJIEKYJISPHBIX CTPYKTYp-
HBIX U3MEHEHMH, BO3HUKAIOIINX B PE3YJIbTATE B3aMMOACHCTBUS MEXIY STHMH
criupanbHeIMA yuacTkamu [47, 49, 50]. PAS-noMeH MOXeET BOCIPHHHMATH
OKHUCIUTENBHBIN cTpecc [48], COMPOBOXKIAIOMINN paHHHUE ITAIlbl HU3KOTEMIIEpa-
TypHoro ctpecca [51, 52]. HekoTopble reHbl, MHIyLUPYEMbIE OKUCIUTEIbHBIM
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{A) QomeHHanA cTpykTypa Hik33

ThH TM2 nuHkep LeuPAS TWMCTMAMH-KMHA3HBIW AoMeH

N- I . . -C

(B) HuskoTemneparypHan aktusauma Hik33

Mepunnazma

- DD_

ﬂ ﬂzﬁﬁg 5

Heaktnenan cpopma AxtueHan popua

(B) HuskoTemnepatypHan akTuBauma Desk

(000 000 ~ [0 -
ia

Puc. 5. I'mnoreruueckass cxema CTPYKTYpbl M AKTHBAaLMU TUCTHIMH-KUHA3-
CEHCOpOB HU3KUX Temiepatyp. (A) domennas ctpykrypa Hik33 u3 Synecho-
cystis. TM1 u TM2 — tpancMemOpaHHBIE TOMEHB! | | 2; JMHKEp, JuHKep P-
trmna; Leu, neritmHoBas monums, PAS, PAS-momen. (B) Cxema akTtuBanuu
Hik33 mpu cHmkennn temmeparypsl. CHIDKEHHE TeMIIepaTyphl MPUBOANT K YII-
JIOTHEHHIO MEMOpPAaHBI, YTO BBI3BIBAET KOMIIPECCHIO JIMITHIHOTO OHcios (rmoka-
3aHO CTpelKaMHu). B 3THX yCloBHSAX TpaHCMEMOpaHHEBIE TOMEHBI COMMKAIOTCS C
W3MEHEHnEeM KOH(pOpMAIK B paiioHe JTMHKEpa, YTO MPUBOIUT K TUMEPH3AIUN
ceHcopa ¢ nocienyromuM asTodochoprinporanueM. (B) AxruBarus DesK u3
Bacillus subtilis npu cHwxeHun Temneparypsl. Kaxnsiit monomep DesK nmeer
4eThIpe TpaHCMeMOpaHHBIX ToMmeHa. DocdopruirpoBaHue MOXKET MPOUCXOTUTH
o cxeme, cxoauoi ¢ Hik33
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CTPECCOM, TaK)Ke aKTHBUPYIOTCS W HU3KUMHU Temneparypamu (tadnuua). Ctpyk-
TypHBIe ocoberHOCcTH Hik33 MO3BONSAIOT MpemnonaraTh, 4YTo HH3KOTEMIIEpaTyp-
HBI CTpecC MOXET BBI3BIBATH KOH()OPMAIMOHHBIE HW3MEHEHUs B paiioHe P-
JUHKepa ¢ ToceIyolel Tumepu3alyeld ceHcopHoro 6enka (puc. 5b) [2].

AwmmnHokoHueBo# yyactok Hik33 comepxut qBa TpaHCMEMOpaHHBIX J0Me-
Ha (puc. 5) [46]. Pe3ynbpraTs! aHamM3a U3MEHEHUH TeKydecTn MeMOpaH [14, 15]
JIAal0T OCHOBaHUs monaraTh, yTo Hik33 MokeT pacro3HaBaTh 3TH W3MEHEHHS
MU CHIDKEHHH Temrepatypsl [2]. Takas BO3MOXXHOCTh ObLIa IPOBEpEHa MyTeM
MyTauuu reHa hik33 B mramme desA/desD’. B kierkax TpoHHOro MyTaHTa
desA /desD/hik33™ sxcrpeccusi T€HOB, Haxomsmuxcsi moj kontporeM Hik33,
nepecTana MHAYLUPOBATbCA HU3KMMHU Temreparypamu [15]. Bummmo, Hik33
BOCIIPHHAMACT CHH)KEHUE TEKYYECTH MEMOPaHbI KaK MEPBUYHBIA CUTHAT XOJI0-
JTIOBOTO cTpecca.

B xnerkax B. subtilis nneHTHdUIHpOBaHA THCTUAWH-KHHA3a DeskK,
BOCIIPUHUMAIOIIAS XOJIOAOBOHM CTPECC U OTBEUAIOIIAs 3a PETYIIAINI0 HHITYKIIUH
rena AS-necarypassi (puc. 5SB) [53]. Kak u Hik33, DesK sBisiercst Tpancmem-
OpannabM ceHcopoM. Kaxnaerit MmoHoMep DesK mmeer detbipe TpancMeMOpaH-
HBIX IOMEHA M TMCTHAMH-KHHA3HbIH noMeH. B otimmune ot Hik33, DesK ne He-
ceT PAS-nomena v neliinHOBOM MOJTHUH.

I'eH desK dhopmupyeT onepoH ¢ TeHOM desR, KOTOPBIH KOIUPYET pery-
JISITOP OTBETA, CIICIIM(DPUICCKH CBAZBIBAIOIIMICS C IIPOMOTOPHON OOJIACTHIO TeHA
necatrypassl. MHIyKIMS SKCIPECCHH TeHa AecaTypasbl depe3 IBYXKOMIIOHEHT-
Hyto cuctemy perymsinqun DesK-DesR unrubupyercs nobGaBiieHneM 3K30TeH-
HBIX HEHACBIIIEHHBIX XHUPHBIX KUCIOT [28, 53], UTO CBUIETENHCTBYET O HAllU-
9 O0paTHON CBSI3M MEXAY CEHCOPOM M CTEIECHBIO HEHACHIIEHHOCTH MEM-
OpaHHBIX JIUTHIOB.

2.3. I'eHbl pacTeHuii, HHAYIHMpPYeMble HU3KHMH TeMIlepaTypamMu

B pacteHnsx mpeHTHUIIMPOBAHO OONBIIOE KONWYECTBO T€HOB, MHIYIHU-
PYEMBIX HU3KMMHU Temrepatypamu [51, 52, 54—66]. Cpeau HUX TeHBI AecaTypas
JKUPHBIX KUCIOT [34, 40, 67], 4TO MOATBEPXKIAET BAXKHYIO POJIb JecaTypaluu
MEMOpaHHBIX JIMMHAAOB B PETYIALMH TEKy4eCTH MEMOpaH M aKKIMMaTH3alnuu
pacTeHH K HU3KUM TeMIepaTypaM, O 4eM roBOpuiIock BeIme [ 1, 27, 29, 68, 68].

Anammz skcrpeccuu 8,000 renoB y Arabidopsis thaliana ¢ nmoMouipro
JHK-Mukpouunos nokasai, 4to skcrpeccus 218 reHoB MHIyLHPYETCS B OTBET
Ha HHU3KOTEMIIEPATYPHBIH cTpecc. DTH TEHBl KOIUPYIOT TPAaHCKPHIILMOHHBIE
(baxTopsl, epelaTYMKH CUTHAIOB, IEPEHOCYUKN HOHOB U MOJIEKYJI, (PepMEHTBI,
BOBJICUECHHBIE B CHHTE3 KJIETOYHOH CTEHKM M B OTBETHl Ha OKHMCIMTEJIBHBIN
crpecc [52].
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2.4. BocnpusiTHe HU3KUX TeMIepaTyp pacTeHHsIMHA

OTKpBITHE Y PaCTEHUH MyTH PETYJSIIUY MEepeNaddl HU3KOTEMIIEpaTypHOTO
curnaia (CBF) 3HaunTenbHO paciivpuio GPOHT UCCIeAOBaHUN MPOOIEMBI OT-
BeTa PAaCcTeHMI Ha HU3KMe Temmepartypsl [59, 60, 66, 70-73]. Ananu3 TpaHc-
KPHITLMOHHOTO KOHTPOJIS IByX T€HOB, MHIAYLIMPYEMBIX HU3KHMH TeMIIepaTypa-
mu (rd294 and corl5a) y A. thaliana, puBen K OTKPBITHIO XOJIOJ03aBUCHMOTO
muc-anemenra CRT/DRE  [or anmn.  (C-repeat)/(dehydration responsive
element)], TOKaTM30BaHHOT'O B ITPOMOTOPHBIX 00JIACTSIX 3THX reHoB [71]. benku
cemeiictBa AP2-10MeHHBIX TpaHCKPUMINOHHEIX (pakTopoB, DREBI1 ( ot anrm.
DRE-binding protein) u CBF (ot anrn. CRT-binding factor), cBsi3biBatoTcsi ¢
muc-oiaemMentoM CRT/DRE u aktuBupytoT Tpanckpumnumio [59-61, 74]. Dkc-
Ipeccusi TeHOB, KOANPYIOUIMX 3TH TPAHCKPHUITIMOHHBIE (DAaKTOPHI HMHAYLHPYET-
Csl B PaCTEHHAX O49eHb OBICTPO B OTBET HA XONON0BOH cTpecc. Kpome Toro, 1o-
nonautenbHas 3kcnpeccust CBF1, CBF2 u CBF3 B TpancrenHom Arabidopsis
NIPY HOPMAJIBHOW TeMIIepaType NMPHBOJIMIA K aKTHBAllMK 3Kcnpeccuu 41 rewa,
30 U3 KOTOPBIX HACHTH(PUIIMPOBAHBI KaK XOJIOJOWHIYLIUPYEMbIE TCHbBI B pacTe-
HUAX IuKoro Tuna [63]. BeposTHo, uTo TpanckpunmuoHHbe hakTopbl CBF mo-
T'YT peryJiupoBaTh SKCIPECCHIO T€HOB HE TOJIBKO MPH XOJIOA0BOM CTpecce, HO U
neperaBaTh CUTHANbI APYTUX CTPECCOBBIX BozaeicTBui. OnHako, okono 60 re-
HOB, HHIYIUPYEMBIX XOJOAOM, HE KOHTposupytoTcst cuctemoir CBF, urto cBu-
JIETETILCTBYET B IOJNIB3Y CYIIECTBOBAHHS APYTUX PETYISATOPHBIX CHCTEM BOC-
MpPUATHS U TIepeladul XOJI00BOro curuana [52].

HecmoTpss Ha HakomieHWe BaKHEWIIMX NaHHBIX O IMyTAX Iepeaadu
CHUTHAJIOB XOJIOJJOBOTO CTPECCa B PACTCHHUSX, IPAKTUIECKN HUUETO HE U3BECT-
HO O MEXaHM3Max BOCHPHUATHS 3TUX CHUTHAJIOB M O BO3MOXHBIX CEHCOpPaXx.
DKCIIEpUMEHTHI, TI0Ka3aBIIne HU3KOTEMIIEPAaTYPHYIO HHAYKIHWIO T'eHOB, Aeca-
Typa3 ¥ JaHHbIE, TIOJIyYCHHBIE C UCTIOIB30BAHNEM XHMHUECKHUX MOIYISTOPOB
TeKydecTu MeMOpaH [55, 58, 75, 76], MO3BONSIOT MPEAIOI0KHUTh, YTO CHUXKE-
HUE TEKy4eCTH MOXKET OBITh BOBJIEUEHO B BOCIPHITHE XOJIOAOBOIO CTpecca
KJIETKaMHu pacTeHui. OHAKO NCTHHHBIE TEMIEpaTypHBIE CEHCOPHI TOKa eIle
HE HalIeHBbI.

B JKMBOTHBIX KIJETKaX B KadyeCTBE HHM3KOTEMIIEPATYPHBIX CEHCOPOB
WACHTU(QHUIMPOBAHBI TPaHCMeMOpaHHBIC KalbIMeBble KaHATB! [77-81]. Mo
KaJIbIMsI UTPAfOT BAXHYIO PETYISATOPHYIO POJb B KA4eCTBE BTOPHUHBIX IIEpe-
JATYUKOB CHTHAJA BO MHOTHX M3BECTHBIX PETYIATOPHBIX MyTsx [82—-84]. BrI-
cTpsiit Bxox nonos Ca’’ B ketku pacrenuii npu xomozoBom crpecce [85, 86]
MIPEAIOIaraeT, YTo KalblHeBbIe MM KaKne-TO Hecrenn(puyeckne HOHHBIE Ka-
Hallbl MOTYT (YHKIMOHHPOBATh B KaueCTBE CEHCOPOB HHU3KHX TEMIIEPaTyp B
pactenusix [86, 87]. Ho nns okoHYaTeNbHOTO BBIBOJA HA 3TOT CUET HEOOXOAU-
MBI TIPsSIMBbIE SKCIIEPUMEHTAJIEHBIE I0KA3aTEeIbCTBA.
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3. BocnpusiTue BLICOKHX TeMIepaTyp

BricokoTeMniepaTypHBIN cTpecc yBETHIUBAET TeKydecTs MeMOpaH [5, 16].
Ecnu X0mo10BbIe CEHCOPHI aKTUBUPYIOTCS TIPH CHI)KEHUH TeKydecTH [2, 3, 45],
ObUTO OBI IOTMYHBIM IPEIIONAaraTh, YTO BO3MOXKHBIE TEIJIOBBIE CEHCOPHI MOTYT
aKTHBHPOBAThCS NMpH (rrronan3anun MemOpan. OHAKO O HACTOSIIEr0 Bpeme-
HHU KaHOWJAThl HA POJIb TPAHCMEMOpPAHHBIX TEIUIOBBIX CEHCOPOB HE HaiIEHBI
HU B OakTepusix, HA B pacTeHusX. TeM He MeHee IOKa3aHO, 4TO T'eHHO-
WH)KEHEPHOE YBEJIMUYEHHNE CTENEHN HACBIIIEHHOCTH KUPHBIX KUCIIOT B JIMIIMAAX
LUTOIIA3MaTHIECKOH MEMOpPaHBI APOXOIKEH MPUBOAWIO K WHIYKIUH SKCIpeECc-
cuu reHa Oenka TeruoBoro moka Hsp90 [4]. Bo3mMokHO, B TaHHOM cllydae dKc-
MpeccHsl TeHa TEIUIOBOTO IIOKa JEHCTBUTENIBHO 3aBUCENa OT TEKy4eCTH MeM-
Opansl [4, 16]. JlaHHBIC B MONACPKKY TaKOH BO3MOXXHOCTH OBLIH ITONYYCHBI
MIPY U3yYEHHUH OTBETOB KIIETOK Synechocystis Ha TetioBoi crpecc [5, 88]. ben-
3WJIOBBIH CIHPT, Pa3KIKAIOIMKA MEeMOPaHbl, aKTHBUPOBAJ TPAHCKPHIILIUIO FeHa
TEIJIOBOTO IIOKa /spA Tpu HOPMAJIBHOM TemIiepatrype ¢ Takoi ke 3dhexTus-
HOCTBIO, KaK M TEIUIOBOH cTpecc. ONHAKO AaHHbBIE IPYTHX HCCIECIOBAaHWN HE
MOATBEPKIAI0OT BO3MOXKHOE YyJacTHE TEKYyYeCTH MEMOpaH B PEryJISUN OTBETa
Ha BBICOKHE TeMIepaTypbl. 3aMelleHHe MOJMHEHACHIIIEHHbIX JUITUI0B Ha MO-
HOHCHACHIIIICHHEIC TUMHUBI B KIeTKax Synechocystis [33] (puc. 3) He TOBIHSIO
Ha 3KCIIPECCHIO0 TEHOB TEIUIOBOTO oTBeTa. [15]. Bomee Toro, 0o mokasaHo,
910 OEH3WJIOBBI CIHMPT M TEIJIOBOE BO3ACHCTBHE HHIYLHUPYIOT B OCHOBHOM
pa3HbIe TPYNITEl TeHOB. ['eHbI, KOTOpBIE MHAYLHWPOBAIHNCEH U TEIJIOM M OEH3MIIO-
BBIM CIIUPTOM, COCTABISIIOT TPYIITy TE€HOB, WHAYLUPYEMBIX Pa3IHMIHBIMH
CTpeccaMH: TEMJIOBBIM, COJIEBBIM M THIEP- M TUIOOCMOTHYECKUM. DTH TEHBI,
Ha3bIBa€MBbIC B JIUTEpAType TeHaMH TerioBoro moka (hspA, cplB, hipG, dnaJ,
dnak2, groESL and cpn60, sodB, sigB), 1 HEKOTOpbIE Ipyrie NMPHHAIEKAT K
Pa3TUYHBIM KJaccaM META0OMMYECKHX W PETyISTOPHBIX TeHOB. Buaumo, mpa-
BUJIbHEE OBITO GBI ONPEeNATh 3TH TeHBl KaK I'eHbI 00IIer0 CTPECCOBOrO OTBETA.
Tak nnu wHaYe, CTajJo MOHATHBIM, YTO 00pabOTKa KIIETOK OEH3HMIIOBBIM CIUP-
TOM (¥, BUIUMO, NPYTMMH XUMUYECKUMH areHTaMH, YBEJIMUMBAIOLIMMH TEKY-
4ecTh MeMOpaH) HE BOCCO3IAET aJCKBATHYIO KapTHHY TEIUIOBOTO CTpecca.
A cneoBatenbHO, MpobiaeMa BOCIPHUATHS BBICOKMX TeMIEpaTyp depe3 H3Me-
HEHHE TEeKy4YeCTH MeMOpaH IOKa ellle UMEET psiji MPOTUBOPEUni, TpeOyrommx
JIOTIOTHUTENBHBIX HCCIIE0BAHMUM.

B xnerkax E. coli TeToBOW CUrHAJ MEpeqaeTcss YaCTUYHO Yepe3 ABYX-
koMroHeHTHYI0 cucteMy CpxA-CpxR [89-92]. CpxA sBnsieTcss THUCTUIUHKHU-
Ha30H ¢ IBYMsI TpaHCMeMOpaHHBIMU ydacTkamu, a CpxR mpexncrasisier coboit
perynsaTOp OTBETa T€HOB, MHAYIMpPYEeMbIX TeruioM [93-95]. AktuBHOCcTE CpxA
3aBUCHT OT COCTaBa JIMMUAOB MeMOpaH [96], a ciemoBaTenbHO, dTOT CEHCOP
MOXET yJIaBJIMBAaTh U3MEHEHUSI TEKYYECTH. JTa PEeryisTopHas cucrema Oblia
oOHapy>keHa TOJBKO B KieTkax E. coli, Salmonella typhi n Yersinia pestis [97],
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HO He y Ipyrux Oakrepuid. [loaTomy aTa perynstopHas cucrema, no-BUIMMOMY,
HE MOXET MPETeH0BaTh Ha YHHUBEPCAILHOCTh. BO3MOXHO, TEIIOBEIE CEHCOP-
HBIE CHCTEMBI IpYTUX OPraHU3MOB UMEIOT oTndHyto oT Cpx mpupony. Tak, y
Myxococcus xanthus B Ka4eCTBEe CHCTEMBbl BOCIIPHATHS M Mepelau TEerIoBOro
cTpecca HAeHTH(UIMPOBaHbl THCTHANH-KMHa3a HsfA u perymnsrop oreera [98].
B nannom ciyuae HsfA oxasancs pacTBOpMMBIM OEIKOM C JOMEHOM IONyde-
HUus Qocdara, a 3HAYUT, CKOpee BCEro ITOT OEJOK SABJISAETCS TepeaaTduKkoM
curHana, a He ceHcopoM [98]. CemeicTBO TpaHCMeMOpPaHHBIX TEIMJIOBBIX pe-
LENTOPOB, OOJIBIIMHCTBO M3 KOTOPBIX PEAarupyroT Takke M Ha KarlcauuH (oc-
HOBHOHM TOPBKHH 3JIEMEHT B MepIe), HACHTH(GUIMPOBAHO y MIEKOIMHUTAIOIINX
[81, 99]. Onnako mMoka HUYEro HEe M3BECTHO O TEIUIOBBIX CEHCOpax Y (POTOCHH-
TE3UPYIOIINX OPraHU3MOB.

4. BocipusiTue 0CMOTHY€ECKOI0 cTpecca
4.1. I'enbl, AHAYOHMPYEMbIe THIIEPOCMOTHYECKAM CTPECCOM

[ToBbIIIEHNE OCMOJISIPHOCTH BHEIIHEH Cpebl BBI3BIBACT BBIXOJ BOIBI M3
KJICTOK, YMEHbIIIEHHE 00beMa IIUTOIIa3Mbl, CHUKEHHE Typropa KJIETOK U B KO-
HEYHOM MTOT€, MOXKET BbI3BATh TJIa3MOJIM3 M THOeb kieTok [7]. MccnenoBanue
SKCIPECCHH T€HOB B OTBET HA TMIIEPOCMOTHUYECKHHA cTpecc OBUIO cocpenoToUe-
HO B OCHOBHOM Ha T€HaxX OCMOITPOTEKTOPOB, 00ECIIEUNBAIOIINX CHHTE3 MPOITH-
Ha, TPerajo3bl, OeTanHa u caxapo3ssl [7, 8].

AHanuz sKkcmpeccun reHoma Synechocystis B OTBET Ha THUIIEPOCMOTHYE-
CKHI CTpecC MOKa3ajo, YTO TUIIEPOCMOTHYECKUH CTpecC MHIYIMPYET dKCIpec-
cuto 257 reroB [41]. IIpoayKTbl 3TUX T€HOB OTBEYAIOT 33 CHHTE3 KOMIIOHEHTOB
KIICTOYHOW CTEHKH, MeMOpaH, (pochaT-TpaHCIOPTHBIX CHCTEM, a TaKXe pery-
JSATOPOB (POTOCHHTE3a, KOMIIOHEHTOB TIEPeaddl CTPECCOBBIX CUTHAIIOB, PETYJIs-
TOPOB JKCIIPECCHH T€HOB U MeTabonu3ma O6enkoB. Kpome Toro, MHAyIUpyOTCS
TeHbl, OTBEYAIOIINE 32 CHHTE3 OCHOBHOI'O OCMOMPOTEKTOPA, INIIOKO3WIIIIIHLIE-
puna [100, 101]. CxomHbIe COOBITHS HAOTIONAIOTCS M TIPH HCCICIOBAHUHN OTBE-
Ta reHOMa JIpOXOKeW Ha rumepocMotndeckuit ctpecc [102—105]. Kpome Toro,
ObUTIO OOHApYKeHO, uTo U y Synechocystis [41], u y apoxokeit [8] runepocmo-
THYECKUN CTpecC CIeNU(pUUSCKU HHAYIHPYET JIUIIb HEOONBIIOe KOJIUIESCTBO
TCHOB. BOJBIIMHCTBO ke MHIYyNHPYEMBIX T'€HOB TaKKe aKTUBHPYIOTCA U APY-
TMMH CTPECCOBBIMH BO3ICHCTBUSIMH — BBHICOKUMH U HU3KHMH TEMIICPATypaMH,
COJIEBBIM CTPECCOM M CBETOM BBICOKOW MHTEHCHBHOCTH [15, 41, 47, 106—109].
Cpenu BceX T€HOB, MHIYLIUPYEMBIX THICPOCMOTHYCCKHM CTpEccoM, oOHapy-
KHUBAeTCsl OONBIIOE KOJNMYECTBO T€HOB HEW3BECTHOM (YHKIUH, W TOKa eIle
CJIOKHO JIeIaTh KaKHe-TH00 3aKITIOUeHHS O QYHKIMIX STHX FCHOB M MX 3HaYe-
HUM JUTS aKKJIMMATH3AIHU K CTPECCOBBIM YCIIOBHSIM.
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4.2. CeHcopbl THIIEPOCMOTHYECKOT0 CTpecca

B knetkax E. coli mpenmnonaraeMbIM OCMOCEHCOPOM SIBIISIETCSI TPAHCMEM-
Opannas ructuanH-kuHa3a EnvZ [10, 110]. DtoT 6enmok perymupyer sKcrpec-
CHIO T€HOB Omp, KOIUPYIOIIUX MOPUHBI BHelHed meMOpanbl [111]. Xumuue-
CKHe areHTHl MMPOKanuH U XJIOPIPOMA3HH, pazKIDKAOIe MeMOPaHbl, CTUMYIITH-
pytoT ¢ochopunmposanue EnvZ n nmepenoc GochaTHON TpyHIbl K peryisTopy
oreeta OmpR [9, 112—-114]. DTH pe3ynabpTaThl NO3BOIAIOT MPEANOIAraTh, 4To
AKTHMBHOCTb OCMOCEHCOpa MOKET PEryJIMPOBAThCS MTPU U3MEHEHNH (PHU3NYECKO-
T'O COCTOSTHHS JIMITUI0B MEMOpaH.

B kierkax Lactococcus lactis BO3MOXHBIM OCMOCEHCOPOM  SIBJISIETCSI
OpuA —TpaHcMeMOpaHHBII OEJoK, OTBEYAIOIINA 32 TPAHCIIOPT aMMOHHUHHBIX
COCIIMTHEHUH W UTPAIOIINI KITFOYEBYIO POJIb B 3aIIUTE ATOH OaKTEpHH OT THIIC-
pocmotuaeckoro crpecca [115, 116]. PexoHCTHTYynnss aKTHBHOW CHCTEMBI
OpuA B UCKYCCTBEHHBIX MeMOpaHax 3 (ochoaununos nokasana, uto OpuA
SBIISIETCSI HEOOXOAMMOI M IOCTATOYHOM CHCTEMOM /ISl aKTHBALIMH TTOTJIOIEHUS
TITUIAH-0eTanHa TIPH TUMIEPOCMOTHIECKOM CTpecce. XUMHUYECKHEe areHTH Ka-
THOHHOH (TeTpakanH M XJIOPIPOMa3rH) K aHHOHHOH (IUTTHPUMHION) TPUPOIBI,
B3aUMOJICHCTBYIOIINE C 3apPsDKEHHBIMH TpyNIamMu GpocQoUnuaoB U U3MEHSIO-
IIMe TeKy4YecTh MeMOpaH, akTuBupoBaid OpuA B TakO# K€ CTENCHH, KaK T'H-
mepocMOTHYEeCKH cTpecc. TakuM 00pa3oM, U B TaHHOM CiIydae HaOmomaercs
peryJisiys akTHBHOCTH TPEIIONaraeMoro 0CMOCeHcopa Ha YPOBHE U3MEHEHUS
TekydecTn MemOpan [115].

CHCTeMBI OCMOCEHCOPOB JAPOXCKEH TMOApoOHO ommcaHa B 0030pe XoX-
ManHa [8]. Kietku S. cerevisiae uMeroT nBa TpancMeMOpaHHBIX Oenka, Sholp u
Sinlp, NpPennoNOXKHUTENBEHO SIBISIOIIMECS CEHCOpaMH THIIEPOCMOTHYECKOTO
ctpecca. Sholp xapakrepusyercs HaIHYHEM YETBHIPEX TPAaHCMEMOpaHHBIX J0-
MeHOB u SH3-moMeHa, OTBeYaromero 3a 0eI0K-0eITKOBbIe B3aWMOICHCTBUS, HO
KWHA3HBINA U (odarTasHblil JOMEHBI B 3TOM Oenke oTcyTcTBYIOT [117]. IloaTomy
MaJioBeposaTHO, 4to caMm Sholp sBisiercst ocmoceHcopoM. OHAKO OH MOXET
paboTaTh B accOUMAMU C OPYTUMH CEHCOpPaMH, KOTOPHIC ITOKa HEW3BECTHEI.
Sinlp sBrsieTcs THOPUAHON TUCTHANH-KWHA30W C JIOMEHOM pEryJsTopa OTBETa
W AByMs TpaHCMeMOpaHHBIMU AoMeHaMu. Ponb 3Toro Oesika B BOCIIPUSITHH TH-
MEPOCMOTHYECKOTO CTpecca M JaTbHEHIIeH nepefadye CUrHaia XOpoulo JOKYy-
MeHTHpoBaHa [118, 119]. Oror cencop akruBupyer HOG (ot anr. high osmo-
larity glycerol) MAP-knHa3HBIN peryiIsTOPHBIN MyTh, PETYIUPYIOMNNA OHOCHH-
Te3 TIUIlepuHa — OCHOBHOTO OCMOMPOTEKTOpa B KIIeTKax S. cerevisiae [8, 120].
B Hacrosmee BpeMsi HEU3BECTHO, PETYJIHPYETCS I aKTUBHOCTE Slnlp mpu m3-
MEHECHUH TeKydeCcTH MeMOpaH. MO)KHO JIHIIh TPEATIONIOKUTD, YTO 3TOT TPaHC-
MeMOpaHHBIH CEHCOp MOXKET BOCHPHUHUMATH YIUIOTHEHHE WIM MEXaHHYECKOoe
c)KaThe MeMOpaHBI B pe3ysibTaTe BbIX0/1a BOJBI U3 KJIETOK IPH TMIEPOCMOTHYE-
CKOM CTpecce.

343



3. Ilpobnemul pezynayuu 8 HCUBLIX U NPEOOUOIOLUHECKUX CUCTNEMAX

OnHa 13 npoOisieM B M3y4eHHH ocMoceHcopa aApoxokeld Sinlp 3akitoua-
eTcs B TOM, YTO TUIIEPOCMOTHYECKHH CTpecc B AKCIIEPUMEHTaX (OPMHPOBAIICT
nmobasienrem NaCl [8, 104, 121]. Cnexyer nmets B Buay, uto NaCl okaspiBaer
Ha KJIETKU IBOMHOM 3()(EKT: COlb MHAYIHUPYET Kak THIEPOCMOTHYECKHA, TaK U
noHHBIH cTpecc [122]. Ha xierkax Symechocystis TOKa3aHO, YTO COJICBOU
ctpecc (0.5 M NaCl) u rumepocmotmueckmii ctpecc (0.5 M copbut) uHAyIH-
PYIOT 3KCIIPECCHIO Pa3HBIX HAOOPOB reHoB [41]. DT HaOMIOACHUS 3aCTaBIAIOT
caemnaTh MPEANoNI0KeHHEe O TOM, YTO 3TH CTPECCH MOTYT BOCIIPUHUMATHCS pa3-
HBIMH CEHCOPaMHM, XOTsI M HaJM4yhe OOIIMX CEHCOPOB TaKXKEe HE MOXKET OBITh
WCKITIOUEHO.

HccrnenoBanne 3KCIIpecCHH IIETIOT0 TeHOMa Synechocystis TOKa3alo,
yro ructunuH-kuHaza Hik33, panee naenTuduurpoBaHHas Kak cEHCOpP XOJO-
JIOBOTO cTpecca (CM. BBIIIE), KOHTPOIMPYET MHIYKIHUIO oKoso 60% ot obmiero
9rcia TEHOB, MHIYNHPYEMBIX THrepocMoTHueckuMm crpeccom [107]. Hik33
KOHTPOJHMPYET IKCIPECCHIO T€HOB, KOTOPHIE BOBJICYEHBI B CHHTE3 KOMIIOHEH-
TOB KJETOYHOW CTEHKM W KJIETOYHBIX MeMOpaH, (OpMHpOBaHHE CHUCTEMBI
TpaHcnopTa (ocdaros, 3aUTy (POTOCHHTETUIECKOTO anmapara U HEKOTOpbIe
JpyTHE TPOLECCH, BaXXHbIE A AKKIMMAaTHU3alHMU KIETOK K THIIEPOCMOTHYE-
CKOMY CTpeccy.

BeposiTHO, M3MEHEHHNST TEKY4eCTH MEeMOpaH SBJISIOTCS MEPBUYHBIM CHT-
Hanom st Hik33 kak mpm Xos10q0BOM, Tak M IPH THIIEPOCMOTHYECKOM CTpec-
cax.

I'mcrnann-kunaza AtHK1 w3 Arabidopsis xoMmneMeHTHPYET MyTaluu
ocmocencopa Sinlp B Saccharomyces cerevisiae, TI03TOMy BIIOJHE BEPOSITHO,
gyro AtHKI1 sBisieTcs ceHCOpOM THIEPOCMOTHYECKOTO CTpecca y pacTeHWi
[124]. KoMrutemeHTaI#sl MOKa3bIBACT, YTO Ta THCTUAWH-KUHA3a U3 Arabidop-
Sis MOXKET 3aMeIlaTh OCMOCEHCOP ApOoXiKed 1 3((EeKTUBHO NepesaBaTh CUTHAI
Ha MAP-xunra3sb1i Monyns. K Hactosmemy Bpemenn AtHK1 sBisercs emus-
CTBEHHBIM OCMOCCHCOPOM, Hal\/’I)IeHHBIM B paCTCHUAX.

4.3. CeHcOpbI THIO0CMOTHYECKOT0 CTpecca

MornexysipHbIe MEXaHW3MBI BOCIIPHUATHS THIIOOCMOTHYECKOTO CTpecca
TOKa ellle HEeJOCTaTOYHO M3Yy4eHbI. MccnenoBanus B 3Toi 001acTi B OCHOBHOM
coKycHpoBaHbl Ha W3yYEHUH MEXaHOCEHCOPHBIX KaHAJOB, aKTUBHOCTh KOTO-
PBIX MEHSETCA MIPHU U3MEHEHNH 00bheMa KJICTKH U HaTsKeHHHn MeMmOpaH. Cunra-
€TCsI, YTO 3TH KaHAJBl PETyIUPYIOT KICTOUYHBIH 00BEM M y4acTBYIOT B TpaHC-
MOpTE MOHOB M HEOOJIBIIUX MOJICKYN M3 KieTkH. Hanbonee U3ydeHHBIM SIBIISI-
€TCsI MEXaHOCCHCOPHBIH KaHad OONBIION MpoBOIUMOCTH Oaktepuid MscL (ot
anr. mechanosensitive channel of large conductance) [6, 125, 126]. OToT Ka-
HaJl OCYLIECTBIISIET HECEJIEKTUBHBINA TPAHCIOPT PAaCTBOPOB M3 OAaKTEpUaIbHBIX
KJIETOK IIPU CHUIIBHOM THIIOOCMOTHUYECKOM cTpecce [127, 128]. MoaenupoBanue,
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OCHOBAHHOE Ha JAaHHBIX O KpHCTalIHueckoit cTpykrype MscL [129] B coueta-
HHUH C pe3ylbTaTaMH KPOCC-CIIMBOK M HANpaBJIEHHOTO MyTareHe3a WHIUBHIY-
ITBHBIX AMHHOKHCIIOT, MO3BOJIMUIO TPEIUIOKHTE CXEMY IBYXCTaJUHHOTO OT-
KPBITHS KaHaa, IPUBOJSILETO K YBEJIMUCHHUIO THaMeTpa MPOBOAAIIEH MOpHI ¢ 1
no 13 A. CornacHo 5Toii Mosenu, HanpskeHHe MeMOpPaHbl NPUBOJUT K KOH-
(OpMaIMOHHBIM U3MEHEHHSIM O€JIKa OT 3aKPBITOTO, YePe3 YACTHIHO OTKPBITHIH,
K TTOJTHOCTBIO OTKPBITOMY KaHaiy [6, 127, 128, 130].

Hamm mocnennue uccienoBanus (GyHKIMOHUpoBaHus MsclL y mpecHo-
BOJHOM Oakrepun Synechocystis TIOKa3aiy, YTO 3TOT KaHAJI MOXKET BOCIPHHH-
MaTh CUTHAJl HE TOJIBKO TPH HATSHKEHWH MEMOpaHbI, HO TaKXKe MPH ACHONAPH-
3alUM [UTOIUIA3MAaTHYECKOH MeMOpaHbI, BBI3BAHHOM XOJIOIOBBIM CTPECCOM
[130]. B nomonHeHue K poiH PETYISLMH KIETOYHOTO 00beMa, KaK 3TO IoKa3a-
HO Ui KieTok E. coli [131-133], MscL nmanoGakTepuit pyHKIIMOHHPYET Kak
OCHOBHOH KaHan BbIGpoca HoHoB Ca’’ 13 KieTok mpH x0mo010BoM crpecce [130].

OYHKIIMOHAIBHBIM (HO HE CTPYKTYPHBIM) romMosiorom MscL 6akrepuii sB-
nsietcs kanan Fpslp apoxokedt [134, 135]. Mexanusm ero akTuBalMu 10 KOHLA
He siceH. Bo3amoxkHo, perynsaTopHsii tomeH Fpslp cBopaunBaercst Takum odpa-
30M, YTO 3aKpBIBACT KaHaN, KaK 3TO IIPOMCXOIUT B CIydae KaJHEBBIX KaHAIOB
XKHUBOTHBIX [78, 136]. Bo3MOXHO Takxke, 4TO TpaHCMEeMOpaHHbIe TOMEHBI Fps1p
OPHEHTHPOBAHBI B MEMOpaHe TaKMM 00pa3oM, YTO CIIOCOOHBI paclo3HaBaTh ee
HaTsDKeHHe, Kak 3To mpoucxomaut ¢ MscL [127, 137]. [TomeiTkn upeHTHHKA-
MU OENTKOB, KOTOphIe MOTJIH Obl B3auMoielicTBoBaTh ¢ Fpslp, moka He yBeH-
qanmuch ycnexoM [8]. OueBuaHO, [UId JaNbHEHIIEro UCCIeI0BAaHUS BO3MOMKHBIX
CCHCOPHBIX OeJNKOB HEeoO0XoquMa pa3pabdoTKa TECTOBBIX CHCTEM in Vitro, cO-
CTOSIIIUX W3 OYUIICHHBIX 0eNKOB. DPPEKTUBHOCTh TAKHX CHUCTEM YKe Mpojie-
MOHCTPHMpPOBaHA: HEJaBHO OBLIO MOKa3aHO, YTO aKTHBHOCTH Oenka BetP (ocmo-
perynupyeMoro nepenocunka 6eranna) B Corynebacterium glutamicum pery-
JUpyeTcs cKopee BHYTPHKIETOUHOM KOHIeHTparueil nonos K', a He MexaHu-
YEeCKMM CTHMYJIOM. DTOT 6enoK (hYHKIHOHHMpYeT Kak XeMOceHCOp MOoHOB K,
KOTOpBIE CITy’KaT BTOPHMYHBIM II€PEAATINKOM CUTHAJA PU U3MEHEHHH o0bemMa
kietok [138]. Takot#t sxe THIT peryisinuy npeanonaraetcs u ais oenka KdpD E.
coli, SBIAIOMIETOCS CEHCOPOM KaIMEBOTO CTaTyca KIEeTOK [7].

IIpsaMble naHHBIE, TOKA3bIBAIOLINE M3MEHEHHE TEKY4eCTH MEeMOpaH NpH
TUIIOOCMOTHUYECKOM CTpEecCe, Ha CErOAHSIIHMNA JEeHb OTCYTCTBYIOT. IloaTomy
ydJacTHe TEKy4ecTH MeMOpaH B PEeryisiH{ KJIETOYHOTO OTBETA Ha THIIOOCMO-
THUYECKHUI CTpecC BCE €1lle OCTAETCs MPEAMETOM JUCKYCCHUN U MPEATION0KEHUH.

5. MyabTH(PYHKIHMOHAIbHbIE CEHCOPBI

HakarnmBaercst Bce GoJble JaHHBIX, CBHJETEIBCTBYIONIMX O CYLIECTBO-
BaHWW MHOXXECTBEHHBIX CBS3EH MEXIY Pa3IMYHBIMU PETYISATOPHBIMHU MYTSIMH,
KOHTPOJHMPYIOUIAMHU pa3INYHBIE CTPECCOBHIE, a TaKKe TOpMOHaNbHBIE [2, 51,
107, 139-143]. CranoButcs Bce Oonee SCHBIM, UYTO Pa3INYHbIC BHELIHHE CTH-
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MYJIBI MOT'YT BOCIIPMHMMATBCS OOIIMMH CEHCOPHBIMH cHcTeMaMu. Tak, rMCTH-
muH-kuHa3a Hik33 Synechocystis 6pina cHavyanza MIeHTHQUIIMPOBAHA KaK KOM-
MOHEHT CHUCTEMBI, OTBEYAIOLIEH 32 YCTOMYMBOCTh K XUMHUYECKUM areHTam, MH-
rubupytomumM dorocunres [144]. Jlanee, kunaza Hik33 Obiia oxapakrepuzosa-
Ha KaK CEHCOp HU3KUX TeMIlepaTyp, BOCIPUHUMAIOIIUH yIUIOTHEHHE MeMOpa-
HBI TIPH X0JIOI0BOM cTpecce [44-46]. 3ateMm okazanock, uro Hik33 BoBiedyeHa B
BocTIpusiTHE TUNIepocMoTrdeckoro [107] u conmeBoro ctpecco [109]. N3yuenne
Hik33 ¢ nomomipo JJHK-MHKpOUYHIIOB MOKa3bIBACT, YTO 3TOT CEHCOP KOHTPO-
JUPYET WHIYKLIHUIO pa3IndyHbBIX HaOOPOB T'€HOB IPH pa3HbIX cTpeccax. Moneky-
JSIpHBIE MEXAaHU3MBI, ¢ TTOMOIIbI0 KoTopbix Hik33 pacmosnaer xomomoBoi, oc-
MOTHYECKHH W COJEBOI CTPEcCHl, BCce emle He BBISICHEHBL. Bo3moxkno, Hik33
BOCIIPMHHMMAET W3MEHEHHs TeKy4yecTH MeMOpan [2, 16, 130]. OxHako ocraercs
HESICHBIM, YTO MMEHHO BBI3BIBACT aKTHUBALMIO CEHCOpAa — M3MEHEHHE (QH3nye-
CKOH MOJBMKHOCTH XHMPHBIX KHUCIOT B MEMOPaHHBIX JTUMUAAX WM M3MEHEHUS
(pactipenenenusi?) MOBEPXHOCTHOTO 3apsiaa TUMUAOB [2].

[TpoGniemsl cyiiecTBOBaHUS M (PYHKIMOHUPOBAHUSI MYJIbTHCEHCOPOB TaK-
JKe aKTyalbHBI M U pacTeHui [62]. Huskue Temmepatypsl, 00€3BOKHBAHHE
COJIEBOIT CTpece HHAYLUPYIOT TPaH3UEHTHbIH BOpoc HoHoB Ca’ B muTOMIa3My
pactutensHbIX KieTok [148, 149]. Ilpeanonaraercsi, 4TO UMEHHO KaJbIHEBbIE
KaHaJbl MOTYT CIYXHTb MYJIbTH(QYHKIMOHAIEHBIMA CEHCOPAaMH, BOCHPHHH-
MAafOLMMH CTPECC-WHIYLUPOBAHHBIE TNEPTYpOalMy B HUTOIUIA3MaTHYECKON
MeMOpaHe, BKJII04ast U U3MEHeHue Tekydect [58, 76].

OTKpBITHE MYJIbTH(YHKIMOHAIBHBIX CEHCOPOB OTKPHIBACT OYEHb WHTE-
pecHyto cepHro nccnenoBaHuid. Cuutas TeKydecTb MEMOpaH OCHOBHBIM TIapa-
METPOM, MO3BOJISIOIIUM KJIETKaM a/IeKBaTHO BOCIIPUHUMATh CUTHAJIBI 00 H3Me-
HEHHUH TapaMeTpOB OKPY KAIOLIEH Cpebl, MOXKHO CIelaTh BBIBOA O CYIIECTBO-
BaHWM CEHCOPOB, YYBCTBYIOUIMX H3MEHEHHS (DPU3MUECKHX CBOMCTB MeMOpaH
BHE 3aBHCHMOCTH OT NPHPOABI CTPECCOBOTO BO3ACHCTBUS, BBI3BIBAIOIIETO 3TH
M3MEHEHHUs. DTH CEHCOPHI JOJDKHBI OBITh 100 TpaHCMeMOpaHHBIMH, JH00, MO
KpaliHeld Mepe, OBITb acCOIMHUPOBAaHHBIMHM C MeMOpaHaMH, Kak, HalpHuMep,
Hik33, Slnlp unm MexaHOCEHCOPHBIEC KaTbIIUEBBIC U KaJHEBbIC KaHAIEI.

6. 3aki1I09eHNe N NePCIeKTUBLI

[Tpenmonaraercs, 4TO W3MEHEHHWSA TEKY4YeCTH OHOIOIMYECKMX MeMOpaH
SIBIIICTCA NIEPBUYHBIM CUI'HAJIOM IPU BOCTIPUATHH TEMIIEPATYPHOTO U, BO3MOXK-
HO, OCMOTHYeCKOro ctpecca. OJHAKO MOIEKYISPHbIE MEXaHU3MBI, KOHTPOIH-
pYIOIIME BOCIIPUSATHE U NIEpelady STUX CUTHAIOB Yyepe3 MeMOpaHbl, BCe elle 10
KOHIIa He MOHATHBI. Hammume nH(popManum o MOTHBIX HYKICOTHIHBIX MOCTE-
JIOBATEJIBHOCTSIX MHOXECTBA T€HOMOB B COYETaHMU C TEXHOJIOTHMEH T€HOMHBIX
JIHK-MHKpOYMTIOB TIO3BOJISIET MEPEHECTH HCCIICAOBAHUSI TEHHOW AKCIIPECCHU
Ha Ka4eCTBEHHO 0o0Jiee BBICOKUI ypOBEHb U HACHTH()UIIMPOBATE TPYIIIIEI T€HOB,
OTBEHAIOIUX Ha pa3Hble cTpecchl crenuduueckn u Hecrneuuduuecku. Taroke
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MOSIBUJIACHh BO3MOKHOCTh TIOMCKA CEHCOPOB U MEPEIaTUNKOB PA3IMUHBIX CTpec-
COBBIX CUTHAJIOB.

BriomrHe BeposTHO, YTO YIUIOTHEHHE MEMOpPaHHBIX JIMITHAOB TIPH CHIDKE-
HUU TeMIIepaTypbl U B YCIOBUAX TUIIEPOCMOTHYECKOTO CTpecca 3alyCcKaeT co-
OTBETCTBYIOIIHE CTPECCOBBIC OTBETHL. Y MUAHOOAKTEPHA 3a BOCHPHUSATHE 3THUX
curHainoB otBedaeT Hik33. OmHako, mMo-BUANMOMY, CYIIECTBYET KaKOH-TO II0-
MIOJIHUTENIbHBIM HU3KOTEMIEPAaTypHBIH CEHCOp, T.K. HE BCE I'€Hbl, HHAYLUPYe-
MBIE XOJIOJIOM, HaxoaaTcs moxa koutposieM Hik33 u, ciemoBarensHO, MO KOH-
TpoJieM TeKydecTH MeMOpaH [55]. YuacTtue Tekyuectd MeMOpaH B BOCIIPUSITHH
TEIUIOBOTO CTpecca Bce elie ocTaeTcs moxa BompocoM [5, 18]. HeoOxommmer
JaTbHEHIITNE UCCIIeIOBaHMSI, I TOTO YTOOBI MOHATh TOHKHE MEXaHU3MBI BOC-
MPUSITHS TEMIIEPATYPHBIX U IPYTUX CUTHAJIOB.

Bo3moxHO, uTo HekoTopwle ceHCOpHl (Takme kak Hik33) uyBcTByROT ynI-
JIOTHEHHE MeMOpPaHHBIX JIUMHUIOB BHE 3aBHCHMOCTH OT IPHPOIBI CTPECCOBOTO
cTumyna (XOJOA0BOHM, TUIIEPOCMOTHUYECKAN UM CONIeBOM cTpecchl). [Toka Mbl
HE 3HaeM HH KakuM 00pa3oM CCHCOpPHBIC TPaHCMEMOpaHHBIC OEIKH pacro3Ha-
IOT U3MEHEHHUS TEKy4eCTH MeMOpaH, HA Kakhe UMEHHO TOMEHBI U aMHHOKIIC-
JIOTHI BOBJICUYEHBI B BOCTIPHUATHE CUTHAJIOB. O4YeHb Ba)KHO TaKXe OIMPEIeITUThH
cnenu(UIecKre JTUMUIBl W JIMUIHBIC JTOMEHBI, B3aMMOJCHCTBYIOIIAE C CCH-
COPHBIMH OEITKaMH W YYaCTBYIOIIME B PETYIIUN WX KOH(POPMAIMH W/VITH aK-
tuBHOCTH. Korma MBI moiimMeM, KakuM o0pa3oM OpraHH3MBI OTBEYAIOT Ha
BHEITHHE CTPECChl, Y Hac OyaeT OOJblle IIaHCOB COXPAaHUTh M 3aIUTUTh pac-
TEHUSI U )KUBOTHBIX OT HEOJMArOMPHUITHBIX (PAKTOPOB OKPYKAIOIICH CPEJIbI.

Pabora noaneprxana rpantamu Poccuiickoro ¢poHaa QyHIaMEeHTATBHBIX HC-
cnenoBanuii (03-04-48581), donpa conelicTBUA OTEUECTBEHHON HayKe M I'paH-

oM [Iporpammer [pesumuyma PAH «MonekyisipHas ¥ KIICTOYHAs] OHOJIOTHSD).

Ta6muna. ['ensl muanobakTepuii, HHIyIUpPyeMble HU3KUMH TEMIIepaTypaMu

T'eHn IlpooyKT T'eHa liramMm LMaHOBOaKTEPUI
Genes for desaturases
desA Al2-pmecarypasa Synechocystis sp. PCC 6803

Synechocystis sp. PCC 6714
Synechococcus sp. PCC 7002
Spirulina platensis

desB A3-mecarypasa Synechocystis sp. PCC 6803
Synechococcus sp. PCC 7002
desC A9-rnecarypasa Synechococcus sp. PCC 6301

Synechococcus sp. PCC 6301
Synechococcus vulcanus

desD A6-necarypasa Synechocystis sp. PCC 6803
Spirulina platensis

T'eusl PHK-cBsiBHBaOUMX 6eJIKOB

rbpAl Rbpl Synechocystis sp. PCC 6803
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Anabaena variabilis M3

rbpA2 Rbp2 Anabaena variabilis M3
rbpA3 Rbp3 Anabaena variabilis M3
rbpB RbpB Anabaena variabilis M3
rbpC RbpC Anabaena variabilis M3
rbpF RbpE Anabaena variabilis M3
rbpF RbpF Anabaena variabilis M3
crhB PHK-rTesmkaza CrhB Anabaena sp. PCC 7120

crhC PHK-Temmkaza CrhC Anabaena sp. PCC 7120

deaD PHK-resnmukasa DeaD Synechocystis sp. PCC 6803
T'eHs npoTeas

clpB MostexkynsapHe manepoH ClpB Synechococcus sp. PCC 7942
clpPl lIporeasa ClpP Synechococcus sp. PCC 7942
clpX TUIOTETUYUECKUN PETYIIATOP Synechococcus sp. PCC 7942

T'eHsl PMBOCOMHEIX GENKOB

rpsU Besok cyOwemmuuirr 305 S21 Anabaena variabilis M3
rpsl2 Besok cyOwemuHuuer 30S S12 Synechocystis sp. PCC 6803
rpsl3 Besyok cyOwemmuuuer 30S S13 Synechocystis sp. PCC 6803

rpll Besok cyOwenmHuus 505 L1 Synechocystis sp. PCC 6803
rpl3 Benok cybwemmuuirer 505 L3 Synechocystis sp. PCC 6803
rpl4 Besok cyOwemmuuirer 50S L4 Synechocystis sp. PCC 6803

rplll Bejiok cybwemmuuirr 505 L11 Synechocystis sp. PCC 6803
rpl2 (3 Besok cyOwemuHuuer 50S L20 Synechocystis sp. PCC 6803
rpttl Besiok cyOwemuHuuer 50S L21 Synechocystis sp. PCC 6803
rpl23 Benok cybwemmumirr 505 L23 Synechocystis sp. PCC 6803
fus daxTOop 2NOHTaUMM EF-G Synechocystis sp. PCC 6803
T'eHsl ApyTMx OGyHKIMIA

rpOoA o CcyGbenMHMIA Synechocystis sp. PCC 6803
PHK-nosnmMmepasel

rpoD 6’ paxTop PHK-mosmMmepask Synechocystis sp. PCC 6803

cbhbiM Bejyiok GmocmuHTesa kobajammHa Synechocystis sp. PCC 6803

cytM IMTOXPOM Cy Synechocystis sp. PCC 6803

ndhC Cyorvenmumnua 3 NADH- Synechocystis sp. PCC 6803
OeruapoTreHass

ndhD2 Cybbpenmumuua 4 NADH- Synechocystis sp. PCC 6803
nernaporeHa sk

ndhD6 CyorvenmHmuiia 6 NADH- Synechocystis sp. PCC 6803
OeruaoporeHa sk

folE GTP-uMKJIOTHOPOJIA3a Synechocystis sp. PCC 6803

Ss11633 cememncrso CAB/ELIP/FLIP Synechocystis sp. PCC 6803

hliA CemericTBo HLIP Synechocystis sp. PCC 6803

T'eHsl GeJIKOB HEeMBBECTHOM OQyHKIuM

slri544 Synechocystis sp. PCC 6803

slr0082 Synechocystis sp. PCC 6803

s110551 Synechocystis sp. PCC 6803

5110668 Synechocystis sp. PCC 6803

sl1lr1974 Synechocystis sp. PCC 6803

s1r0955 Synechocystis sp. PCC 6803

IMosHbI CIUCOK TeHOB UMeeTCs Ha caiite http://www.genome.ad.jp/keg/expression.
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