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HOBBIE OIITUYECKHUE IIOAXO/bI B UCCJIEJOBAHUUA
®OTOPU3NOJOTUYECKUX XAPAKTEPUCTUK IMAHOBAKTEPUM IN SITU

PaccmarpuBaroTCsi HOBBIC TOAXO/BI K Onpe/aesicHu0 GoTodusndeckux u Gorodusronoruie-
CKUX IapaMeTpOB (POTOCHHTETUYECKUX OPraHM3MOB, KOTOPbIE MOI'YT OBITh HCIIOJIb30BaHBI
JUIsl OTIpeAeseHUs] UX (PU3MOJIOTUYECKOr0 COCTOSIHUS in Sifu, KOMMYECTBEHHOH OLIEHKHU 3(-
(exTUBHOCTH (POTOCHHTE3A U NEPBUUHOM NpoayKiu. Ha npumepe uccienoBanus (pu3noIio-
IMYECKOTO COCTOSIHUSI IUaHOOAKTEPUil AIEMOHCTPUPYIOTCS BO3MOYKHOCTH METOJIa MHYKIIUH
u penakcanuu (IIyopecleHIMH U MeTo1a HeJIMHEeHHOMW 1azepHoi GuyopomeTpun. [lokazaHsl
BO3MOYXHOCTH COBMECTHOT'O HCIIOJIb30BAHUSI 3TUX METOJIOB MPU UCCIICAOBAHUN MEXaHH3MOB
3aIIMTHI OT U30BITOYHOTO OCBeleHus (HepoToXUMIYEeCKOro TylieH s ). B yactHocTH, puBe-
JICHbI PEe3yJIbTaThl, KOTOPbIE AEMOHCTPUPYIOT, YTO XJIOPO(QHUILICOAEPKAIINNA CBETOCOOMpato-
IIMH KOMIUIEKC UaHOOAKTEpUi HE MPUHUMAET HEIOCPEJICTBEHHOIO y4acTHsl B MEXaHU3ME
HE(POTOXMMHUYECKOTO TyLICHUs. JlaHHbIE 10 MCCIIEIOBAHUIO BIMSHUS CIIEKTPAIbHBIX XapakK-
TEPUCTUK BHEIIHEro OCBEIICHHs Ha (PU3MOIOTHYECKOe COCTOSIHUE 1IMaHOOAaKTepHil CBUjIe-
TEJILCTBYIOT O TOM, YTO CIIEKTPAJIbHBIE CBOMCTBA M HHTEHCUBHOCTb OCBELICHUSI, [IPH KOTOPOM
BBIPALIMBAINCH KYJIBTYpbl IMAHOOAKTEPUH, CYIIECTBEHHBIM 00pa30M BIIUSIOT Ha KOJIMYECTBO
U COOTHOIIEHHS (PUKOOMINH- U XJIOPO(DHUIUICOACPIKALIMX KOMILJIEKCOB, a TaKKe Ha Colep-
YKaHUE IMUTMEHTOB B ATUX KOMILUIEKCAX. DTH U3MEHEHHS MIPOSIBISIOTCS B M3MEPsieMbIX (OTO-
(U3HOIOrMYECKHUX MapaMeTpax, YTO FOBOPUT O BO3BMOXKHOCTH OIIEHKH CBETOBBIX YCJIOBHIA,
IIPY KOTOPBIX POCIH KJIETKH LIHaHOOAKTEpHHl in Situ IpY MOMOIIM METOAOB (PIIyOpOMETPHH.
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NEW OPTICAL APPROACHES IN STUDYING
PHOTOPHYSIOLOGICAL PARAMETERS OF CYANOBACTERIA IN SITU

In this work we examine new approaches for measurment of photophysical and photophysiological
parameters of photosynthetic organisms that could be used to assess their physiological state,
photosynthetic efficiency, and primary productivity. On the example of cyanobacteria, we demonstrate
the potential of Fluorescence Induction and Relaxation technique (FIRe) and Non-linear Laser
Fluorimetry (NLF) in assessing physiological state of phytoplankton. We apply these methods to
study mechanism of high light tolerance (non-photochemical quenching). In particular, we show that
chlorophyll-containing light harvesting complex of cyanobacteria does not directly participate in
the mechanism of non-photochemical quenching. Studies on the effect of spectral properties on the
physiological state of cyanobacteria demonstrate that light induced changes in the content, quantity
and ratio of chlorophyll- and phycobilin-containing light harvesting complexes could be determined
from measured photophysiological parameters. Thus, FIRe and NLF could be used to assess light
growth conditions in situ.

Key words: cyanobacteria, photosynthesis, fluorimetry, photoadaptation.

41



Kyzomunos @. . u np.

B nocnennue necsatunetus HaOmonaeTcs yBeaTuueHIe BIUSAHUS A TEIbHOCTH YeI0BeKa Ha BOJHbIC
AKOCHCTEMBI KaK Ha JIOKAITbHOM, TaK 1 Ha TII00aIbHOM ypoBHsIX. JIokanbHbIe 3(p(pEeKTHI BKITIOYAIOT B ce0s
3arps3HEHHE TPUOPEIKHBIX 30H M aKBaTOPUN BOAOEMOB TOKEIBIMA MeTaiiamiu [ 1], Hedrenpomykramu
[2], cenbCKOXO3SIMCTBEHHBIMU YI00peHusiMU | T. . K rio6anbHbiM 2 deKTaM MOKHO OTHECTH BBI3BaH-
HBIH aHTPONIOTeHHBIMH (DAKTOPaMHU pOCT KOHIICHTPALIMH YIIIEKUCIIOTO ra3a 1, Kak cJIeJCTBUE, TeMIepa-
TYPBI, YTO MPUBOJAUT K M3MEHEHHUIO IMHAMHYECKHX IIPOIIECCOB B arMocdepe u Tuapochepe TUIaHeThI.
B wacTHOCTH, H3MEHEHHUS B XapaKTepe OKEaHCKHWX TEUCHHWH MOXKET MPHUBECTH K IMepepacrpeie]ICHHIO
MUHEpAIIbHBIX MTUTATEILHBIX BEIIECTB B OKCaHE M MOBIUATH HA JWHAMHKY B 3BTPOPHOM cjoe (TpH-
MMOBEPXHOCTHOM cJIo€, OOBIYHO HE 00Jiee HECKOJIBKUX JECATKOB METPOB, OOratoM (pUTOIUIAHKTOHOM).
B oTKpBITOM OKeaHe 3a cueT U3MEHSIOLIEHCS 00IauHOCTH 1 MPOLIECCa BEPTUKAIBLHOTO MEPEMEIIMBAHUS
BOJIHBIX Macc (B KOTOPBIH BOBIIEUEH U (PUTOIUIAHKTOH) KOJTMYECTBO COTHEYHOTO M3ITyUEHUS JOCTYITHOTO
Juist (hOTOCHHTE3a BAPHUPYIOTCS B TEUEHUE JTHS. B CBsI3M ¢ 3THM B Iporiecce IBONIONNN (HOTOCHHTE3H-
PYyrOuue OpraHu3mMbIl BI)IpaGOTaHI/I MCXAaHU3MBbI aJallTallui K USMCHAIOIUMCS YPOBHAM OCBCILICHHOCTH.
Bo3MokHOCTH 110 ajanTaliiy BapbUPYIOTCS MEXKILYy Pa3IHUHBIMU IPyMIaMy (DUTOTUIAHKTOHA, TO3TOMY
mo00€e M3MEHEeHNE AMHAMUKH BOJHBIX MAacc B ABTPOGHOM CJO€ MPHBENET K M3MEHEHHUIO CTPYKTYPHI
(bUTOTUTAHKTOHHOTO COOOIIECTBA, YTO JODKHO OBITH MMPEAMETOM IMOAPOOHOTO H3YUCHUS U ITOCTOSHHOTO
MoHuTOpuHTa. [I[pHUMas BO BHUMaHUE pa3Mepbl (GPUTOINIAHKTOHHOTO COOOIIECTBA B MUPOBOM OKEaHe,
s ero ((PUTOIIAHKTOHHOTO COOOIECTBA) MOHUTOPHHIA HEOOXOAMMO HCIIOJIB30BATH SKCIPECCHBIE U
JUCTaHIIMOHHBIE METO/bI 30HANPOBaHUs. OHUM U3 PEIIeHUH TaHHOU MPOOIEMBI SBIISETCS HCIIONIb30-
BaHWE ONTHYECKUX METOIOB OIEHKH (PH3UOIOTHIECKOTO COCTOSHUS (PUTOTIAHKTOHA 71 Sifu, B TOM YHC-
Jie METOJIbI TiepeMeHHOM (tyopeciieHnuu [3, 4] u nazepHoit ¢uiyopomerpuu [5, 6]. JlaHHbIE METOUKH
MO3BOJISIIOT ONPEACISTH MIUPOKUi HA00p HoToPU3NIECKUX TAPAMETPOB Pa3IUIHBIX CBETOCOONPAIOLITNX
MMUTMEHTOB U (POTO(U3NOIOTHIECKHUE TTapaMeTPhl BCETo (POTOCHHTE3UPYIOIIETO KOMIUIEKCa, YTO TI03BO-
nseT 3¢ (GHEeKTUBHO MCITOIB30BATh UX M1 MOHUTOPHWHTA COCTOSTHUS (DUTOTUIAHKTOHHBIX COOOIIECTR.

B pabore uccnenyrorcsi ONTHYECKHAE METOJbl JHATHOCTHKH JUIS OICHKH (PU3HOJIOTHYECKOTO CO-
CTOSIHUSI IMAHOOAKTEPUH — OHOTO M3 APEBHEUIINX (POTOCHHTE3UPYIOUIMX OPraHU3MOB Ha IIAHETE.
nanoOakTepun 00NaAarOT MIMPOKKM HAO0OPOM aJlalTallMOHHBIX MEXaHU3MOB M MOTYT OBbITh Ooiee
YCTOHYMBHI K N3MEHEHUSIM B OKpPY’KaIOIIeH cpeie 1Mo CPaBHEHHIO C IPYTHMH BHJIAMHU (DPUTOILTAHKTOHA,
IIO3TOMY B YCJIOBUAX U3MCHAIOMICTOCA KJIMMaTa BO3MOYKHO BO3pAaCTaAaHUE UX POJIU B (I)I/ITOHJIaHKTOHHBIX
cooOmiecTBax. B cBs3u ¢ 3TUM HEOOXOIUMO YIEIUTh 0CO00€ BHUMAHHE JHATHOCTHKE (U3UOIOTHYC-
CKOTO COCTOSIHUSI 3TUX OpraHu3MOoB. Hammuue qONmogHUTENBHBIX K XJI0poduimty-a (iryopecuupyonmx
MUTMEHTOB ((PUKOOMIMHOB) CYIIECTBEHHO pacHIMpsieT Habop OMpeAeNsieMbIX ONTHIECKUMHI METOIaMHU
MapaMeTpoB, YTO YBEINYMBAET BOZMOKHOCTH 110 MOHUTOPHUHTY ITaHOOakTepuii. B Hameii pabote Mbl
HCIIOJIb3yeM METO/] HEJIMHEHHOMW Jia3epHOU (yopumerpuu [7, 8] COBMECTHO C KJIIACCUYCCKUMH METO-
JaM{ TIEpeMEHHON (PIyopecueHIny Al UCCIeOBaHMs BIMSHUS PAa3IMUHBIX CTPECCOPOB Ha (hU3HO-
JIOTUIO [MaHOOAKTepuil (HApuMep, BIUSHHE M3MEHEHHUs COJICHOCTH [9] MM M30BITOYHOTO OCBeIIe-
Hus [8]). B maHHO# cTaThe MBI HCCIIEAYEM BIUSHHS CIIEKTPATBHBIX XapaKTePUCTUK M WHTCHCUBHOCTH
ocBelleHus Ha (POTOPU3NUCCKUE TTapaMETPhl XJIOPO(HILICOIEPIKAIIET0 CBETOCOOUPAIOIIETO KOMITJICKCA
nuaHoOakTepuil.

MarepuaJjnbl 1 METOAbI

Jukwuii Tun unanodakrepuu Synechocystis sp. PCC 6803 BeipamuBaics npu temneparype 25°C B
cpene BG-11 B Teuenne 5—7 nHeH rnepes MpoBeeHHEeM SKCIIEPUMEHTOB B MHKyOaropax ¢ nukioM 12/12
(cBet/Temuora). Mcmomp3oBancs ceT 6enpix (300 MxD-M 2-¢!), kpacHbix (50 u 200 MxD-M >¢!) wiu
cuaux (50 u 200 MkD-M 2-c"!) CBETOAUOIOB.

Memoo undykuyuu u penaxcayuu gyopecyenyuu. Meton MHIYKINY U pejakcanuu (iryopecieH-
nuu (Fluorescence Induction and Relaxation technique (FIRe)) [3] ocHOBaH Ha peructpaiuu ¢ BBICOKUM
BpPEMEHHBIM pa3penieHreM (MaciTald BpeMeH! OT | MKC) KpUBOM MHIYKINHU U TOCIEAYIOIEH penaKkca-
UK (GIyopecueHIMH MOJIeKy Xaopoduna-a (Xi-a), Bo30yxkaaeMOl KOPOTKMMHU UMITYJIbCAMH CBETA.
TunIYHEII TTPOTOKONI H3MEPEeHUS POTOPU3NISCKIX ITapaMeTpoB ¢ ToMoIIbio MeTona FIRe cocront u3
yeTpipex dTanoB (puc. 1). Ha mepBom srtame it Bo30y»kaeHUs (IyOopeCceHIIMH UCIIONb3yeTCsl OfIH-
HOYHBI MOLTHBIM UMITYJILC CBETA JUIUTENBLHOCTHIO mopsiaka 100 MKc, mepeBosIIni Bce peaKIMOHHBIE
uentpsl (PL]) porocunTeTnyeckoro ammapara B 3aKpbiToe cocTosiHME. [Ipy 3TOM 32 BpeMsi UMITylIbca
MHTEHCUBHOCTH ()IIyOPECUEHIIMU BO3PACTAET OT CBOETO MUHUMAJILHOTO 3Ha4eHus (F)) 10 MaKcuMalib-
Horo 3HaueHus (F ). Ha BTopoM srame JUIMTENbHOCTBIO opsiika S0 MC PErMCTPUPYETCsl peakcarust
(iryopecieHIuH, XapakTepu3ylolias nocrernennoe otkpoirue PLI.
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HoBrble onTH4ecKkne MOAXO/bI...

Ha tpetbem 3tarne juis Bo30yxaeHus dayopec-

12001 Fy(STR) Fin(MTF) LEHIMH UCIOIb3YETCS JUIMHHBIA MMITYJILC CBETa
§ -~ (mmurensHOCTH TOpsiaka 100 Mc) ¢ BEICOKO# cpemHeit
o 800+ MJIOTHOCTBIO MOLTHOCTH, KOTOPBIM HE TOJIBKO TIEepe-
§ . BoauT Bce PLI B 3akpbITOE COCTOSIHME, HO M BIHSET
8 400y, 100 Ha psJ JPYyTrUX yYaCTKOB IIETIH MHUTPALUU 3aps/I0B
g MC
g ik ] B (horocuHTEeTHYECKOM ammapare. Ha derBeprom
50imc 500 mc
0 JTane perucTpupyercs penakcanus (QiuyopecieH-

B
pena tuu. [IpoBeeHre ONUCAHHOTO JKCIIEPUMEHTAb-

Puc. 1. XapakrepHblil 9KCIIEPUMEHTAIIBHBIA POTOKON oo IPOTOKONIA Ha (POHE TTOCTOTHHOTO OCBEIICHHUS
B METO/IE HHYKIIH 1 PENaKcalui QIyopeclueHnt. (p ynyqppix  anmapaTHBIX pealu3auuax MeToaa
F, — MunMManbHbli yposenb duyopecuenuun; £ (STF) — o o
MaKCHMaJIbHBII ypoBeHb (uyopecueHunu nocie 100 mxe FIRe st 5TOrO HCMONB3YETCS MOLIHBIH CHHMI CBe-
cBeroBoro mmmynbea; F (MTF) — wmakenmanensii ypo- TOAHOI, JUIMHA BOJIHBI H3JTydCHUA ~470 HM, mI0T-
BeHb (uryopecieHimn mocie 100 Mc CBeTOBOTO MMIyibca. HOCTH TIOTOKA (DOTOHOB B M3ITyYSHHH KOTOPOTO Me-
(ITpum.: miKana BpeMEHN HENMHElHAs, OYTOMY Ha PpUCYH-  HseTcs B penenax 0—2000 MxD-M ¢ ') mo3BossieT
K€ TaHbl XapaKTCPHBIC Z[HI/ITCHLHO(\?‘TI/I Ka)KZVLOFO U3 y4aCTKOB HCCIIEI0BATh MEXaHU3MBI (1)0Toa):[aHTaHI/II/I.
PKCHIEPHMEHTATLHON KPHBOH). OnpeneneHHble  3HAUYE€HUS HMHTEHCHBHOCTH
(hiryopectieHIH, a TakKe BpeMs, 32 KOTOpOe JIo-
CTHTalOTCS MAaKCHMAIIbHBIE 3HAYCHMS [/ ¥ MUHHMAJbHBIC 3HAYE€HUs F, MCTIONB3YIOTCS JUIs pacyera
psna goroduznveckux mapaMeTpoB, KOTOPBIE XapaKTepU3YIOT (QYHKIIMOHAIBHOE COCTOSIHUE (DOTOCHH-
TeTU4ECKoro anmnapara. K takum napamerpam oTHOCATCA: nepemenHas (uyopecuenuus F, = F — F;
HoKasaresib (POTOCHHTETUYECKOH aKTUBHOCTH [, /F , XapaKkTepu3yIOIMi OTHOCUTEIBHOE KOJIUYECTBO
(hoTocuHTeTHYECKH aKTHBHBIX PLI, yaacTByromux B pasaeneHnu 3apsaaoB; d3hGeKTuBHOE ceueHue GpoTo-
XHUMHYECKOTO Pas/IeIeHUs 3aps/IoB (G .,), XapaKTEPU3YIOIIEE BEPOATHOCTD MOMIOIIEHHUS OHOTO (hOTOHA
B CBETOCOOMpAIOLIel aHTEHHE U MOCIIEAYIOIIETO pa3aesieHUs 3apSJ0B B PEaKIIMOHHOM LIEHTPE; TapaMeTp
«CBSI3aHHOCTW» (p), XapakTepu3yromnuii 3(p(peKTHBHOCTh MUTPAITUH SHEPTUN MEKITY WHINBHYaTbHBIMH
CBETOCOOHMPAOIINMHI KOMITIICKCAMH; BPEeMsI peakcariy (GpIyopecIeHIIny Ha BTOPOM dTarre (rQa), Xapak-
TEpU3YIOIlee CKOPOCTh BOCCTAHOBJICHNUS PEAKIIMOHHBIX IIEHTPOB 0 OTKPHITOTO COCTOSHUS, U JP.

B kadectBe ucrounnkoB ceta B FIRe dmyopumMerpe HCHONb3yOTCS MOIIHBIE CBETOAMOBI C JJTH-
HO¥ BoHBI m3nmy4enus 450 umu 590 HM (MIUpHUHA TOJIO0CH! U3IYYEHUS 10 MoyBeicoTe — 30 HM), UTH-
TENBHOCTHIO OT 0.5 MKC W TMHMKOBON MHTEHCHBHOCTBHIO 10 1 BT-cM 2. M3nydeHrne CHHHX CBETOIMOIOB
(450 aM) monaaeT B KOPOTKOBOTHOBYIO MOJIOCY MOTJIOMIECHUST MOJIEKYI Xitopoduimia-a (monocy Cope).
OpansxeBbie poTonuoabl (590 HM) CTIONB3YIOTCS LTS BO30YKICHHS TUMTMEHTOB BHEMEMOPaHHOTO CBe-
TocoOupatomiero komiuiekca — ¢urkodmnucoms! (PbC) B nuanobakrepusix. Curaan quyopecueHInu
PETHCTPUPYETCS JaBUHHBIM (GoTommuonoM u orudpossiBactcst 12-0utabiM ALIIT ¢ wactoToit mopsiaka
5 Mgbibopok-c™!. CnekrpajibHas CEJIeKUUs CUrHana (IyOpeCleHIUH OCYIIECTBISIETCS Y3KOMOIOC-
HBIM (PHIIBTPOM C MaKCUMYMOM TIOJIOCHI MPOIMYCKaHUs Ha AJrHE BOJIHBI 680 HM (TonymupuHa 20 HM).
Hebomnpias yacts BO30yKIAI0IIETO N3TYYSHHS HAllPaBIIsieTCs OTBOHOM rutactuHKoi Ha PIN-doTonmon
pemnepHOro KaHasia, CIOIb3yeMOTO Il KOPPEKIIMU CHTHAJIA Ha HECTaOWILHOCTh MOIIHOCTH H3ITyde-
HUS CBETOJIMOJIA.

Memood nenuneiinoi nazepuoii ¢iyopumempuu. Meton HETMHEHHON NTazepHON (QIyOopHUMETPUN
(HJID) [5, 10, 11], ocHOBaH Ha peruCTpallii HETMHEHHON 3aBUCUMOCTH YKciia (POTOHOB (ITyopeciieH-
1K N, OT IIOTHOCTH MOTOKA (POTOHOB F' BO30YK/IAOIIET0 JIa3ePHOT0 M3TYYCHIS — KPHUBOI HACKILIe-
HUsI QITyOpecleHIINH.

[MpuHnHMNUansHOW O0COOEHHOCTHIO (POTOCHHTE3MPYIOMIMX OPraHW3MOB KaK OOBEKTOB (IIyopH-
METPUM SBJISETCS BBICOKAs JIOKaIbHas KOHLEHTpalus 1, MojeKyn (payopopopa (Xin-a) B IUrMEHT-
OenkoBOM KomiIekce poTocuHTeTHUECKOH enunuibl (1, = 10"°-10?" cm™). ITo 270l npuunHe HachIe-
HHUE (pIyopecleHIMN TPU UCTIONB30BaHUM JUTsL BO3OYKICHUSI HAHOCEKYH/IHBIX JIA3EPHBIX UMITYJIbCOB
HAYMHACT MPOSIBISTHCS yKe NPU HU3KHUX Ul TaKHX JIa3epOB 3HAUCHHAX IJIOTHOCTH MOTOKa (POTOHOB
1= 10%° cm ¢! cBA3aHO, B MIEPBYIO OYepe/lb, C CUHIICT-CHHIVICTHON aHHUTWJISIIUEH BO30YKIACHHBIX
cocrostauid (hiryopodopoB. [Ipu manmpHemeM yBeIMdeHIH HHTEHCHBHOCTH BO30YK/IAIOIIETO H3ITyde-
HUsI Bce OOJIBIIYIO POJIb B MEXaHM3ME HACBIIICHUS (IyOpeCleHIIMA HaYWHAET UrpaTh JHHAMHUYECKOE
o0eTHEHWE X OCHOBHOTO COCTOSIHUS. JTH JiBa MpoIecca U ONMPeAesioT (opMy KpUBOW HACBILICHUS
(myopectierninn @CO, ¥ OMHCHIBAONIAE WX TApaMETPbl MOTYT OBITh, B TIPUHIIMIIE, OTIPEACIICHBI U3
JKCIIEPUMEHTAIHFHOW KPHUBOW HACKHIIICHHS B PE3YJIBTATEe PEIICHUSI COOTBETCTBYIOIICH 00paTHOM 3amadun
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C UCTONb30BaHUEM NPHHATONH Moaean (pOopMHUpOBaHUsS (IIyOPECIEHTHOIO OTKIMKA (ryopodopoB Ha
UMITYJIECHOE JTa3epPHOTO BO30YKICHUE.

Jns onmcanus GpopmMupoBaHust (GIyopeceHTHOTO OTKJIMKA HAMH HCHOJIB3YeTCs MaJlollapaMeTpH-
YyecKas MOJIeJIb, OITMCHIBAIOILAs KpUBYIO HackleHus (yopecueHunu @CO kak 00beKTa ¢ BBICOKOM J10-
KallbHOW KOHIIeHTpanuel diyopodopos. B Monenu GurypupyroT Tpu 006001meHHBIX (POTOGU3HIECKAX
napameTpa: ¢ — CeueHue Bo30YKIeHHs MOJIeKyI XJI-a, YIUTHIBAOIIee KaK MPSIMOE TTOTVIOIEHHE CBETa
STUMH MOJIEKYJIaMH, TaK M TIEPEHOC SHEPTUU Ha HUX C MOJICKYJ BCIIOMOTATENbHBIX IIUTMEHTOB; T —
s dexTrBHOE BpeMs )KU3HH MOJIEKYT XJI-d, yYUTHIBAIOLIEE BCE MPOIECCHI Ie3aKTHBAIIMN BO30YKICH-
HOT'O COCTOSIHMS, KPOME CUHIVIET-CUHIVIETHON aHHUTHIISILIMK; ¥*71, — MAKCHMallbHas CKOPOCTh CHUHIVIET-
CHHIVIETHOM aHHUIUJIAINHM (Y — KOHCTaHTa CKOPOCTH, 71, — JIOKaJIbHas KOHLEHTpalus Monekyn Xi-a
B (DOTOCHHTETHYECKON SIUHUIIE).

Jlns HaceNneHHOCTH 7 TIEPBOTO BO30YKJEHHOT'O CHHIVIETHOTO COCTOSIHUSI MOJISKYN XJI-d B paMKax
ITOW MOJENH MOKHO HAIMCATh CIEAYIOIee KHHETHYECKOe YPaBHEHUE:

dn(t I‘) I(t r) . [n —n(t f):l n(l‘ 1‘) —y- nz(t r) (1)

Ywuciio ¢hoToHOB (bnyopecueHuHH 13 BO30YK1aeMOT0 06’LCMa Cpelnbl T1aeTcs BRIpaKCHUEM:

— 22 = .
N, =k, [[[d*Fdz [ n(F,z,6:1)dt @)
Vv —o0
30ech k, — CKOPOCTb M3JIy4aTelIbHOrO pacraja BO30yXAEHHOro coctosiHusl —¢uyopodopa;
n (f,z,l;]) =n (f,z, t,1 (f,t),c,t,y,no) — pemienune ypaBaenus (1); T — pajnyc-BeKTOp B morie-

PEYHOM CEUCHHH JIA3EPHOT0 MyYKa; z — KOOPMHATA BIOJIb HAMPABICHUS PACIPOCTPAHCHHUS JIA3EPHOTO
uMIyibca; ¥ — 00beM, U3 KOTOPOTo MPUHUMAETCS CUrHa duyopecteHiun. OTMETHM, Y4TO 3aBUCUMO-
CTBIO TNIOTHOCTH MOTOKA (POTOHOB BO30YKAIOIIETO U3TYUCHUS [ OT KOOPIMHATHI Z MOXKHO TIPEHEOpeYb,
MOCKOJIbKY B PEabHOM 3KCIIEPUMEHTE KOHIICHTPAIIUS MUKPOBOAOPOCIIEit Mana, U ocrabieHue azep-
HOTO M3ITyYCHHST MOKHO HE YUUTHIBATH (MIPUOIMIKEHUE ONTHYSCKU TOHKOTO CII0sT).

B skcniepuMeHTe, Kak MPaByiIo, M3MEPSIETCs 3aBUCUMOCTh OTHOCUTEIBHOTO Ynciia (OTOHOB (tyo-
pecueHuuy N, OT IIOTHOCTH HOTOKa (pOTOHOB / BO3GYXKAAKOLIETO JIA3CPHOro u3ayueHus. st nepe-
X0Jla K BEIWYMHAM, KOTOPbIC MOXHO U3MEPHUTh B aOCOIIOTHBIX CIUHUIAX, HEOOXOIMMO MPOU3BECTH
HOPMHMPOBKY 4HCIIa PETHCTPUPYEMBIX KBAHTOB (uryopecieHunn N, Ha HEKOTOPbIii PEHIepHBIi CHIHal
N, TMHENHO 3aBUCAIUI OT IIIOTHOCTH MOTOKA (DOTOHOB BO30Y K IaIOLIEro u3jlyueHus. B kauectse Ta-
KOTO PENEepHOro CHUTHAIa MOYKHO HCIIONB30BAaTh M3JyUCHHE CaMOTO Jjia3epa, HAMpaBlICHHOES OTBOTHOMN
TUTACTHHKOW BO BTOPOH (POTOMETEKTOP, & TaM, I7ie MO3BOJISIOT YCIOBUS SKCIICPUMEHTA, MOJI0CY KOMOM-
HAIIMOHHOTO PACCESIHUSI MOJICKYJIaMH OCHOBHOTO KOMITOHEHTA Cpejibl (Hanmpumep, Bojbl). OTHOIICHHE
®=N, / N, Oynem Ha3biBaTh (IyOPECLEHTHBIM HApAaMETPoM, a 3aBHUCHMOCTh @ '(/) — KpuBOI Ha-
coitieHust uryopecteHini. MnyopeceHTHBIN MapaMeTp B OTCYTCTBHE HACBIIICHUS — «HCHACHIIICH-
HLII/I (ryopecuenTHbIH apameTpy» (0003HaunM ero Kak @ ) — ceazan ¢ O(/) oueBuaHON HOPMYIION:

= hm ) (1 )

B pa60Te [10] HaMu OBLT MPEIOKEH IBYXITAIMHBIN aITOPUTM, OCHOBAHHBIN Ha allPUOPHOH HHDOP-
Malliu, KOTOpas CieAyeT u3 aHainn3a GoToPpU3MUECKUX MPOIECCOB B CUHCTEMAX C BBICOKOI JIOKATBLHON
KOHIeHTpanueil Gpayopodopos, U MO3BOJSIIONIUI ¢ JOCTATOYHO BBICOKOW TOYHOCTBHIO PA3JEILHO OINpe-
JeIsTh Bee poTopusndeckue mapaMeTpol Xi-a, purypupytoiiue B mojaenu (1). s atoro usmepsiercs
KpHUBast HACHIIECHHS (DITYOPECICHIIMH C UCTTOJIb30BAHUEM JIA3EPHBIX UMITYJIBCOB JITHTEIBHOCTRIO Ooiee
10 He (KBa3UCTAMOHAPHBIN PEKUM BO30YXKICHHS ), B ITUPOKOM JTHANA30HE U3MECHCHHUS 3HAYCHUH TUIOT-
HocTH notoka potonos (/= 10?'-10% cm >-¢c?).

Ha HauanbHOM y4acTke kpuBoi Hackimenus (npu [ = 10*-8-10% cm 2-¢!) nunamuyeckoe oOeiHe-
HUE OCHOBHOTO COCTOSIHUSI BBIPQKEHO €1a00, UM MOXKHO NpeHeOpeub U 00padaThiBaTh KPUBYIO HACKI-
IICHUS C UCTIOJIb30BAHUEM KBa3HUCTAIIMOHAPHOTO MPUONMKEHUS 110 hopmyIe:

O (1)= @, (0 + o, + o, 4-T), 3)

TIPY 5TOM OIIPEENIAOTCS 3HaYeHus nTapameTpoB D 1 A = 6-1>yn, (0, — PacCUUTAHHBIE YUCITOBBIE KO3(-
(ULMEHTDI, 3aBUCALIME OT IPOCTPAHCTBEHHO-BPEMEHHOTO PACHIPEAEICHUSI HHTEHCUBHOCTH JIa3€pHOTO
n3Iy4eHus). 3agUKCUPOBaB 3TU 3HAYCHHsI, YUCICHHO PELIaeM IBYXIIapaMeTPUUECKYI0 O0paTHYIO 3a/a-
4y C UCIOJIB30BAaHNEM BCEH KpUBOW HachleHUs ¢uyopecueHuy. OnpeaenseMblMy IapaMeTpaMy Ha
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BTOPOM 3TaIle SIBISIOTCS: 0000IICHHOES BpeMsl A€3aKTUBAIIMU BO30YXKICHHOTO COCTOSHUS T M CEUCHHE
BO30yxaeHus ¢. Jlanee, NCMONb3ysl HAWICHHOE Ha MEPBOM dTare 3HA4YCHHE mapameTpa 4, BBIYHCIsIeM
mapameTp yA,.

KpuBble HaChIIEHHST U3MEPSUTUCH C MOMOIIBI0 (DIyopuMeTpa, B KOTOPOM B Ka4eCTBE U3ITydaTes
HCIIONB30BAJICS HAHOCEKYHIHBIN TBepaoTebHblii Nd** YAG ¢ yaBoutenem 4actothl. J[IHTETBHOCTD
UMITYJIbCa Ha UTMHE BOJHBI 532 HM COCTaBIIsIa 25 HC. DHEPTHs HMITYIIbCA Ha BBIXOJIE U3ITyUaTells H3Me-
Hsuiach B auanazone 100 mxJ[x — 20 M/[k mepecTpanBaeMbIM aTTCHIOATOPOM Ha OCHOBE JIEKTPOOITH-
geckoii siueiiku [Tokkenbca. Pe3ynbTupyromias mioTHOCTh MOTOKA (HOTOHOB BaphbHPOBAIACH B HANA30HE
ot 10% 10 1.5-10% cm %¢!. Cnekrp ¢yopecleHuy mpy Bo30YKICHUH JIa3epPHBIMU UMITYIbCAMU PETH-
CTpUpOBAJICS B quana3oHe ;i BoiH 600—700 HM ONTHYSCKUM MHOTOKAaHATbHBIM aHATH3aTOPOM.

PesyabTarsl

Hzmenenusa ¢ homogusuueckux napamempax xnopoghunna-a u Xaopopuinicooepicauiux Kom-
neKcoe homocunmemuyeckozo annapama npu uzovtmounom oceeujenuu. C ucrionszoBanrem HJIO
13 KPUBBIX HACHIIIEHHUS, N3MEPEHHBIX B TEMHOTE W B YCJIOBHAX CBETOBOTO CTpecca, ObLIH Ompererne-
Hbl (poropusuveckue napamerpel Xi-a (6, T, U yn ). VI3 Tabn. 1 BUAHO MajeHUe KBAHTOBOIO BBIXOZA
(hyopecuennmu Xaopoduiia Mpu U30BITOTHOM OCBEIICHUH, UTO, B TIEPBYIO 0YEPEIh, OBIIIO CBSI3aHO C
aKTUBAIMEH MOJIEKYISIPHOTO MEXaHN3Ma JMCCHUTIAITUHN M30BITOYHOM dHEPTHH (HEPOTOXUMHUYECKOTO TY-
menns). B qanHoM cirydae 3TOT MeXaHU3M OBUT CBSI3aH C OPaHKEBBIM KAPOTHHOUICOAEPIKAIITIM OEITKOM
(Orange carotenoid-binding protein, OCP) [13]. B To e BpeMst MBI He HAOTIOMATH H3MEHEHUH B TAKUX
(hoTopm3mIeCKUX TapaMeTpax, Kak BpeMs pestakcaruy wind 3(hOEKTHBHOE CCUECHUE TTOTIIOMECHHSI. DTOT
(bakT cormacyercs MpeAbIAYIINMHI HCCIEIOBAaHUAMH, KOTOphIe TIokazanu, yto OCP-3aBucnmas auccu-
narus U30BITOYHON YHEPTHUHN CBSA3aHA C TylIeHneM (ryopecrieHnny (PUKOOMINCOM (BCTTIOMOTATENbHBIX
CBETOCOOMPAIOIINX KOMIUIEKCOB INaHOOAKTEPUI, KOTOPBIE COCTOAT U3 PA3NUIHBIX (PUKOOMIIMHOB), a HE
xjopodriconepkaiiero koMriekca muanooakrepuit [8, 12, 13]. MeI Takke HaOIIOIaIH CyIIIECTBEH-
HOE CHI)KEHHUE B CKOPOCTSAX CHHIIET-CUHITIETHON aHHUTHIISAIIAN. DTO MOKET CBUETEIHCTBOBATH O TOM,
yto OCP mpu npucoeqnHeHnn K QUKOOUINCOME BBI3bIBAET KOH(OPMAIIMOHHBIE H3MEHEHHUS B XJIOPO-
(hmnconepxarieM CBETOCOOUPAIOIIEM KOMITIIEKCE.

[Ipu Tex e 3KCIepUMEHTATBHBIX YCIOBHIX OBUTH OTpeieTIeHbI (POTOPH3UOTOTHYECKHE TapaMeTPhI
Synechocystis sp. ¢ ucnonszoBauueM FIRe dmyopomerpun (Tabdmn. 2). 3 TabauIsl BUIHO, 9TO MAaKCH-
MaJTbHBIN ypoBeHb (piyopectieHun camkaetcs Ha 30 %, B TO BpeMs KaK OCTalbHEIC TapaMeTPhl, Xapak-
TEPU3YIOIINE TPOIIeCC MOTIOMICHUS U MUTPAIIUHN SHEPTHH B XJIOPO(DUILICOAEpKAIIEM CBETOCOOMparo-
eM KOMIUIEKCe IMaHo0aKTeprid, B Ipeiesax MmorpenrHocTei, He uaMeHstorcs. [locnennee cormacyercs
C JaHHBIMH, TTOTYYECHHBIMHU C TIOMOIIBI0 METO/Ia HETMHEHHOW JIa3epHOM (IIyopOMETPHH, ITOATBEPKAAS

Tabnuya 1
DoToduznyecKkue NapaMeTpbl MOJIEKYJIbI XJI0poduLIa a HHAHOOaKTepuu Synechocystis sp.,
NOJIy4eHHbIe MeTO0M HeJIMHelHOM JiazepHoil (iyopuMeTpun

D, % T, HC o, cM? yn, ¢!
TemHOBas amanTanus 1004 0.35+0.09 (3.7£1.1)107"° (9.5 +3.3)-10"
CaeToBoi cTpece 55+2 0.39+0.10 (3.5+1.0)107t¢ (1.4£0.5)-10"

IIpumeyanne: 3Havenne @, MpUBEIEHHOE B TabiuIe, HOPMUPOBAHO Ha 3HavyeHHe @), MOMydeHHOE JUIs 00pasHoB MOCIe
TEMHOBOM aJanTaIuu.
Tabruya 2
DoTopuznoIoruyeckue nNapaMmeTpbl XJIOPO(PHIICOAEPKALLET0 CBETOCOOUPAIOLIEro KOMILIEKCa
JHKOT0 THIIA IUAHOOAKTepuil Synechocystis sp., mojiydeHHbIe IPH MOMOIIHA METOAAa HHIAYKIHH
M pesaaxkcanuu ¢uryopecueHuun

F % O gps CM P, OTH. €Il
TemHoBas afanTaius 100 +2 (3.8+£0.4)-107"° 0.33£0.05
CaeToBOH1 cTpecc 702 (3.4+0.4)1071° 0.40+0.06

[Ipumeuanue: 3Hadenue /', pUBEIEHHOE B Tabnulle, HOPMUPOBAHO HA 3HA4YEHME [, TIOTyYEHHOE JUld 00pa3loB HOCIe
TEMHOBOH afganTanuu. Bo3Oyxnenne gpayopecuenunu Ha 440 HM.
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Kyzomunos @. . u np.

OTCYTCTBHE MPSIMOTO TIEpeHOCa SHEPTUH ¢ Xyopoduiia-a Ha MoeKyibl Tymmrens. [IpencraBinenHbie
JAHHBIC JOMOJTHSIOT MPEABLIYIINE UCCIeOBAaHUS aBTOPOB 10 3Toi Teme [8], rae OblIo moka3aHo, 4To
TymeHnue (IyopeceHIINH MPH H30BITOYHOM OCBEILICHUN BBI3BAHO MPSIMBIM TyIIEHHEM (PUKOOMIIMHCO-
Jeprkaniero komiuiekca. Takum 00pa3oM, OCHOBBIBAsICh Ha pe3ylibTaTax JIByX HE3aBHCHMBIX METOJOB,
MOXXHO CZIeJIaTh OJHO3HAUHBIH BBIBOJ 00 OTCYTCTBHH MEPEHOCA YHEPTUU MEXKIY MOJEKYJIaMH XJIOpPO-
¢wna a u monekynamu tymurens (OCP).

Hzmenenusn 6 homogpusuonozuueckux napamempax xaopoguiicooeprcauieco ceemocooupa-
10uje20 KoMniexKca yuanodaxKmepuil, 6blpauieHHbIX NPU PA3IUYHBIX C6EMOGHIX ycaoguax. [ vc-
CJIC/IOBAHUS BIMSIHUS CIIEKTPATBHBIX XapaKTEPUCTHK BHEIIHETO OCBEUICHHUS Ha (POTOPHU3HOIOTHYECKUE
napamMeTpsl IHAaHOOAKTEpUH MBI BBIpALIMBAIH KIeTKH Synechocystis sp. MpH pa3iUYHBIX CBETOBBIX
ycinoBHsX (Mcronb3oBajics cBeT kpacHbIX (50 u 200 MxkD-M *¢ ') mwmm cunrux (50 u 200 MxD-M 2¢c™')
CBETOMONIOB). JIOTIOTHUTENBHO K CTAHAAPTHBIM (POTOPHUINOIOTHIESCKUM TTapaMeTpaM, OTpeeiieMbIM
IpU MOMOIIM METO/Ia MHAYKIMU W pelakcauuu (ryopecleHny, TakKe onpeaessuics koadduuuent
HE(POTOXUMHUECKOTO TYLICHUS:

NPQ=(F —F )F,’, “

riae F| — MaKCHMaJbHbIH YPOBEHb (DIIyOpECIEHIINH, ONPEIEIEHHBIA B TEMHOTE, a I ° — MakcuMaJb-
HBIl ypOBEHb (WIyOpECIICHIINU, ONpEACICHHBIH Ha CBETY. Mbl OOHAPYKWJIM yMCHBIIICHHE 3HAUCHUS
napameTpa (pOTOCUHTETUYIECKOH akTMBHOCTH (F /F ) B 0Opa3uax, BBIPAIICHHBIX Ha KPACHOM CBETY.
3aHmKeHNE 3HAYCHHUS ITOTO IMapaMeTpa BhI3BAHO BBICOKOW «(oHOBOI» (iryopeciieHnued hukoomu-
coM. B KynbTypax, BhIpallleHHBIX HA CHHEM CBETY (KOTOPBIH MOMIONIACTCSI B OCHOBHOM XJIOPO(HILIOM
a), cofepkanue (GUKOOMIMCOM MEHBIIE, YTO OBLIO XOPOIIIO BHJIHO B HU3KOTEMIICPATYPHBIX CIIEKTpaX
(hiryopeciieHIInY (IaHHBIC HE TIPUBEICHBI), TO3TOMY «(HOHOBas» (IyopecleHIs Obliia MEHbBIIIE U 3Ha-
YeHHe (POTOCUHTETHUYECKOW aKTUBHOCTH OJNHM3KO K MCTUHHOMY. 3HaueHHs Koddduirenra HedoToxu-
MUYECKOTO TYIIEHUS (ONpPEAeNsIeMOro Mo TYIICHHIO (IYyOPECUEHIIMH MPH CBEPXBBICOKHX 3HAUCHUS
MHTCHCUBHOCTH BHEIIHEH 3aCBETKH) TAK)KE CBUACTEIBCTBYIOT O PA3IMUUSIX B COOTHOIICHUU MEX Ty (hu-
KOOWJIMH- B XJIOPO(PHUILIICOICPIKAIMMH KOMIUIEKCAMHU B KJIETKAX, BHIPAIIICHHBIX HA CHHEM WJIH KPAaCHOM
cBety. [lockonbKy TyIlIeHHE TPOUCXOAUT UMEHHO B (PUKOOMIIMCOMAX, TO B KJIETKAaX, KOTOPBIE CONIEPIKAT
Oosplliee WX KOJIMYECTBO (T. €. BBIPALICHHBIC Ha KPAaCHOM CBETY), ekt TymeHus ¢iayopecieHInu
Oyznet Oosbie. B To e Bpemsl KIIETKH, BBIPAIIICHHBIE HA KPACHOM CBETY, MIMEIOT MCHbBIIINE 3HAYCHHUS
(GyHKIMOHAIBHOTO cedeHust POTOCHTEMBI 2 (G, .,), YTO MOXKET TOBOPUTH O TIOHHKEHHOM COIEPIKAHUM
(pukonmaHMHa (OTHOTO M3 MUTMEHTOB (PMKOOMIIMCOMBI) KaK CIIEJCTBHE (OTOAANTaud. DTOT (PaKT TaK-
e MTOJTBEPIKIaeTCs O0Jiee HU3KUMH 3HAYCHUSIMU TTapaMeTpa «CBI3aHHOCTH» B KIIETKAX, BBIPAIIICHHBIX
Ha KPAaCHOM CBETY, YTO O3Ha4aeT MEHBIIIYIO CTETICHb B3aUMOJICHCTBHUS MEXK]Ty CBETOCOOUPAFOIIIUMHU KOM-
IJIEKCAMH 3a CUET MOJTHOTO MIIM YaCTHYHOTO OTCYTCTBHUS MOJIEKYI (ukonmanuaa. Kpome toro, u3 Tadi.
3 BUHO, 4TO 00OPA3Ilbl, BEIPAIIICHHEIE HA CIA00M CBETY, 00JI1a/1at0T OOJIBIIICH CBETOCOOUpArOIIel aHTeH-
HOM, 4TO HEOOXOAMMO ISl COXPAHEHUSI BBICOKUX CKOPOCTEH (POTOCHHTE3a B YCIOBUSX MOHMIKCHHOTO
ocBeleHus. TakuM 00pa3oM, HalllK Pe3yIbTaThl CBUICTENBCTBYIOT O TOM, YTO CIIEKTPAJIbHBIC XapaKTe-
PUCTHKH BHEIITHETO OCBEIICHUS, 4 TAKXKE €r0 MHTCHCUBHOCTD CYIIIECTBEHHBIM 00pa30M BIIHSIOT Ha YHC-
JIO ¥ COOTHOIIEHUsI (PUKOOWIIMH- B XJIOPODUILICOAEPIKAITUX KOMIUIEKCOB U Ha COJICPIKaHUE TTUTMEHTOB

Tabruya 3
DoTodu3noIornyecKrue NapaMeTpbl CBETOCOOUPAIOLIEr0 KOMILIEKCA THKOI0 THIA HHAHO0AKTEPHUid
Synechocystis sp., noayueHHbIe TPH MOMOIIM METOAA MHAYKIUU U pejakcanun ¢ryopecueHnm,
JJ151 00pa31oB, BhIPALEHHBIX MPH PAa3JIMYHOM OCBeIlleHHH

DoTODU3NOTOTHUCSCKUI
napametrp | F /F , oTH.ex. Opgyp» CM p, OTH. e]I. NPQ, abc. en.
Pexum ocBelenus
CHUIIBHBIA KpacHBIH 0.16 £0.01 (9.1+0.1) 10-16 0.28 £0.04 2.05+0.05
Calpb1it KpacHBIT 0.36 £0.02 (10.2+0.2) 10-16 0.22 +0.03 1.65+0.06
CunbHbII CHHUH 0.52+0.03 (11.2+0.2) 10-16 0.38+0.05 0.71 £ 0.04
Cralblit cuHni 0.52+0.03 (12.0£0.2) 10-16 0.42+0.06 0.94 £0.05

[Tpumeuanue: Bo3Oyxnenune dmyopecueHnnu Ha 590 HM.
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B 9TUX KOMILIEKCaX. DTU U3MEHEHUS MIPOSBIIIOTCS B U3MEPSEMbIX (DOTO(PU3NOIOTHUECKHX MTapaMeTpax,
YTO TOBOPHUT O BO3MOYKHOCTHU OLICHKH CBETOBBIX YCJIOBHIA, TIPY KOTOPBIX POCIHU KJIETKH [UaHOOAKTepUi
in situ ipu nomotnu FIRe dmyopomerpun.

skskok

B pabote mponeMoHCTpHpOBaHBI BO3MOKHOCTH METOZ[a MHAYKIIUA U pelakcann (IryopecieHIInu
Y METOJ1a HeJIMHEHHOH J1a3epHOor (UIyOpOMETPHH, a TAKXKE UX COBMECTHOTO IPUMEHEHHUS IS NCCIIE0-
BaHUS (PU3UOJOTHYECKOTO COCTOSHUS IHaHOOaKTepwii. bpiTo oKa3aHo, 4yTo XI0pOohUILICOAepKAIIUI
CBETOCOOMpArOMNi KOMIUIEKC IIMaHOOAKTepHil He B3anMojeiicTByeT ¢ monekynamu tymutens (OCP)
IIPU UHAYKIAN He(OTOXHMHUYECKOTO TYIICHHUS TIPU M30BITOYHOM OCBelleHnH. [IpuHrMas Bo BHUMaHuE
MIPEIBITYIIINE PE3YIABTAaThI, MOXKHO CJIENIaTh BBIBOJ O TOM, YTO MOJIEKYJIBI aJNTO(UKOIIMAHWHA SBIISIOTCS
eIMHCTBEHHBIM MecToM B3amMomelicTBust OCP co cBeToCOOMparonuM KOMIUIEKCOM ITHaHOOAKTEepHUi.
Bru10 Taxoke mokazaHo, 4TO YCIOBHS OCBEIIEHHOCTH CYIIECTBEHHBIM 00pa30M BIIHSIOT HA TUTMEHTHBIT
COCTaB M COOTHONICHNE MEXTy (PUKOOMIMH- 1 XJIOPOPUILICOASPKANTUMHI KOMITIEKCAMH, YTO TIPOSIBIIS-
€TCs B OIpeeNsieMbIX (OTO(PHU3MOIOTHIECKNX ITapaMeTpax U MOXKET MCTIOIBb30BaThCs IS in Sifu Juar-
HOCTHKH IIMAHOOAKTEPHIA.

Paboma evinonnena npu noodeporcke Poccuiickoeo nayunozo gponoa (epanm Ne 14-17-00451).
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