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OBIIASA XAPAKTEPUCTUKA PABOTHBI

AKTYaJIbHOCTb HCCJICJOBAHUA

@DOTOCHMHTE3 — MHOTOCTaJAMMHBIN Mpoliecc, HalpaBiIeHHbIA HAa MpeoOpa3oBaHUE
HHEPTUU CBETA B SHEPIHI0 XMMHUYECKUX CBS3€M CHHTE3UPYEMbIX OPraHMYEeCKHX COEIU-
HeHu#. B 3TOM mpoliiecce BBIACNIAIOT MepBUYHBIE, (HOTOPU3NYECKUE CTAAUH - TOTJIOIIe-
HUE CBETa CBETOCOOMpPAIOUIMMHU NMUTMEHTAMM, MEPEHOC SHEPTUU BO30OYKIECHUS MEKITY
MUTMEHTaMH CBETOCOOMpPAIOIEro KOMILJIEKCa M ¢ Hero Ha peakiuoHHblil nentp (PLY),
paznenenue 3apsiaoB B PL] u ap. K HUM MOXXHO OTHECTH M MEXaHU3MBbI 3allUTHI (OTO-
CUHTETHUYECKOI0 amnmnapara OT U30bITOUHOTO OCBEUICHUS, MPUBOJASAIIEIO K HAKOIICHUIO
MOJIEKYJI MUTMEHTOB B BO30YKIAEHHBIX COCTOSIHUSX C MOCTEAYIOIel TeHepanueil BbIco-
KOAKTHUBHOTO CHHIJIETHOTO KUCJIOpOoJa. DTU (POTONPOTEKTOPHBIE MEXaHU3MbI, B KOHEY-
HOM cuéTe, HaIpaBJeHbl Ha TYyIICHHE (I€3aKTHUBAIMIO) BO30YKAEHHBIX COCTOSHHI
MOJIEKYJl CBETOCOOMPAIOIIMX MUTMEHTOB U TOJNYUYWJIM Ha3BaHUE «HE(HOTOXUMHUYECKOE
TYIIEHHUE», B OTJIMYME OT (POTOXMMUYECKOTO TYUIECHHS, 00YCIOBIEHHOTO pa3/iejeHuEM
3apsagoB B PLI. Hedotoxumuueckoe tymenne (HOXT) Bo30ykAEHHBIX COCTOSTHUI CBe-
TOCOOMPAIOIINX MUTMEHTOB MPUBOJUT K MOSBICHUIO JOMOJHUTEIBHOTO KaHala JIe3aK-
TUBAIlUN BO30YXKICHUH, B PE3ybTaTe YETO YMEHBIIAIOTCS KBAaHTOBBIE BBIXOJIBI IPYTHX
npoueccoB ((POTOXUMUYECKOTO TYyIIEHHUS, (QIIyOpeCcUEeHUIUH U JIp.), YTO, KaK MpPaBUIIO,
MPOSIBIISICTCS B TyIIEHUH (DITyOPECIIEHIINH T€X MM HHBIX TUTMEHTOB.

[MnanobakTepun — crapeiire opraHu3Mbl, CIIOCOOHBIE K KHCIOPOAHOMY (OTO-
CHUHTE3Y — BXOJAT B COCTaB (PUTOIJIAHKTOHA (HApSIy ¢ MUKPOBOJIOPOCISAMH) U UTPAIOT
BaKHYIO POJb B (DYHKIIMOHUPOBAHUM TJ00aJIBbHOM 3KOCUCTEMBI 3€MJIH, SIBJISSACH OCHOB-
HBIMU TIEPBUYHBIMH MPOAYLIEHTAMH BO MHOTHX 3KOCHUCTEMaxX M 00eCcTieunBasi MpOU3BO/I-
CTBO 3HAYUTENIBHOM [OJIM TEPBUYHOM NPOAYKIMH Ha MaHeTe. dorodusznyeckue
MPOIECCH B ITUAHOOAKTEPUAX HMMEIOT Pl MPUHIUMUAIBHBIX OTIIMYUA OT TaKOBBIX B
Apyrux Kiaccax (GOTOCHHTE3UPYIOMIMX OPTaHU3MOB (HAIIpUMeEpP, BOJIOPOCIIEH U BBICIINX
pacTeHuit). 9TH 0COOEHHOCTHU O0YCIIOBIIEHBI, IPEXKIE BCETO, CTPOCHHEM (DOTOCUHTETH-
yeckoro ammapata. [Iporecc morsomeHus U3aydyeHus OCYUIECTBISIETCS y LIMaHOOaKTe-
puil Kak MoJieKyJamu xJiopopusuia a (Xi-a) 1 KapoTUHOUIOB (KaK M B BOJOPOCIIAX), TaK
U 0COOBIMH TUTMEHTAaMH — (QUKOOWIMHAMH, CTPYKTYPUPOBAaHHBIMH B BHUJC BHEMEM-
OpaHHBIX cBeTOCOOMparoux KomIiekcoB, pukooumucom (OBC). B cocrap ®bC BxoasT
pa3IuYHble CBETOCOOMPAIOIINE MUTMEHTHI, KOTOPBIE MOTJIOMIAIOT CBET B IIMPOKOM JHa-
nazone JH BOJIH (490-650 HM) u obecnieunBaroT 3G (PEKTUBHYIO MUTPAIIIO BO3OYXkIe-
HUN TI0 CBETOCOOMPAIOIIEH aHTeHHE, a TaKXKe 00JIaIaf0T OTJIMYHBIM OT HYJISI KBAHTOBBIM
BBIXOZIOM (JIyOpECLEeHLIUU. DTO NMPUBOAUT K TOMY, UYTO, B OTJIMYUE OT MUKPOBOJIOPOC-
JieH, B criekTpe (IyopecleHIINH [MaH00aKTepUii, TOMUMO TOJIOCH! (hiryopecteHIuu Xii-
a, MMPUCYTCTBYET €II€ HECKOJIBKO MOJIOC, 00YCIOBIEHHBIX ()IyOpeCcleHIIMEeH ITUX MUT-
MEHTOB, YTO, C OJJHOM CTOPOHBI, YCIOXKHSAET MOAENb (OTOGU3NIECKUX TPOLECCOB, HO, C
Ipyroi, HaéT AOMOJHUTEIbHbIE BO3MOXKHOCTHU JUISl IMATHOCTUKU COCTOSIHUSA (POTOCUH-



TETUYECKOro arfmapaTa HHUaHoOaKTepuil mMeTonaMu (IyOpeCleHTHONW CIEKTPOCKOIHH,
€CJIM 3TH CII0)KHOCTHU yJIAETCsl IPEOO0IETh.

Hanuuue ocobeHHocTe B CTpoeHUU U (PYHKIIMOHUPOBAHUM CBETOCOOMPAIOIIETO
KOMILJIEKCA Yy 1MaHOOAKTEepUil MperoaraeT Halu4ue ocoObIX (OTIIMYHBIX OT BOJOPOC-
JieW W BBICHIUX PACTCHHI) MEXaHU3MOB 3alIUThI OT W30BITOYHOTO OcBemeHus - HOXT.
JIeHiCTBUTENIBHO, CPaBHUTEIBHO HEJABHO OBUIO TMOKA3aHO BO3HUKHOBEHHUE TYIIICHUS
bayopecueHny GUKOOMIMHOB U XJI-a TIPU OCBEIIEHUU KJIETOK IIMaHOOAKTEPHil CHUHE-
3€JICHBIM CBETOM, YTO OOYCIIOBJICHO HATUYUEM CHEIU(UUECKOTO TOIBKO JJis 3THX Opra-
Hu3MoB Mexanusma HOTX. [locnenyromnue ucciaeaoBaHus BBISBUIN Pl 0COOCHHOCTEHM
JAHHOTO Tpoliecca. B gacTHOCTH, OBLIO MOKAa3aHO, YTO KIIIOYEBYIO POJIb B JAHHOM IPO-
necce urpaet ocoosiii 6enok (OCP — Orange Caratenoid-binding Protein), cogepxariuii
MoJiekyiny kapotuHouaa (3'-hydroxyechinenone). IIpu mornomieHny KBaHTa CBeTa U3Me-
HEHHUSI B CTPYKTYpE KapOTHHOHA BBI3BIBAIOT CTPYKTYPHBIE H3MEHEHHS Oeka, 4YTO B KO-
HEYHOM HUTOT€ MPUBOJUT K TyIlIeHUIO dayopectieHnnu GukoOunuHoB u Xi-a. [Ipomecc
H®XT moapo6HO wuccienoBaics METOAaMU PEHTTCHOCTPYKTYPHOTO aHalin3a, KOHGO-
KaJIbHOM MHUKPOCKOITHH, CIIEKTPOCKOMMH KOMOMHAIIMOHHOTO paccesHus, peMTOCeKyH/I-
HOM abcopOLMOHHON M (IYyOpPECLEHTHOM CIEKTPOCKONHUH, a TaKXKe pPsIAOM JIPYTux
AKCTIEPUMEHTATBHBIX TEXHUK JJIS1 BBISABJICHHUS CTPYKTYPHBIX OCOOCHHOCTEH B3amMOCH-
CTBYIOIIUX KOMIIOHEHT, CTaJui Tpoliecca TYIICHHUS, U3MEHEHHUS MPOILIECCOB MepeHoca
BO30YXIEHHUS TI0 CBETOCOOMPAIOIEH aHTEHHE 1TMaHO0AKTepUil IPU aKTUBALIUU TYIIICHUS
U T.II.

K nauamy uccienoBanuii mo TeMe auccepTalui, HECMOTPSl Ha 3HAUYUTEIbHOE KO-
JUYECTBO IKCIIEPUMEHTAIBFHOTO MaTeprala, OCTaBaJICs HE 0 KOHIIA SICHBIM PsiJT BAKHBIX
JeTaneil MexaHu3Ma JaHHOTO TYIICHHS (B3aMMOICHCTBHE OTACIBHBIX KOMIIOHEHT, YHCIIO
¥ TIOCJIEIOBATENILHOCTh CTAUi JAHHOTO MpOIlecca, TOYHOE MECTO TYUIeHUs U 1p.). B
OOJBIIION CTEMEHU 3TO CBSI3aHO C TEM, YTO MPUMEHSBIINECS METOJBI HEe oOecreunBaiu
ompeneNeHrus He0OX0IUMOTO VISl IOCTPOEHHUS COOTBETCTBYIOIIMX MAaTeMAaTHYECKUX MO-
neneit Habopa GOTOPU3MUECKUX TMMapaMEeTPOB MOJEKYJ, YYacTBYIOIIMX B IIpoliecce
HOXT.

eab padoThbI.

Lenpro mgaHHOW IUCCEPTALIMOHHON pabOThl SBISIOCH Pa3BUTHE HOBBIX MOJXOOB
BO (DIIyOpecIeHTHON CIEKTPOCKONUU MPUMEHHUTENIbHO K HCClieoBaHuI0 (poroduznye-
CKHUX IPOLIECCOB B CBETOCOOMPAIOIINX KOMILIEKCaX (OTOCUHTE3UPYIOIIUX OPTaHU3MOB -
[IMaHOOAKTepUl KaK CUCTEMAax C HECKOJIBKMMH B3aUMOJICUCTBYIOIIUMU (iryopodopamMu
U MOCTPOEHUE, Ha 3TOM OCHOBE, MOJEINIU Mpolecca HeOTOXUMUYECKOTO TYLIEHHS B IU-
aHoOakrtepusix. [Ipennonaranock, 4To B OCHOBY pa3BUBAEMbIX MOJIXO0B OYyJET MOJIOXKe-
HO COBMECTHOE IPUMEHEHHE COBPEMEHHBIX, BBICOKOMH(OPMATUBHBIX METOJOB
(bIyOopeclieHTHON CIEKTPOCKONUN — METO/Ia MHAYKIHMU M pellakcauu (iIyopecleHInN
(Fluorescence Induction and Relaxation, FIRe), Merona mMonynsuuu aMIuiMTyAbl HM-



nynbcoB (Pulse Amplitude Modultion,PAM) u HenuueliHo# nazepHoil (iyopumerpun
(HJID).

B nucceprannonHoil pabote ObLIIM MOCTaBIEHBI CAEAYIONINE 3aAa4M:

AnanTanus BbIOpaHHBIX METOAOB (IIyOPECHUEHTHOM CHEeKTPOCKONUU K crenuduke
dboTou3nUEecKuX MPOIECCOB B IIMAHOOAKTEPHUSIX U POJICTBEHHBIX UM MPUPOIHBIX Opra-
HUYECKUX KOMILUIEKCOB C HECKOJIbKUMHU TUIAMH (DITyOopoPOpOB B YCIOBHUSIX UX BBICOKOM
JIOKAIbHON KOHIIEHTPALIUH.

[Toctpoenne monenu (GOpMUPOBAHUS LEHTpa TYLIEHHS BO30YXIACHHBIX COCTOSIHHIA
MMUTMEHTOB CBETOCOOMpAIOIel aHTCHHBI IMAHOOAKTEPUM MPU U30BITOYHOM OCBEIICHUH.
[TocTtpoenne moneneit GpopmupoBanusi (HIyOpEeCHEHTHOTO OTKIHWKA CBETOCOOMPAIOLIUX
MUTMEHTOB LMaHOOAKTepUid mpHu BO30YXJIEHUU (IIyOpeCleHIMY HAaHOCEKYH/IHBIMU Jia-
3epHBIMH UMITYyJIbCAMH M ONpEJEICeHHEe MaKCHMaJbHOro Habopa napamMeTpoB, BOCCTa-
HABJIMBAEMbIX M3 KPHUBBIX HACHIIICHHUS (IYyOpeCHeHIIM B pe3yJbTaTe pEIICHUS
oOpaTHOM 3a/1auu.

HccnenoBanne MexaHM3MOB HE()OTOXMMHUYECKOTO TYLIEHUS B IUAHOOAKTEpHUSX: OIpe-
JIeJICHUE XapaKTEepUCTUK (OPMHUPOBAHUS LIEHTpa TYLIEHUS MPU U30BITOYHOM OCBElle-
HUU, BIUSHUSL U30BITOYHOTO OCBEILEHUS Ha dboTousnyeckue mNapaMmeTpsl
CBETOCOOMPAIOIINX MUTMEHTOB M BBISIBJICHUE, HA dTOM OCHOBE, MHIIICHEH BO3JACHCTBUA
TYIIAIIEro HEeHTpA.

Hay4ynast HoBM3HA padoTHI.

[Ipennoxxens! Mmonenu GopMupoBaHUs (BIyOpEeCHEHTHOTO OTKIMKA B CUCTEMaxX C BBICO-
KOW JIOKaJhbHOW KOHILIEHTpAlMEeW HECKOJBKHUX THUIIOB B3aUMOCHCTBYIOMUX (iyopodo-
pOB mpu BO30YKJIEHUHM HAHOCEKYHIHBIMH HMIIYJbCAMU JIA3€PHOTO HW3JIYyYECHUS B
JIMHEITHOM Y HEJIMHEHHOM pEeKUMax.

[Ipennoxkena Mojenb, ONUCHIBAIOLIAas MpoLecc 00pa3oBaHUs IIEHTpa TYIIEHUS BO30YXk-
JICHHBIX COCTOSTHUI CBETOCOOMPAIOIINX MUTMEHTOB B aHTEHHE LIMAHOOAKTEPHIA.
OmnpeneneHsl 3HaYEHUST MOJIEKYJISIPHBIX (POTOPU3MUECKUX MapaMeTpOB CBETOCOOHparo-
IIUX MUTMEHTOB LIMAHOOAKTEpUH in vivo (Ha mpumMepe KyabTypbl Synechocystis sp. PCC
6803): cedeHuil BO30YXKJACHUS, BPEMEH >XU3HU BO30YKIEHHBIX COCTOSHUM M MaKCH-
MaJbHBIX CKOPOCTEI CHUHIJIET-CUHIJIETHON aHHUTUJISLIUY.

Metonamu ¢GayopoMeTpuH OnpeeieHbl 3HaYeHUs] MapaMeTpoB MPEeasioKeHHON B JuC-
cepTalmoHHON paboTe Moaenu (HOpMUPOBAHUS TYIIAIIETO IEHTpAa B IIMAHOOAKTEPUSIX
MpU U30BITOYHOM OCBELIEHUH - CKOPOCTEH MEpPeXOoJ0B MEXKIY Pa3IU4YHbIMU CTAIUSIMU
npouecca (GOpMUPOBAHMS TYIIAIIEro LEHTPA, UCCIEA0BAHbI 3aBUCUMOCTH ATHX CKOPO-
CTel OT TemmepaTypbl, a TAaKKe€ 3aBUCHUMOCTh XapaKTEPUCTUK TYIIEHUS OT CBETOBBIX
YCJIOBUM, TPU KOTOPBIX BHIPAIIMBAINCH KYJIbTYphl INAHOOAKTEPHIA.

C ucnoab30BaHUEM HEJMHEHHOM a3epHOol (piyopuMeTpHun onpesesieHo, Kakue MUrMeH-
ThI ABJIAIOTCS MUILIEHAMU HEPOTOXMMHUYECKOTO TYIICHUS B IIUaHOOAKTEPUSX, U MOTyYe-
Ha o1ieHKa 3 (HEeKTUBHOCTH ATOTO TYIICHHUS.



Hay4yHnast 1 npakTH4YeCcKas 3HAYUMOCTb.

[TonyueHHbIe B IUCCEPTAIIMOHHON paboTe pe3yiabTaThl MOTYT HATH MPUMEHEHUE
JUTSL PEIICHUS CISAYIOMMNX (yHIaAMEHTAIBHBIX U MPUKIAJAHBIX 3a4a4d (QIyopecieHTHOM
CHEKTPOCKONHUH TMPUPOJAHBIX OPTraHUYECKUX COCTUHEHUM U KOMIUIEKCOB, B OMO(U3UKE
(dhoTocuHTE3a, B 9KOJIOTMIECKOM MOHUTOPHUHTE BOJIHBIX CHCTEM:
WCCIIEIOBAHUU TPOILIECCOB MHTPAIllMd DHEPTUM B CHUCTEMaX C HECKOJbKUMH TUIIAMH
iryopoopos;
WCCIIEIOBAHUN JWUHAMUKH CHUCTEM C HECKOJIBKMMH B3aUMOJICHCTBYIOIIUMHU MUTMEHT-
OEJIKOBEIMH KOMILIEKCAMH;
MOJTyYE€HUU HOBBIX 3HAHUHN O IEPBUYHBIX Mpolieccax (HOTOCHHTE3a B Pa3IUYHBIX Kaccax
(hOTOCHUHTE3UPYIOIMIUX OPTAHU3MOB;
WCIIOJIb30BaHUU (PIIYOPECIIEHTHBIX XapaKTEPUCTUK ITHMAHOOAKTEpU IJisi OMOMHIUKAIINI
COCTOSIHUS BOJHBIX YKOCHCTEM.

HOJIO)KCHI/ISI, BBIHOCHUMBIC HA 3alIIATY.

N3mepenns KMHETUYECKUX XapaKTEPUCTHK TYLIEHUS (IIyOpecleHUH IpU N30bITOYHOM
OCBEILIEHUH CHUHE-3€JICHBIM CBETOM IMO3BOJISIIOT BBISIBUTH, 110 KpailHEeW Mepe, TpU CTaJAuu
B Mpoliecce pOpMUPOBAHUS LIEHTpA TYLIEHUsI BO30YKJIEHHBIX COCTOSHHUI cBeTOCcOOUpa-
IOLUX MMUTMEHTOB IIMaHOOAKTEPUH U ONPeIeTUTh XapakTepHble BpeMEHa 3THUX CTaJIUM.
Metoa HeNMUHEWHOW mazepHON (IyOPUMETPUU TIO3BOJIAET OMPEACNATh M3 KPHUBBIX
HacChIIEeHUsT (IIyOpEeCLEHIIMA HECKOJIBKUX B3auMoJIeHCTBYIOUMX (IyopodopoB B KOM-
IJIEKCaX C UX BBICOKOM JIOKaJbHON KOHLIEHTpalueil (B 4aCTHOCTH, B IIUAHOOAKTEPUSIX)
10 4eThIp€X (HOTOPU3NYECKUX MapaMmMeTpoB KaxkJIoro u3 (iayopodopoB: cedeHHe BO3-
OyXJeHUs, BpeMsl JIMHEHMHOW Ne3aKTHBAlMU BO30Y>KJIEHHBIX COCTOSHHM, MaKCUMalb-
HYI0O  CKOPOCTb  CHUHIJIET-CHUHIJIETHOM  AHHUTWIALMM W KBAHTOBBIM  BBIXOJ
(bayopecleHIn .

MeTton HenMHEIHOM J1a3epHOM (IyopOMEeTpHUH MO3BOJIAET ONPENETUTh, KAKHE MUTMEHTHI
ABJIAIOTCS MUIICHSIMH HEPOTOXMMHYECKOrO0 TYIICHHMS] B I[MAHOOAKTEpHUSX, U CleNaTh
OLIEHKY 3(P(EeKTUBHOCTEHN ATOrO TYLICHHS, a TAKXKE MOTYyUYUTh UHPOPMAIUIO O CTPYKTYp-
HBIX U3BMEHEHUSIX B CBETOCOOMpAIOIIEe aHTEHHE MTPU U30BITOYHOM OCBEILIEHUU.

JlocToBepHOCTH Pe3yJbTATOB.

JIOCTOBEpPHOCTh PE3yJIbTaTOB oOOecneyrBaeTcsi MpopadOTKOM M MHOTOKpPaTHOM
anpoOarueil MeTOOUK W THIATEIBbHOCThIO CHEKTPAJIbHBIX HM3MEPEHMM, KOTOpbIE ObUIM
IIPOBEJICHBI Ha allapaType BBICOKOI0 KauecTBa, a TAKKE€ KOHTPOJIEM ITOBTOPSIEMOCTH pe-
3yJbTAaTOB JKCIEPUMEHTOB M OTCYTCTBHEM IPOTHBOPEUMHA MEXKJY NOJYYEHHBIMHU JaH-
HBIMU U JAHHBIMHM JIPYTHX HCCIEAOBATENBCKUX TPYIII, IPUBEACHHBIMUA B LUTUPYEMOM
JUTEpAType.

Anpobanusi padoThl M NYOJIHMKANMH M IY0JIMKALUH.
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[lonyyeHHsle B AMCCEPTAIMOHHON paboTe pe3ysbTaThl JAOKJIAIbIBAINCH Ha Clie-
OyIOIUX MexayHapoaHbix koHpepenuusx: SPIE Photonics Europe (12—16 anpens 2010
rona, bproccens, benbrus); XII International Conference on Laser Applications in Life
Sciences (9—11 urons 2010 roga, Oyny, @unnaunus); ASLO/NABS 2010 Joint Summer
Meeting (6-11 wurons 2010 roma, Canrta-®e, CIIA); International Workshop
“Mechanisms of Non—Photochemical Quenching” (6—10 ampens 2011 rogma, Ilaccay,
I'epmanus); ESF conference “Molecular Bioenergetics of Cyanobacteria: From Cell to
Community” (10-15 anpens 2011 roma, Cant-®enmy-ne-Konunec, Wcnanus); XIX
International Conference on Advanced Laser Technologies (3—8 centsa0ps 2011 roxa,
3onoTeie miecku, bonrapus). BOABIMHCTBO M3 ATUX MOKIJIAI0B ObUIH MPEICTABJICHBI aB-
TOPOM JMCCEpPTALUU JINYHO.

ABTOpOM o0Iy0IHMKOBaHO 35 Hay4HbIX PalboT, B TOM uucie 24 paboThl IO TeMe
JUccepTaluu, U3 HUX 5 ctareit B )kypHanax (4 u3z cnucka BAK Poccun) u 5 crateit B
TpyJax KOHpepeHIud u cOOpHUKax crareu, 14 Te3ucoB JOKIAI0B.

CTpyKTypa 1 00b€M aMCCePTAIHH.

HucceprannonHas paboTa COCTOUT U3 BBEACHHUS, TPEX COJIEPKATEIbHBIX IJ1aB, 3a-
KJIFOUEHUS M CIIUCKA JIUTepaTypsl U3 95 HauMmeHnoBanuii. Pabota n3noxena Ha 130 crpa-
HHUIIaX MaITMHOMMCHOTO TeKCTa, BKIIOYas 33 pUCyHKa U 5 Tabuil.

JIM4YHbINA BKJIAJ aBTOpA.

Bce mpencraBieHHble B aucCcEpTallMd PE3yJIbTaThl MOJYYEHBI aBTOPOM JIMYHO,
au00 MpH €ro ONpeieNdiolleM y4acTHH B IOCTaHOBKE 3aad, pa3paboTKe METOAMK U
MIPOBEICHUHU SKCIIEPUMEHTOB.

COAEPKAHME IUCCEPTALIMHU

Bo BBegeHnu 000CHOBBIBACTCS aKTyaJIbHOCTh TEMBI JUCCEpTaIlud, GopMyIupy-
IOTCS 1IEeTb U 3a7a4l UCCIEAOBAaHUM, MIPUBOATCS TOJOKEHUS, BRIHOCUMBIEC Ha 3alIUTYy,
KpPaTKO M3J1araeTcs CoJIepKaHue JUCCEPTAIUU.

B mepBoii riaBe Ha OCHOBE aHaiIM3a JUTEPATYPhl MPUBOIATCS HEOOXOIUMBIC
cBeZiIeHUsI 00 ycTpoicTBe M (PYHKIIMOHUPOBAHUHU (POTOCMHTETHUUECKOTO ammapaTa Iua-
HOOAKTepHUi, OMKUCAHBI MPOIECCHI MepEeHOca BO30YKICHUsI TI0 CBETOCOOMparoiel aHTeH-
HE ¥ MEXaHU3MBI 3aITUThI OT U30BITOYHOTO OCBEIICHUS B IMAHOOAKTEPHSIX.

§1.1.1 conepxut o0ImKE CBEACHUS O IIUAHOOAKTEPHUSX M 3aTparuBaeT BOIPOCHI
MIPOUCXOXKIEHUS, Cpeibl OOUTaHMs U Kiaccudukanuu nuanoodaktepuii. §1.1.2 nmocpsiieH
W3JI0KEHUIO BOMPOCOB KACAIOIIMXCS CTPOCHUSA M (YHKIIMOHUPOBAHMS PA3JIMUHBIX dJie-
MEHTOB KJIETKU IIMAHOOAKTEepUii, B YaCTHOCTU, OCHOBHOE BHUMAHHE YyJIEsAeTCS 0COOCH-
HOCTSIM CTpOEHHUsI (DOTOCUHTETUYECKOTO arlapara U €ro OTINYUTEIbHBIM MPU3HAKaM 10
CPaBHEHHUIO C APYTUMHU (POTOCUHTEIUPYIOMIUMH OpraHU3MaMHu.



B §1.2 uznoxeHbl CBEJEHUS O CBETOBBIX CTaausAX (OTOCHMHTE3a B LIMAHOOAKTe-
pusix. B §1.2.1 narotcs obmue cBeAeHUsI O Mpoliecce U dTanax (OTOCUHTE3a XapaKTep-
HBIX JUIsl Pa3IMYHBIX (OTOCUHTE3UPYIOUIMX OPraHu3MOB M, B TOM 4YHCIE, IS
nranobakrepuit. §1.2.2 MOCBSAIICH W3JIOKEHUIO OOIICTPUHSTHIX HAa CETOTHAIIHUN JICHBb
CBEJICHUI O MEPBUYHBIX CTAAMUIX (POTOCHHTE3A (TOTJIOICHHE KBAHTOB CBETA U MUTPALIUS
BO30Y>KJIEHHBIX COCTOSIHMM MUTMEHTOB IO CBETOCOOMPAIOIIEH aHTEHHE) B IIMAaHOOAaKTe-
pusix. [IpuBoasTCS CHEeKTpalibHbIE XapaKTEPUCTUKU CBETOCOOMPAIOIIMX MHUTMEHTOB U
XapaKTepHble BpeMeHa NepeHoca Bo30ykaeHuil mexxay Humu. B §1.2.3 uznararorces oc-
HOBHBIE CBEJICHUSI O MeXaHU3MaxX (POTOMPOTEKIUU B (POTOCUHTETUUECKOM anmnapare 1u-
aHoOaktepuii. ONUCHIBAIOTCS OCOOEHHOCTH MPOTEKAHMs JAHHOTO IMpoliecca UMEHHO Y
rMaHoOaKTepuil 0 CPAaBHEHHUIO C BOAOPOCISIMU M pacTeHUsIMU. [lenaeTcst BBIBOA O TOM,
yto B niporiecce HOXT B riuanobakTepusx MOXKHO BBIICTUTD JABE CTaJAUM: CTaaui0 (op-
MHUPOBaHMS TYIIAIIETO LEHTPa MO ASHCTBHEM M30BITOYHOIO CUHE-3€JIEHOTO OCBEIIECHUS
Y CTAJUIO TYHICHHS 3TUM LEHTPOM BO30YKJACHHBIX COCTOSIHUN MUTMEHTOB PACIIONIO0KEH-
HBIX B CBETOCOOMparollei aHTeHHe uaHoOakTepuil. J[aéTrcs olieHKa COCTOSIHUS Hcce-
noBanuii mexaHn3MoB H®OXT, Ha OCHOBaHMM KOTOpPOM JAENAETCAd 3aKIIYEHUE O
HEO0OXOIMMOCTH Pa3BUTHUS HOBBIX MOJXOJ0OB K PELICHUIO ATOU MPOOIEMBI.

Bropasi rinaBa mocBsillieHa HCCIEJOBAaHUIO MeXaHU3Ma (OPMUPOBAHUS LIEHTpa
TymeHus: npu uHAykunu MmexannsmMa HOXT: maercs ommcanue MeToAoB MEPEMEHHOMN
(bayopecueHInH, TPUBOJATCS SKCIIEPUMEHTANIbHBIN JTaHHBIE MO0 UCCIEAOBAHUIO KUHETH-
K1 (POPMHPOBAHUS IIEHTPA TYLUICHUS Ha PAa3IMYHBIX KYJIbTypax LHUAHOOAKTEpHUI U mpe.-
JaraeTcs MHOTOCTaJAuiHas MOJenb OPMUPOBAHUS LIEHTPA TYLICHHUS.

§2.1 mocBsIeH OMUCAaHUIO METOJIOB MEpPEMEHHON (HIIyopecleHInu (METola WH-
aykiuu u penakcanuu ¢uyopecuenuuu (FIRe) u merona ammiautygHOW MMIYJIbCHOM
Moy (PAM)) (§2.1.1) 1 modyyeHHBIX ¢ MOMOIIBIO HUX PE3YyJIbTaTOB UCCIEI0BA-
HUs mpouecca GOpMHUPOBAHUS LIEHTPA TYIIEHUs BO30YKJIEHHBIX COCTOSIHUN CBETOCOOU-
patouux nurmeHToB (§2.1.2).

[Tpu momomu metona FIRe Obio 0OHapyKEHO CYIIECTBEHHOE TYIICHHUE MaKCH-
MaJbHOTO ¥ MUHHUMAJBHOTO ypOBHEH (piryopecueHIuu (COOTBETCTBYIOUIUX Pa3IMYHBIM
COCTOSIHUSIM (DOTOCHHTETUYECKOTO armapaTa), a TakkKe yMEeHbIIeHHE (PYHKIIMOHAIBHOTO
ceuenust ¢potocucreMsl 2 (puc. 1). CoBOKynmHOE U3MEHEHUE JTaHHBIX MapaMeTPOB MO3BO-
JSeT clienaTh BHIBOJA O TOM, YTO TyIIEHUE (IyOpeCLEeHLIUN TPOUCXOIUT 3a CYET YMEHb-
meHus: A(QQPEKTUBHOCTH yTHIM3AMK MAJaloUIero CBeTa, 4YTO MpOSBISETCS B
YMEHBIIEHUH (DYHKIMOHAIBHOIO CEYEeHUs (POTOCUCTEMBI, U HE CBA3aHO C M3MEHEHHEM
COCTOSIHUS (DOTOCHUHTETUYECKOTO anmnapara Ha JajJbHEHIINX CTaAusIX (GOTOCUHTE3A.
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Puc 1. Kpusvie mywenus u 6occmanogienus ¢hryopecyenyuu npu uHOYKYuu Mexanusma Hegpo-
moxumuyecko2o mywenus 6 yuanooakmepuu Synechocystis sp. PCC 6803. (A) Kunemuxa max-
CUMANbHO20 YPosHs hryopecyenyuu, F,, (keadpamvl) u MUHUMATLHO20 YPOBHS (DyOpecyeHyuu,
F, (mpeyeonvhuku) npu oceeujenuu CuHum c6emoouodoM ¢ UHMEHCUSHOCmblo 4 mBm/cm’ u
Onunou 80Hbl 8 Makcumyme ucnyckanus 470 um (noaywupuna 30 um). (b) Kunemuxa ¢pynxyu-
OHANbHO20 ceyeHus: no2noujenus gomocucmemol 1l (Opcr). Boccmanoenenue uzmepsinoco npu
c1aboii cuneli 3aceemke ¢ uHMeHCUBHOCMbIO <1 MBm/cy’ (nanuuue ocsewyenus OanHol uHmeH-
CUBHOCMU NPU UBMEPEHUU KUHEeMUUECKUX KPUBLIX HeOOCMAMOYHO Oas UHOYKYUU MeXAHUZMA
He(homoXuMuyeckoeo myuenus, Ho HeobXo0UMO 8 CUIYy 0COOEHHOCMEU NPOYecco8 NPOUCXoosi-
wux 6 ceemocoouparouiem annapame yuaHooaxmeputi).

Hcnonp3oBanue pasznuuHoro ocseuieHus 1 UHAYKIuA HOXT no3Bonuno BbI-
SIBUTH 3aBHCUMOCThH CKOPOCTH TyIIEHUS (HITyOpPECUECHIIMN OT XapaKTepa MaJaroliero cBe-
Ta: MPU MAJIBIX UHTEHCUBHOCTSIX CKOPOCTh TYIICHUSI MPONOPIIMOHATIbHA UHTEHCUBHOCTH
OCBEIIEHHUsA, MPU OOJIBIINX — MPOUCXOAUT HACHIIICHUE BEIUYUHBI JAHHOM CKOPOCTH
(puc. 2). AMmuTyaa U CKOPOCTh TYIIEHUS TaK)Ke 3aBUCENN OT CIIEKTPAIbHBIX XapaKTe-
PUCTUK MHIYIUPYIOMIETO CBETAa — MAaKCUMaIbHBIN A PekT HaOI0gaICs TIPU OCBEIICHUN
CBETOM B JHana3oHe JJIuH BOJH 450 — 520 HM. DTH AaHHBIE MOTYT CBUAETEILCTBOBATH
0 TOM, UTO BeIpaxkeHue i ckopoctd HOXT mpeacrasisieT co00i CyNeprio3UIINIO dJie-
MEHTOB KaK 3aBHUCAIINX, TaK U HE 3aBUCSIIMX OT MHTCHCUBHOCTH HHIAYIUPYIOIIETO
ocBemieHus. [Ipu 3TOM CKOPOCTh BOCCTAHOBJICHHS YPOBHS (PIIyOPECIICHIIUU TTOCIIE BBI-
KJIFOYEHHS] UHAYIUPYIOIIETO OCBEUICHHS OT XapaKTepa MPEIIIEeCTBYIOMIETO OCBEIICHUS
HE 3aBHCeA.
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Puc 2. XapakmepHaﬂ 3A6UCUMOCMb CKopocmu Hegbomoxumuuecmeo mywernusi om UHmMeHCuU6-
HOCMU CuHell c6emoOUuOOHOU 3AC6EMKU.

IIpu OCBeIEHHH CBETOM BBICOKOH mHTeHcBHOCTH (I > 10MBT/cM®) B Teuenue 1-3 ce-
KYHJl Y UCXOJHOU KyIbTyphl Synechocystis sp. PCC 6803 Obuto oOHapy>XeHO HaJIU4He
TyIIeHUs (QJIyOpEeCUEHIIMU U TOCIe BBIKIIOYEHUS UHAYLUPYIOIIETO CBETa, T.H. «TE€MHO-
Bash» (aza TyleHUs. ITO SABISAETCS JTONOJHUTEIbHBIM CBUIETEIILCTBOM TOTO, UTO BBIpa-
xkeHue g ckopoctd HOXT conmepKUT dIeMEHThI, HE 3aBUCAIIME OT Xapakrepa
MHAyLUpYIoIero ocBeuieHus. [[ns Oosiee AeTanbHOTO HCCIEIOBaHHS JaHHON (a3bl
H®XT B paboTe ncnoiap30Bajiach TeHETUIECKU MOAUPHUIIUPOBAHHAS KYJIbTypa Synecho-
cystis sp. PCC 6803, y KOTOpo# MOJHOCTHIO OTCYTCTBYIOT (DOTOCHCTEMBI (M, COOTBET-
CTBEHHO, XJ-a), UTO MpOsIBIsieTCs] B yBeauueHun aMiuiutyasl HOXT (B Tom uucie u
«TeMHOBOI» (a3bl). «TemMHOBOE» TYyIIEHHE B T€HETUYECKH MOJIU(DUIHUPOBAHHOW KYJb-
Type (u3meperHoe ¢ nomoiipio PAM duyopumerpa) HaOmrogaeTcs npu 0ojiee HUZKUX
MHTEHCUBHOCTSX MHAYLHMPYIOLIETO CBETA, YEM B CIIy4ae MCXOJHOM KyJIbTYpHI, U MO3BO-
JsieT 0OHApyYXUTh 3aBUCUMOCTb aMIUIUTY/bl «TeMHOBONY (ha3pl HOXT oT nHTEHCHUBHO-
cTi uHaynupytomero cera (puc. 3). I[lockonbKy IIMTENbHOCTh OCBELIEHUS IpU
pPa3IUYHBIX MHTEHCHUBHOCTSIX OCTaBajach MOCTOSHHOM (1 ¢), MOXKHO caelaTh BBIBOJ O
3aBUCUMOCTH aMIUTUTYIbI TYIIEHUS OT J03bl OOJIy4EHHsI, UTO CBUJETEILCTBYET O HAKOI-
JICHUH B TEYCHUU NEUCTBUS MHIYLHUPYIOIIETO OCBEIICHUS HEKUX IPOMEKYTOUHBIX CO-
CTOSIHMM LIEHTpa TYIICHUs, KOTOpbIE 3aTeM, TPaHCHOPMHUPYSICh BO BpEMSI «TEMHOBOI»
(da3bl B aKTUBHOE TYIIAIlEe COCTOSIHUE, IPUBOJAT K TyIIEHUIO ¢uryopecueHuuu. Hamu-
Yle HACBIIIEHUS B 3aBUCUMOCTH aMILUTUTY/Ibl «TEMHOBOW» (pa3bl TyIIEHUS OT UHTCHCHUB-
HOCTH HHIYLHUPYIOUIETO CcBeTa (MpU 3TOM MaKCHUMallbHas aMIUIUTYJla «T€MHOBOTO»
TYLIEHUS B HECKOJIBKO pa3 MEHbIIE aMIUIUTYAbl TYLIECHUS, TOJYy4YE€HHON MIPU MOCTOSTHHON
3aCBETKE) MOKET CBHJIETEIbCTBOBATh O HAJMYKE JOMOJHUTEIHHOTO KaHala pacxoJioBa-
HUSI HAKOTUIEHHBIX MIPU OCBEILIEHUU COCTOSIHUI TOMUMO TOTO0, 4TO MpUuBOAUT K HOXT.
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Puc 3. Hepomoxumuueckoe mywenue 6 mymanme yuanooakmepuu Synechocystis sp. PCC
6803, ruwennozo pomocucmem. (A) Kunemuxa mywenus ¢ryopecyenyuu npu oceeuyeHuu cee-
moouooamu (makcumym oaunvl ucnyckanusn 503 um, noryuwupuna 30 Hm), usmeperHvle npu pas-
JUYHOU  uHmMeHcusHocmu eHewnel 3aceemku. (b) Xapaxmepuas «kpusas mywenus u
goccmanoenenus hryopecyenyuu npu OuoOHOM oceewjenuu unmencushocmuio 20mBm/cy’. (B)
Amnaumyoa «memHo8ouw» hazvl myuieHus Kax QyHKYus UHMEHCUBHOCMU GHEULHE20 OCBeUeHUs.
Cmpenku | u|, nokasvieaom momenm KuOUEHUs. U BbIKIIOUEHUS GHEUHE20 OCEEUeHUSL.

B §2.2 Ha ocHOBE NTUTEPATYPHBIX U OPUTHHAIBHBIX SKCIIEPUMEHTAJIBHBIX JAHHBIX
MpeAaratoTcsl MOJIEIH, OMUCHIBAIOLIUE AUHAMHUKY (POPMUPOBAHMS TYLIAIIETO LIEHTpA.
§2.2.1 copepxuUT onucaHusi MOAeTU (POPMUPOBAHUS LIEHTPA TYLUICHHUS ¢ HaYaIbHBIM [Sy]
U Tymamum [Sypp] coctosausamu. B §2.2.1 paccmarpuBaercst 0osiee CI0XKHaAs MOJEINb,
rJA€ AOMOJIHUTEIBHO BBOJMUTCSA IMPOMEXKYTOUHOE cocTosgHue [S;]. Bcs COBOKyMHOCTH
Ha0JII0/1aeMbIX B DKCHEPUMEHTE 3aBUCUMOCTEN MOXET ObITh ONMHMCAHA TOJBKO B paMKax
MOJIEJIN C TPEMS COCTOSIHUAMHU. VIMEHHO OHa M MCIIOJIB3YETCs B JaJIbHEHIIEM Il OIpe-
JIeJIEHUS XapaKTePUCTHUK Mporiecca popMUpOBaHUS LIEHTpa TylIeHus (puc. 4).

k23

k21

k31
Puc 4. Ilepexoowi mescoy paznuunbiMu cOCMOSHUAMU CUCTNEMbL, yYacmeyoujeli 8 Heghomoxu-
MUYECKOM MYueHuU 0Jisl MOOeNU C HAYATbHbIM, NPOMEIHCYMOYHBIM U MYULAUUM COCTOSHUAMU.
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MoXHO HamucaTh CIEIYIOIIYI0 CHCTEMY KMHETHYECKHX YPAaBHEHUM JJIA ONUCa-
HUS AMHAMUKU (POPMHUPOBaHUs LEHTpa TylieHus npu nHaykuun HOXT:

ol = —kaalSol + Kau[Si] + kaa[Sweo] (1),
% = ki [So] - k21[5i] - k23[5i] (2),
% = k23[5i] - k31[SNPQ] (3),
[So] + [Si] + [Snrol = 1 4),

rae [Sol, [Si], u [Snpg] — OTHOCHTENBHBIE KOHIIEHTPALMK COCTOSAHUM S, S;, 1 Sypg. CKo-
pocTh kq, onpenenseT nepexo] U3 HauyajJbHOTO COCTOSIHHME B MPOMEKYTOYHOE U Mpe.-
CTaBsIeT CcO0OM  MpOM3BENEHUE CEYEeHMs] Tepexoja HadalbHOM  (opMbl B
IPOMEKYTOYHYIO ¥ MHTEHCUBHOCTU WHAyIUpYtomero ocseuenus (kq, = ag _g, I). Ila-
pameTp kp; — 3TO CKOPOCTh CIIOHTAHHOTO MEpexoaa U3 MPOMEKYTOUHOI'O COCTOSTHUS B
TymIamiee, KoTopasi He 3aBUCUT OT HMHTCHCUBHOCTH M CIIEKTPAIbHBIX XapaKTEPUCTUK CBE-
Ta UHAyHMpytoniero tymenue. [lapamerp k,; — CKOpocTh Bo3BpaTa U3 MPOMEKYTOYHOTO
COCTOSIHUSI B HadaJbHOE, a k3; — CKOPOCTh BO3BpaTa CHUCTEMbl B HAYaJIbHOE COCTOSIHUE
(mpennonaraem, 4To 3TO MPOUCXOIUT, MUHYS MPOMEXKYTOUHOE cocTosiHue). OOpaboTka
AKCIIEPUMEHTANBHBIX JAHHBIX MPHU oMol cucteMsl (1)-(4) mo3Bosiser onpeneanTs na-
pamMeTpsl Mojienu (Tabnuia 1).

Tabauya 1. ITapametpbl Moaenu (GOPMHUPOBAHMS TYIIAIIETO IIEHTPa OMHUCHIBAIOMICH TH-
HaMUKy (opMupOBaHMs IIeHTpa TylIeHHs B uuaHoOaktepuu Synechocystis sp. PCC
6803, usmepennsie npu 25°C.

05,-S;» oM ks, ¢ k21, ¢ k31, ¢’
(5.0+£0.3)x10™" [ 0.12+0.01 0.29+0.04 (7.8+0.8)x10™

B pabote Obla Takke MpOBEACHA Cepusl IKCIIEPUMEHTOB IO UCCIICTOBAHHUIO 3aBUCHMO-
CTH JIAHHBIX [IAPAMETPOB OT TEMIIEPATYPBI. BBITO MOKa3aHO, YTO 3HAYEHHE T _g, B TIpeE-

Jenax TOTPENTHOCTEH He 3aBHCUT OT TEMIIepaTyphl, B TO BpeMs KaK CKOPOCTH Mepexoia
. K A
kys, k1 1 k34 3aBUCAT OT TeMIiepaTyphl 110 3aKOHY DipuHra: In (;) =5t B.

B §2.3 Ha ocHOBE NIpeAJIOKEHHON MOJENH U JINTEPATYPHBIX JAHHBIX BBIABUTACTCS
1 000CHOBBIBAETCS TUIIOTE3a O MeXxaHu3Me (popmupoBaHus neHTpa TyumeHus npu HOXT
B IIMaHOOaKTepusix. JlurepaTypHble NaHHbIE CBUJETENBCTBYIOT 00 y4acTHe B MEXaHU3ME
H®XT nByx OenkoB: opaHXeBOTo KapoTuHoHA-cojepkamiero Oemka (OCP) u Oenka
BoccTanaBnuBarotiero diayopectennuio (FRP). Hamuune OCP sBrsieTcss HE0OXOAMMBIM
ycaoBueM HOXT, nmpuuem konnenTpanuss OCP B kineTke nponopumuoHaibHa aMIUIATYIE
tymenus. Kpome toro, conepxamuiicss B OCP kapoTHHOMI MMEET CHEKTP MOTJIOIECHUS
coBnaaaromuii co crekrpom aerctsud HOXT u nipu noriomeHny cBeTa U3MEHSIET CBOIO
MIPOCTPaHCTBEHHYIO KOHQOpMaIuio, 4Tto BeaeT k nepexony OCP u3 opanxkeBoil B kpac-
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Hyto ¢opmy. [loBeiennas konnentpauus FRP B kieTke cyliecTBeHHO yCKOpsiET Hpo-
1IECC BOCCTAHOBJIEHUS ()IYyOpECUCHIIMH, a MPH BBICOKOM KOHIEHTPALUUU MPUBOJAUT K
cHmkeHuo amMiuTy bl HOXT. Takum o6pa3oM, MOKHO MPEIJIOKUTH CIACAYIOIINN MO-
JEKYJSIPHBIN MexaHu3M oOpa3oBanus neHTpa Tyumenus npu HOXT (puc. 5). [lpu ocse-
IIEHUU KJIETOK CHUHE-3eJIeHbIM cBeTOM Moyekysl OCP, Haxoasumuxcs B HEAKTUBHOH
dopme (1 He Tymamel Bo30yxkaeHHble cocTosiHus OBC), nporcxoauT UX aKTHUBALIMSL.
AxtuBHas gopma OCP moxer nubo npucoeaunutbess k ®BC, Gopmupys Tymammii
LIEHTpP, TUOO BEPHYTHCSA B OCHOBHOE COCTOSIHHE (KaK 3a CUYeT COOCTBEHHOM J1e3aKTHUBa-
MU, TaK U 3a cueT B3aumojencTBus ¢ mojekyioil FRP). I[Toka OCP (kpacHas ¢opma)
npucoeaunena k ®bC, npoucxoaut 3¢ HeKTUBHOE TylIEHNUE BO30YKIACHHBIX COCTOSIHHIMA
OBC. [Ipyu BBIKIIOYEHUH BHEIIHETO ACHCTBYIOIIETO CBETa MPOUCXOAMT OTCOCAMHEHUE
Mmouiekysl OCP ot ®BC, Tymenue Bo30ykaeHHBIX cocTosiHUI nurmMenToB ®bC npekpa-
1IaeTCsl, U IPOUCXOJIUT BOCCTAHOBIIEHUE YPOBHS (IIyOpECLEHLIUN.

.................

MNMMNM

aapo
dukobunnucomsl

Puc 5. Cxema monexynapnoco mexanuszma Hehpomoxumuueckozo myuweHus 8 YyuaHooOaKxmepusx

opaHxeBas KpacHas
¢dopma OCP ‘ dopma . FRP
OoCP

2
npuU 0CBeweHUU CUHEe-3eIeHbIM C8eMOM UHMEHCUBHOCIbIO >2 MBm/cm” ¢ yuacmuem ghuxodounu-
combl, opandceso2o kapomunouonozo oeaka (OCP) u 6enka eoccmanasiugaowe2o guyopec-
yenyuto (FRP). [loscuenus 6 mexkcme.

B §2.4 npencraBneHsl pe3yabTaThl UCCIENOBAHUN BIMSHUS COJICHOCTH U MHUHE-
paNbHOTO MHUTAHMS Ha pa3iuydHble (OTOPU3NYECKUE MapaMeTphl, ONpeaesieMble METO-
nom FIRe. Iloka3zano, u4tro HauOoyiee UYYyBCTBUTEIBHBIM MapaMeTPOM  SBIISETCA
koa¢ppunrent HOXT. [Ipu 3ToM ocTalibHbIE TapaMeTpbl B Mpejesiax MorpeurHocTeld He
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MEHSIOTCSI B Cllydae JIOJITOBPEMEHHON aJanTaluy UaHOOAaKTepuil K pa3jiudHbIM yCIO-
BUSIM CpeJbl. DTU PE3YNbTAThl MOTYT OBITh MOJE3HBIMU IPU pa3paboTKe (IyopecueHT-
HbIX OHOMHJIUKATOPOB  COCTOSIHHUA  BOJHBIX OKOCHCTEM C  HCIOJb30BAHHEM
MaHOOAKTEPUH.

Tperbsi ri1aBa NOCBAIIECHA HCCIEIOBAHUIO BO3MOKHOCTEW HENIMHENHOM J1a3epHOMN
bayopumerpuu (HJID) B uzydenun mexanmzma He(POTOXMMHUYECKOTO TYIICHHUS B M-
HoOakTepusax. B naHHON rnaBe mpemmaraercs psia Mozenen popmupoBanus Qiryopec-
LEHTHOTO0 OTKJIMKA IIMaHOOAKTEepHil Mpu BO30YXIEHUH HAHOCEKYHIHBIMH HUMITYJIbCAMU
na3zepHoro usiydeHus. [lonydeHHbIE SKCIEPUMEHTAIbHbIE KPUBbIE HACHIIICHUS (IOJIY-
yeHHble B TeMHOTe U npu uHAyKuuu HOXT) oOpabaTbiBatoTcs 10 BRIOpaHHONW MOJIENH,
B pe3ysbTare 4yero omnpenensercs Habop GoTopu3nueckux napameTpoB, YTO MO3BOJISIET
BBISIBUTH HanOoJiee BEPOSATHbIE MUIICHH TYIIEHUS U ClIeJaTh BHIBOJ O MEXaHU3ME Tyllle-
HUS BO30YKJIEHHBIX COCTOSIHUM.

B §3.1 paccmarpuBaroTcs monenu (popmupoBaHusi (IyopeclieHTHOTO OTKJIMKA B
CUCTeMaxX C HECKOJbKUMHU (QuyopodopaMu NpHu BO30YKIECHUH HAHOCEKYH/IHBIMU HM-
nynbcamu. §3.1.1 comepkut HeoOxonumyro uHpopMmanumo 0 GoToU3NIECKUX MPOIIEC-
cax M MexaHu3Mmax QopmupoBaHus (IyopecueHIMH B (HOTOCHUHTE3UPYIOUIUX
opranu3max. B §3.1.2 npuBoautcs Moaens GopmMupoBaHus (HIyopecleHTHOTO OTKIUKA
111 BO3OY)KICHHBIX COCTOSIHUN 4 pa3IMYHBIX CBETOCOOMPAIOIIMX MUTMEHTOB, MPHCYT-
CTBYIOIIMX U B3aUMOJICUCTBYIOIIUX B (DOTOCUHTETUYECKOM almnapare UaHOOaKTEpHid, ¢
yuetoM HOXT. Bonarca 06001eHHble MOJEKYJIsipHbIe QoTOdU3NUECKHE MapaMeTpbl
JaHHBIX TTUTMEHTOB (T — BpeMsl JIMHEWHOHN penakcaluu BO30YKJIEHHBIX COCTOSHUN, G —
cedyeHue BO30YKJIEHUs, YNy — MaKCUMaJIbHasi CKOPOCTb CHUHIJIET-CUHTJIETHON aHHUTHUIIS-
1IUN).

B §3.1.3 paccmarpuBaeTcsi MOAX0/ K MOCTPOEHUIO Mojenu GopmupoBanus Giayo-
PECLIEHTHOTO OTKJIMKA Ha OCHOBE (popMasiu3Ma KOJIJIEKTHBHBIX COCTOSHUM, KOTOPBIM
MO3BOJISIET PACCMATPUBATh KOMIUIEKCHl C TOYHO H3BECTHBIM YHUCIOM (uyopodopoB U
YUYUTBIBATh MX B3aUMHOE PACIOJIOKEHUE B CTPYKTYype NaHHOro komruiekca. B §3.1.4
MpeaokeHa Mojienb GopMUpoBaHus (uryopecleHTHOro oTkinKa B aape ®bC, ucnomns-
3yromias popMaliu3M KOJUIEKTUBHBIX cocTosiHui. B yactHocTH, B @BC OBUTH BBIJIETIEHBI
TP IPOCTPAHCTBEHHBIE IPYMIBI (iryopodopoB (pHc. 6) — BO3MOXKHbBIE MECTa KpPEIUJICHUS
LEHTpa TyuleHus. Pe3yabTaTbl YUCIEHHOTO MOJEIUPOBaHus, IpuBeaeHHbIE B §3.1.5, no-
Ka3aJM, YTO CHEKTPhl (PJIYyOpPECLEHIMH U KPUBBIE HACHIIICHMS, MMOJIYYSHHbIE B paMKax
pelIeHHs MPSMOM 3a/layu CYHIECTBEHHO 3aBHUCST OT TOTO, C KaAKOM MMEHHO MPOCTpaH-
CTBEHHOU Tpynmoit (yopodopoB MpouCXoaUT B3aUMOACHCTBUE IIEHTpa TYIICHUS MPU
naaykuun HOXT.
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11, I

Puc 6. Cxema siopa ¢puxobunucomol. Hugppamu I, 11, 111 0b603nauenvt pasnuunvie cpynnol (iyo-
pogopos: k epynne I omunocames ¢gnyopoghopul, 8xoosauue 6 cocmag 0OHOPOOHBIX MPUMEPOS
(codepoicam monbKo anN0PUKOYUAHUHA C MAKCUMYMOM ¢hayopecyenyuu Ha 660 Hm); k epynne 11
u Il omnocamces yopogopwi, 6xoosnwue 6 cocmas HeOOHOPOOHLIX MPUMEPO8 (codeparcam al-
Jnogukoyuarun ¢ maxcumymamu gayopecyenyuu Ha 660 um (11 epynna) u 680 um (1l epynna)).

B §3.2 u3noxeHbl OCHOBBI METO/1a HEIMHEHHON (DITyopuMEeTpUn: BBOIATCS OCHOB-
HbIE MMOHATHUS U apaMeTPhl, JA€TCs ONMMCAHUE IKCIIEPUMEHTAIbHON YCTaHOBKH.

§3.3 nocBsIeH onpeaeeHnIo U3 SKCIEPUMEHTAIbHBIX KPUBBIX HACHIIEHUS (POTO-
¢bu3nueckux mMapamMeTpoB (PIyopecuupyIomUX CBETOCOOMPAIOMIMX IMUTMEHTOB IIHa-
HoOaktepuu Synechocystis sp. PCC 6803 u aHanu3y H3MEHEHHN WX 3HAUYCHHH TIpPHU
uaaykunn HOXT. B gorocuHTeTHUECKOM ammapaTe IuaHoOaKTepuil MpUCYTCTBYET 4
OCHOBHBIX CBETOCOOMPAIOIIUX MUTMEHTOB: (PUKOIMAHUH (MaKCUMyM MOJ0CH (iryopec-
LEHIMU Ha JJIMHE BOJIHBI ~ 640 HM), ABe QopMBbI atopuKOUaHUHA (MAKCUMYMBbI (IIy-
opecueHiuu ~ 660 u ~ 680 HM) U xI0poPUILT @ (MAKCUMYM TOJOCHI PIIyOpECIICHIIMN Ha
mHe BoJiHbI 685 HM). Ilockonbky (iyopecueHust IIMHHOBOJIHOBOW (OPMBI ajuio-
¢buKoLuMaHnHa U XJIOpOo(UIIIa @ CUIIBHO MEPEKPBIBAIOTCS, TO Uil onpeaenenus Gotodu-
3MYECKHX MapaMeTpoB Kaxaoro ¢ayopodopa HCHONb30BANICA CIHEAYIOMUNA TMOAXOA:
omnpezeneHre (HoToPU3NYECKUX MapaMeTpoB (PUKOIMAHMHA M AJUIO(PHUKOIMAHUHA TIPO-
BOAMJIOCH C UCIIOJIb30BaHHEM MyTaHTa Synechocystis sp. (y KOTOPOTO OTCYTCTBOBAJIH
dboTocucTeMsl, a, cIeAOBaTENbHO, U XJ1-a), a ISl onpeaeneHuss GoTopu3NIecKux mapa-
MeTpOB XJI-a UCIOIb30BaTIach HCXOAHAS (T.€. TEHETUUYECKH HE U3MEHEHHAs) KyJIbTypa.

B §3.3.1 npuBOIATCS SKCIEPUMEHTAJBHBIE JTAHHBIE 110 HEJIMHEMHOW JIa3epHOM
bayopumerpun MyTaHta Synechocystis sp. Jns onpenenenus Goropuznueckux mnapa-
METpPOB (PUKOIMaHMHA U AJUIOPUKOIMAaHMHA M3MEPSUIMCh CIEKTPbl UCIyCcKaHUs (iyo-
PECLIEHIIUN TIPU PA3TUYHON MHTEHCUBHOCTH JIA3€PHOTO U3IyUYE€HUS C JJIMHOW BOJHBI 532
HM (puc. 7 A). IlomydeHHble TakuM 00pa3oM CIEKTPhI 3aT€M PACKIIAJbIBAIUCh HAa TPU
OCHOBHbIE (JOMUHHPYIOIINE) TrayCCOBbl KOMIIOHEHTHI ¢ MakcumyMamu 640, 660, 680
(puc. 7 b-I'). OTkiOHEHNE peaNbHBIX CIEKTPOB (IyopecieHInn GUKOOMIUHOB OT Tayc-
cuaH ObUIO YYTEHO BBEICHHEM JOMOJHUTEIbHON KOMIOHEHThI ¢ MaKkCUMyMoM Ha 715
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HM (Ha pUCYHKe He nmpuBejeHa). [locie 3Toro cTpouanch KpuBble HACBILEHUS JJIsl COOT-
BETCTBYIOIIMX KOMIIOHEHT. M3MepeHue CIeKTpOB MPOXOINIIO KaK B YCIOBUSAX TEMHOBOMN
ajanTaluyd, Tak M NpU OOIydeHUH oOpaslla CHUHEe-3€JIEHBIM CBETOM JJisi MHAYKIHUH
H®XT.

[Ipu HOXT nabmromaercss 3HAYMTEIHLHOE yMEHBIIEHUE (DIIyOPECIIEHTHOTO MapaMmerpa,

P = Ngayop

" (Ngnyop — 4HCIIO KBaHTOB (hryopectenuuu, N,

penep — YMCIIO KBAHTOB B ONOPHOM Ka-

penep
Haje) I KOMIIOHEHT ¢ MakcuMyMamu duryopecteHiuu Ha 660 u 680 um (puc. 8 A-b). Ilpu

HOPMHPOBKE KPHUBBIX HACHIIICHUS HA HEHACHIIICHHBIM (iryopecuieHTHBIN mapamerp, P, =
log;_,o @(I) (I — mIOTHOCTH MOTOKA (POTOHOB JTA3EPHOTO M3ITyUEHHS), MOKHO OTIPENEIHUTh (PaK-
TOp HachImeHus [, xapakTepu3ylomui CTeneHb HachimeHus ¢ayopecuennuu (puc. 8 A-b).
Buano, uto dakrop I' mis 1aHHBIX KOMIIOHEHT 3HAYUTEIHHO CHIDKACTCS, YTO YKa3bIBa€T HA
YMEHBIIICHUE AUHAMUYECKOTO OOETHEHUS OCHOBHOTO COCTOSIHHSI MOJIEKYJ NMHUTMEHTOB W/WIIH
CKOpPOCTH CUHIJIET-CUHIVIETHON aHHUTWISIuMUA noa BiusHueM HOXT, cinepoBaTenbHO, 0 COOT-
BETCTBYIOIINX H3MEHECHMSIX (POTODHU3NYECKUX MApaMETPOB, YTO MOXKET OBITh KOJIUYECTBEHHO
0XapaKTEepPU30BAHO B pe3yJIbTaTe PEIICHUS OOpaTHON 3a/1auHu.

2 2.0x10* A 2x10* B 1.5x10%
o ‘
E . ':1,5x1025 oToHOB cmC”' F640 F660
© 1.5x10 =
° .
-
=
S 1.0x10° '! 1x10*
g 1 6x10%4 F680
Q !
@ :
=3 3 \ \
S 5.0x10 . \\
é ’/".\8x1023\

0.0 0

600 620 640 660 680 700 720 600 620 640 660 680 700 720
1.5x10*
-
<4
Y
24

z B 6x10*  goxo’{ [
o F660 8 1023
N2 . F660 X
= 1.0x10
5 F640
T F640
g
S F680
8' 5.0x10° F680 2.0x10°
3 \
S

600 620 640 660 680 700 720 600 620 640 660 680 700 720
A (Hm) A (Hm)

Puc 7. Cnexmpuvr ucnyckanus ¢nyopecyenyuu (6 omcymemeuu HPXT) uzmepennvle npu pas-
JIUYHOU UHMEHCUBHOCIU NA3ePHO20 8030yicOenus (532 Hm). (A): cpasnenue ghopmvl cnekmpos
UCNYCKAHUSL NPU 8030YIHCOCHUU U3TYYEHUEM DPA3IUYHOU UHMEHCUBHOCIMU, NYHKMUPHASL KPUBAs
nokaswiéaem coomeemcmsyrouee cmeuenue makcumyma 6 cnekmpe. (b)-(I): paznoocenue

CNeKmpOo6 UCNYCKAHUA HA 2AYCCO8bl KOMNOHEHMbl, NOKA3AHbl KOMNOHEHMbl C MAKCUMYMAamu
640, 660 u 680 Hm.
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Puc 8. Kpusvie nacvluyenus uzmepennvle 0is 2ayccosvbix KOMROHEHmM ¢ makcumymamu Ha 660
M (A,B) u 680 um (b,I') 6 memnome (uepnwvie keaopamot) u npu unoykyuu HOXT (benvie keao-
pambl).

O0paboTka KPUBBIX HACBIIIEHUS JUISl Pa3IMYHBIX KOMIIOHEHT IIPU MOMOIIX MpOCTEeHIIeit
u3 npeaioxkeHHbix B §3.1 Monerneil 1mo3BosSeT onpenenuTh MOJCKYJISApHbIE (OTOPHU3MUSCKIEe
MapaMeTphl Pa3IMYHbIX TUTMEHTOB U UX u3MeHeHus npu uHaykunn HOXT (Tabnuna 2).

B §3.3.2 npuBonATCS SKCHEpUMEHTANIBHBIC JAHHBIE O UCCIEAOBAHUIO MCXOIHON KYJIb-

Typel Synechocystis Sp. 1 OMPENEIECHUIO MOJIEKYJIAPHBIX (PoToDU3NIECKUX MapaMeTpoB
Xi-a. I3Mepenus, Kak U Mpu UCCIeAOBaHUM MyTaHTa Synechocystis sp., IpOBOJAUIUCH B
YCJIOBUSX TEMHOBOM ajanTalliyd M MPU OCBEIICHUN CUHE-3€JICHBIM CBETOM JJISI MHIYK-
nuu HOXT. OtHocutenbHbie u3MeHEHHS (OTOPU3MUECKUX MapameTpoB Xii-a Mpe-

CTaBJIEHBI B TA0IHUIIE 2.

Tabauya 2. OTHOCUTENBbHOE M3MEHEHHE (POTODU3NYECKUX MapaMEeTPOB CBETOCOOMpPAIO-
X nUrMeHToB nuanodakrepuit mpu uHAYKIMU HOXT (DL — dpukounanun, ADLgs —
auIo(UKOIMAaHUH ¢ MakCUMyMoM Hcmyckanus 660 uM, A®llgg, - ammopukonuaHuH ¢
MaKCUMyMOM uciyckanust 680 uM, Xi-a — xjaopoduii a).

HOXT HOXT HOXT
T /T 1A /Yno c /o
DI 1.1£0.3 0.8+0.3 1.1£0.3
ADI 60 0.44+0.12 0.8+0.3 1.0+0.3
ADI ez 0.46+0.13 0.9+0.3 0.21£0.06
Xn-a 1.1£0.3 0.2+0.1 0.9+0.3

17



B §3.4 oOcyxnatorcs pe3ysbTaThl ONpeneseHus MOJEKYISpHbIX (poTodusnye-
CKUX MapamMeTpoB LMaHoOakTepuil. 13 TaGnuibl BUIHO, YTO MMPOUCXOJUT CYIIECTBEHHOE
YMEHBIIEHHE BPEMEHU JUHEHMHOU penakcauuu s obenx (opMm amiopuKolMaHUHA, a
JUISL ITUHHOBOJHOBOW (POpMBI HAOIOJAETCS TaKKe 3HAYUTENbHOE MaJICHUE CEUYECHUS
BO30YKJIEHUSA, YTO MOXKET ObITh BbI3BAHO YMEHBIICHHEM MepeHoca BO30YKIEHHUS C KO-
POTKOBOJHOBOU (popMBbl. M3 3TOr0 MOXKHO clieiaTh BBIBOJ O TOM, YTO MHILIEHSMHU JeH-
CTBHUSI TYIIAIETo IIEHTpa SABIAIOTCA 00e popmbl amtodukormanuna (660 u 680 HM) B
OBC. MexaHu3M TakoTo ACHUCTBUS — MpsiMast JIe3aKTUBAIMs BO30YKIEHHBIX COCTOSHUM
MoJIeKyJ 3Tux ¢opM. Takoro nelcTBUs TyIIAIEro HEHTPa Ha HaXOSIIMECs B KOPOBOM
aHTEHHE MOJIEKYJIbl XJI-a B BO30YKIEHHOM COCTOSIHUM He OOHapyxkeHo. B To ke Bpems
MpU3HAKU KOH(OPMALIMOHHOTO BIUSHUA TyLIallero neHTpa Ha kKopoByto aHTeHHy OC II
MIPUCYTCTBYIOT U BBIPAXKAKOTCS B U3MEHEHHHM CKOPOCTH CHUHIJIET-CUHIJIETHONM aHHUTHUIIS-
MU BO3OYXIEHHBIX COCTOSTHUN MOJIEKY xjopoduiuia a. Obpaiaer Ha ceOs BHUMaHHE
OTCYTCTBHUE BJIMSHHS TYIIAIIErO HEHTPa HA CEUeHUE BO30OYKICHUS MOJEKYN Xi-a. ITO
MOXKET OOBSICHATHCS, B YACTHOCTH, HE3HAUUTENbHBIM BKJIAJIOM IpoIiecca epeHoca 3Hep-
UM C MOJIEKYJ aJlJTIOPUKOI[MaHNHA B C€YeHHE BO30YKIeHUs XJI-a [0 CPaBHEHUIO C Mpsi-
MBIM MOIJIONIeHHeM XJI-a IPU UCTIONb30BAaHUU JAHHOW JJIMHBI BOJHBI BO30YXAAIOIIETO
u3nydenus (532 um).

TakuM 00pa3oM, OCHOBBIBASCh Ha MOJYYEHHBIX HaMU SKCIIEPUMEHTAIbHBIX JaH-
HBIX U aHaJlU3€ JIUTEPATypbl, MOKHO CJlIeJaTh BBIBOJ O TOM, YTO MpPH (OPMUPOBAHUU
Tymamiero nenrpa npucoequienne OCP npoucxoaut B Takoe Mmecto @bC, yTo BO3MOXK-
HO 3 (EeKTUBHOE TyLIEHHE KAaK JUIMHHOBOJIHOBBIX, TAK U KOPOTKOBOJHOBBIX (pOpM ajuio-
¢ukounanuHa. [Ipu3HakoB MpsMoro TyueHus: BO30YKIEHHBIX COCTOSHUN MOJIEKYJ XI1-a
TyIIAIUM IIEHTPOM HE OOHApy’>KE€HO. 3aperucCTPUPOBAHHOE YMEHBIIEHHE WHTEHCUBHO-
CTH (uIyopeclueHIUn XJ-a MPU CUHEM OCBEIIEHHUU CBSI3aHO, B YCJIOBHSIX BBIITOJHEHHBIX
HKCIIEPUMEHTOB, ¢ KOH(popMmarmoHHbIMu u3MeHeHusiMu B OC I1.

B 3akiioueHun copMyupoBaHbl OCHOBHBIE PE3YJIbTAThI pAOOTHI.

OCHOBHBIE PE3YJIbTATBI 1 BBIBO/Ibl PABOTbI:

[Ipennokena MHOTOCTaAMIHAS MOJENb (POPMUPOBAHUS TYIIALIETO EHTPA B LIMAHOOAK-
TEepHUSX MOJ JCWCTBHEM BHEIIHErO CHHE-3€JIEHOTro ocBelleHus. Ha ocHoBaHuM Monenu
O0O0BSICHEHO B3aUMOJIEHCTBUE MUTMEHT-0EIKOBBIX KOMILIEKCOB ((PUKOOHINCOMBI U (POTO-
cuctembl 2) u otaenbHbIX 0enkoB (OCP u FRP) npu nannumanum Mmexanusma HeOTOXH-
muyeckoro tymeHus (HOXT) u onpenenensl xapakTepHble CKOPOCTH MEpeXoa MEXIY
Pa3TUYHBIMU CTAJAUSIMH.

[IpennokeHbl OCHOBaHHbBIE HA Pa3HbIX MOJX0JaX MoJeIu (HOopMHUpPOBaHUs (IIyOpeCHEHT-
HOTO OTKJIMKa B CBETOcOOMWparoliel aHTeHHe nmuaHobakTepuii. Ha ocHoBe mpocTeitmieit
U3 MPEUI0KEHHBIX MOJIETIEH C TOMOIIBI0 METO/Ia HEIMHEWHOH a3epHol (piryopumeTpun
oTpezieNIeHbl MOJIEKYJIsipHbIE (poTOpU3NUYECKHe MapaMeTpbl YETHIPEX OCHOBHBIX (IIyo-
pECIUPYIOIIUX TMHUIMEHTOB LHMAaHOOAKTepUM in  Vvivo (Ha TIpUMEpPE KYJIbTYpbl
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Synechocystis sp. PCC 6803): ceueHust Bo30yXeHUS, BpeMEHA KU3HU BO30YKJICHHBIX
COCTOSIHUM, KBAHTOBbIE BBIXOAbI (DIIyOPECIIEHIIMN U MaKCUMaJbHbIE CKOPOCTH CHHIJIET-
CUHTJIETHOM aHHUTHIISILIMH.

. Ha ocHoBe m3amepeHuss MOJEKyISAPHBIX (HOTOPU3UUECKUX MapaMeTpoB (Iyopeciupyro-
IIMX TUTMEHTOB IIMaHOOAKTepUi MpU MHUIMAIMN MEXaHu3Ma He(OTOXMMUYECKOE TY-
IIEHHE CIeNaH BBIBOJ O TOM, YTO OCHOBHBIMU MUIICHSIMH TYIICHHS BO30YKIECHHBIX
COCTOSIHUM SIBJISIIOTCS MOJIEKYJIbI KaK KOPOTKOBOJHOBOW (JJIMHA BOJIHBI MaKCUMyMa IO-
nochl QuyopecueHuuu 660 HM), Tak U JJIMHHOBOJIHOBOM (680 HM) dopM amnodpukorma-
HUHA, TpPU OSTOM TYyUIEHHE (QIIyOpecUeHIUN XJOpoduuia a NPOUCXOJUT 3a CYET
KOH(OpMAaIIMOHHBIX U3MEHEHUI B aHTeHHE oTocucTema 2 (Ipu BO30YKACHUH HA JITTMHE
BOJIHBI 532 HM).

. Ilpu nomomm mMozaenu ¢popMupoBaHusi GIIyOpPECHEHTHOTO OTKIJIMKA B IMAHOOAKTEPUSIX C
UCIOJIb30BaHUeM (opMaliu3Ma KOJUIEKTUBHBIX COCTOSIHUM M C y4eTOM OCOOEHHOCTEM
CTpoeHUs1 (PUKOOUITMCOMBI YCTAHOBJIEHBI 3aBUCUMOCTH (IYyOPECLEHTHBIX XapaKTepH-
CTHK IIMaHOOAKTEPUI OT MPOCTPAHCTBEHHOTO PACIOJIOKEHMSI LIEHTpa TYIIEHUs IIPU B3a-
UMOJIEUCTBUHU C AIPOM (PUKOOUITUCOMBI.

. IlokazaHa yyBCTBUTENBHOCTh (POTOPU3MUECKUX MAPAMETPOB, B YACTHOCTH, KOIPPUIH-
eHTa He()OTOXUMHUYECKOTO TYIICHHS, K BHEIIHUM (paKkTopaM cpelbl (M3MEHEHUIO coJie-
HOCTM M MUHEPAJIbHOTO MHUTAaHUA), YTO OTKPBHIBAET MEPCIEKTUBBI HCIOJIb30BAHUS
nuaHoOakTepuil B KadecTBE (IIyOpECUEHTHBIX OMOMHAMKATOPOB COCTOSHUS BOJHBIX
HKOCHUCTEM.
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