COAEPXKAHUE

Tom 87, Ne 10, 2022

CrenpaibHbIi BBIMYCK, MOCBAMIEHHBIN MaMaTi akanemnka B.A. IllyBamosa
Penakropsi Beimycka A.A. KpacnoBckuii (Ma1.) u A.FO. Ceménon

Bnagumup AnatonbeBuu lllyBanoB
A.A. Kpacnoeckuii (ma.), A.1O. Ceménos

B.A. lllyBanoB — Bbiaatouiicss 6Mou3uK COBPEMEHHOCTU: TTePCOHATbHBIN B3IISA
A.1O. Ceménos

MareMaTtryeckoe MOJIEIMPOBaHKE 3JEKTPOHHOIO TPAHCIIOPTa B IEPBUYHBIX IIpolieccax
¢dorocuHTe3a (0630p)

I 10. Puznuuenko, H.E. beasesa, U.b. Kosanrenxo, T.K. Anman, C.H. ITopaues, A.C. Macaaxos,

T 1O. I1atocuuna, B.A. @edopos, C.C. Xpywes, O.B. Hdxosnesa, A.B. Pyoun

OxuclieHe TUIaCTOXUHOJIA — JIMMUTHUpPpYIOITad CTaausd B HECIU IMEPEHOCA SJICKTPOHOB B XJIOpOILIacTax

JLIO. Yemuiniox, A.H. Tuxonos

Boinenenue Bogopoaa ¢poroaBToTpodHbIMU KyJabTypamu Chlamydomonas reinhardtii
IIPY HEAOCTATKE YITICKUCIOTHI
B.U. Ipeuanukx, M.A. Boavwaros, A.A. Llbieanxos

M3MeHeHre CHMMETPUH TEPEHOCA JIEKTPOHA B peaKLIMOHHBIX LIEHTPaxX (hOTOCUCTEMHI |
IIPY YIAJICHUU XKeJIe30-CePHBIX KJIacTepOB
A.A. Cyxanos, M. Jl. Mamedos, I E. Munanoeckuii, K.M. Caauxos, A.FO. Cemenos

O MexaHM3Me CeIEKTMBHOIO XMMUYECKOTO 3aMelleHUsT 0akTepruodeodUTUHOB
B peaKLIMOHHBIX LIeHTpaX Rhodobacter sphaeroides R-26
A.A. 3abeaun, B.b. Kosanes, A.A. Illkyponamos

CesleKTUBHOE BO30YXAeHME KapOTMHOUI0B CBeToCcOOMparolx Komriekcos LH2
Allochromatium vinosum IpUBOAUT K OKUCIEHUIO OaKTepruoXIopoduIa
HU.b. Knenuna, 3.K. Maxuesa, A.A. Mockanenxo, H.U. Ilpockypskos

BiusHue punvpunamosia Ha SHEPru3aluio MeMOpaH U MPOIeCChl MUTPALIMU SHEPTUU
B xpoMarodopax Rba. sphaeroides
I1.11. Hokce, E.I1. Jlykawes, b.H. Kopsamosckuii, H.X. Ceigpyrauna, C.H. Topsues,
D.C. Aanaxsepoues, B.3. Ilawenko

CBoiicTBa MYTaHTHBIX (DOTOCMHTETUUYECKUX PEAKIIMOHHBIX IICHTPOB MyPIYPHOIT OaKTepun
Cereibacter sphaeroides ¢ 3ameriennem M206 Ile ~ Gln
T.1O. @yguna, O.A. Tpemuukosa, A.M. Xpucmun, PA. Xamwinos, JI.I. Bacuavesa

Kommnekc LH2 u3 cepHoii 6akrepuu Allochromatium vinosum — NpUPOAHBIN CEHCOP
CHHIJIETHOTO KHCJIOpoaa
3.K. Maxneesa, T.H. Cmonosa, M.A. boavuwakos, A.A. Mockansenko

C-KapoTuH: reHepaiys 1 TyleHre CUHITICTHOTO KMCI0pOoaa, CpaBHEHUE ¢ (PUTODIYMHOM
A.A. Awuxmun, A.C. bendumkuc, A.A. Mockanenxo, A.A. Kpacnoeckuii (ma.)

CpaBHeHUe aOCOpOIIMOHHON NMHAMUKYU CUHIJIETHBIX BO30YXXIEHHBIX COCTOSTHUI XJ10pOPUIIIOB a U d
M.A. Yepenanos, A.A. Ilemposa, M.JI. Mamedos, A.U. Buwnesckas, ©.E. Tocmes, U.B. llleaaes,

A.B. Aibyu, B.A. Haomouernko
PEI'YJISIPHBIE CTATbA

I/I)ICHTI/I(I)I/IKB.HI/IH IF€HOB KaHaJIbHBIX POJOIICUHOB B 3€JICHLIX U KpI/I]'[TO(l)I/ITOBBIX BOOOPOCIAX

benoro u YepHoro mopeit
O.B. Kapnosa, E.H. Bunoepadosa, E.C. Jlobakosa

3HaunMocTb aKcrpeccun peuerntopa NOTCH1 nnst nporpeccun KapLuyuHOM JIETKOTO
M TOJICTOM KUIIIKY YeJIOBEKa
M.B. Bacunvesa, H.B. Xpomosa, b.Il. Konnun, B.b. Jlyeuna, I1.b. Konnun

Bnusiaue nHoknayHa Cc2d la/Freud-1 B runmokamiie y Mpimreit itmauu BTBR Ha aytuctnaecku-

nomoo6Hoe nmopeaeHue, cepoToHnHoBBIe 5-HT 4 1 nopamuHoBeie D2-perienTopsl,
1 Ha BHYTPUKJIETOYHBIE CUTHaAJIbHbIe yTH creb 1 NF-kB
H.U. beaokonvimosa, E.M. Kondayposea, E.A. Kyauxosa, T.B. Havuubaesa,
B.C. Haymenko, H.K. Ilonosa

1347

1348

1350

1372

1388

1400

1412

1425

1434

1447

1459

1471

1483

1492

1505

1514



CONTENTS

Vol. 87, Issue 10, 2022

Special Issue Dedicated to the Memory of Vladimir A. Shuvalov
Guest Editors Alexander A. Krasnovsky, Jr. and Alexey Yu. Semenov

Vladimir A. Shuvalov
A. A. Krasnovsky, Jr. and A. Yu. Semenov

V. A. Shuvalov as an Outstanding Biophysicist of Our Time: Personal View
A. Yu. Semenov

Mathematical Simulation of Electron Transport in the Primary Photosynthetic Processes (Review)
G. Yu. Riznichenko, N. E. Belyaeva, I. B. Kovalenko, T. K. Antal, S. N. Goryachev, A. S. Maslakov,
T. Yu. Plyusnina, V. A. Fedorov, S. S. Khruschev, O. V. Yakovleva, and A. B. Rubin

Plastoquinol Oxidation: the Rate-Limiting Step in the Chain of Electron Transport in Chloroplasts
L. Yu. Ustynyuk and A. N. Tikhonov

Hydrogen Production by CO, Deprived Photoautotrophic Cultures Chlamydomonas reinhardtii
V. I. Grechanik, M. A. Bol’shakov, and A. A. Tsygankov

Change in Electron Transfer Symmetry in the Reaction Centers of Photosystem |
upon Removal of Iron-Sulfur Clusters
A. A. Sukhanov, M. D. Mamedov, G. E. Milanovsky, K. M. Salikhov, and A. Yu. Semenov

On the Mechanism of Selective Chemical Exchange of Bacteriopheophytins in Reaction Centers
of Rhodobacter sphaeroides R-26
A. A. Zabelin, V. B. Kovalev, and A. Ya. Shkuropatov

Selective Excitation of Carotenoids of the Allochromatium vinosum Light-Harvesting LH2 Complexes
Leads to the Oxidation of Bacteriochlorophyll
1. B. Klenina, Z. K. Makhneva, A. A. Moskalenko, and 1. 1. Proskuryakov

The Effects of Dipyridamole on Membrane Energization and Energy Migration Processes
in the Rba. sphaeroides Chromatophores

P. P. Knox, E. P. Lukashev, B. N. Korvatovskiy, N. Kh. Seifullina, S. N. Goryachev,

E. S. Allakhverdiev, and V. Z. Paschenko

Properties of Mutant Photosynthetic Reaction Centers of Purple Non-Sulfur Bacteria Cereibacter
sphaeroides with Substitution M206 Ile — Gln
T. Yu. Fufina, O. A. Tretchikova, A. M. Khristin, R. A. Khatypov, and L. G. Vasilieva

LH2 Complex from Sulfur Bacteria Allochromatium vinosum — Natural Singlet Oxygen Sensor
Z. K. Makhneva, T. N. Smolova, M. A. Bolshakov, and A. A. Moskalenko

C-Carotene: Generation and Quenching of Singlet Oxygen, Comparison with Phytofluene
A. A. Ashikhmin, A. S. Benditkis, A. A. Moskalenko, and A. A. Krasnovsky, Jr.

Comparative Absorption Dynamics of Singlet Excited States of Chlorophylls ¢ and d
D. A. Cherepanov, A. A. Petrova, M. D. Mamedov, A. 1. Vishnevskaya, F. E. Gostev, 1. V. Shelaev,
A. V. Aybush, and V. A. Nadtochenko

REGULAR PAPERS

Identification of the Channel Rhodopsin Genes in the Green and Cryptophyte Algae
from the White and Black Seas
0. V. Karpova, E. N. Vinogradova, and E. S. Lobakova

Significance of NOTCH1 Expression in the Progression of Human Lung and Colorectal Cancers
M. V. Vasileva, N. V. Khromova, B. P. Kopnin, V. B. Dugina, and P. B. Kopnin

Effect of a Cc2d la/Freud-1 Knockdown in the Hippocampus in BTBR Mice on Autistic-Like
Behavior, Serotonin 5-HT;, and D2 Dopamine Receptors and Intracellular Signaling
Pathways CREB and NF-xB
1. 1. Belokopytova, E. M. Kondaurova, E. A. Kulikova, T. V. Ilchibaeva, V. S. Naumenko,
and N. K. Popova

1347

1348

1350

1372

1388

1400

1412

1425

1434

1447

1459

1471

1483

1492

1505

1514



BUOXUMUA, 2022, mom 87, evin. 10, c. 1347

Bnanumup AnatonseBuu IllyBanos
13.10.1943 — 08.01.2022

DOI: 10.31857/50320972522100013, EDN: BBITAC

Hacrosimumnii  cOOpHUK MOCBSIIIEH TaMSITU
akagemuka Bmamumupa AnatonbeBuya IllyBanoBa
U COCTaBJeH M3 pabdOT ero Koyuler U YYeHUKOB.
Bnagumup AHaTobeBUY ObLT yUEHUKOM aKageMUKa
A.A. KpacHosckoro 1 npodeccopa ®.D. JIuTsuHa.
OH OblT BBIIAIOIIMMCS OMOMDU3UKOM MHUPOBO-
ro maciurtaba, 6e3yCcJOBHBIM JUIEPOM B 00JIacTU
ouopuszuku ¢orocuHtesa B Poccuu. IlyBanon
cliejiaJl OCHOBOIIOIATralolIe OTKPBITUSI B 00JIaCTH
MEXaHM3MOB TIEPBUYHBIX peakUunil (POTOCHHTE-
3a U (HaKTUYECKM CO3Iall POCCUICKYI0 HAyYHYIO
IIKOJIYy TI0 M3YYEHUIO CBEpPXOBICTPHIX IpOILEC-
COB IiepeHoca 3JIeKTpoHa B (POTOCMHTETUUYECKUX
peakUMOHHBIX lLIeHTpax. B TeueHne MHOTMX JieT

B.A. llysaynoB 6bu1 nupekTopom MHcTUTYTaA (hO-
TocuHTe3a (Tenepb MHCTUTYT (hyHIaMEHTaJIbHbIX
npoosiem 6uonoruu PAH B IlymunHo). OH ObLI
OpPraHM3aTOPOM U MHOTOJIETHUM 3aBelyOIINM
otaenom ¢otoouopuzuku HUUM  pusuko-xu-
Mmuueckoit ouonorun umenu A.H. benosepckoro
MTY, B nocaenHue roabl akTuBHO padotan B DULL
Xumuueckas puzuka umeHu H.H. Cemenosa PAH.
Bnanumup AHaToiabeBUY OBLT YEJTOBEKOM BBICO-
KOI KyJIBTYphl U IIIMPOKUX MHTEPECOB B HAYKE U B
uckycctBe. OH ObUT TPUHIUTTUATBHBIM, 00asTeb-
HBbIM W JOOpOXenaTeIbHbIM YeJIOBEKOM, IIeIpO
JNEIVBIIUMCS CBOUMHU HUIESIMM C COTPYAHUKAMU
U YYEHUKaMU.

IIpuenrawénnuvie pedaxmopol
IIpogh. A.A. Kpacnosckuii
IIpogh. A.IO. Ceménos
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Hacrosmass pabGoTta TmocBsllieHa MOaMsSITU KpyMHeHIIero ydyeHoro B ob6jactu Ouodusuku (oTo-
cuHte3a — Bmagumupa AmnartonbeBuya lIllyBamoBa. B crathbe KpaTKo paccMaTpUBAIOTCSI COBMECT-

HBIE PabOTHI

aBTopa ¢ B.A. IllyBajioBBIM II0 WHCCIeOOBaHMIO OaKTepHaIbHBIX (OTOCUHTETUYEC-

CKUX pPeaKklMOHHBIX LEHTPOB, a Takxke (otocucteM 1 M 2 U3 LIMAHOOAKTEPUIl M BBICHIMX PACTEHUIA.

K/IIOYEBBIE CJIOBA: B.A. lllyBanos, 6uodusuka ¢hoTocuHTe3a, POTOCUHTETUUECKNE PEaKIIMOHHBIE LICHTPHI,

IEPEHOC DJICKTPOHOB, Q)CMTOCCKyHHHaH CIICKTPOCKOIIHA.

DOI: 10.31857/50320972522100025, EDN: BBSDKQ

Haie corpynHuuecTBo ¢ Bnagumupom AHaTo-
npeBuueM IllyBanoBsiM Havanoch B 1985 r 8 HUU
¢usuko-xumuueckoii ouonorun umeHu A. H. beno-
3epckoro MI'Y. IlepBbie pabOThI ObLIM MOCBSIIIEHBI
HCCJIEAOBAHUIO JIEKTPOT€HHBIX peakliuii B peak-
IMOHHBIX HeHTpax (PLI) cepHoii mypnypHoit ¢do-
TOCHHTEe3Upymwollell 0akrepun Rhodopseudomonas
(Blastochloris) viridis. PLI w3 R. viridis ctan nepBbIM
MeMOpaHHBIM OEJIKOM, IIJIsi KOTOPOro ObLia TMoJy-
yeHa TpEXMepHasi CTPYKTypa ¢ aTOMHBIM pa3spe-
meHueM [1, 2]. 3a aty padoty B 1988 1. P. Xy0Gepy,
N. eiizenxodepy u X. Muxento Obl1a IpUCYXIe-
Ha HoGeneBckas npemus no xumuu. Comnocraniie-
HUE OTHOCHUTEJIbHBIX BKJIAJOB OTACAbHBIX CTaaWi
repeHoca 3apsaoB B CyYMMapHBI BJEKTPOreHe3
C TIPOEKIMSIMU PACCTOSIHUI MEXIy PpeloKC-KO-
(hakTOpamMu Ha HOpMaJlb K TUIOCKOCTU MEeMOpaHbBI
MO3BOJIJIO CAEIaTh BaXKHBIN BHIBOJ O HEOAHOPOI -
HOM XapakTepe pacrpeacieHus] TUINeKTPUISCKOM
npoHunaemMocty BHyTpu 6enka PLI. ITo atoii Teme
B 1986—1988 rr. HaMu ObIJIO OMYOGJIMKOBAHO He-
CKOJIBKO cTaTeii, KOTOpble IOJYYMJIM OOJbIIOEe
LIMTUPOBAHUE, a CaMO HalpaBJIeHUE CTaJI0 BECbMa
YCTELIHO pa3BuBaThes |3, 4].

B 2005 r. B UHCTUTYTE XUMUUYECKOU (DU3UKU
uMm. H.H. CeménoBa PAH y Hac ¢ B.A. IllyBajioBbiM
Hauajachb COBMecCTHasl paboTa Mo (GheMTOCEKYH/I-

Hoil crniekTpockonuu ¢orocuctem (PC) 1 u 2.
Bmecte ¢ B.A. Hagrouenko, O.M. CapKuUCOBbBIM,
N.B. lllenaesbim, M.J1. Mamenoseim, D E. T'ocTe-
BoiM A.A. IIkypomatoBeiM, A.A. 3a0eIuMHBIM U
H.A. YepernaHOBBIM HaM yaajoCh UCCIEI0BaTh K-
HETUKY TepBUYHBIX peaKluii TepeHoca 2JIEKTpOHa
B PLI nmurmeHT-6enkoBbix Komiiekcop @C 1 u 2,
OIpEeNeTUTh MPUPOIY MEPBUYHBIX TOHOPOB M aK-
LIETITOPOB 2JIEKTPOHA, a TakXke MPUOIU3UTHCI K
MOHUMAHUIO MOJIEKYISIPHOIO MeXaHU3Ma CBEpX-
OBICTPOIO MEPBUYHOTO pa3AeIeHUS 3aPSI0B B 9TUX
KoMIIeKcax [5—9]. Otu paboThl MPOAOIKAIOTCI U
ceifuac, M B UX ycriexe HeJib3sl NepeoleHUTh POJib
Bnanumupa IllyBanoBa, KOTOPBIA SIBJISIIICS MUPO-
BbIM 9KCIIEPTOM B U3YYEHUN MEXaHU3MOB ITE€PBUY-
HBIX peakluii B porocuHTeTnueckux PLI.
Bragumup IllyBanoB ObLT HE TOJBKO BbIIA0-
IIUMCSI YYEHBIM, HO U O0asITEIbHBIM YEJIOBEKOM,
LIEAPO AETMBIIMMCS CBOUMU UAESIMU C COTPYIHU-
KaMU 1 yYEHUKaMHM. Y HETo ObLT HECOMHEHHBII 1ap
HayJYHOI MHTYMUIIUM, OTlepekaBIlieil BpeMsi, U MHO-
rue ero (pyHaaMeHTalbHblEe TMITOTE3bl, BHAUajIe He
MPUHMUMAaBIIMECS HaAyYHBIM COOOIIIECTBOM, MTO3HEE
MOJIyYaJIu SKCIIEPUMEHTATbHOE MOATBEPKICHUE.
OTBJIeKasICh OT HAYKU, 5 XOUy KOPOTKO CKa3aThb
0 yeJoBeuyecKUX KayecTBax Bmamumupa. OH ObLT
OYeHb HEOOBIYHBIM YEJIOBEKOM, CITIOKOWHBIM, J10-

I[MpuHsTeie cokpameHus: PLl — ¢oTocuHTeTUUECKMIT pEaKLIMOHHBIN LIEHTP.
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BJIAIVUMUP LLIYBAJIOB

OpoxenaTeIbHbIM, HECTaHAAPTHO  MBICISIIUM,
WHTEPECYIOIIMMCSI MCKYCCTBOM, B OCOOEHHOCTHU
My3bIKOi. OH MOT BHMMATEeJbHO BBICIYIIATh COOe-
ceaHrKa, yOenuThb B CBOEI MpaBoOTe, a MHOIIA 1aXe
U3MEHUTDH CBOIO TOUKY 3PEHUSI.

Baanumup 1llyBanoB, HECOMHEHHO, 3aii-
MET JOCTOWHO€ M 3aKOHHOE MECTO B KOrop-

1349

T€ BBIJAIOIIMXCI OTEYECTBEHHBIX OMO(GU3UKOB
Beaen 3a M. ®pankom, A.A. KpacHOBCKUM,
M.B. BonbkenmteitnoMm, JI.A. batoMeHdenbaom
U IPYTUMU.

S 6narogapeH cyab0e 3a TO, YTO MHE JIOBEJIOCh
0JIM3KO COTPYAHUYATh U He(OpMaJIbHO 0OIIATHCS
C OTUM 3aMevaTeJIbHbIM YEJIOBEKOM.

CITMCOK JIMTEPATYPHI

1. Deisenhofer, J., Epp, O., Miki, K., Huber, R., and
Michel, H. (1984) X-ray structure analysis of a
membrane protein complex: electron density map
at 3 A resolution and a model of the chromophores
of the photosynthetic reaction center from
Rhodopseudomonas viridis, J. Mol. Biol., 180, 385-398,
doi: 10.1016/s0022-2836(84)80011-x.

2. Deisenhofer, J., Epp, O., Miki, K., Huber, R.,
and Michel, H. (1985) Structure of the protein
subunits in the photosynthetic reaction centre of
Rhodopseudomonas viridis at 3 A resolution, Nature,
318, 618-624, doi: 10.1038/318618a0.

3. Dracheva, S. M., Dracheyv, L. A., Zaberezhnaya, S. M.,
Konstantinov, A. A., Semenov, A. Yu., et al. (1986)
Spectral, redox and kinetic characteristics of high-
potential cytochrome ¢ hemes in Rhodopseudomonas
viridis reaction centers, FEBS Lett., 205, 41-46, doi:
10.1016/0014-5793(86)80862-6.

4. Dracheva, S. M., Dracheyv, L. A., Konstantinov, A. A.,
Semenov, A.Yu., Skulachev, V.P., et al. (1988)
Electrogenic steps in the redox reactions catalysed
by photosynthetic reaction centre complex from
Rhodopseudomonas viridis, Eur. J. Biochem., 171, 253-
264, doi: 10.1111/j.1432-1033.1988.tb 13784.x.

5. Shelaev, 1.V., Gostev, F.E., Mamedov, M.D.,,
Sarkisov, O. M., Nadtochenko, V. A., et al. (2010)
Femtosecond primary charge separation in photo-

system I, Biochim. Biophys. Acta, 1797, 1410-1420,
doi: 10.1016/j.bbabio.2010.02.026.

6. Shelaev, 1.V.,, Gostev, F. E., Vishnev, M.I.,
Shkuropatov, A.Ya., Ptushenko, V.V., et al
(2011) P680 (PDIPD2) and ChlDI1 as alternative
electron donors in photosystem II core complex-
es and isolated reaction centers, J. Photochem.
Photobiol. B Biol., 104, 44-50, doi: 10.1016/
j.jphotobiol.2011.02.003.

7. Nadtochenko, V. A., Semenov, A. Yu., and Shu-
valov, V. A. (2014) Formation and decay of Pgg(Pp—
Pp,)*Pheop,” radical ion pair in photosystem 11 core
complexes, Biochim. Biophys. Acta, 1837, 1384-1388,
doi: 10.1016/j.bbabio.2014.01.026.

8. Cherepanov, D.A., Shelaev, 1.V., Gostev, F E.,
Mamedov, M. D., Petrova, A.A., et al. (2017)
Mechanism of adiabatic primary electron transfer
in photosystem I: Femtosecond spectroscopy upon
excitation of reaction center in the far-red edge of the
Q, band, Biochim. Biophys. Acta, 1858, 895-905, doi:
10.1016/j.bbabio.2017.08.008.

9. Cherepanov, D.A., Shelaev, 1.V., Gostev, F.E.,
Aybush, A.V., Mamedov, M.D., et al. (2020)
Generation of ion-radical chlorophyll states in the
light-harvesting antenna and the reaction center of
cyanobacterial photosystem I, Photosynth. Res., 146,
55-73, doi: 10.1007/s11120-020-00731-0.

V. A. SHUVALOYV AS AN OUTSTANDING BIOPHYSICIST OF OUR TIME:
PERSONAL VIEW

A. Yu. Semenov!?

! Belozersky Institute of Physical-Chemical Biology, Lomonosov Moscow State University,
119992 Moscow, Russia; E-mail: semenov@belozersky.msu.ru

2 Semenov Federal Research Center for Chemical Physics, Russian Academy of Sciences,
119991 Moscow, Russia

This work is dedicated to the memory of the largest scientist in the field of biophysics of photosynthesis —
Vladimir Anatolyevich Shuvalov. The article briefly discusses the joint work of the author with V. A. Shuvalov
on the study of bacterial photosynthetic reaction centers, as well as photosystems I and I from cyanobacteria

and higher plants.
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IMpencraBiaeH 0630p MaTeMaTUYECKUX MoOJeNell 3JIeKTPOHHOTO TPAHCIOpPTa M COMNPSIKEHHBIX MPOLIECCOB
B (poTOCHMHTETMYECKOM MeMOpaHe, pa3paboTaHHBIX Ha Kadenpe 6MoDU3MKU OMOJTOTUYECKOTO (haKyibTeTa
MOCKOBCKOTO TOCyTapcTBEHHOTO YHUBepcuTeTa uMeHn M.B. JlomoHocoBa. OmnrcaHbl AeTalbHble KUHETH-
YyecKue MOJIENIU MPOLIECCOB B MeMOpaHe TUJIaKOMIa Ha OCHOBE arapata auddepeHImanbHbIX ypaBHEHUI.
DduTtupoBaHre MOACTBHBIX KPUBBIX 110 JAHHBIM CIIEKTPaJIbHBIX U3MEPEHUI TTO3BOJMUIIO OLIEHUTh 3HAYCHUSI
apaMeTpOB, HEMOCTYITHBIX MPSIMOMY 3KCTIEpUMEHTAIbHOMY U3MepeHUI0. BEpOSITHOCTHBIN METOI areHTHO-
ro MonenupoBaHusi MoHTte-Kapio npeactapisieT LIMPoOKKUe BOZMOXKXHOCTH [Tl U3yUeHUs AMHAMUKY TeTepo-
TeHHBIX CUCTEM Ha OCHOBE TTPaBWJI TTOBEICHUSI MHANBUIYATbHBIX 3JIEMEHTOB CUCTEMbI. AJITOPUTMBI YIIPO-
IIEHHOTO MPEACTaBIeHUSI OOJBIITNX MACCUBOB JAHHBIX ITO3BOJIVIIN B IMHAMUKE TTPOCIIEINTD 32 U3MEHEHUSIMU
(boTrocmHTETMYECKOTO anmapara B Xoie pocTa KyJbTYphl B (hOTOOMOPEAKTOPE U B LIEJISAX IKOJIOTUIECKOTO MO-
HuTopuHra. C mMoMoIIb0 GPOYHOBCKUX U MOJIEKYJISIDHBIX MOJIEJIeii OMMCaHO IBUXXKEHUE U B3aUMOIEHCTBUE
WHIVBUIYAIbHBIX OEJTKOB — MePEHOCYMKOB JIEKTPOHOB, U U3y4eHa POJIb DJIEKTPOCTATUIECKUX B3aMMOIeH-
CTBUI B PETy/IsiMM KOHGOPMAIIMOHHBIX U3MEHEHMI B peaKIIMOHHBIX KOMIUIeKcaX. PazpaboTtaHHbIe HAMU
MPpsSIMbIE MHOTOYACTUYHBIE MOJIEJIN B SIBHOM BUJI€ MOJACIUPYIOT OPOYHOBCKYIO M1 (hy3UI0 MOABUKHBIX Oe-
KOBBIX TIEPEHOCYMKOB M UX DJIEKTPOCTATUUECKUE B3aUMONEUCTBUS ¢ MYJITU(MEPMEHTHBIMU KOMILIEKCAMU
KaK B pacTBOpe, TaK M B T€TEPOreHHOM MHTephepe OnoMeMOpaHbl. COBMECTHOE UCIOJIb30BaHNE METOIOB
KUHETUYECKOTO Y OPOYHOBCKOTO MHOTOYACTUYHOIO U MOJICKYJISIPHOTO MOJICMPOBAHUS TTO3BOJISIET U3y4YaTh
MeXaHU3MBI PETYIISIIIAN TIETOCTHOM CUCTEMBI SJIEKTPOH-TPAHCTIOPTHBIX TIPOIIECCOB PACTeHUI U BOTOPOCeit
Ha MOJIEKYJISIPHOM M CYOKJIETOUHOM YPOBHSIX.

KIIFOYEBBIE CJIOBA: ¢hoTocuHTe3, 2JIGKTPOHHBIN TPAHCITOPT, (PJIyOpeCeHIIMs, KWHeTUUYeCKUue Moieu, Opoy-
HOBCKHME MHOTOYACTUYHBIE MOIEIN, MOJICKYJISIPHOE MOICIIUPOBaHNUE.

DOI: 10.31857/50320972522100037, EDN: BBSUGZ

BBEJIEHHNE

KuBble cuCTEMBI MPENCTaBISIOT CO0O0M maje-
KH€ OT TEPMOIMHAMUYECKOIO paBHOBECUST OTKPbI-
THIE 110 BEIIECTBY M SHEPIMHU cUcTeMbl. B poToCcHH-
TETUYECKOM MeMOpaHe IMPOMCXOIUT IONIOLIEHNE
SHEPIUY CBeTa, WHULMUPYIOIIEH CIOXHYIO CO-
BOKYITHOCTb B3aMMOIEUCTBYIOIIMX ITPOLIECCOB, B
OCHOBE KOTOPbIX JICXKHUT 3JIEKTPOHHBIN TPaHCIIOPT

MO0 TaK Ha3blBaeMOUN (HOTOCUHTETUUYECKON Lienu
MEepeHOCUNKOB 2JeKTpoHa. Ha mnepBbIx sTamax
oKMcaeHne (OTOAKTUBHOIO TMUIMEHTA MPUBOIUT
K pa3fiefieHUIo 3apsa0B U MEPBUYHOMY 3allaCaHUIO
SHEPrUuu B BUJE TPAaHCMEMOPAHHOTO 32JIEKTpUYe-
CKOro morteHuuana. JanbHeHIunii mepeHoc saeK-
TpOHA 1O (POTOCUHTETUYECKON LIEMU COTPSIKEH C
TPaHCIIOPTOM MPOTOHOB M 00pa30BaHUEM TpaHC-
MeMOpPaHHOIO 2JIEKTPOXUMUYECKOIO MOTeHIUAaNA.

[Mpunsarteie cokpamenus: MDA — MeTOI MyJIbTURKCIIOHEHIIMAIBHOM arpokcumanuu; Cyt bg f — HIUTOXPOMHbBIE KOMILIEKCHI;
Fd — ¢peppenokeun; FNR — ¢eppenokcun-NADP*-penykrasza; Pc — mnactounanun; PQ — rtactoxunon; PSI u PSIT — mynbTu-

¢epmeHTHBIE KOMILIEKCHI (poTocucteM I u I1.
* Anpecar i1t KOppeCIOHIeHLIVH.
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OO0pa3oBaHHbIE B pe3yJibTaTe TMHEMHOIO 3JIEKTPOH -
HOTO TpaHCHOpPTa BOCCTAHOBJIEHHbBIE COETMHEHUS
NADPH gBasiorcss BaxkHeHIIUMM KodaKkTopaMu
nukia dukcamuu yriaepona KanbBuHa—beHcoHa,
MPOTOHBI, «3aKauyaHHbIE» B JIIOMWUHAJILHOE IIPO-
CTPAHCTBO UCMOJIb3YIOTCSI MOJEKYJISIPHOU Mallu-
Hoii, ATP-cunTazoii, nis cunte3a ATP uz ADP u
HeopraHudeckoro ¢docgara [1—-10].

MaremaTudyeckue M KOMITbIOTEPHBIE MO
JIAI0T BO3MOXHOCTD OLIEHUBATh 3HAYEHUS MMapaMeT-
poB (hOTOCMHTETUYECKOTO arrapara 1Mo JTaHHBIM
SKCIEPUMEHTOB U U3YYaTh MEXaHWU3MBbl PETYISIIUU
MPOLECCOB TpaHC(hOpMallMKU BEIIeCTBA U 9HEPTUU
npu QotocuHTese. g MepBUYHBIX TPOLIECCOB
(poTocHHTE3a IKCIEPUMEHTAbHO OIpPEAeTIeHbI
KOHCTaHThl CKOPOCTEM OTIACNBbHBIX 3JIeMEeHTap-
HBIX CTaAMI KaK B pacTBOpax, Tak U B HATUBHBIX
cucteMax [10]. KuHeTuky mnepeHoca 3JeKTPOHOB
Mo (OTOCUMHTETUYECKON I1IEMM M COIMPSKEHHBIX
MPOLECCOB MpeoOpa3oBaHUs SHEPTUHU B (POTOCUH-
TETUYECKOl MeMOpaHe MOXHO HEIOCpPeICTBEH-
HO pPErucTpupoBaTh IMpPU BO30OYKIEHUU KOPOT-
KVMMU MOIIHBIMU BCIIBIIIKAMU CBETA C TTIOMOIIbBIO
CMEKTpaJbHbIX MeTOAOB (nuddepeHIaibHas
CIEeKTPOCKOMNUs, (IyopecleHTHbIE METOAbI, Me-
TOM 3JEKTPOHHOTO MapaMarHUTHOIO Pe30HaHCa).
DTU METOAbl TMO3BOJSIOT B PeajbHOM BpEMEHU
OIpeNesATh CKOPOCTU OBICTPBIX M3MEHEHUU CO-
CTOSIHUM OTHAENbHBIX KOMIIOHEHTOB CHUCTEMbI B
HauyaJbHBIX cTanusax (poTocHHTe3a. Bo3MOXHOCTD
HEIOCPENCTBEHHOM OLIEHKM KOHCTAHT CKOpOCTei
aJIEMEHTapPHBIX PEeaKIIUii SBJISIETCS CYIIECTBEHHBIM
MPEeUMYIIECTBOM CUCTEMbI TIEPBUYHBIX ITPOLIECCOB
(poTocuHTE3a MO CpaBHEHUIO C OOJIBITMHCTBOM
OMOJIOrMYECKUX MPOLECCOB, MJIsI KOTOPBIX OIpe-
JleJIEeHUe KOHCTAHT CKOPOCTEH OTHENbHBIX CTa-
WA peakuMid TIPEeaCTaBJISIETCSl CIOXHOMU 3amadeit.
Tak, peructpupyeMasi B OMOXMMUYECKUX IKCIIe-
pUMEHTax KMHETHKa OOBIYHBIX (PEPMEHTATUBHBIX
peakuuii oTpaxaeT JMIIb 3Talbl 00pa30BaHMS
U pacrnaga (GepMeHT-CyOCTpaTHBIX KOMILIEKCOB
(HO He 2JIeMEHTapHBIX B3aMMOJEUCTBUIA B HUX),
KOTOpbIE TIPOTEKAIOT I10 KBAHTOBO-XMMUYEC-
KM MEXaHU3MaM B HAHOCEKYHIHOM BpPEMEHHOM
JIrara3oHe.

OcCHOBHBIE YYaCTHUKM Mpoliecca (POTOCUHTE-
TUYECKOTO 3JIEKTPOHHOIO TpaHCIOpPTa — MYJIBTU-
(epmeHTHBIE KOMIIEKCHI (hoTocuctemsl 11 (PSII),
LIUTOXpOMHBIe KOoMIUTeKChl (Cyt b f), KOMILJIEKCHI
¢otocuctemsl I (PSI) — BcTpoeHBI B OUCIOMHYIO
JIMITIUAHYIO MeMOpaHy M oOecrneyrBaloT Hallpas-
JICHHBIII TIepeHOC 32JIeKTpoHa 4epe3 (hOTOCUHTE-
THYecKyto MeMOpaHy (puc. 1). IlocpenHukamu
mexny Cyt bg f 1 PSI aBasiorcss Mmojekybl Oenka
miactouuanuHa (Pc), nuddynaupyroiiye B 1o-
MmeHe. BocctanoBnenue Mosiekya NADP, Heobxo-
JUMBIX B LIMKJIE (PUKCALIMU YIJIepoaa, OCYIeCTBIIS -
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10T TIOIBUXKHBIE B CTPOME MOJIEKYJIBI HEQOJIBILIOTO
oenka ¢deppenokcuHa (Fd). B mociaenHue rombl
MEeTOIaMU BJIEKTPOHHOU ToMoTrpadu U KPUOTeH-
HOM MUKPOCKOIIUM aKTUBHO M3y4aeTcs CIOXKHAas
(opMa rpaHaJIbHBIX U CTPOMAJIBHBIX JIaMeI, a
TakKXKe TeTepOreHHOe paclipeie/ieHrue KOMIUIeK-
coB PSII, PSI, Cyt bs f[11—14].

[lepBble KMHeTMYECKUE MOAENU (HOTOCUHTE-
3a [15—16], Kak ¥ MoIeIu APYTruX OMOXUMUYECKUX
MPOLIECCOB, ObIM OCHOBAHbI HA 3aKOHE NEUCTBY-
IOIIMX Macc, KOTOPBI MIACUT, YTO CKOPOCTh B3au-
MOJIEMCTBUSL JBYX BEIECTB IPOIOPLMOHATbHA
MPOU3BEIEHUIO KOHIIEHTPALM HSTUX BEIIECTB.
DTOT 3aKOH CIPaBEIUIUB TOJBKO B CIy4ae ObICTPO-
ro MOJIHOTO TMepeMeIlIMBaHus, KOrJa AOCTaTOYHO
0O0JIBIIOE YKMCIIO MOJIEKY KaXI0ro BEIeCTBa CBO-
6omHO TudGYHIUPYIOT B 00beMe. B aToM ciyuae
CKOPOCTh p€aKIIMM MOXHO CUYMTaTh MPOMOPIIUO-
HaJIbHOI BEPOSITHOCTU CTOJIKHOBEHUM IBYX MoJIe-
KyJI pa3HOIO TUIA.

B pesynbrare MHOTOUMCIEHHBIX 3KCHEpPU-
MEHTaJIbHBIX  MCCJIeNOBAaHUN  (OPMUPOBATUCH
MpeaCTaBIEHUs O CTPYKTYpe (POTOCUHTETUYECKOM
MeMOpaHbl. B koHie 60-x rr. XX Beka MpUIILIO
MOHMMaHUe TOro hakTa, YTO KOMIIOHEHTHI (o-
TOCUHTETUYECKOM 1IeNK He TUlaBaloT CBOOOTHO B
nuToruiazMe. POTOCUHTETUYECKUE PEAaKIIMOHHBIC
LIEHTPHI TPEACTABIISIIOT COO0U MYIBTU(EPMEHTHbIE
KOMIUIEKChI, BCTPOCHHbIE B MEMOpaHy, a B3aMMO-
neiictBue corocuctem PSI u PSII ocymiectBiusitoT
MOABVKHBIE TIEPEHOCUMKU. DTU TMPEACTaBICHUS
BbI3BaJIM K XXU3HM MOSIBJIEHUE Mojesieil, rae ¢do-
TOCUHTETMYECKMIT PeakIMOHHBIN LIEHTp paccMar-
pUBaeTcs Kak enuHoe lenoe. B mepBbIX Takux
Monensix [17, 18] mepeHocC ajieKTpoHa B Ipeaesax
($OTOCUHTETUUYECKOTO peakKMOHHOTO eHTpa PSII
paccMaTpuBaCcsl KaK CTPOTO YIOPSIOYEHHBIN Te-
peXol MEXIYy COCTOSIHUSIMU KOMILIeKca, OTJIMya-
IOIIMMUCS 3apsaaMyu Ha OTIAEbHBIX KOMITOHEHTAX
9TOro KOMILJIEKca, IPU 3TOM IMePeXo/l JEKTPOHaA C
JIOHOPHOM Ha aKIENTOPHYI CTOPOHY KOMILIeKca
UHULMUpoBaics ceetoM. B MoHorpagpuu Pyou-
Ha u IllunkapeBa [19] u3nOXeHBI MaTeMaTUye-
ckoe 00OCHOBaHME M METOIbl aHaju3a MepeHoca
9JIEKTPOHA B MYJIBTU(hEPMEHTHBIX KOMILIeKCaX.
[TpruMeHeHMe BTOro MeTonma sl OMMCaHUs Tpo-
11€CCOB B BbIJIEJIEHHBIX KOMILJIEKCaX PEaKIIMOHHbBIX
LIEHTPOB OakTepuit u ¢potocuctem I u Il onucaHo B
ctaThbsix [20—22] u kHUTax [23—26].

B ocHoBy GoiblIMHCTBA MOAEIEH MPOLEeCcCOB
nepeHoca ayieKTpoHa B npenenaax PSII monoxeHa
MOJIe/Ib 00paTUMON paguKajabHOU mapsl [27—29],
B KOTOpPOIi MpeamnoaraeTcsi, YTo Npu OCBEIICHUU
MoJjieKyJa (OTOCUHTETUUYECKOIO PeaKIMOHHOIO
neHTtpa P680 HaxomuTcs B 3KCUTOHHOM pPaBHOBE-
CHU ¢ MOJIeKyJlaMu xJlopoduia aHTeHHbI. B3aun-
MoelicTBUe akienTopHoit yactu PSII onuckiBatot
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COIIACHO KOHIICTIIMHY JBYX3JIEKTPOHHOTO 3aTBOpa
(two electron gate, TEG-model) [30—31].

B kauecTBe TepeMeHHBIX paccMaTpUBAIOTCS
KOHLIEHTPALMU COCTOSIHUI (DOTOCUHTETUYECKO-
ro peakiuoHHoro ueHtpa [32—37]. CpaBHeHUe
C DKCIEPUMEHTOM MPOBOAMUTCS IO MHAYKIIMOH-
HBIM KPUBBIM (PJIyOpECIIEHIIMU, PETUCTPUPYEMBIM
MpU pa3HbIX pexumax ocBelleHus. B psge pador
MOJENUPYIOTCS JTUHEUHBIM U LUKIWYECKUU TTYyTU
nepeHoca a1ekTpoHa yepe3 PSI [38—44], a Takxke
MPOILIECChl B3aMMOAEICTBUS ¢ LIMKIOM (prKcaluu
yriepoaa KanbBuHa—beHcoHna [45—49]. O630p
Mojeield  (DOTOCMHTETUYECKOTO  BJEKTPOHHOTO
TPaHCIIOPTa U COTPSIKEHHBIX ITPOLIECCOB MOAPOOHO
npeacrasjieH B paborax Stirbet et al. [10, 50] u ap.

B paGorax Hameii rpynisl [39—41, 51—-55] npu
OIKMCaHUU TTPOLIECCOB MEPEHOCca BJIEKTPOHA B Mpe-
Jenax MyJabTU(EPMEHTHBIX KOMIUIEKCOB, BCTPO-
€HHBbIX B (OTOCMHTETMUYECKYI0 MeMOpaHy, MHC-
MOJIb3YIOTCSI OOBIKHOBEHHbIE UM (P epeHIInaTbHbIe
ypaBHEHUS JJISI BEPOSITHOCTE COCTOSIHUM 3THUX
KoMIIeKCoB. COCTOSIHUSI KOMITJIEKCA OTIIMYAIOTCS
PEIOKC-COCTOSITHUSIMU  OTACJIbHBIX KOMITOHEHTOB
KOMILJIEKCa, HAJIMYMEM MYCTHIX WU 3arOJTHEHHbBIX
CaiiTOB, B KOTOPBIX MOTYT 3asIKOPUBAThCS TTOIBUXK-
Hble MEPEHOCUYMKU BJIEKTpOHa (Kak B ciaydae Qg
carita PSII), HanuuueM MpOTOHUPOBAHHBIX TPYTIII.

KoHcTaHTBI cKOpocTeit IepexoaoB MexXIy CO-
CTOSTHUSIMU KOMILIEKCA MOTYT ObITh Pa3IUyYHbI 11T
KOMIUIEKCOB B pPa3IMYHBbIX KOH(pOPMallMOHHBIX
COCTOSTHUSIX, [IJ151 KOMIUIEKCOB, JTOKAJIM30BaHHBIX B
rpaHaJbHOM WM CTPOMAIbHOM YacTSIX TUJIaKOW/IA,
a TaKXKe MOTYT 3aBUCETh OT APYTUX MEPEMEHHBIX U
MapamMeTpoB CUCTEMBbI (TeMIlepaTyphbl, TpaHCMEM-
OpaHHOTO 3JIEKTPUYECKOTO TOTeHIIMala, BHEII-
HEro BJIeKTPUYECKOro mojst U T.1a.). KOHCTaHTHI
CKOpOCTeil mepexoaa MeXIy COCTOSTHUSIMU 3aBU-
CAT TaKXe OT (POTOMHAYLIMPOBAHHOIO JIEKTpUYE-
ckoro noreHuuana. Ilepexomabl MeXIy COCTOSIHU-
MU CUCTEMbl XapaKTepPU3YIOT OPUEHTUPOBAHHBIM
rpad MepexonoB MEXAY COCTOSTHUSIMU, JUJISI BEPO-
ATHOCTEl KOTOPBIX 3amMChIBAIOTCA YpaBHEHUS,
JIMHEWHbIE OTHOCUTEJIbHO BEPOSITHOCTEN 3TUX
coctosiHuii. [Tpu 3TOM KOHCTaHTBI CKOPOCTEIi me-
PEXOI0OB MEXAY COCTOSIHUSMU MOTYT 3aBUCETh OT
YCJOBUI1 OCBEILIEHUS, OT JEKTPUUYECKUX 3apsIiOB
Ha OTHEJIbHBIX TMEePEHOCUYMKAX, BXOISIIMX B CO-
cTaB (POTOCMHTETMYECKOIO PEaKIMOHHOTO IIeH-
Tpa [56, 57], a TakKe OT KOHLIEHTPALIWii IPOTOHOB
B JIIOMEHE U CTPOME WJIM OT KOHIIEHTpAaLMii MO/~
BMDKHBIX MIEPEHOCUYUKOB (KOHLEHTPAUU MOJIEKYIT
nyJia ractoxuHoHoB (PQ) Ha akuenTopHoOit cTo-
pone PSII, Pc — Ha momuHanbHO cTopoHe PSI
u Fd — Ha cTtpomanbHoit ctopone PSI). TToatomy
B 00IlleM ciiydyae ypaBHEHMs, ONMCHIBAIOIIME Te-
PEXOobl MEXKIY COCTOSTHUSIMU (DOTOCUHTETUYECKUX
MYJBTU(MEPMEHTHBIX KOMILJIEKCOB, HEJIMHEHHbIE.

PU3HHNYEHKO u np.

KoH1eHTpalust onpeaeseHHOro COCTOSIHUS BCETO
MYJBTU(DEPMEHTHOTO KOMILJIEKCA paBHA MPOMU3BE-
JIEHUIO BEPOSITHOCTU 3TOTO COCTOSIHUST HAa KOHIICH-
Tpauuio koMmruiekca. [TogpobHoe onrcaHue METO-
J1a TTIOCTpOeHUs rpada COCTOSTHUI MPENCTaBIeHO B
pabote Rubin u Riznichenko [22], anroput™m mno-
CTpoeHUs1 rpada COCTOSIHUM (hepMeHT-cyOocTpar-
HOTo KoMIliekca Ha rpumMepe koMmrekca Cyt b f,
colepxkaiiero 256 cOCTOSIHUi, MPUBENEH B CTaThe
YcruHuHa u coasrt. [58].

Hpyroii TMN B3aMMOIENCTBUII KOMIIOHEHTOB
LIeny TiepeHoca BJEKTPOHA MPOSBISIETCS Ha Tex
yyacTKax (hOTOCHMHTETUYECKOI BJIEKTPOH-TpaHC-
MOPTHOM LIeNu, TIe B MEepeHOoce BJIEKTPOHA MpPU-
HUMAOT yJyacTUe TOIBUXKHBIE TTEPEHOCYUKU. DTO
B3aumoneiicteue komruiekca PSII ¢ muroxpom-
HBbIM KOMILJIEKCOM Ha YPOBHE IJIACTOXWHOHA, 111-
TOXPOMHOTO KoMILIeKkca ¢ KomruiekcomM PSI Ha
YPOBHE IJIaCTOLIMaHWHA, ydyacTue heppenoKCrHa
u ¢peppenokcuH-NADP*-peaykraszsl (FNR) B nu-
HEWHOM M LIMKJIWYECKOM TPAHCIIOPTE 3JIEKTPOHA
Ha cTpomajbHoit ctopoHe PSI. B tunakounmHoit
MeMOpaHe KUHeTUYeCKUe MapaMeTpbl B3aUMOJIEi-
CTBUSI KOMIUIEKCOB C MOABUXHBIMU TEPEHOCUM-
KaMM OIpeAesIsIoTcs Kak BpeMeHeM auddy3un
MOABMKHOTO TIEPEHOCUYMKA K COOTBETCTBYIOLIEMY
KOMILJIEKCY, TaK U BEPOSTHOCTBIO <«ITPaBUIBHOM»
MOoCanKM (OKMHTA) TMTOABUKHOTO MepeHOCYrKa Ha
COOTBETCTBYIOIMI CAUT HA MOHOPHOM W/ aKLETI-
TOPHOI cTOpoHEe KoMIliekca. BaxkHyo posib 3aech
UrparoT napameTpbl AU @y3un MOABUXKXHOTO Tie-
pEeHOCUYMKa B COOTBETCTBYIOIIEM KOMITApTMEHTE
(PQ — BHyTpU MeMOpaHbI, Pc — B momeHe, Fd — B
CTPOMAJIbHOM TMIPOCTPAHCTBE), a TAKXKe FeOMETPUS
peakuMoOHHOro obbeMma. DGHGhEKTUBHOCTh B3aM-
MOJICHCTBUSI B 3HAUUTEJIbHON MeEpe OMpPEAEsIeTCs
BJIEKTPOCTATUYECKUMU B3aUMOJEUCTBUSIMU  JIO-
KaJbHBIX 3apsIIOB aTOMHBIX TPYIII Ha MOBEPXHO-
CTU JOHOpa U akienropa. MMeHHO 3TW y4yacTKu,
[J€ CKOPOCTb MEpeHoca 3JEeKTPOHA 3aBUCUT OT
MPOCTPAHCTBEHHOM OpraHu3aluuu MeMOpaHbl U
xapaktepa Auddy3nuu MepeHOCUMKOB, SIBISIOTCS
00BEKTOM PETYJISILIMU CO CTOPOHBI 1IeJ0N KIIETKU.
Jns1 onmucaHusl NMPUPOALI B3aUMOACHCTBUS TIOM-
BUXKHBIX TEPEHOCYMKOB € (POTOCMHTETHYECKU-
MM MYJBTU(GEPMEHTHBIMM KOMILJIEKCaMu Ooliee
aZIcKBaTHBIMU TMIPENCTABISIOTCS HE KHUHETUYECKUE,
a TIpSIMbIE METOJbI KOMITBIOTEPHOTO MOJEINPOBa-
HUE, CIMOCOOHBIE OIMMCHIBATH JBUKEHME OTIETb-
HBIX MAKpPOMOJIEKYJT U UX aHCaMOJIeid.

B uiesiom, cucteMa 371eKTpOHHOIO TpaHCcHopTa
MEePBUYHBIX MpPOIeCCOB (OTOCUHTE3a TPENCTaB-
JISIET COOO0M CJIOKHYI0O MHOTOYPOBHEBYIO CUCTEMY.
[Mpoucxonsiiue B Heil MPOIECCH UMEIOT Pa3inyg-
HYIO MTPUPOAY U CUJIBHO OTJMYAIOTCS 110 BPEMEHHU.
MonenvpoBaHMe pa3IUdHbIX ITPOLIECCOB B €NMHOI
CHCTeMe TIepBUYHBIX MpOoIeccoB (POTOCUHTE3a
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TpeOyeT pa3HbIX MaTEMaTUYECKUX M KOMIIbIOTEP-
HBIX TTOIXOI0B.

B nanHoM 0630pe MbI He MpeTeHayeM Ha ToJI-
HOTY OIMCaHUS BCEX METOA0B MaTeMaTUYECKOTO U
KOMITBIOTEPHOTO MOJEIMPOBAHUS, MPUMEHSIEMBbIX
B HacTosIee BpeMs IS OMUCAHMST TEPBUYHBIX
npoueccoB ¢orocuHTesa. IlocaenHuit TmoapoO-
HbIii aHAIUTUYECKUN 0030p MCTOPUU Pa3BUTHUS
HauOosiee IIMPOKO Pa3BUTOTO0 KUHETUYECKOTO
MOJEJIMPOBAHUSI M COBPEMEHHBIX KUHETUYECKUX
MojeJieil TIepBUYHBIX IIPOLIECCOB JaH B pabore
Stirbet et al. [10]. B staHHOM 0030pe Ha MpuMepe pe-
3yJIBTaTOB Pa0bOT TPYIIbI MaTeMaTUYECKOTO MOJIe-
JIMpOBaHUS Kadeapbl OMOPU3UKU OMOTOTUYECKO-
ro ¢akynsreta MI'Y umenu M.B. JlomoHOCOBa MBI
MbITaeMCsl 1O0Ka3aTh BO3MOXHOCTH KMHETUYECKO-
ro, CTOXaCTUYECKOTro, MHOTOYaCTUYHOTO U MOJIEKY-
JISPHOTO MOJEIMPOBAHUsS TPU BOCIPOM3BEICHUU
in silico HEKOTOPBIX XapaKTEPUCTUK TMEPBUYHBIX

Pacxop,
NADPH
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MpoleccoB (POTOCUHTE3A, B OTHOLLIEHUU KOTOPBIX
UMeIoLLIMecs SKCIepruMeHTalbHbIe JaHHbIE TTO3BO-
JISIIOT MTPOBECTU Bepu(UKALINIO MOAEIEH.

MOJEJ/Ib ®OTOCUHTETUYECKOI'O
OJIEKTPOHHOI'O TPAHCIIOPTA
N COITPAXKEHHBIX ITPOLIECCOB
B TUJTAKONIAHOU MEMBPAHE 3EJTEHBIX
PACTEHUU U MUKPOBOJOPOCJIIEN

BonbmHCTBO paHHUX Mojeneit (poTocuHTe-
TUYECKOTO 3JIEKTPOHHOIO TPAHCIIOPTa ONMUChIBAIU
npoliecc nepeHoca 3jekTpoHa B mpenenax PSII,
KOTOpasi SIBJSIETCS OCHOBHBIM UCTOYHUKOM (DJ1yo-
pecuenuuu [32, 33, 36—38, 59—61].

B paborax Haieit rpynmbl [54, 55, 62] 6buta
pa3paboraHa aetanbHasg monaenb PSII, nia uneH-
TUDUKAUU TapaMeTPOB KOTOPOI ObLIU MCIOJb-

VA
hga

NADPH
STy

PSlI
dnyopecueHumna
QA\,;
NP
~>P680
H,O
1/20,
2H*
+ H*
TunakoungHasn
membpaHa
— ADP+P,
cl- Crpoma
ATP-cuHTasa ATP —"Pacxop, ATP

Puc. 1. Cxema riporieccoB, paccMaTprBaeMbIX B 0000IIIEHHOM KMTHETMUECKOW MOIENIN TIepBUYHBIX TTpotieccoB (hotocuHTesa. PSI,
PSII — dorocuctemst I u 11; bf — uuroxpomHblii bs f~komruiekc; Chl — xmopodust anteHHbl; P680 1 P700 — murMeHThI peakiim-
OHHBIX 1IeHTpOB poTtocutem Il u I; Q4 — mepBUYHBII XMHOHHBII aklienTop 31eKTpoHoB PSII; by u by — HU3KO- U BBICOKOMO-
TEHIIMAJbHBIN reMbl uToxpoma b; FeSg —xkenezocepHnlii ieHTp Pucke; f— nutoxpowm f; FeS, — akuenTtopHsliii komrieke PSI;
PQ — mactoxunoH; PQH, — nmnacroxunon; Fd — deppenoxkcun; Pc — miacrounanud; R-COO~ — OydepHbie rpyniibl. 3HaK1
«+» 1 «—» TIOKa3bIBAIOT, UYTO B PE3y/IbTaTe CBETOMHAYIIMPOBAHHBIX MPOLIECCOB JIIOMEH TIJIAKOUIA 3aPSKAETCS TTOJIOKUTENBHO,
a cCTpoMa XJIoporuiacTa — OTpuLaTtenbHo. JlIomaHble cTpesky 0603HayaloT MOTOKU KBAaHTOB MalaloLIero cBeTa v uiyopecleHLIUIO.
ToHKMMU CTperKaMU MTOKa3aH MepeHoC IEKTPOHOB 10 IeTN JIEKTPOHHOTO TpaHcmopTa 1 motoku noHoB H*, K* u Cl™ moce
BKIIOYeHUs1 ocBelieHus [40]. PucyHok BocripousBeneH ¢ U3BMEHEHUsIMU ¢ pa3pelineHus Springer Nature: Springer Nature B.V.
Photosynthesis Research, 140, 1—19, doi: 10.1007/s11120-019-00627-8, «Analyzing both the fast and the slow phases of chlorophyll
a fluorescence and P700 absorbance changes in dark-adapted and preilluminated pea leaves using a Thylakoid Membrane model»,
aBTOpHI: Belyaeva, N. E., Bulychev, A. A., Riznichenko, G. Yu., Rubin, A. B., © 2019
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30BaHbl JTaHHbIE peTUCTpaluu (IyopecleHINN
MocCJie OCBEIIeHUsI 00BbEeKTa KOPOTKOU (HC) HaChl-
mamiei jgazepHoit BcmbllKkoi. IIpoBeneHHOe
(utupoBaHuEe pPE3yJBTAaTOB MOJEIMPOBAHUS IO
SKCIEPUMEHTATbHBIM JaHHBIM TO3BOJIMJIO TOJY-
YUTb OLIEHKU TEX MapaMeTPOB CUCTEMBI, KOTOPbIE
HETOCTYITHBI U151 9KCIIEPUMEHTaJbHOIO MTOAX0/1a, B
YaCTHOCTU, KOHCTAHThI CKOPOCTel Oe3bI3/TydaTeib-
HOI peflakcaluu B peakuuMoHHoM LieHTpe PSII,
KOTOpbIE€ CYIIECTBEHHO 3aBMUCSIT OT MHTEHCUBHO-
ctu ocBemeHust [63]. Ipu GOIBIIMX MHTEHCUB-
HOCTSIX TTOTOK 9HEPTUU B TEILIO MOXKET COCTaBJISITh
1o 30% nornoieHHOo (OTOCUHTETUYECKUM O0b-
€KTOM DHEpPruM cBeTa [63], obecreunBas 3aliuTy
CHCTEMBI OT YCKOPEHHOTO 00pa3oBaHUsl aKTUBHBIX
¢opm kucnopoaa. Monennr PSII mo3Bosser Boc-
MPOU3BECTU peaibHble KMHETUYECKHE HU3MEHe-
HUsI, TMPOSIBJISIOIIMECS Ha HapacTamlleM yJacTKe
WHAYKIIMOHHON KPUBOK (piyopeclieHIIMU B IHa-
IMa30He BpeMEH OT MUKPOCEKYH/I, 10 CEKYH/IbI.
HMHbopMalmoHHoe 3HaYeHNe MHIYKIIMOHHOM
KpUBOI (pIyopeclieHIIUM HEe HCUYepIbIBaeTCsl €e
HapacTalollMM Yy4acTKOM. XapakTep WHIYKIMOH-
HOI KpUBO# (bJIyOpPECLEHLIMU B XOAE POCTa Kyjb-
TYpbl U B HEOJArONPUSITHBIX YCIOBUSIX XXKU3HU aB-

PU3HHNYEHKO u np.

TOTPO(HBIX OPraHW3MOB CYIIIECTBEHHO MEHSETCS
TakKe Ha 0oJjiee MEIJIEHHOM «CHafalolieM» yJyacT-
Ke. 15 mpaBUJIbHOM MHTEpNpEeTallui U3MEHEeHU I
BbIXOJa (QJIyOpECLEHIIMM Ha OOJIbIIIMX BpeMeHax
HEOOXOIMM YYeT IPOILIECCOB IepeHoca DJIeKTPO-
HOB He ToJIbKO B nipenesiax PSII, Ho u panbHemmit
JIMHEWHBIN IyTh 3JIEKTPOHA YEPe3 LIUTOXPOMHBIN
koMIiekec U PSI, HUKINYecKuil OTOK 2JIEKTPO-
HOB BOKpyr PSI u apyrue ajbrepHaTHBHbBIE MTyTH
MepeHoca 2JIEKTPOHOB, a TakKXXe COMPOBOXAA0-
IIMe BJEKTPOHHBIM TpaHCIIOPT Mpouecchl Hedho-
TOXUMMYECKOTO TYIIEHUS. DTU TPOIECChl C pa3-
HOI CTEeTeHbIO JeTaau3alii BKJIIOYEHbI B MOJETU
Stirbet et al. [10, 34], Lazar [38], Belyaeva et al. [39—
41] u Ebenhoh [42]. Cxema nipouieccoB B pOTOCUH-
TETUYECKON TUJIAKOUIHON MeMOpaHe, YYTEHHBIX B
KUHETUYECKON MOJeNu, pa3padaTbiBaeMOl HaMmu,
npeacTaBieHa Ha puc. 1 U MoapoOHO ornucaHa B
pabotax Belyaeva et al. [39, 40]. M3HauanbHbIE
BEpPCUU MOJEJIM MpeAcTaBlieHbl B 0ojiee paHHUX
Halux padotax [22, 25].

Mogenb npolieccoB B TUJIAKOUIHONH MeMOpa-
He (T-M) BkiOYaeT MoaApoOHYIO CyOMOae/b, OMU-
ChIBAIOIIYIO Mepexoabl Mexay coctosiHusimu PSII,
U CcyOMOAeIM IIepeXoJ0B MEXIY COCTOSTHUSIMU

a 6
2
4,0 -
B
<
3,0
Ty o
L
=2,0 = 20
L g
1,0
0
0
103 101 10 103 10° 10-3 10-1 10 103 105
Bpewms, mc Bpewms;, Mc
Puc. 2. Pe3ynbraTel GUTHPOBaHUS MOICIIH ITPOLIECCOB B MeMOpaHe THakonaa (a). DKcrepuMeHTalIbHbIe KPUBBIE (hJIyopecIieH-
MU xJjopoduia a (- - - - ) ¥ KpUBbIE MOTIOMIEHUST AAgg, (- ) 3aperuCTPUPOBAHBI HA LEJbIX TUCTbIX Pisum sativum, anarnTu-
POBAHHBIX 15 MUH B TEMHOTE, IIPU OCBEIIEHUH KPACHBIM CBETOM; OCBellleHHOCTh 200 MKM (hOTOHOB * M2 - ¢~ (MAKCHUMYM W3-
nydenust 650 um). Bpemst peructpauuu 30 ¢. MoneabHble KUHETUYECKUE KpuBble nHAyKuu diyopeueHunn (FL, ———) u

OKHUCJIIMTEIbHO-BOCCTAHOBUTENIbHBIX TIpeBpalleHuii poroatusHoro nurmMenra PSI (P700*, — - — - —) Xopoll10 BOCIIpOU3BOAST
SKCIEepUMEHTAJIbHbIE TaHHbIe HA BpeMeHHOM uHTepBajie 10 30 c. 6 — [lonyyeHHble HA MOAEIU TMHAMUYECKNE KPUBbIE U3MeE-
HEHUSI BO BPEMEHU XapaKTEPUCTUK DHEPTU30BAHHOTO COCTOSIHUS (DOTOCMHTETUYECKON MEMOpPaHbI MOC/e BKIIOYEHUSI CBETA.
Kpusble nnaykuuu dayopecueHunu (FL, ————) u penokc-npeppaienuii P700 (— — —) dutupoBaHbl 1o aKcnepuMeHTab-
HBIM TaHHBIM (CM. pUC. 2, @ ¥ TIOANUCH K HeMy). AW(t) — 31eKTpUUeCKUil TpaHCMeMOpaHHBIM ToTeHIHaI (— - — - —), pH momeHa
(GRERE ), pH crpombr (------- ). Takke 1moka3aHbl U3MEHEHUSI BO BDEMEHU KOHCTAHT CKOPOCTEI PEryJIsITOPHBIX TTPOLIECCOB; KOH-
CTaHTBI CKOPOCTH PeaKILNU TUCCUTIALIMU 9HEPTUH B aHTeHHe KDAnt (- - - - - ) 1 KOHCTaHTBI ckopocTu B3umoneicteus Fd ¢ FNR
Ha akuentopHoit ctopone PSI (kFNR, — - - — - - —) [40]. PucyHoK BocnipousBeneH ¢ U3MEHEHUSIMU C paspelieHust Springer
Nature: Springer Nature B.V. Photosynthesis Research, 140, 1-19, doi: 10.1007/s11120-019-00627-8, «Analyzing both the fast and
the slow phases of chlorophyll a fluorescence and P700 absorbance changes in dark-adapted and preilluminated pea leaves using a
Thylakoid Membrane model», aBTophl: Belyaeva, N. E., Bulychev, A. A., Riznichenko, G. Yu., Rubin, A. B., © 2019
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komriekcoB Cyt bgf u PSI [39, 40, 56]. Ilepe-
Hoc a1ekTpoHa oT Cyt bs f Ha PSI ocyuiectBaser
MOABUXKHBIN B JIIOMEHE MepeHoCcYuK Pc, mpuHu-
Maromuii 31ekTpoHbl oT Cyt f (oOpallleHHOI B
JmoMeH cyobenuHunbl Cyt by f) U ITOHUPYIOLIMIA
BJIEKTPOHBI Ha ¢oToakTuBHbIM mMrmMeHT P700.
AKLenTupyroT 3JeKTpoHbl ¢ PSI moaBuxxHbie B
ctpome MoJiekysabl Fd, KoTopble mprHUMAIOT y4ya-
CTHE B JIMHEHHOM U LIUKJIUYECKOM 3JIEKTPOHHOM
TpaHcnopTe. B3auMonelicTBUe HOHOPHBIX U aK-
LIENTOPHBIX KOMITOHEHTOB KOMIUIEKCOB C TOMI-
BVDKHBIMM TIEPEHOCUMKAMU OTMMUCHIBAETCSI C T10-
MOIIIbIO 3aKOHA AEHCTBYIOIIMX MacC. YpaBHEHUS
JUIST KOHILIEHTpalMU TMPOTOHOB Ha CTPOMAaJIbHOM
1 JIIOMUHAJIBHOM CTOpOHE MeMOpaHbI OMUCHIBA-
IOT COMpPSDKEHUE MepeHoca 3JIEKTpOHa C TpaHC-
MEeMOpaHHBIM TIEPEHOCOM TPOTOHOB M paboTy
ATP-cuHTa3bl, y4YUTHIBAE€TCS pOJb Oy(hepHBIX
rpynn. B Monens Belyaeva et al. [40] BKJIIOueHBI
He(OTOXMMUYECKOE TYIIEHUE U PETYJsILUs, CBSI-
3aHHas ¢ aktuBamueit FNR, omocpenytomeit kak
JIMHEeHBIN TpaHCcTIOPT 2JieKTpoHOB Ha NADH, Tak
M, YaCTMYHO, UMKIMYECKUI DJIEKTPOHHBIM MOTOK
Bokpyr PSI. [Ins ¢putupoBaHus Moneand Hapsiay ¢
KPUBBIMU MHAYKIUU (PIYOPECIEHIIMU UCIIOIb30-
BaHbl 3KCIIEPUMEHTAIbHbIe KPUBbIC PEIOKC-TIpe-
BpameHuii P700 Ha BpeMeHax OT MUWJIIMCEKYHI
1o 30 ¢ (puc. 2, a).

Ha puc. 2, 6, Hapsay ¢ (pUTUPOBAaHHBIMU 10
BKCIEePUMEHTATbHBIM JTaHHBIM KPUBBIMU WHIYK-
1uu QIyopecueHINU U peaoKc-MpeBpalieHuit ¢hpo-
ToakTUBHOTO nurmMeHTa P700, mpencraBiieHbl U3-
MEHEHUSI BO BPEMEHU BEJIWYMHBI 3JEKTPUUYECKOTO
rnoTeHlMaaa Ha MeMOpaHe, pH JtoMeHa 1 CTpOMBI,
KOHCTAHTBI CKOPOCTU HE(POTOXMMUIECKOTO TYIIIe-
Hus. Mojenb Mo3BOJIsIeT MPOCISIUTh B TMHAMUKE
COOTHOIIIEHHWE 3TUX BEJIMYUH U TTPOBEPUTH NUMEIO-
LIMECs TUTIOTE3bl 00 UX PEryJSITOPHOI POIU.

B mocnenHue roapl pasiMYHBIMU HAyYHBIMU
rpynmnaMu pa3paboTaHbl MOMAEIU, YYUTHIBAIOIIME
Mpolecc MUTpallMK BHEIITHE YacTu cCBeTocoOupa-
tomieit anteHHbl PSII x PSI u o6paTtHO. OTH 11po-
1IeCChl, Ha3bIBaeMble «State transition», mpoucxo-
JIAT B OCHOBHOM IPM BBICOKON WHTECHCHMBHOCTH
OCBElleHUSI. YMeHbllass 3(OEKTUBHBIN pa3zMep
AHTEHHBI U, KaK CJIEeICTBUE, YMCIO KBAHTOB HEP-
Iy, TONAaaoIMX Ha PeaKIIMOHHBIN LIEHTP, OHU
MpeaoTBpallaloT pa3pylIUTeSIbHOE NEeHCTBUE MH-
TEHCUBHOTO O0JlydeHHUs. YUET 3TUX MPOLIECCOB MO-
3BOJISIET HA MOJIeJIM KaYECTBEHHO BOCIIPOU3BOAUTD
(opMy cnapatolieit yacTu MHIYKIMOHHON KPUBOM
dayopecueHuuu [34, 42, 44].

B Hameit pabote [41] mpu ommMcaHUM TIPO-
1IECCOB B TUJAKOUIHON MeMmOpaHe IIMaHOOaKTe-
puii, conepxxaHue koMmriekcoB PSI koTopbix 3Ha-
YUTEJABbHO BbILIE KoJndyecTBa KoMiiekcoB PSII,
TakKKe YYUTBIBAETCS MPOLIECC MepeHoca MOABUXK-
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HOI yacTu cBeTocoOuparolieii aHteHHbl oT PSII
rpaHaJibHOM yacTu Tiiakouaa K PSI — B ctpoMaiib-
HOI 1 MapruHajJbHOU ee yacTu. Crneuunduueckue
CBeTOCOOMpAIOIIMEe AaHTEHHbI IIMAaHOOAKTEpUid
(bukoOmUIMCOMBI) 007aAaI0T BBICOKOW MOIBUK-
HOCTbBIO, YTO IMO3BOJISIET 3TUM MUKPOOPTraHMU3MaMm
obecneunBaTh 3¢ (HEKTUBHBIN (POTOCUHTE3 U TIpe-
JOTBpaIlath (GOTONECTPYKIIMIO B IIMPOKOM Jua-
Ma30He MHTEHCUBHOCTE OCBEIleHUS. YUeT 3TUX
MPOLIECCOB B MOJIE/IM IMO3BOJIMJI ONMCATh KUHETUKY
dayopecueHuuu u poronpespaieHuit P700 uua-
HOBBIX OakTepuit Synechocystis sp. PCC 6803 npu
BbIcoKO# (3000 MKM doroHOB - M2 ¢') u cpen-
Heit (1000 MKM ¢poToHOB M2 - ¢~') OCBELIEHHOCTU
Ha BpeMeHaX OT MWUIMCEKYH 10 HECKOJIbKUX MU~
HyT [41, 64].

Takum o00pa3oM, KMHETMYECKHWE MOMAEIU Ha
ocHoBe nuddepeHIuaIbHbIX YPaBHEHUI JIST Be-
pOSATHOCTEl  COCTOSIHMI ~ (DOTOCUMHTETUYECKUX
MUTMEHT-0EJIKOBbIX KOMILJIEKCOB M ypaBHEHUIA
XUMUUYECKON KUHETUKU JIsI TOABMXKHBIX MIEPEHO-
CYMKOB M TpaHCMEMOpaHHBIX MOHHBIX ITOTOKOB
MO3BOJISIIOT HAOMI0AaTh in Silico AMHAMUKY U3Me-
HEHUS BO BPEMEHM BEJIMYMH, He HaOJI0JaeMbIX
SKCMEePUMEHTAIBHO, B YACTHOCTHU, KOHIIEHTPAIIUU
MPOTOHOB Ha BHYTPEHHE! M BHEIIHEH CTOpPOHAaX
MeMOpaHbI, OMUCHIBATh PETYISATOPHBIE MPOLIECCHI
MePeKJIIOYEHUST DJIEKTPOHHBIX TOTOKOB U He(OTO-
XUMUUYECKOTO TyIlleHus dayopeclieHunu. Mozaenu
0Ka3aJIUCh MOJIE3HBIM MHCTPYMEHTOM [IJISI OLICHKU
rnapamMeTpoB (OTOCHMHTETUYECKOTO arrapara, He
MOIIAIOIINXCS HETTOCPEACTBEHHOMY 2KCIIEPUMEH -
TaJbHOMY U3MEPEHMIO.

Hecmotpst Ha Oosbliioe 4MCIO TMapaMeTpoB
MOjie/Id, JIMIIb HEMHOTME W3 HUX MOTYT ObITh
CBOOOIHO BapbUPOBaHBI 711 YCTAHOBJIEHMS CO-
OTBETCTBUSI C IKCIEPUMEHTATbHBIMU KPUBBIMU.
Bosbilioe yuncio mapaMeTpoB eTalbHBIX MOAEei
repeHoca 3JIeKTpoHa B Iipeaeaax KoMriaekcos PSI,
PSII u Cyt bs folieHEHbBI B X0OlI€ HE3aBUCUMBIX KC-
MEPUMEHTOB Ha BBIACJIEHHBIX KOMILIEKCAaX M IU-
TUPYIOTCS B JuTepaType. M3BeCTHBI Auamna3oHbI
UX U3MEHEHUM IJIg pa3IMYHBIX BUIOB U Pa3HBIX
yCIOBUi 3KcIepuMeHTa [65]. 3HaueHMs TaKuX
MapamMeTpoB MOTYT OBbITh (DUKCUPOBAHBI MPU MO-
JIETMPOBAHUM MPOIIECCOB B 1IEJIOCTHON (DOTOCHH-
TETUYECKON 1eMu. DTUM CYHIECTBEHHO OIpaHu-
YMBaAETCs JMAIa30H BO3MOXHOTO BapbUpPOBaHUS
rnapamMeTpoB B Xoae (UTUPOBAHMST MOIEIbHBIX
KPUBBIX IO 3KCIEPUMEHTAIbHBIM JTaHHBIM M JIe-
JlaeT pe3yabTaThl UASHTUMUKALIMY [TapaMeTPOB 110
pe3ysibTaTaM (QUTUPOBaHUS 0o0Jiee JOCTOBEPHDI-
mu. Tak, B padore Belyaeva et al. [40] mapameTpbl
MPOLIECCOB B Mpeieax KOMIUIEKCOB PeaKIIMOHHBIX
1eHTpoB PSII u PSI BeiOpaHbl U3 MPUBOAMMBIX B
Juteparype avana3oHoB. Ha ocHoBe ¢utupoBa-
HUS MOJE/IM BHOBbL OLIEHEHBI MapaMeTpbl 3aBU-
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CslIe OT BPEMEHM KOHCTAHTBI, OMNpenessioei
TEIUIOBbIE MOTEPU B Ipoliecce TyLIeHUs hayopec-
1ieHI MM B anTeHHe PSII u xapakTepHoe BpeMst ak-
tuBaiuu FNR, a Takxe KOHIIEHTpauu 0yhepHbIX
Ipymi.

Cuctembl nud@epeHIIMalIbHbIX YpaBHEHUI,
MOJIOXKEHHbIE B OCHOBY KWHETUYECKUX MOJe-
Jiei, TaHbl B OPUTMHANIBHBIX CTaThsx [39—41, 62,
63]. Yuer B MozesX MPOLIECCOB HE(DOTOXUMUYE-
CKOTO TYIIEHUS, LUKIUYECKOTO 3JIEKTPOHHOTO
TpaHcmnopTa Bokpyr PSI, peakuuu Mennepa, cBs-
31 C UMKJIOM (bMKCAllMM yIjiepoda U JAPYTUX alib-
TEPHATUBHBIX JEKTPOHHBIX IMMOTOKOB MO3BOJISIET
Ka4eCTBEHHO OTMCHIBATh OCOOEHHOCTU MHIYKIIU-
OHHBIX KPUBBIX (DJIYyOPECLEHILIMN TSI pa3HbIX (ho-
TOCUHTE3UPYIOIIMX BUIOB, B TOM YUCJIE B YCIOBU-
ax crpecca [43, 49, 66—71].

BEPOATHOCTHBIE MOJIEJIN
THUIIA MOHTE-KAPJIO

B skcnepuMeHTe CUTHAN perucTpupyercst oT
COBOKYMHOCTHU TIPOLECCOB, TMPOUCXOASIINX B CyC-
neH3uu kiaetok. [Ipu aToM Kaxkaast KjieTka coaep-
KUT MUJIJTUOHBI 3J€KTPOH-TPAHCIIOPTHBIX LIeTIeit.
B xaxnoii u3 3TuX 1iemneii npolecc rnepeHoca 3JyeK-
TPOHA MEXIy COOTBETCTBYIOIIMMU TEPEHOCUU-
KaMM, BbICBeUMBaHUE KBaHTa (PayopecLeHLNH,
3axBaT IMPOTOHA MPOUCXOAUT C OINpeneseHHOMN
BEpPOSITHOCTBIO. MeTon MoaenupoBaHusi MoHTe-
Kapno mnosBojisier BOCHPOU3BOAWUTH MPOLECCHI
B3aUMOACUCTBUS MEXAY KOMITOHEHTAMU CUCTe-
MBI (areHTaMM), KOTOPbIe UMEIOT CTOXaCTUYECKUIA
xapaktep. YacToTy cOObITUIA, MPUBOASIINX K W3-
MEHEHUIO COCTOSIHUSI areHTOB (MIEPEeHOC DIEKTPO-
Ha C OHOTO KOMIIOHEHTA Ha APYyToii, MCITyCKaHUe
KBaHTa (QJIyopeCcLeHUINN, TPOTOHUPOBAHUE), MOX-
HO XapaKTepu30BaThb HEKOTOPOIi BEPOSITHOCTHIO.
B «areHTHOM», <«KOPIYCKYJISIPHOM», «aTOMMCTHU-
YEeCKOM» METOJe MOISIUPOBaHUS OOILIME CBOIi-
CTBa CJIOKHOM CHUCTEMbl BBIBOISTCS Ha OCHOBE
CBOMCTB M MEXaHU3MOB B3aUMOJEICTBUSI COCTaB-
JISIOIINX 3T CUCTEMbI «alr€HTOB» — HEKUX IPO-
CTEHIINX OOBEKTOB, COCTAaBHBIX 3JIEMEHTOB 3TOM
cuctemsbl. Emie B 1958 r. 'apuHKenb UCOIb30BaT
MmeTon MonTte-Kapno ans MoaenupoBaHuUsl mepe-
HOcCa 2JEKTPOHA B MUTOXOHIPHUAILHOM KOMILJIEK-
ce. Moaenb Bocripou3Boauia repeHoc 3JeKTpoHa
BOOJb Lenu, Kaxaas u3 17 000 ueneit 6bl1a npen-
CTaBJieHa PSIIOM MOJIEKYJ LIUTOXPOMOB, KOTOpPbIe
MOTYT C HEKOTOPOI BEpOSITHOCTBIO pearupoBaTb
JIpyT ¢ APYTOM U MEPEeXOAUTh B OKUCIEHHOE, BOC-
CTAaHOBJIEHHOE U UHTMOMPOBAHHOE COCTOSTHUSI.

MogaenupoBaHue MPOLIECCOB B OTACAbHBIX (hO-
TOCUHTETUYECKHUX LeMnsaX aHcaMOJieil, COCTOSIIMNX
U3 COTEH ThICSY U MUJIJIMOHOB 3JIEKTPOH-TpPaHC-

PU3HHNYEHKO u np.

MOPTHBIX 1IeMeil, CTaJio BO3MOXHBIM Oyaroaaps
KUCIIOJIb30BAHUIO MOIIHOCTEW COBPEMEHHOI BbI-
YUCAUTENbHOM TeXHUKU. CyMMapHBIiA CUTHAJI OT
MOJIEJIMPYEMOTO aHCaMOJid WMUTUPYET CHUTHAJ,
MoJy4aeMblii B 9KCIIEPUMEHTE Ha CYCIIeH3MU KJie-
TOK (XJIOPOILJIACTOB) METOAAMU CIIEKTPOMETPHUM.
[lepeHoc saekTpoHa MeXay KOMIOHEHTaMU,
MPOTOHUPOBaHUE, UCMYCKaHUEe KBaHTa (Jiyopec-
LIEHIMU Ha KaXJIOM BpPEMEHHOM Illare pacuera
MPOUCXOAUT C BEPOSITHOCTHIO, 3aJaHHON B COOT-
BETCTBUMU C IKCTIEPUMEHTATbHBIMU JAHHBIMU O Xa-
paKTEepPHBIX BpEMeHaX MPOUCXOISIIUX TTPOLIECCOB,
C WCIIOJb30BaHUEM JaTyMKa CIy4ailHBIX YMCEl.
KonnuecTBo 0m1HOPOAHBIX COOBITUI (MCMyCKaHUIA
KBaHTa (JIyopecUeHIMU WJIM aKTOB OKHCJIEHUS
(boTOAKTMBHOTO TTUTMEHTA) B OINpeNeeHHOM WH-
TepBaJie BpeMeHU cyMMupyeTcs. MojenbHasl Ku-
HeTUYecKash KpMBasi COOTBETCTBYET KPMBOIi, Ha-
oropaeMoit B akcriepuMeHTe. TakuM 06pa3oM, Mbl
rnojyyaeM KMHETUUYECKYIO KPUBYIO ISl aHCaMOJIs
(boTocuHTETMUECKUX LIeTICi, 3aK/IaAbIBas B MOACIIb
JAHHbIE O B3aUMOJEHCTBUU KOMITOHEHTOB OTAE/b-
HBIX TIpeacTaBuTesieil 3Toro aHcaMmOs1 (areHTOB).
Ha puc. 3 npencraBieHa cxeMa MpoOIECCOB, MPO-
HUCXOASIINX B KaXJI0M M3 HECKOJIbKUX MUJUIMOHOB
BJIEKTPOH-TPAHCIIOPTHBIX IIETei, MOAeIUpYEeMbIX
B paborax Antal et al. [70] u Macnakosa [72]. ITo-
SICHEHUSI JaHbI B TTOATMCH K PUCYHKY.
OcHOBaHHBIM Ha 3aJaHHBIX TNpaBWIax Iepe-
XOIOB MEXIY COCTOSHUSIMU BJIEMEHTOB, METOJ
noctpoeHust moaenun «Rule-based Monte Carlo»
MO3BOJISIET JIETKO MOIU(MULUPOBATH CTPYKTYPY MO-
JEUPYEMBbIX 1IEMOYEK MepeHoca JAeKTpOoHa, yIu-
THIBATh Pa3jiM4us OTIAEIbHBIX lieneil 1 oObenrHe-
HUSI (POTOCUHTETUYECKUX PEAKIIMOHHBIX IIEHTPOB
(oTocucTeM B rpyrmbl (3HEPreTMYecKuii ooOMeH).
BriepBbie 3TOT METOA Mbl TPUMEHUJIU 11 OLIEHKU
cooTHolleHus1 anbda u 6eta (Qp-HEeBOCCTaHAB-
nuBapux) UeHTpoB PSII B KOHTPOJBbHBIX U MO/ -
BEPTIIMXCS TETJI0OBO 00pabOTKe 3€JEHBIX MUKPO-
Bonopocasax Chlamydomonas reinhardtii [73].
OTMeTuM, 4TO IIpU MOAEIUPOBAHUU U3MEHE-
HUSI CTPYKTYPBI CBSI3€i IEPEHOCYMKOB (POTOCHHTE-
TUYECKUX LIeNeil TpaaAuIIMOHHBIM CITOCOOOM C TO-
MOIIbI0 cucTeM nudpdepeHINaTbHBIX YpaBHEHUIMA
JUISI BEPOSATHOCTE! (KOHLIEHTpaLMil) BO3MOXKHBIX
COCTOSIHUI CUCTEeMBbl TpeOyeTcsi MHOTOKpPATHOE
yBeJIMUYEHUE 4Yucia ypaBHeHUI cuctembl. Jlrobas
MoaudUKaLusa MOAEIUPYEMOIt LIeTIN TpeOyeT 31eCh
M3MEHEHMUS BUJIa MHOTUX YPaBHEHUI CUCTEMBI, UTO
MpeACTaBIsSIeT cCOO0I TPyIOEeMKYIO 3a1ady. 3aaaBas
WHAMBUAYyaJbHbIC TIpaBWJIa MOBEACHUS UISI BCeEX
«areHTOB» CUCTEMBI M IpaBUJa B3aUMOICHCTBUS
JUTSL TIOOBIX TIap TIEPEHOCYMKOB, Mbl MOXKEM YYeCTh
B areHTHoit Mopenu Tuna MonTe-Kapno mo0bie
BMJIbI T€TEPOTeHHOCTU cucTeMbl. CpaBHEHUE C OKC-
IMEPUMEHTOM MBI IIPOBOIWIN 110 KPUBBIM WHIYK-
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Puc. 3. O6u1as cxeMa 31eKTpOH-TPAHCIIOPTHOM 11enu, UCIob3yeMasi B Mozieu (a); BHyTpeHHee ycTpoiictBo PSII (6); BHYT-
peHHee YCTpOMCTBO HuToXpoMHoro komiuiekca Cyt bgf (6); BHyTpeHHee yctpoiictBo PSI (¢). CCK2 — cBerocobupatommit
komiuieke PSII; KBK — kuciaopon-BeIAeSOMINI KOMIUIEKC; YZ — TUPO3UH Z (H10oHOD 251eKTpoHOoB Wi P680-xmopoduiia pe-
akiroHHoro teHntpa PSIT); P680 — xsiopoduut peakimonHoro eHtrpa PSII ¢ makcuMymoM noromeHust mpu 680 HM; Pheo —
(beoduTrH — aKkienTop 3JeKTPOHA, YIACTBYIOIIMI B pazaeneHun 3apsaaoB B PSII; Qa — nepBuuHBIii akuentop aiaekTpoHa PSII;
Qi — nByxonekTpoHHbI akuentop PSII; PQ — minacroxunoH; myn PQ; — miacToXMHOHOBBI MyJ1, B3aMMOAEHCTBYIOIIMIA HEMO-
cpenctBeHHO ¢ PSII; myn PQ, — ruracToXuHOHOBBIN 1TyiT, B3auMoneiicTByomuii ¢ Cyt bg f~komriekcoMm; Qo — CaliT CBSI3bIBAHUS
PQH, ; Q; — caiit cBga3biBaHusi PQ; by — HU3KOMOTEHUMAIbHbBIN reM b; by — BBICOKOIIOTEHLMANbHbBIN reM b; FeS — xene3o-
cepHbIif eHTp Pucke; Pc — macronmanun; P700 — ximopodwin peakiimoHHoro ieHTpa PSI ¢ MakcuMyMoM TTOTIIOTIeHUST TTpU
700 um; CCK1 — cBeTocobuparomuii komrieke PSI; Ay — mepBuunbiii akuientop PSI; myn akiientopHoit yactu PSI — coBokyrm-
HOCTb MepeHOCYNKOB 3JiekTpoHa PSI, cienyionyx 3a nepBuuHbIM akiienropoM; Fd — deppenokcuH. PucyHok BocripousBeeH ¢
n3MeHeHusIMu U3 ctatbu Macnakos (2020) [72], nuuen3uposan non sutensueit CC BY, © 2020 Macnakos A.C.

uuu (uyopecleHIMr Tocjae BKJIIOUYEHUs CBETa B
KOHTPOJIbHBIX 1 00pabOTaHHBIX AeTepreHTaMu 00-
pasiax, a Takke KMHETHUKE PeIoKC-TIpeBpalleHUi
P700 (A820) [70]. Yucmo 31eKTpOH-TPAHCITOPTHBIX
Lerneit B MOIEIN COCTaBJISIO OT HECKOJIBKUX COT
TBICSY 10 HECKOJIbKUX MUJIJIMOHOB M OBIJIO CPABHM-
MO C KOJIUYECTBOM (POTOCUHTETUUYECKMX IIeIeil B
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KJIETKE MUKPOBONOPOCIU. B Monenu BeposiTHOCT-
HBbIM 00pa3oM BOCIIPOU3BOASATCS TMPOLIECCHl B OT-
JETbHBIX (POTOCUHTETUYECKUX LIETISIX.

Ha puc. 4, Hapsay ¢ KMHETUYECKOU KPUBOM
UHAYKIUK ayopecieHunu (a, Kpusasi I u 6, Kpu-
Bas /), IpuBeAeHbl KWHETUYECKUE KPUBBIE JIS1 OT-
JeJIbHBIX KOMITOHEHTOB (DOTOCMHTETUYECKUX 1Ie-
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Puc. 4. MonenbHble MHIYKIIMOHHBIE KpUBBIE hiryopectieHny, Kpubie OJIP (a, kpusast /v 6, kpuBast 1), 1 U3MEHEHUSI BO BpeMEH!
Qa (a, xpusag 2), P680" (a, xpusag 3), Pc™ (6, kpusag 2), P700" (6, kpuBas 3). AnantupoBaHo 13 ctathi Antal et al. (2018) [70].
PucyHok Bocripoun3sBeneH ¢ u3MeHeHUsIMU ¢ pa3pelnenus Springer Nature: Springer Nature B.V. Photosynthesis Research, 138,
191-206, doi: 10.1007/s11120-018-0564-2, «Simulation of chlorophyll fluorescence rise and decay kinetics, and P700-related
absorbance changes by using a rule-based kinetic Monte-Carlo method», aBropsl: Antal, T. K., Maslakov, A. S., Yakovleva, O. V.,

Krendeleva, T. E., Riznichenko, G. Yu., Rubin, A. B., © 2018

Meit, B TOM 4Yuciie I CyMMapHOH KOHILIEHTpalluu
Qx (a, kpuBasg 2), KOTOPYIO MPUHSITO CYUTATh ITPO-
MOPIMOHAIbHOI KOJIWYECTBY 3aKPBITHIX peakily-
OHHBIX LIEHTPOB. M3 Moaenu BUAHO, YTO Ha CTaAuU
J moutn 90% (poTOCMHTETUYECKUX PEAKIIMOHHBIX
LIEHTPOB HAXOMSTCS B 3aKPHITOM cOCTOSTHUM (Qj),
YTO COOTBETCTBYET 3KCIIEPMMEHTAJbHOI OIIEHKE
rnepexona B 3akpbeiToe coctostHre 90% PSII nmocie
eIMHUYHON BCTbIIKU [74]. B TO ke BpeMsl BBIXOM
(byopeclieHIIMM HE TPEBOCXOAUT MOJOBUHBI MaK-
cuMaJibHOTO ypoBHs. Takoe pasinuue o0ycaoBiie-
HO OTCYTCTBMEM MPSIMON TPONOPLUHUOHATBLHOCTU
MeX1y YPOBHEM (hIyopecleHIIMU U PETOKC-COCTO-
ssHUEM Q, , B YaCTHOCTH, CBSI3aHHBIM C TYLIEHUEM
¢ayopeclieHUMU OKHUCIeHHBbIMU (opmamu PQ,
YUTEHHBIM B TaHHOI MOJIEIM.

ITonyyeHHbIE K HACTOSIIEMY BPEMEHU METO-
noM MoHTte-Kapiao pesyasraTbl NPpUHUIMITMATBHO
MOTYT OBITh ITOJIY4EHBI B KWHETUYECKUX MOJIEIISIX
C MCIIOJIb30BaHMEM CHUCTEM IUddepeHIInaTIbHbIX
ypaBHeHwuii [61,72,73,75], npu aTroM MmeTox MoHTe-
Kapno sBasercs Gonee pecypcoemMkum. OmHako
OBICTPOE Pa3BUTUE IKCTIEPUMEHTATbHBIX METOIOB
M3YYEHUST CTPYKTYPhI U YCIOXKHEHUE MpeacTaBie-
HUII 00 opraHn3anuu GOTOCUHTETUYECKOTO allra-
para [76, 77] ocTaBUT B OJvKaiiliee BpeMs Iie-
pen MomeIMpoBaHMEM 3aJayu BOCIIPOU3BEICHUS
MPOIIECCOB B CIOXHBIX TETEPOTEHHBIX CHUCTEMaXx,
JUIST pelIeHUs] KOTOPBIX areHTHBIN Meton MoHTe-
Kapno sgBnsgercsi, HeCOMHEHHO, OoJiee aneKBaT-
HbIM. BeICcTpOE pasBuTHEe MEeTOMOB MH(MOPMAIIMOH-
HBIX TEXHOJOTHUI U MOIITHOCTH KOMITBIOTEPOB T0-
3BOJIUT 00Jiee MHUPOKO UCMOAb30BaTh 3TOT METOJ
JUIS aJIeKBaTHOTO BOCIPOU3BENECHUS TPOLIECCOB B
>KMBOMU KJIETKE.

AHAJIN3 BOJIbIIINX MACCUBOB
JAHHBIX ®JTYOPOMETPUUN JJIA
BUOTEXHOJOI'NMYECKOTO 1
BKOJIOI'NMYECKOI'O MOHUTOPHUHTIA

[MpeuMy1iecTBOM OMMCAHHBIX BbIIIE AETalb-
HBIX MOJE/Ieil TPOIEeCcCOB IMepeHoca 3JIEKTPOHa
SBJISIETCS TO OOCTOSITEIbCTBO, YTO UX MapaMeTphl
MPEACTaBISIOT CO00if KOHCTAHTBI CKOPOCTEl 3J1e-
MEHTapHBbIX CTaJMuii TepeHoca 3apsiia MeXay OT-
JETbHBIMM KOMIIOHEHTaMU (hOTOCHMHTETUYECKOM
BJIEKTPOH-TpaHCMoOpTHOM 1enu. OpHako s
MaccoBOil 00pabOTKU SKCMEPUMEHTATbHBIX JaH-
HBIX TAKWE MOJIEIIM CIUIITKOM CJIOXHBI, TTOCKOJIbKY
UAESHTU(DUKALIMS TTapaMeTpOB STHUX MHOTOKOM-
MOHEHTHBIX MOJE/Ie C MOMOIIBIO CTAHIAPTHBIX
MPOLEAYp YaCTO oKa3biBaeTcsl Hea((PeKTUBHOI, a
TIIATebHOE (PUTUPOBAHUE DKCIEPUMEHTATbHBIX
KPUBBIX TPEOYET TPYAOEMKOI pPydYHOU 00paboTKM.
s MaccoBoil 00pabOTKM SKCHEPUMEHTATbHBIX
JAHHBIX 0oJiee MPUTOIHBI YIPOIIEHHbIE MOJIEN.
B Mopmensix, 11eJbl0 KOTOPBIX SIBJSIETCS OMUCaHue
CBSI3U TEPBUYHBIX IPOLIECCOB C 0o0Jiee IIUTENb-
HBIMU TIpolieccaMy MeTaboIM3Ma B pacTUTEIbHOMN
KJIeTKe, He TpeOyeTcsl CTOJIb JeTaabHOE BOCIIPOU3-
BeJICHUE SKCTIEPUMEHTATbHBIX KPUBBIX MHAYKIIUU
(byopeciieHIIMM HAa KOPOTKUX BpeMeHaX. B aTux
cayvasx JJisi OMUCAHUSI TIEPBUYHBIX ITPOLIECCOB
(boTOCMHTETMYECKOTO 3JIEKTPOHHOIO TpaHCIopTa
HCIONIB3YIOTCS YIIPOLIEHHbIE Moaenn [45, 49, 66].

Pa3zButue MeTOmOB aBTOMATUYECKO peru-
CTpallMy TMO3BOJISET MOJydaTb COTHU U THICSYU
WHAYKIIMOHHBIX KPUBBIX (PIyOpeCleHIIMN B XOe
pocTta KyJabTypbl B (hOTOOMOpEakTOpe WM B MPO-
1lecce aBTOMAaTUYeCKOro HaOIOACHUS 32 MPUPOI-
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HbiMU cuctemMamu [70]. YToObl MOHSTH, Kakue
M3MEHEHUST TPOUCXOIAT B (POTOCMHTETUYECKOM
anrmnapare (pOTOCMHTE3UPYIOIINX 00BEKTOB C TeUe-
HUEM BpeMeHU, HEOOXOAMMO TMPOaHaJIU3UPOBaTh
(opmy 3TuX KpuBbIX. 11T aBTOMAaTUYECKOTO aHa-
Jin3a OOJIBIIMX MAaCCHBOB JAHHBIX YIOOHO UCMOJIb-
30BaTh YMPOILIEHHbIC MONIEH.

Anamu3 ¢a3 MHAYKUMOHHOW KpuBoii (uiyopec-
neHnun. MHAYKIIMOHHYI0 KPUBYIO (DJIyOpeCLEeHITUN
XJIopouIIa TPUHITO PacCMaTpyBaTh COCTOSIIEH
U3 IBYX WJIW TpeX BPEMEHHBIX (a3 (Wau CTaauii),
KOTOpbIE OOBIYHO PA3AC/SIOTCS COOTBETCTBEHHO
¢ HabMoJaeMbIMU TOYKAMU Tiepernda Ha BpeMeH-
HOIl MHAYKUMOHHOI KpuBoii. Hauboisiee xopolio
M3ydyeHa repBas ObICTpasi cTaaus (0 COTEH MWJI-
JINCEKYHI), o003Hauaemasl B JIuTepaType OyKBamu
OJIP (puc. 5, a). CrangapTHble 0003HAUEHHUS Ha
kpuBoii: O (origin, ucxomHast TOUKa), MEePBbI MU-
HUMAaJbHBIN ypoBeHb (iryopecteHuu, J u I —mpo-
MEXyTOo4YHbIe neperuonl, P (peak) — MakcuMasibHOE
3HAYEHUE MHTEHCUBHOCTU (DJIyOpEClUEHIIUU, MUK,
B ominume oT mocienymomux 0ojiee MeIEHHBIX
cranuii, HapacTawmas ctagus OJIP 1oBoibHO X0-

1359

poII0 BOCTIpon3BOAUTCS. UMEHHO MTO3TOMY 00JIb-
IIMHCTBO pabOT MO aHaJU3y MAaCCOBBIX U3MEPEHUIA
WHAYKIMOHHOM KPUBO (hIyopecLeHIIU COCPENo-
TOYEHO Ha BOCIIPOU3BEACHUY B MOJIEIU CTAOUIBbHO
HaOJonaemoii B onbiTax (popMbl Kpusoit OJIP.

Bo MHorux cnydasix HapacTallIMii y4acTOK
WHAYKIIMOHHON KpuBoit duyopecuenuuu OJIP
MOXET OBITh JIOCTATOYHO XOPOIIO amnIpOKCUMMU-
pOBaH CyMMOM Tpex 3KCIOHeHT [78—81]. Strasser
u Strasser [82] mpenjoxunan GopManru30BaHHBIN
METOJl pacueTa XapaKTepUCTUK DHEPreTUYECKUX
notokoB (JIP-tect) mo ammiaurtynam a3 MHIYK-
LIMOHHO KPUBOi1, UCITOJIb3YS 3HAYEHUS aMIUIUTY]L
B (pUKCUpPOBaHHBIE MOMEHThI BpeMeHU (2 MC —
s OJ u 30 mc — s J1), a TakKe HaKJIOH KPUBOIA
B HauyaJbHbIK MOMEHT BpeMeHU. BeiuncisieMble Ha
OCHOBE 9TOT0 MeTO/a BEJIMUYMHbBI IIMPOKO UCITOJIb-
3YIOTCS [IJIs1 OLICHKU HapylleHui (h)OTOCUHTETHUYE-
CKOTO amraparta Kak /Uisl KyJbTyp B (hoToOuopeak-
Tope [83, 84], TaKk M IJIsT CENbCKOXO3SIMCTBEHHBIX
KyJasTyp [85].

B 0630pe Stirbet et al. [86] o6cy:knaroTcst Bo3-
MOXXHOCTHU ucnoyib3oBaHus JIP-Tecta nj1s1 olleHKu
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Puc. 5. [Ipumep mpuMeHeHUsT METOIA MYJBTUIKCITOHEHIMATIBbHON anmpokeumannu (MBDA) mist aHain3a KpUBBIX MHIYKLIMU
(hnyopecueHumu xaopodusuia a ronoaarouieit mo azoty Kyasrypbl Chlorella vulgaris. a — OJIP-kpuBasi; 6 — pe3ynbrar ee pas-
JIOXEHUSI Ha DKCIIOHEHTHI B Hayayie KyJIbTUBALIMU; ¢ — IIPEICTaBIECHME aMILIUTYI MYJIbTUAIKCIIOHEHIIMAIBHOIO Pa3IOXKEHUS
B BUIIE CTOJIOLA TEIUIOKApThl. XapakKTepHble BpeMeHa uaeHTUdULMpoBaHHBIX ¢da3: Tox ~ 0,15—0,25 mc; 105 ~ 0,4—0,5 mc;
T ~ 2,6—4,2 mc; Tip ~ 55—130 Mc. ¢ — TerurokapTa KOMIIOHEHTHOTO cocTaBa OJIP-KpUBbBIX B X0OI€ Ky/JIBTUBALIMH, TI0 OCH aOCLIMCC
OTJI0KEHO BpeMsi B yacax. IllupuHa 1 LBET MOJ0C OTPaxKaloT aMILIUTYIY U BpeMsl KU3HU SKCIOHEHIMAIbHBIX KOMIIOHEHTOB
WHAYKIIMOHHOM KpuBoii. [To ocu opnuHat ciieBa — 1kaia aMruiutyn. BocnipousBeneHo u3 cratbu [88] nmon nuueHsueit CC BY-
NC-ND, © 2020 Plyusnina, T., Khruschev, S., Degtereva, N., Konyukhov, I., Solovchenko, A., Kouzmanova, M., Goltsev, V.,

Riznichenko, G., Rubin, A.
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YCTOMYMBOCTH (POTOCUHTE3UPYIOLINX OPraHU3MOB
K pa3juYHBIM CTpeccOBbIM dakropam. OgHO u3
OrpaHUYEHMII er0 IPUMEHEHMS CBSI3aHO C TEM, UTO
BpeMeHa WHAWBUAYAJIbHBIX (a3 WHIYKIMOHHOM
KPUBOI He SBJISI0TCS GUKCUPOBaHHBIMHU. [ToaTO-
My xoTs1 OJIP-TecT mocTaTouyHO XOpoIIo paboTaeT
JUIS1 3€JIEHBIX PACTEHUI, OH HE BCETa MOXET ObITh
MPUMEHEH JUISl BOIOPOCIEH M I1IMaHOOAKTepHii,
(dopMa MHAYKLIMOHHBIX KPUBBIX KOTOPBIX CYIIE-
CTBEHHO OTJIMYAETCs OT Kjlaccuueckoit [50].

ITmocHuHa u Xpyiues [87] pazpaboTanu 6ojiee
YHUBepCaJbHbII METON aHajin3a WHIYKLIMOHHBIX
OOJIBIINX MAaCCMBOB KPUBBIX MHAYKLIUU (dIIyopec-
LIEHIIUM — METOJ MYJIbTUIKCIIOHEHILIMAJIbHOM all-
npokcumauun (MBDA) u mporpamMmmHoe obecrie-
yeHue pyPhotoSyn. Bmecto monysmnupuyeckoit
OLIEHKM CTaauii, MCMOJb3yeMOil paHee B 0O0Jb-
LIMHCTBE ucciaenoBaHuii, MBDA Mo3BoJisieT BBe-
cth OoJjiee CTpOTHE M yHUBepCajlbHble KPUTEPUU
onieHKH (da3. OCHOBOI MeTo/a ABISIETCS pa3aoxke-
HUE PErMCTPUPYEMOIO CHTHAJIA Ha DKCIIOHEHTHI 1
€ro MpeacTaBieHUEe B BUAE psijia 9KCIOHEHT. Ku-
HeTWYeCcKasi KpuBasi MHIAYKIUU (GIyopecleHINN
aMIPOKCUMUPYETCS  MYJBTUIKCITOHEHIIMAIbHBIM
psimoM N 3KCIOHEHT ¢ (pUKCUPOBAaHHBIMM Xapak-
TEPHBIMU BpEMEHAMU T,,:

F(f)=Fot X _ A1 —e "/m), (1)

rae Fo — MAHUMaJIbHOE 3HAaYeHWe Ha KPUBOU MH-
aykuuu dayopecueHuuu F(7), A, oTpaxaeT BKJIa
n-l 9KCIIOHEHTBI C XapaKTepHBbIM BPEMEHEM T,
B OOIIWIA CUTHAJ,  — BPEMSI.

PesynbraT annpokcuMaliuy MpeacTaBiIsieT co-
0011 HabOp aMITTUTYA , KAX1asl U3 KOTOPbIX COOTBET-
CTBYET BIOPaHHBIM (PUKCUPOBAHHBIM BPEMEHAM 7,
(cnekTp). st cinyyas, Korma BXonHOM curHan F(7)
MPENCTaBIISIET COO0M CyMMY SKCITOHEHUMAJTbHBIX
(byHKUMI, crieKTp WMEET BUI OTAEIbHBIX I0JIOC
C rpynrnaMy BpeMeH, OJIU3KUMHU K XapaKTepHbIM
BpeMeHaM 3KCIIOHEHT, COCTaBJSIONIMX BXOTHOM
curHaia. IllupuHa monOCH ompenenseTcss CBOM-
CTBaMU BBIOPAHHOTO YMCJIEHHOTO METO/IA alpOK-
CUMallMM ¥ HaJIMYMEM IIIlymMa BO BXOIHOM CUTHAJIe.
XapakTepHble BpeMeHa OTAEIbHBIX CTaauii Irepe-
HOCa BJIEKTPOHA B 1ienu (OTOCUHTE3a 3HAUMTEb-
HO pa3nyaroTcs, ¥ TOJIOCHI XOPOIIIO pa3pelliMBbl.
XapakTepHble BpeMeHa OTIEe/IbHBIX KOMITOHEHTOB
psila MOTYT OBITh COIOCTaBJEHBI ¢ KOHKPETHBIMU
npolieccamMu TepeHoca 3JIeKTpoHa B (POTOCHHTE-
TUYECKOM 3JIEKTPOH-TPAHCTIOPTHOM 11N,

MoHuTopuHr (POTOCHHTETHYECKOH AKTHBHO-
CTH KYIbTYPbl MHKPOBOIOpOCHIeid mMetomom MOBA.
Pa3zpabotaHHble Ha Kadenpe OMO(PU3NKU aBTO-
MaTHUYeCKME METOAbl PErMCTpallui MHAYKIIMOH-
HBIX KPUBBIX (JIyOpeCleHIINH MO3BOJISIOT U3yYaTh
Mpoucxoadmnre B (HOTOCUHTETUYECKOM allra-

PU3HHNYEHKO u np.

pate M3MEHEHHUs IyTeM M3MEpPeHUs KUHeTUYe-
CKMX KPUBBIX WHAYKIMU (HIyOPECUECHIIMU XJIO-
poduia HermoCcpeACTBEHHO B (hOTOOMOpeaKTope
0e3 HapyueHus: (U3UOJIOTMYECKOT0 COCTOSTHUS
kieTtok [88]. MHAyKIIMOHHbIE KpUBBIE (hiyopec-
LIEHIIUM PErucTPUpPYIOTCS 4Yepe3 OTHOCHUTEIbHO
KOPOTKME MHTEPBaJbl BPEMEHM U COCTaBJSIOT
B KOHEUYHOM HTOre OOJBbIIONH MAacCHUB JaHHBIX.
Taxkoe HaOmoAcHUE 32 POCTOM KYJBTYPhI CTaHO-
BUTCSI OCOOEHHO aKTyaJbHbIM TIPU pEIIeHUN OUO-
TEXHOJIOTMUECKMX 3a/iau HAIllpaBJIeHHOTO CUHTE3a,
KOT/Ia MoAOMPAIOTCS YCJIOBUS POCTa KYJIBTYp, 000-
raleHHbIX JUMUIAMU, KAPOTUHOMAAMU WU BbI-
JENSIOIIUX MOJIEKYJISIPHBII BOTOPO/I.

Meton MDA ObUT NpUMEHEH ISl aHalu-
3a U3MEHEHUIl B (DOTOCUHTETUYECKOM armnapa-
Te Mpu KyJIbTMBUPOBAHUM MUKPOBOAOPOCIIEH
Chlorella vulgaris B ycnoBusix aeduira azora [89]
u C. reinhardtii B ycnoBusix aeduuuta cepol [84].
JeduLuT MUHEepaTbHBIX KOMIIOHEHTOB ITPUBOINUT
K U3MEHEHUIO0 (DYHKIIMOHAIBHOTO COCTOSTHUS (po-
TOCMHTETUYECKOTO arnrapara U mposiBIISIETCS B U3-
MeHeHUM (HOpPMbI MHAYKLIMOHHBIX KPUBBIX (DIIyo-
pecueHuuu. Ha puc. 5 uzobpaxeHa MHIYKLIMOHHAS
KpuBas hJyopecleHIIMHA Il ToJIoAalollei 1Mo a30-
Ty Kynerypsl Chlorella vulgaris, 3aperucTpupoBaH-
Hasl cpasdy MocJjie Hayajla MHKyOauuu (puc. 5, a),
ee pas3jIoKeHMe Ha SKCITOHEHIIMaTbHbIE COCTABIISI-
IolIMe, MOJydYeHHOe MeTogoM MDA ¢ MmoMollbio
nakera pyPhotoSyn (puc. 5, 6), u npeacrasieHue
3TOTO Pa3JIoXKeHUs B BUIE CTOJIO1IA TEIJIOBOI Kap-
ThI (puc. 5, 6). Ha puc. 5, e mpencrapieHa TeraioBas
KapTa, WUTIOCTPUpPYIOIIas AUHAMUKY U3MEHEHMUS
BKJIaZI0OB 3KCITOHEHIIMAJIbHBIX COCTABJISIONIUX BO
BPEMEHU.

Bo3MoxHOCTh aHaIU3MpoOBaTh OOJILIION Mac-
CHMB VHAYKLIMOHHBIX KPUBBIX OTKPBIBAET XOPOLIYIO
MepCIeKTUBY ISl JaJdbHEUIIEro u3ydeHus IuHa-
MMKU TEPEXOAHBIX IMPOILECCOB IMPU MUHEPab-
HOM TOJIOMAaHUM U JeWCTBUU APYrux (PakTOpOB
crpecca. ConocraBiieHue ¢ pe3yibraTaMu aHaanu3a
¢ noMolibio JIP-Tecta, mapasnienbHble TOMOJIHU-
TeJbHbIE U3BMEPEHMS COCTaBa CPebl U KJIETOUHBIX
KOMITOHEHTOB: Kpaxmaja, JIMIIHUIO0B, KapOTUHO-
WJI0B — TIO3BOJISIT ¢ OOJIbIIIEH OIpeaeeHHOCThIO
COOTHOCUTh a3kl MHIYKLIMOHHBIX KpPUBBIX C
(busronornyeckuMu TpoleccaMu KJIEeTKW U MC-
MOJIb30BaTh 3Ty MH(GOPMALIMIO B AAJIbHEUIIIEM IS
MPOBEIeHUs 2KCIpecc-aHaanu3a W3MEHEHMST CO-
CTOSTHUSI KJIETKU TIOJT IeMICTBUEM CcTpecca.

INPAMOE MHOT'OYACTUYHOE
KOMITIBIOTEPHOE MOJAEJINPOBAHUE

Kunernueckue MOoO€an, TIOCTPOCHHLIC Ha
OCHOBE€ MaT€MaTHU4YCCKOIO alririaparta OOBIKHOBEH-
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HbIX TUddepeHIaTbHBIX YPaBHEHU, UCXOAST U3
MPEIoJIOKEeHUsT O TOMOTEHHOM paclipeiesieHUuun
KOMIIOHEHTOB CUCTEMBI B MPOCTPAaHCTBE. B K1He-
TUYECKUX MOJEISIX MPOLIECCOB B (POTOCUHTETUYE-
CKOIf MeMOpaHe MpearnoaaraeTcsi, YTo MyJabTudep-
MeHTHbIe KoMruieKchl PSI, PSII u uutoxpoMHbie
KOMIUIEKCHl B3aMMOAECHCTBYIOT C ITOABMXKHBIMU
MepeHOCUMKaMU B COOTBETCTBUM C 3aKOHOM Jeii-
CTBYIOIIMX Macc. Mexny TeM B UHTepbepe ¢o-
TOCUHTETUYECKO MeMOpaHbl B3aMMOJAEHCTBUE
OEJIKOB HE COOTBETCTBYET MPENCTABIEHUSIM O CBO-
oonHoi nuddy3un 1 ciydaitHbIX COyIapeHUsIX Mo
TUITy peakuuii B pacTtBopax. OOIee KOJIMYECTBO
MOABUXKHBIX TIEPEHOCUMKOB, TPUXOMASIIEecs Ha
OIIHY TpaHy, KaK M KOJWYECTBO MaJOTOABUXKHBIX
B MeMOpaHe peaKIIMOHHBIX LIEHTPOB, COCTABJISIET
JNEeCITKU—COTHU MOJIEKYJI, YTO 3HAUYUTEJIbHO MEHb-
1Ie HeOOXOAUMOIO KOJMYeCTBa ISl peaau3aluu
MpeaCTaBIEHUI O CBOOOAHBIX COyIapeHUsIX U 3a-
KOHE e CTBYIOIIUX MacC.

Pesynbrarhl, mojsydeHHbIE METOIOM 2JIEKTPOH-
HOIl MMKPOCKOITMHU, CBUIETEIBbCTBYIOT O ILIOTHOM
pAacCIOOXEHUU MYJIbTU(PEPMEHTHBIX KOMILJIEKCOB
B MeMOpaHe, MprUYeM KOMIUIEKCHI BBICTYIAIOT Ha
3HAUYUTEIBLHOE PACCTOSIHME BHYTPb TIOMUHAJIBHOTO
npoctpaHcTBa [90—92]. OTo AenaeT HeBO3MOXKHBIM
cBoOoaHy0 nuddysuio PQ Bo BHyTpuMeMOpaH-
HOM MPOCTPAHCTBE M OrpaHUYMBAET IBVKEHUE B
JIIOMEeHEe MOJIEKY/ MOABMKHOTO mepeHocuuka Pc,
MepenarIero 3JeKTPOHbI ¢ IIUTOXPOMHOTO KOM-
iekca Ha PSI. To xe otHocuTcs u K auddy3uun
B CTPOMAaJbHOM TPOCTpPAHCTBe, rae Moyaekyiabl Fd
YYaCTBYIOT B IEPEHOCE JIEKTPOHOB I10 IMHEITHOMY
MyTU U LIUKJIMYECKOMY ITyTH BOKpyT PSI.

Hns onuvcaHusi oOpa3oBaHUsI PEAaKIIMOHHOTO
KOMILIEKCA JBYX B3aMMOJEHCTBYIOIIMX OEIKOB B
pacTBOpPE C LEJbIO MpeacKa3aHUusl CTPYKTYPbI KOM-
TJieKca UM OLIEHKU KOHCTaHTBI CKOPOCTH €ro o0-
pa3oBaHUS MCHOJb3YIOTCSI MOJEIN OpOYHOBCKOI
nuHamuku (BD), ocHoBaHHbIE Ha MaTeMaTUye-
CKOM armrapaTe ypaBHeHUli JIaHXeBeHa, KOTopble
OIMMCHIBAIOT MOCTYyMNaTeIbHOE W BpallaTelbHOE
JIBIKEHUE OENKOB Tod AeiCTBHMEM CilydyailHOM
OpPOYHOBCKOI CUJIbI M 2JIEKTPOCTaTUYECKUX B3au-

CTtpomanbHas obnacTb Iumep Cyt bf
- 7
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MoneiictBuit  [93—95]. OnmHako B MHTepbepe
¢GOTOCUHTETUUYECKOIH MeMOpaHbl HEOOXOAMMO
paccMmaTpuBaTh aHCaMOJIM AECATKOB—COTEH B3au-
MOJICHCTBYIOLIMX MOJIEKYI.

J1s1 onucaHus B SIBHOM BUIE OPOYHOBCKOIA
I Py3un MOABUXKHBIX OEJIKOBBIX MEPEHOCUYMKOB
Kak B pacTBOpe, TaK U B MHTEpbepe OMOJOTHYe-
CKOIt MeMOpaHbl HaMU pa3padaThIBAlOTCS TIPSIMbIE
MHOTOYAaCTUYHbIE OPOYHOBCKHE MOAeau. B 3Tux
MOJIeIIX OCJIKM B KOJIMYECTBAX, COCTaBJISIOIIUX
JNECATKM—COTHU MOJIEKYJI Ha peaklMOHHBbIN 00b-
€M, MOTYT OBITh MoABUXHbIMU, Kak Fd u FNR B
CTpOME TUJAKOMIA, WIM OAWH M3 OEJKOB MOXET
OBbITh MOABMXKHBIM, Kak Pc B JIloMeHe TUiakouaa,
a BTOPOil — OBITh YACTbIO OTHOCHUTEIbLHO HEMOMI-
BMXKHOTO BCTPOEHHOTO B MeMOpaHy MyJbTudep-
MEeHTHOTO KomIuiekca (6enok Cyt f— cyobeauHuLia
LIUTOXPOMHOTO bg f~koMriekca). OCHOBBI MeToAa
U pe3yJIbTaThl ONMCAaHbI B KHUTax [25, 26] u opuru-
HaJIBHBIX cTaThsax [58, 96—107].

PazpabaTbiBaeMblii HaMM METOH IPSIMOIO
MHOTOYACTUYHOIO MOJEJIMPOBAaHUS  MMO3BOJISICT
HCTIONIb30BaTh MpenmyliectBa BD-Merona, yuu-
THIBAIOIIETO POJIb GOPMBI OEIKOB U 3JIEKTPOCTATH -
YECKUX B3aMMOAEHUCTBUI B MpoLeccax 3JeKTPOH-
HOTO TpaHCITOPTa, ISl U3yUYeHUs B3aUMOIECHCTBUS
HE OTIEJIbHBIX OEKOB, a UX aHCaMOJIeli B peakiy-
OHHBIX 00beMax CIOXHOU (opmbl. Monenb maet
HarJIsiIHOE TPEXMEepPHOe BU3YyalbHOE TpeacTaBlie-
HUE O TMHAMMKE MPOIIECCOB B CUCTEME Ha pa3HbIX
MPOCTPAHCTBEHHBIX M BPEMEHHBIX MacliTadax,
BO3MOXHOCTh HaOJIofaTh 3a IOBEIEHUWEM OT-
JETbHBIX KOMIIOHEHTOB U TOJIyYaTh YCPEIHEHHbIE
CTaTUCTUYECKUE CBEIEHUS MO BCEMY aHCaMOJIIo.
[Tpumep clieHbI B MO MHOTOYACTUYHOI OpOy-
HOBCKO#1 TMHAMMKU TIPEICTaBICH Ha puc. 6.

Monekyabl 0elKOB — TIEePEHOCUMKOB 3JIeK-
TPOHOB — OCYIIECTBJISIOT OPOYHOBCKOE IBUKCHUE
B Ccpe/ie M OMHOBPEMEHHO MCITBITHIBAIOT 3JIEKTPO-
CTaTUYeCKHUe B3aUMOJCICTBUS APYr C APYIOM WU
C 3apsKeHHOI MOBEPXHOCTBIO (POTOCHHTETUYE-
ckoii MemOpaHbl. Kak moarBepauiavd pesysbra-
Thl BBIYMCIUTENBHBIX B3KCIIEPUMEHTOB, IPOLIECC
BJIEKTPOCTATUYECKON OpHEHTAllMM 3HAYMTEIbHO

MpaHanbHas obnactb —15
cTpoMa

= rie!épaua

-0 z (Hm)

X (HM)

Puc. 6. Cuiena B Moziei MHOTOYAaCTUYHOM OPOYHOBCKOM TWHAMUKM, YIaCTOK (POTOCMHTETUUYECKOI MeMOpaHbl, HA KOTOPOM
MOABIKHBINA 0e10K Pc ocyiiectsisier nepeHoc amekTpoHa ot Cyt f — cyObeIMHUIbI LIUTOXPOMHOIO KOMIUIEKCA, K TOHOPHOM
yactu PSI. PucyHok BocnpousBeneH ¢ paspelieHus usnaress [99]
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(Ha 1-2 mnopsiaka) yBeIWYMBaeT HabJogaeMyro
KMHETUYECKYI0O KOHCTAHTY CYyMMapHOM CKOpO-
CTU peakiiuy MO CPAaBHEHUIO C TeM, KaK ecu Obl
OCJIKM COYIapsSUTUCh CIyYailHBIMU MECTaMM CBOUX
MOBEPXHOCTEl B pe3yJibTaTe YMCTO OPOYHOBCKOTO
JIBVKEHUsST 03 TpelBapUTeIbHON 2JIEKTPOCTATH -
YyecKoi B3auMHoO opueHTaluu [104].

IIpu cOnukeHUM MOJIEKYJIbl JOHOpa U aKlemn-
TOopa CITOCOOHBI 00pPa30BBLIBAThH OEIOK-OEIKOBbII
komriekc. [lompoOGHOe onrcaHKue aaropuTMa Mo-
JeTMpOBaHUs Tpoliecca oopa3zoBaHUs OeT0K-0e-
KOBBIX KOMILJIEKCOB METOIOM OpOYHOBCKOI AMHA-

at a2z

PU3HUYEHKO u ap.

MUKW JaHO B OpUTMHAJIBHBIX cTaThsx [103, 104].
Monenu 6pOoyHOBCKOM AUHAMUKU, B KOTOPHIX MO-
JIeKyJIbl OEJKOB paccMaTpvBalOTCS KakK TBEPIbIE
Teja, CIOCOOHBI omucaTh OOpa3oBaHUE MMEHHO
Takoro nudGy3rMoHHO-CTOJKHOBUTEIBHOTO TIpe-
BapuTeabHOro (encounter) komiuiekca. IlepBo-
HayaJbHO OOpa30BaHHBIM KOMILUIEKC C TEUCHUEM
BpPEMEHM MOXET MpeoOpa3oBaThbcs B (PUHATBHBIM
KOMIUIEKC WJIM Pa3BaIMThCs MO AeiCTBUEM OpOy-
HOBcKoil cuiibl. K oOpa3oBaHuio (prHAIBHOTO
pPEaKIIMOHHOTO KOMILJIeKca IPUBOAUT CJIOXHAsI
MOC/en0BaTeIbHOCTh TPOIIECCOB, 00eCcneuYnBao-

K189 K188 D54 E44 D45 D43 50
45

40 |

35

25

20 |

PaccrosiHme mexay Cu u Fe, HM

200

62

300
Bpem4, HC

400

K189 K188 E86 D62 D60

PaccrosiHue mexay Cu u Fe, Hm

0 100

82

400
Bpems, HC

500 700

K189 K188 E86 D60 D62

PaccrosiHue mexay Cu u Fe, Hm

50 100

150

200
Bpem4, HC

300 350

Puc. 7. UeHTtpanbHble CTpYKTYpHl nepBoro (al), BToporo (67) u Tpetbero (1) knactepoB nubby3nOHHO-CTOIKHOBUTEIbHbIX
KOMIUIEKCOB TIJIaCTOLIMaHWHA U ITUTOXpoma f 13 3elieHoil Bogopociu C. reinhardtii ¢ SHeprueil 3IeKTpoCTaTUIeCKOTO TTPUTSI-
xkeHus oonee 8 KT. a2, 62, 62 — PaccTosiHMe MeXIy aToMaMU MU U 3Kelle3a IIaCTOLMaHWHA M IMTOXPOMa f, TIOTy4eHHOe U3
pacyeToB MOJIEKYJISIPHOU TMHAMMKY, UMEIOIIMX B KAYECTBE HauyaJbHbIX LIEHTPAJIbHYIO CTPYKTYpPY nepBoro (al), Broporo (617) u
TpeThbero (61) knactepos. a3, 63, 63 — CTpykTyphl iepBoro (a ), Broporo (61) u Tpethero (61) GUHATBHBIX KOMITJIEKCOB, TTOJIY-
YEHHBIX U3 MOJIEKYJISIPHO-IMHAMUUECKHUX pacuyeToB. PucyHOK BocnpousBeeH ¢ pa3pelieHus usnaress [108]
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IKUX KOH(MOPMaIMOHHOE COOTBETCTBUE MOJIEKYJ
0eKOB JOoHOpa U aKkuenTopa. B duHaipHOM KOM-
TJIEKCEe CTAHOBUTCSI BO3MOXHBIM TYHHEJbHBIN TTe-
pPEeHOC 2JIEKTPOHA MEXIAY PEaKIIMOHHBIMU LIEHTpA-
MU OeJIKOB JOHOpa M akienTopa. s onucaHus
KOH(OPMAILIMOHHBIX ITBUKEHUU B TaKOM peaKilv-
OHHOM KOMILIEKCE HEOOXOIUMO YK€ TTpUMEHEHMe
METOJ0B MOJIEKYJISIPHO TWMHAMUKM, a JIJIs OIKca-
HUS MEpEeHOoCca 3JIEKTPOHA C peaKIIMOHHOTO LIEHTpa
MOJIEKYJIbI-TOHOPA Ha peaKIIMOHHBII LIEHTP MOoJie-
KyJIbl-aKlLeNTOpa BHYTPU KOMILJIEKCa — MpUMEHe-
HUE METOI0B KBAaHTOBOI XUMMUU.

Ponb snekTpocTaTuecKuX B3aMMOIECTBUIA B
00pa3oBaHUU OKUCIUTEIbHO-BOCCTAHOBUTEIHHO-
ro KOMILIEKCa IBYX O€JIKOB Mbl MOAPOOHO U3yvyaau
IUIsT TIapbl (POTOCUHTETUYECKUX OEKOB (IepeHoC-
yiKOB 3jeKkTpoHa) Pc u Cyt £[96, 104, 108]. Otu
OEJIKU SBJISIOTCS OKUCIUTEIbHO-BOCCTAHOBUTE b~
HBIMU TIapTHEPaMU C YETKO JIOKaJIM30BaHHBIMU
pEeaKLUMOHHBIMU ILIEHTPAMU — aTOMaMU MEIIU U XKe-
Jie3a cooTBeTCTBEHHO. KoHeuHble KoHUrypaluu
MOJIEKYJI B TpyIIIe HauboJiee 4acTo BCTpeYarolux-
csl TpaeKTopuiit OpOYyHOBCKOI TMHAMUKM, BEIyII1e

CsobOomHas

nuddysus
|Eint|~0

DdunanbHBIN
KOMILIEKC
|Eint/>>kT
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K ¢ OpMUPOBAHUIO MIPEABAPUTEIBHOTO KOMILJIEKCA,
OBLIM 3aT€M HCIOJIb30BaHbI B KAUeCTBE HaYaIbHbIX
JUIST pacyeToB IOCENYIOIei BHYTPUMOJIEKYJISIP-
HoM nuHamMuku. Ha aToM sTane B Xxoae MOJEKYIsIp-
HO-IMHAMWUYECKOro pacyera mpoucxoausio (J1udo
He TIPOMCXOANI0) 00pa3zoBaHue (PUHAIBLHOTO KOM-
miekca, rae atom Meau Pc m arom xenesza Cyt f
CcONMMXKaNIUCh 10 PACCTOSIHWI, Ha KOTOPBIX OCY-
IIECTBSCTCS TYHHEJIBHBI TIEPEHOC 3JIEKTPOHA.
Ha puc. 7 npeacraBieHbl pe3yabTaThl MOJICKYJIsIP-
HO-JIMHAMUYECKHX pacyeToB B3aumoneilicTBus Pc
u Cyt fu3 3eneHoit Bogopocnu C. reinhardtii [108].

AHcaM0Jib 00pa3oBaBIIKUXCS B TIpoliecce aAud-
(by3MoOHHOTO ABMKEHMSI CTPYKTYp C BHYTpPEHHEM
sHeprueit 8 KI, paszbuBaeTcss Ha Tpu Kiacrtepa.
[MepBoiii knactep (35% CTPYKTyp) 3HAYMTETHHO
OTJIMYAeTCs OT JABYX APYTUX. Ero cTpykTyphl ume-
0T 2JIEKTPOCTATUYECKUI KOHTAKT, 00pa30BaHHbIIt
MPOTUBOITONIOXKHO 3apsLKeHHbIMU obnactsmu Pc
(D43, E44, D45 u D54) u Cyt f (K188 u K189).
Oo6nacth Pc, koTopasi oOpasyeT aieKTpocTaTuye-
ckyio cBa3b ¢ Cyt f, UMeeT HU3KYIO TTOIBUKHOCTD
otHocuTeabHO Cyt f, B TO BpeMsl KaK IMPOTUBO-

COnukeHue ¥ B3auMHAasi OpUEHTAIUS

MOJICKYII, O6yCJ'IOBJ'I€HHa$[
SJICKTPOCTATUYCCKUMU

B3aUMOJICHCTBUSIMU
|Eint|<kT

[IpenBapurenbHblil
KOMIUIEKC
|Eintl~kT

HpOMemyTqume METacTAOMIIbLHBIC

COCTOsSAHUSA

|Eint>kT

Puc. 8. Cxema o6pa3oBaHus 0e10K-0€IKOBOIO KOMILIEKCA IS 3JICKTPOH-TPAHCIIOPTHBIX OEJIKOB IJIACTOLMAHWHA U IIUTOXPO-
Ma f 13 BBICIIMX PACTEHMI U 3eJIeHbIX MUKpoBoaopocieit. (1) — CBobomaHas nuddysust Moaeky; (2) — B3auMHasl OpueHTaIus,
00yCIIOBJIEHHAS JIEKTPOCTATUIECKUMHK B3aMMOACUCTBUSIMH; (3) — hopMUpOBaHUE SHEPTETUIECKU BHITOMHBIX KOH(MOPMAIIHIi;
(4) — TpaHchopmanms 11py3MOHHO-CTOTKHOBUTEIBHOTO KOMILIEKCA B METACTAOMILHOE SHEPTeTUUECKH BBITOIHOE COCTOSTHHE;
(5) — dopmupoBaHue puHAIBHOTO KOMILIeKkca ((PYHKIIMOHATBHO aKTUBHAs KOHMUrypauus) myreM KOHGOPMAIIMOHHBIX M3-
MEHEHHI B paMKax 0e10K-0enkoBoro nHTepdeiica. [loBepxHocTn 6eIKOB OKpaIlleHbl B COOTBETCTBUM C MX ITOBEPXHOCTHBIM
noteHimaaom B nuanazoHe oT —100 no 100 mB. PucyHok BocnipousBeneH c paspeuieHus usnarens [108]
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MOJIOKHAsl CTOpOHa MOJeKyJbl Pc mperepneBaer
Oosbire GayKTyaluu, 4TO MOATBEPKIAETCS pac-
npenejaeHueM 3HadeHut B-cakTopa, mokazaHHbBIM
Ha puc. 7, al.

Bropoii kimactep (25% cTpyKTyp) TaKKe MMe-
€T OJTHOTOYEYHOE COeIMHEHUE, HO OHO 0Opa3oBa-
HO JAPYTMMU O0JACTSIMU, OTIMYHBIMU OT TIEPBOTO
ciydas puc. 7, 61. OHo co3aaeTcs MOJOXUTEIbHO
3apsikeHHoit nemieit (K188 u K189) Cyt fu oTpu-
LaTejabHO 3apskeHHo# nemeit (D60, D62 u E86)
MjacTouMaHuHa. B 2T0ii opreHTalMu Bpalareib-
HOe JBMXXEeHME MOJIEKYJIbl Pc He crmocoOHO moBep-
HYTb €70 B OPMEHTAIMIO C MUHUMAJIbHBIM PaccTo-
STHUEM MeXIy KodakTopaMu. B TpeTbeM aHcaMOJie
(9% ctpykTyp) Pc mepeBepHYT OTHOCUTEILHO OpU-
EHTalMM B (PYHKIIMOHAJIBHO aKTUBHOM KOMILJIEKCE
puc. 7, 61, v ero NIBUKEHUE 3HAYUTEIILHO OTPaHu-
YEHO 3JIEKTPOCTATUYECKUMM B3aMMOJICICTBUSIMMU.

JanbHeimasa TpaHchopMalvs LEeHTPaIbHbIX
CTPYKTYp 3TUX Tpex aHcamOJeit Obuia ucciaenoBa-
Ha METOJOM MOJIEKYISIPHOM TUHAMMKU. MoeKy-
JIPHO-IMHAMMYECKUI pacyeT, B KOTOPOM OelnKu
B HayaJbHbIE MOMEHT BPEMEHM HMEIOT B3aUM-
HYIO OPMEHTAIIMIO KaK B LICHTPAJbHOM CTPYKTYype
MepBOro KJjacTepa, 3aBepliaercsl oOpa3oBaHUEM
CTaOMJIBHOTO KOMIUIEKCA C PacCTOSHUEM MEX-
Iy KodakTopaMu OKoyio 1,2 HM, 4YTO IPOUCXO-
nut B miepBble 150 He (puc. 7, a2). OTMEeTUM, 4TO
3TOT (PUHAIBHBINA KOMILIEKC MOXO0X Ha (pUHAJb-
HbIIi KOMILIEKC, OOpa30BaHHbLIN LIEHTPaJbHOMI
CTPYKTYPOIl «IIPOAYKTUBHOTO» KJIACTEPa BBICIIUX
pactenuii [108]. MonekynsipHO-IMHAMUYECKUE
pacueTbl ¢ LEHTPaJIbHBIMU CTPYKTYpaMu BTOPO-
ro (puc. 7, 63) u Tpetbero (puc. 7, 83) KiacTepoB
MpUBEIN K 00pa30BaHUIO CTAOMJIbHBIX KOMILIEK-
COB CO CPaBHUTEILHO OOJBIIUMU PACCTOSTHUSIMU
(okos0 3 HM) Mexny KodakTopamu 0eiakoB. Mcxo-
IS U3 PACYETOB MOJICKYJISIPHON TMHAMUKMU BUIHO,
YTO CTPYKTYPbl BTOPOTO M TPETHETO KJIACTEPOB HE
MOTYT JIETKO JOCTUTHYTh OPUEHTAIIMU C PACCTOSI-
HUeM MeHee 2,5 HM MexXay KoakTopaMu, HE00X0-
JVMBIM JUISI TYHHEJIMPOBAHUS 3JIEKTpOHA. Takum
00pa3oM MOTeHLIMATBHO MPOAYKTUBHBIM SIBJISIETCS
TOJIBKO MEPBBIi KacTep (puc. 7, a).

OO11ast mocnenoBaTeIbHOCTh 3TaloB 00pa3o-
BaHMS BJEKTPOH-TPAHCIOPTHOTO KOMILIeKca Oe-
koB Pc u Cyt f U3 BBICIIUX pacTeHUI U 3eJIEHbIX
MMKPOBOJIOPOCJIEil pUBEIcHA Ha CXeMe Ha puc. 8.

3AKJIIOYEHUE

0611_[6171 OeJabl0 AUHAMHWYECKOIoO MOICINpPO-
BaHUA CJIOXHBIX CHCTEM MABJACTCA PaCKpPbLITUC
33KOHOMCpHOCTeI71 X NOoB€ACHUA BO BPEMCHU U
NU3MEHCHUA BO BPpEMCHU KOJMYCCTBCHHLIX XapaK-
TEPUCTUK BSaVIMOIIeVICTBy}OL[[I/IX KOMITOHEHTOB.

PU3HHNYEHKO u np.

KitoueBbIM ycioBUeM aieKBaTHOCTU MOJEIU pe-
aJIbHOMY OOBEKTY SIBJISIETCSI COOTBETCTBUE CTPYK-
TYpbl MOJEJIU U peajbHON CUCTEMBbI, a TaKXe CO-
OTBeTCTBUE (OPMBI ypaBHEHUI, MEXaHM3MOB U
rnapaMeTpoB B3aMMOJAEHCTBUSI COCTABJISIIONIUX €€
9JIeMeHTOB. Mcrmoib3yeMblii  MaTeMaTu4yecKuit
anrmnapaT JOJKEH COOTBETCTBOBAaTb KOHKPETHBIM
MeXaHMW3MaM B3auMOJIECTBUIT KOMIIOHEHTOB, Ta-
KUM KakK CBOOOIHOE€ COoymapeHUe IO 3aKOHY Aeii-
CTBYIOILIMX Macc, U Qy3uMOHHbIE TepeMelleHUs
B BSI3KOI cpelie, BHYTPUMOJIEKYJISIpHbIE Koomepa-
TUBHBIE TIEPEXObl B MAKPOMOJEKYJSIPHBIX KOM-
iekcax. Bce aTo BO3MOXHO aieKBaTHO OTPa3UTh
B MOJIEJIM TOJIbKO Ha OCHOBE HE3aBUCUMBIX JaHHBIX
9KCTIEPUMEHTOB WU HAOIIOACHUIA.

I[To mepe yrnyOGneHusi HalmMX 3HAHUIA 0O
yCTpoiicTBe (hOTOCMHTETUYECKOTO amfrapara Me-
HSIJICS M POIOJIKAET MEHSITHCS apCeHasl MPUMEHSI -
€MbIX MAaTEMAaTUYECKUX METOI0B. DTUM OOYCJIOBJIEH
rnepexoql OT OOBIKHOBEHHBIX AU depeHINATBHBIX
ypaBHEHUII KWHETUKHM B TOMOTEHHOI cpejie K ypaB-
HEHUSIM, B KOTOPBIX, HAPSIAY ¢ XMMUYECKUMM YJie-
HaMu, YYUThIBaeTcsl U aud¢y3us BelllecTB B TeTe-
pPOTEHHOM PEaKIIMOHHOM MPOCTPAHCTRE.

Ha coBpeMeHHBIX MOIIHBIX KOMIIbIOTEpax
MeTonoM MoHTe-Kapiao MoOXHO agekBaTHO BOC-
MPOU3BOAUTH MPOLIECCHl, OMHOBPEMEHHO IMPOUC-
XOASIIMe B MUJUIMOHAX LieTield aKTUBHBIX OEJIKOB,
KOTOpPbI€ B3aUMOIEUCTBYIOT APYT ¢ ApyroM. B ot-
JETbHBIX KOMIApTMEHTaX KJIETKHU, [Ae B3auMO-
JECTBYIOT CPaBHUTEILHO HEOOJbIINE aHCaMOJIU
MOJIEKYJ, CBOIO 3(P(PEeKTUBHOCTb AEMOHCTPUPYET
METOJ «IIPSIMOTO MHOTIOYaCTUYHOTO MOIEIUPO-
BaHus». [lo-BuaMMOMY, JIsl BBISICHEHUS MeXa-
HU3MOB KJIETOUHBIX MPOIIECCOB HEOOXOAMMBI KakK
MOJe/IU, TTOCTPOCHHbIE Ha OCHOBE AUMhepeHLIr-
aJbHBIX YpaBHEHUI, JeTajlbHble U YIPOIIEHHBIE,
JOITyCKaloIIe KauyeCTBEHHOE MCCeloBaHue, TakK
U aJITOPUTMUYECKHME CTOXaCTUYECKUE MOJEIU
MounTte-Kapio, a Takxke MeTOoAbl areHTHOTO MHO-
ro4yacTUYHOr0 MOJAEIUPOBAHMSI, BOCIIPOU3BOMISI-
1Me TepeMellieHUsl U B3aMMOIEMCTBUS OTAEIbHbBIX
MOABMKHBIX MAKPOMOJIEKYJT B KJIETKE.

KoMnbloTepHoe  BocripousBeaeHue Opoy-
HOBCKOro U @dy3MOoHHOro COJMXEHUsT OeIKOB
OCHOBAHO Ha y4yeTe NEUCTBUS CIyYalHBIX TOJIY-
KOB, KOTOPbIE€ MCIBITHIBAIOT OEJTKOBBIE MOJICKYJIbI
CO CTOpPOHBI OJMKaiIero okpyxeHus. BiausHue
9JIEKTPOCTATUUYECKUX B3aUMOIECTBUIL BHOCUT Cy-
IIECTBEHHYIO MOMPAaBKy B «CJIIy4aiiHOCTb» MPOUC-
XOISIINX BCTpeY OEKOB, BbI3bIBAsI UX B3aMMHYIO
HYXHYIO OpUEHTaINI0. DTO (haKTUUECKU O3HAYaET
Hajuuyue (pakTtopa AaTbHOACHCTBYIOIIMX B3aUMO-
e CTBUI, KOTOPBIA MPUIAET «BEKTOPHBIN» Xapak-
Tep, Ka3ajaoch Obl, YMCTO CAyYalHBIM OJyKIaHM-
M 0eaKoB. MOXHO TPEAIOI0XUTh, YTO 9TUM He
HUCYEPIIBIBAETCS «BEKTOpU3alMs» OpPOYHOBCKOTO
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JIBVKEHUS B KJIETKE M YTO BO3MOXHO CYIIECTBO-
BaHME JAPYIMX NaJIbHOAECHCTBYIOIINX (HaKTOPOB
B3aMMOJEUCTBUII B KieTke. Hampumep, mpaBo-
MepeH BOIPOC O TOM, KaKoii BKJIaJ B OTOOp CIy-
YaiiHBIX TOJTYKOB MOXET BHECTU (popma OeIKOBOI
IJIOOY/IBI TI0 OTHOLIEHUIO K TTOSIBICHUIO TIPEUMY-
IIECTBEHHOTO PEe3YJIETUPYIOIIETO HAIllpaBJIeHUS ee
OPOYHOBCKOTO ABIXKEHHSI. DTO MOXKET TOBOPUTH O
BO3MOXHBIX CKPBITBIX ITOKA OT HAC OCOOEHHOCTSIX
BJIEMEHTAPHBIX B3aUMONEHCTBUI  CTPYKTYPHBIX
3JIEMEHTOB B XXMBOI crcTeMe, KOTOpbIe ObIJIA BbI-
SIBJICHBI U «11€JI6CO00Pa3HO» UCIIONIb30BaHbI B OMO-
JIOTUM 32 MUJJIMOHBI JIET 3BOJIIOLMY Ha HU3IINX
CTPYKTYPHBIX YPOBHSIX OPraHU3allMU KUBOTO.

Hacrogmmii BeIycK XypHaja <«buoxumus»
MOCBSIIEH NMaMAITH akageMuka Bmagumupa Lly-
BaJIoBa — MPU3HAHHOIO B MUPE aBTOPUTETA B 00-
Jacti (GOTOOMOJIOTUM U TIEPBUYHBIX ITPOLIECCOB
¢doTocuHTe3a. DKCIepruMeHTallbHbIe JaHHBIC, TO-
JIydeHHbIE UM METOIOM JIa3€PHOM CITIEKTPOCKOIINH,
IMO3BOJIVUIM TOHSATh XapaKTep U IPUPOLY, ITPOMC-
XOISIIIMX B (DEMTOCEKYHIHOM BpPEMEHHOM JHa-
masoHe B (POTOCMHTETUUECKOM arrapaTe CBepX-
OBICTPBIX TIPOLIECCOB, MMEIOIINX HaINpaBJIEHHBIH
XapakTep M OWOJOTMYEeCKUI CMBICI. YYeT 3THUX
JAHHBIX, HECOMHEHHO, CbITpaeT OOJIBIIYIO POJIb
MPpU MOIEIVMPOBAHUM COBOKYITHOCTH IIPOLIECCOB
TpaHchOpMaLlMA SHEPTUU B IIIMPOKOM IMaIra30He
BpeMEH, BKJIIoYas NepBUYHbIE (DEMTOCEKYHIHBIE
MPOLIECCHI.

Bknan asropos. I.1O. Puznnyenko, A.b. Py-
OMH — KOHLEMUUS U PYKOBOACTBO pPabOTOIi;
H.E. bengesa, W.b. KoBanenko, T.K.AHTan,
C.H. I'opsiues, A.C. Macnakos, T.1O. I1ntocHuHa,
B.A. ®enopos, C.C. Xpyuie, O.B. fdxkoBieBa —
BbINOJIHEHUE uccnenoBanuii, I }YO. PusHuuenko —
HamnycaHKWe TeKCTa.

®unancupoBanue. PaGoTbl BBIMOJHSAINCH Ha
Kacdenpe OMODU3NKU OUOJIOTMYECKOTO (PaKyab-
TeTa MOCKOBCKOIO TOCYIapCTBEHHOIO YHMBEp-
cuteta uMeHu M.B. JlomoHOCOBa B pamKax Hay4d-
HBIX MPOEKTOB TOCYIapCTBEHHBIX 3agaHuii MI'Y
NoeNe 16-116021660040-7 u 121032500060-0. Ya-
CTUYHOE (DMHAHCUPOBaHUE pPAOOT OCYIIECTBIISI-
Joch Poccuiickum (oHmoM dyHIaMeHTaIbHbBIX
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ncciaenoBanuit (rpant Ne 20-04-00465) u Poccnii-
CKHUM HalMoOHaJdbHbIM (oHaoM (TpaHThl NeNe 20-
64-46018 u 22-11-00009).

BaaromapuocTu. ABTOpPBI BBIpaXKaloT 0Jiaro-
JApHOCTh COTPYAHUKAM W achupaHTaM Kadenpbl
0uo(pU3MKU, MHOTOJIETHSSI COBMeCTHasi paboTta
KOTOPBIX c/iesiajla BO3MOXKHBIM TTOJIyYeHUE Pe3yib-
TaToB, TPEACTABICHHBIX B JAHHOW cTaTbe. MBI
onarogapHbl PoccuiickoMmy hoHy hyHIaMEeHTab-
HBIX MCCJIEJIOBAHUI 32 MHOTOJIETHIOIO TTOMIEPXKKY
paboT B objgacTu u3ydyeHUs1 (HoTocuHTe3a. MBI
onarogapHbl LIeHTpY KOJUIEKTMBHOTO TOJIb30Ba-
HUST CBEPXBBICOKOIPOU3BOAUTEIbHBIMU BHIYMCIIN -
TeJbHBIMU pecypcamu MI'Y umenun M.B. Jlomo-
HOCOBA 32 BO3MOXHOCTh IMPOBOANUTH BHIYMCIECHUS
10 HAIlIUM MOJEJISIM.

Konduukr unTepecoB. ABTOPHI 3asBISIOT 00
OTCYTCTBUM KOH(JIMKTA UHTEPECOB.

CoOmonenne 3Tmyeckux HopMm. Hactosias
CTaThsl HE CONEPXKUT OTIMCAHUS BHIMOJHEHHBIX aB-
TOpaMM UCCJIeIOBAHUIA C yyacTUEM JIIOAEi NN UC-
MOJb30BaHUEM KMBOTHBIX B KA4ECTBE 0OBHEKTOB.

Honomnurensnas wungopmamusa. IloapoOHbIe
MaTepuaibl 10 KUHETUYECKOMY MOJCIMPOBAHUIO
MEePBUYHBIX IPOLIECCOB (POTOCHHTE3a M COIpSI-
SKEHHBIX TTPOLECCOB MOTYT OBITh MPENOCTABICHBI
I10 3aIPOCy COaBTOPOM AaHHOTO 0030pa Hartanbeii
EBrenneBHoii benseBoil (271eKTpoHHaAs IIoYTa:
natalmurav@yandex.ru). IlonpoOGHoe omnucaHue
aJropuTMa CTOXaCTMYECKOW MOJENIU AaHO B OPU-
rMHaJIbHOH cTaThe aBTOpa Kojma Alekcess Cepre-
eBruya MacnakoBa [71], coaBTopa n1aHHOro 0030pa,
JIeTaJu MOTYT OBITh UM MPEAOCTABIEHbI IO 3aIpo-
cy, DJIEKTpOHHas TmouTa: alexei.maslakov@gmail.
com. PaszpaboraHHoe TmporpaMMHoOe obecrneye-
HUE 11 MOJAEIMPOBAHMSI B3aMMOIEUCTBUS Oe-
KOB METOIOM OpOyHOBCKOU auHaMuku ProKSim
MOXET ObITb MTPENOCTABIEHO IO 3aIPOCY aBTOPOM
Cepreem CepreeBu4yeM XpYyLIEBbIM, JIEKTPOHHAsI
noura: styx@biophys.msu.ru. IlonyyeHHbIE METO-
JaMU MOJIEKYISIPHOM AMHAMUKM OeT0K-0eIKOBbIE
koMmruiekcol Cyt f—Pc 3ejeHbIX pacTeHUil, 3eie-
HBIX BOAOPOCJIEH M LIMAaHOOAKTEpUil MOTYT OBIThH
MPEeAoCTaBJICHBI 110 3aMpocy COABTOPOM JaHHOTO
o630pa Biragumupom Annpeesuuem DenopoBBIM,
9JIEKTpOHHas MmouTa: xbgth@yandex.ru.
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MATHEMATICAL SIMULATION OF ELECTRON TRANSPORT
IN THE PRIMARY PHOTOSYNTHETIC PROCESSES

Review

G. Yu. Riznichenko'*, N. E. Belyaeva!, I. B. Kovalenko!, T. K. Antal?, S. N. Goryachev',
A. S. Maslakov', T. Yu. Plyusnina’, V. A. Fedorov!, S. S. Khruschev',
0. V. Yakovleva!, and A. B. Rubin'

' Lomonosov Moscow State University, Faculty of Biology, Department of Biophysics,
119234 Moscow, Russia; E-mail: riznich46@mail.ru

2 Pskov State University, 180000 Pskov, Russia

A review of the results of work on the study of the regulation of electron transport and associated processes
in the photosynthetic membrane by the methods of mathematical and computer modeling, carried out at the
Department of Biophysics, Faculty of Biology, Lomonosov Moscow State University, is presented. Detailed
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kinetic models of processes in the thylakoid membrane were developed using the apparatus of differential
equations. Fitting the model curves according to the data of spectral measurements made allowed us to estimate
the values of parameters that are inaccessible to direct experimental measurement. The probabilistic method of
agent-based Monte Carlo modeling provides ample opportunities for studying the dynamics of heterogeneous
systems based on the rules for the behavior of individual elements of the system. Algorithms for simplified
representation of Big Data make it possible to monitor changes in the photosynthetic apparatus in the course of
culture growth in a photobioreactor and for the purpose of environmental monitoring. Brownian and molecular
models describe the movement and interaction of individual electron carrier proteins and make it possible to
study electrostatic, hydrophobic and other interactions leading to the regulation of conformational changes
in reaction complexes. Direct multiparticle models explicitly simulate the Brownian diffusion of mobile
protein carriers and their electrostatic interactions with multienzyme complexes both in solution and in the
heterogeneous interior of a biomembrane. The combined use of methods of kinetic and Brownian multiparticle
and molecular modeling makes it possible to study the mechanisms of regulation of an integral system of
electron transport processes in subcellular and in plants and algae.

Keywords: photosynthesis, electron transport, fluorescence, kinetic models, Brownian multiparticle models,
molecular modeling
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PaGora nocBsiieHa aHaau3y (PyHKIMOHUPOBAHUS LIMTOXPOMHOTIO bg f~KOMILIeKca (TJIaCTOXMHOJI:IIJIACTO-
LIMAaHWH OKCUIOPENAYyKTa3a), BXOJSIIETO B LIEMb MepeHoca IEKTPOHOB (POTOCUHTE3UPYIOLTUX CUCTEM OK-
cureHHoro tiira. KpaTtko paccMOTpeHBI cTpoeHMe LIeTn 3J1eKTpoHHoro TpaHcmnopra (LDT) ximoporiactoB
1 MeXaHM3Mbl (PYHKIIMOHUPOBAHMSI LIUTOXPOMHOIO KOMILIeKca bgf, pacmoioxeHHoro B LIOT mexmy
dortocucremamu 2 u 1 (OPC2 u ®C1). LIUTOXPOMHBII b f~KOMILIEKC OKUCISIET MOJIEKYJIbI TJIaCTOXUHO-
na (PQH,), o6pasyiomuecs B @C2, 1 BoccTaHaBAMBAET IUIACTOLIMAHUH — JOHOp aekTpoHa mig dOCI.
Oxkucnenue PQH, — cragus, numutupyoomas nepeHoc 3;1eKTpoHoB Mexny @C2 u dCI. I[Ipoananusu-
pPOBaHbI MPOLIECCHI IBYX3JIEKTPOHHOTO (OudypKaimonHoro) okucieHuss PQH, B karanuruyeckoM LieH-
Tpe Q, KoMrIuiekca bgf. MeTonoM (pyHKIIMOHAJA TJIOTHOCTU MCCIIeOBaHbI ABe ctanuu okucieHus PQH,
B CHCTEME, MONIETUpYoleit IeHTP Q,. Pe3ybraThl KBAHTOBO-XMMUYECKUX PACUETOB COTTIACYIOTCS C TEM, UYTO
nepBas cranust okucienusi PQH, — nepeHoc snekrpoHa kK Fe,S,-kinactepy 6enka Pucke — 3To sHAEproHu-
YeCKUil (9HePro-aKUenTOpHbIN) Tipotiece (AE ~ 15 k/Ixk'MoJib '), KOTOPBI MOXET TUMUTUPOBATh CKOPOCTh
(byHKIIMOHMPOBaHUS IIUTOXPOMHOTO KOMIUIeKca. BTopast cramus oKrcaeHNsI XWHOJIA — TIEPEHOC JIeKTPOHa
oT MoJiekyJbl cemuxuHoHa (PQH ), obpasyronieiicst mocie nepsoii craaguu okucieHuss PQH,, Kk Hu3komno-
TEHIIMATBHOMY TeMy bs- — TIpencTaBisieT coO0i 9K303pruyecKuil (3Hepro-qoHOPHLIN) mporece (AE < 0).
PesynbraThl pacy€ToB ITOKA3bIBAIOT, UTO OKUCIEHUE CEeMUXMHOHA CTUMYJTUPYETCST B Pe3yJIbTaTe ero CMellle-
HUS B CTOPOHY rema bg" (akienTop a1eKTpoHa) U MPUOIMKeHUsS K KapookcuabHoi rpyrne Glu78, ciyxa-
meit akienTopoM npotoHa. [lojydeHHbIe JaHHBIE 00CYKIaloTCs B paMKax monean Q-1mukia Mutdenia,

ONHUCHIBAIOILIECH OKMCIIEHME MJIaCTOXUHOJIA B ITUTOXPOMHOM b(,f-KOMHJICKCC.

K/IIOYEBBIE CJIOBA: dhoTocuHTe3, IMTOXPOMHBII KOMIUIEKC, OKMCJIEHUE IJIACTOXOHOJA, MOACIMPOBaHUE.

DOI: 10.31857/50320972522100049, EDN: BBTSHP

BBEJIEHHNE

B dorocuHTETMYECKUX CHCTeMaX OKCHUTCH-
HOro TUIAa (XJOPOIUIACTHI BBICIIMX PACTCHMUIA,
LIMaHOOaKTepUU, BOIOPOCIU) UMEIOTCI IBe (o-
TOCUCTEMBI, KOTOpbIE 3a CYET DHEPrMM CBETa
OCYIIECTBJISIOT TEePEHOC B3JIEKTPOHOB OT BOIBI,
pasnaraemoii B porocucteme 2 (PC2), Kk NADP* —
(busronornyeckomMy akienTopy 3JNEKTPOHOB (Po-
tocucteMbl 1 (PC1) [1-5]. POTOCMHTETUYECKUIA
TPAHCIIOPT 3JIEKTPOHOB COMPSIKEH ¢ OOpa3oBa-
HUEM TpaHCMEMOpPaHHOM pa3HOCTH 3JIEKTPOXU-

MMYECKUX TTOTEHIIMAIOB MOHOB BOIOPONAA, AU+,
SIBJISIIOIIEHACST ICTOYHUKOM Hepruu 1t ATP-cuH-
Ta3HbIX KOMILJIEKCOB, KaTaJM3UPYIOIIMX 00pa3o-
BaHue ATP u3 ADP u P; [6—9]. bananc mexxay ATP
u NADPH (ATP/NADPH = 3/2), HeoOxoauMBblit
ot pa6othl Hukia KansBuna—beHcona (LHKDB),
JMIOCTUTAETCS 3a CYET PETY/ISITOPHBIX MEXaHU3MOB,
TaKMX KaK aKTUBALMSI WIKM OcJablieHre aKTUBHO-
creiit @C1 u ®C2, nepepacnpenencHue JEKTPOH-
HBIX TTOTOKOB (HEHUKIMYECKUI M LMKINYSCKUIA
MyTu nepeHoca), pH-3aBucumast peryasiumst saek-
TPOHHOTO TpaHcmopTa [10—14].

Ipunsareie cokpamrenus: ®CI u PC2 — porocucteMsl 1 u 2; bs- 1 bg"' — HU3KO- ¥ BHICOKOITOTEHIIMATBHBIN TeMBI IIMTOXPO-
Ma bg; Cyt — mutoxpoM; Fd — deppenokcur; FNR — deppenokcun-NADP-penykTasa; ISP — xene3ocepHslii 6¢/10K, Ha3bIBa-
eMblil 0enkoM Pucke; Pc — mimacroumanun; PQ — mnactoxunon; PQH, — mnacroxunon; Q, u Q; — KaTaJIMTUYECKUE LIEHTPbI
uroxpoMHoro komruiekca; TMBQH; — 2,3,5-Tpu-meTun-6eH30XMHOJI, aHaJIOT TJIaCTOXMHOJIA.

* Anpecar i1t KOppeCIOHIeHLIVH.
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Ilepenoc anexkrpoHoB oT PC2 k PC1 obecrie-
YUBaETCs 3a CYET LIUTOXPOMHOTO KOMILIeKca by f 1
MOOUJIBbHBIX IEPEHOCYMKOB 3JIEKTPOHA — ILJIaCTO-
xuHoHa (PQ) u mnacroumanuna (Pc) [1-3].
JlBa 5JEKTpPOHA, <«U3BJIEKAEMBIX» M3 MOJEKYJIbI
BOJIbI 32 CYET PAOOTHI BOTOOKUCIISIIONIETO KOMITJIEK -
ca ®C2, nepeHocsaTcs Ha MoJiekyny PQ, koropas
MPOTOHMPYETCS 3a CYET MOHOB BOAOPOIA, MOCTY-
narouux u3 crpoMsl (PQ + 2e~ + 2H*,, ~» PQH,).
Monexkyna rmiacroxuHona (PQH,) okucnsercs uu-
TOXPOMHBIM KOMILJIEKCOM by f, OT KOTOPOTO 2JIeK-
TpOH TiepeHocuTcs K Pc (yepe3 rem f) u jganee K
OKHCJIEHHOMY peaklmoHHOMY LeHTpY D C1 (Piy).
HBa snekrpoHa ot @C1 nocnenoBaTeIbHO TTOCTY-
natoT K ¢eppenokcuH-NADP-penykraze (FNR)
yepe3 ¢deppenokcud (Fd) um BoccTaHaBiIMBaloT
NADP* no NADPH. IlepeHoc s1eKTpOHOB ye-
pe3 b f~KOMILIEKC COIPSDKEH € TpaHcjaoKalueit
MPOTOHOB Yepe3 TWJIAKOUIHYI0 MeMOpaHy. MoHBI
BOJOPONA, MOCTyMNAWIIWe U3 CTPOMBI K ILJIaCTO-
XUHOHY, Tpu okuciaeHun PQH, xomruiekcoM by f
BBIJIEJISIIOTCS B JIIOMEH (BHYTPUTUIAKOUIHOE IIPO-
CTPaHCTBO).

OCOOEHHOCTBIO TUJIAKOMIHBIX MEMOpAH XJIO-
pPOILIACTOB SIBJSIETCSI UX JlaTepajibHasl TeTeporeH-
HocTh [15]. Bénbmas yacth KomruiekcoB DC2
HaXOIMTCSI B TECHO MPUMBIKAIOIINX IPYT K IPYTY
tiakougax rpaH. @C1 u ATP-cuHTa3HbBIE KOM-
IUIEKChI JIOKAJTU30BAaHbI B MEXTPAHHBIX THJIAKO-
UIax U Ha TeX ydacTKax MeMmOpaH (TOpuLbl I'paH
U BHELIHWE TWJIAKOWIBI), KOTOpPbIE OPUEHTUPO-
BaHbl B cTpomy. Kowmruiekchl bgf pacmpeneneHbl
paBHOMEPHO BIOJIb MeMOpaH TUJAKOWIOB I'paH
U MEXIpaHHBIX TWJIaKouaoB. BcienctBue nare-
panbHOIi nmoaBuxxHOoCcTU Moaekya PQH, u Pc rpa-
HaJIbHbIE KOMIUIEKCHI bsf MOTrYT o0OecrneyuBaTh
JlaTepaJIbHbII TPAHCIIOPT JEKTPOHOB Ha CPaBHU-
TEJIbHO OOJIbIIIME PACCTOSIHUS BIOJb TUIAKOUIOB;
®C2 - PQ~ bgf~ Pc— ®CI. duddys3us Pc BHY-
TpU JIIOMeHa (BHYTPUTUIAKOUIHOE ITIPOCTPAHCTBO)
npoucxoaut HaMHoro onicTpee (< 20—200 Mmkc [1,
16]), yem oxmucienue PQH, nUTOXpOMHBIM KOM-
mwiekcom (2 5—20 wmc [4, 5]). LlutoxpoMHbie
bs f~KOMILJIEKCHI, HAXOASIIMECS B MEXTIPaAHHbBIX TH-
JJaKkoM1aX, MOTyT y4acTBOBAaTh B LIMKJINYECKOM Ie-
peHoce anekTpoHoB Bokpyr PC1 [17, 18]. 3amemie-
Hue nuddysun PQH, B TunakouaHoit memopane,
TUIOTHO 3aIlOJIHEHHOM OeTKaMU, MOXET TOPMO3UTh
nepeHoc synekTpoHoB Mexay ®C2 u PCI [19].
OnHako, Kak ITOKa3ajJM OIBbIThl C M30JUPOBaH-
HBIMU XJIOpoIIacTaMM Kiacca b, JUIIEHHBIMU
depmenToB LIKbB, B mmpokoM auarnaszoHe ¢huzno-
Jornyeckux yciaosuii (pH, Temmeparypa) cko-
pocThb nepeHoca 3yeKTpoHoB Mexny PC2 u OCl1
KOHTPOJIUPYETCs TJIAaBHBIM 00pa3oM MpolleccaMu,
MPOUCXOISIIMMHU yXe rmocie cBsa3biBaHusg PQH, ¢
KaTaJuTU4YeCKUM LIEHTpOM b f~koMmriiekca [4, 20].
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O06uiasg CKOpOCTb TIepeHOca 3JIEKTPOHOB
oT PQH, Kk bs f~xoMmmnekcy onpenensercs: 1) Bpe-
meHeM aud¢dysun PQH, B MmembpaHe, 2) Bpe-
MeHeM npoHukHoBeHuss PQH, BHyTpb bgf-KOoM-
IJIeKca M €ro CBSA3bIBAHUS C KaTaIUTUYECKUM
LIEHTPOM LIMTOXPOMHOTO KoMmIuiekca Q,, 3) cko-
pocTthlio okuciaeHus PQH, B kaTaauTuyeckoM 1eH-
Tpe Q, [4, 20]. JlumuTHUpylolLIeii cTanuei nepeHoca
a51eKTpoHOB Mexny PC2 u OC1 gBisieTcss OKMC-
neHue PQH, UUTOXpOMHBIM by f~KOMILJIEKCOM.
Hecmotpst Ha To yTo DC1, DC2 U b f~KOMILIEKCHI
MOTYT OBITh PACIIOJIOXKEHBI B YIAJTEHHBIX 00J1aCTIX
TUJIAKOUAHONW MeMOpaHbl, 3HAaYWTelIbHAs YacTh
STUX KOMILIEKCOB HAaXOAUTCSl CPAaBHUTEIBHO OJIM3-
KO IpyT OT Apyra. Jlokanuzaius bg f~KOMIUIEKCOB B
rpaHax, 00oraméHHbIX TUTMEHT-0EIKOBBIMU KOM-
mwiekcaMu PC2, 3HAUMTEIBHO COKpAIIaeT MYTh,
KoTopblii Monekynsl PQH, mpoxomsar or ®C2
0 OMKaux K HUM bgf~KomIuiekcoB. B aToMm
ciaydyae OeIKOBBbIE IPEISITCTBUSI, OTrPaHUYMBAIO-
mue nudd@y3uu naacToXMHOHA B MeMOpaHe, He
SIBJIIIOTCSI KPUTHYECKUM (HaKTOpOM, JTUMUTUDY-
oMM cKopocTb okuciaeHust PQH,. B 6onbimmH-
CTBE cJlydyaeB XapakKTepHble BpeMeHa Auddy3un
PQH, or ®C2 k xoMmIjIeKcaM by f He TIpEeBHILIAIOT
At = 2—4 mc [4, 20]. Ckopoctb okucienus PQH,
3aBUCUT OT BHyTpuTtuiaakounHoro pH (pHi,),
MOCKOJIbKY TPOILECCHl 3JEKTPOHHOTO IepeHO-
ca COIpSDKeHBI C BHIXOAOM IIPOTOHOB B JIIOMEH
(PQH, - PQ + 2¢™ + 2H",,). BeposTHoCTb nernpo-
toHupoBaHusi PQH, ymeHbIlIaeTcsl mpu MOHUXKe-
Huu pH;, BciencTBue ycuaeHUs <«IaBJIEHUS» CO
CTOPOHBI MPOTOHOB JitoMeHa [20—22].

CTPYKTYPHAA N1 ®YHKIIMOHAJIbHAA
OPTAHM3AIUA HUTOXPOMHOI'O
bs [~ KOMILJIEKCA

IIpocTpancTBeHHOe cTpoeHue bgf KoOMILIeKca.
LIuToXpOMHBIIT KOMILIEKC bgf MpencTaBisieT co-
001 guMep, COCTOSIINI, KaK U POACTBEHHBIN eMy
KOMILJIEKC bc;, U3 ABYX OEJIKOBBIX MOHOMEDPOB |3,
23—32]). Kaxnplifi MOHOMEpP COAEPXUT BOCEMb
MOJIUIIENTUIHBIX CyObenuHULl. YeTblpe KpyITHbIe
CyObenMHULBI — 3TO XeJie3ocepHblii 6emok (ISP,
Ha3bIBaeMblii OenkoMm Pucke), BKIIOYarOlIMii B
ceos Fe,S,-knactep; uutoxpom (Cyt) bg, KOTOPBI
CONEPXUT HU3KOIOTEHLMAIbHBIA 1 BBICOKOIIO-
TeHUUaIbHBIA reMbl (bs" u bgM); Cyt fu cyobenu-
Huna IV, ¢ KoTopoii CBSI3aHBI ABa IUITMEHTa — XJIO-
podumn (Chl) a u B-xkapotruH. I'eM f BeicTymaeT B
JoMeH. Ha nepudepun Kaxxaoro MoHoMepa Haxo-
JISITCS YeThIpe MaJjible CYObEeIMHUIIBI, TTPEACTABIIS -
Io11Me co0Ooi O-Crupau.

Karanutnueckue ¢yHKIUU by f~KOMIUIEKCa
cBsI3aHbI ¢ penokc-TnipeBpaieHusMu PQH, u PQ B



1374

IByX HeHTpax, Q, u Q;. PacnonoxeHue 31eKTpPOH-
HBIX MEPEHOCUYMKOB, YYACTBYIOIIMX B peaKIIUsX
okuciaenusi PQH, (uentp Q,) M BoccTaHOBJe-
Hus PQ (uentp Q;), mokazaHo Ha puc. 1, moctpo-
€HHOM 11 HaTUBHOTO b f~KOMILJIEKCa INMUHATa
M0 JaHHBIM KPUODJEKTPOHHON MUKPOCKOIIUU
(PDB ID: 6RGF [32]). B BepxHeii yacTu 3TOro pu-
CYHKa MOKa3aHO B3aMMHOE pacIlojIoXeHUe Kodak-
TOPOB 3JIEKTPOHHOIO IIepeHOCa U IBYX MOJIEKYII
Chl a, HaxoasIIUXCsl BHYTPU IMMEPHOTO KOMILIEK -
ca. JlumepHas cTpyKTypa b f~-KoMILieKkca odecre-
yuBaeT (hopMUPOBaHUE KPYITHOI BHYTPUOEITKOBOI

YCTBIHIOK, TUXOHOB

nonoctu (~30 X 25 x 15 A) [26]), uepe3 KOoTOpyIO
mousekyiabsl PQH, u PQ npoHuKaoT K XMUHOH-CBSI-
3bIBAIOIIMM LIeHTpaM. B HaTUBHOM b f~KOMILIEK-
ce IIINMUHATa ObLIM OOHApYXKEHBI TPU MOJIEKYIIbI
IUIaCTOXMHOHA, 0003HaYeHHkbIe Ha puc. 1 kak PQI,
PQ2 u PQ3. Btu Monekyabl 3HAYUTEIbLHO yaaje-
HbI OT KaTaJIMTUYECKUX LeHTpoB Q,. beH3onbHOE
KOJbLO MoaeKyJabl PQI1 mpuMBIKaeT K reMy U Mo-
nekyie Chl a; PQ2 HaxonuTcst BOJIU3U OT FeMOB b
U c,, monekyaa PQ3 pacrnoyiokeHa MexXay reMamMu
b! 1 ¢,, CBI3aHHBIMU C pa3HBIMM MOHOMEpaMU
JIUMEPHOTO KoMILIekca by f.

lem c,

N

lem b:

Chl a

Fe,S,

Ctpoma (n)

Puc.

TunakongHas
MembpaHa

1. KodakTophl 2JIeKTpOHHOTO TMepeHoca (BEepXHsisl MaHelb) U UX PACMOJOXEHUE B HATUBHOM ITUMEPHOM ILIUTOXPOM-

HOM b f~KOMIUIEKCE LINMUHATa (HUXHSISE TlaHe b, 1o fauHeiM PDB ID: 6RQF [32]). CtpeikaMu 0603Ha4€HO MOJOXKEHUE JIBYX
Fe,S,-kiactepoB 1 reMoOB LIUTOXpOMa f, HU3KOMOTEHIIMAIBHOIO ¥ BBHICOKOIIOTEHLIMAIBLHOIO reMOB bs- u be, remMoB ¢, u Mose-
Ky xnopoduiia a (Chl a). CumBosamu PQ1, PQ2 u PQ3 0603HaueHbI TpU MOJIEKYJIbI TJIACTOXMHOHA, KOTOPbIC yAaJIeHbI OT
Fe,S,-xmacrepoB. [IyHKTUpHBIEC CTPEJIKM Ha BEPXHEU MMaHeIN CUMBOJIM3UPYIOT, 4TO MoJieKyna PQ1 nmepemernaercst BHyTpu Oe-

KOBOTO KOMILJIEKca, Mpuobmxasich K onHoMy u3 Fe,S,-kinacrepon
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Caiit Q,, B KOTOpPOM TMIPOUCXOAUT OKMCIIe-
Hue PQH,, pacnonaraercsa Boau3u ot Fe,S,-kna-
crepa ISP. XuHOH-CBS3bIBaIOIIUIT MOPTaa 3TOrO
caiita npencrasisieT co6oii monocts (~11 X 12 A),
MOKPBLITYIO MOJIEKYJIaMU Junumos [26, 27]. B sty
IMOJIOCTh TPOHUKAET JIMITUIOPACTBOPUMAsT MOJIe-
kyna PQH,, kotopas cBs3biBaeTcs ¢ ISP, o6pasys
«cyocTpar-gpepMeHTHbI» koMIieke (PQH,—ISP).

Bropoii ieHTp cBSI3bIBaHUS XMHOHA (caliT Q;)
pacrojiokeH BOJIM3M YydyacTKa IIMTOXPOMHOTIO
KOMILJIEKCa, OpPUEHTUPOBAHHOIO B CTOPOHY CTPO-
Mbl. DTOT CaliT HaXOAUTCS B MOJOCTU MEXIY Te-
Mamu bt m ¢, [29-32]. Ilpeanonaraercsi, 4To
«HETUIIUYHBIN» TEM ¢, MOXET y4acTBOBATh B LIMK-
JIMYECKOM TIEpEeHOCE 3JEKTPOHOB OT aKIEeNTOp-
Horo yyacTtka MC1 (uepe3 Fd u FNR) Kk Moneky-
e PQ, Haxoasuueiica B caiite Q; [17, 18].

Ilnacroxunon BHyTpuH moptama Q,. B cTpyk-
Typax bgf-KOMILUIEKCaA, IIOJYYEHHBIX METOI0M
PEHTTEHOCTPYKTYPHOTO aHajin3a, OTCYTCTBYIOT
HaTtuBHbie Moyiekyabl PQH, u PQ. O Bo3MoxX-
Hoii Jokanu3zauuu PQH, B kaTtaauTuuyeckom
caiire Q, yauie BCEro CyasT IO IMOJOXEHUIO UH-
rubutopa TDS (Tpu-genui-cTurmMaTeslsiuH), pac-
MOJIOKEHHOTO B HEIMOCPEICTBEHHON OJIM30CTU
ot Fe,S,-knacrepa. TDS oOpasyer BogopomgHyIO
cBsI3b ¢ aToMoM a3oTa N, ructuauHa (Hisl55 —
B Chlamydomonas reinhardtii [29], His129 — B
Mastigocladus laminosus [30] wiu His128§ — B
bs f~xomriekce wmnuHaTta |[32]), sBASIOLIErocs
JurangoM ogHoro u3 noHoB Fe kiactepa Fe,S,.
Atom N, MMUAA30JUAMHOBOrO (pparMeHTa Je-
npoTtoHupoBaHHoi (opmbl His oO6pa3yeT Bomo-
ponHyto cBsi3b ¢ rpynmnoil —OH monexynsl PQH,.
O6pa3zoBaHue BomopoaHoii cBsa3u Mexay N, u —OH
O00OBIYHO paccMaTpUBaETCs KaK HEOOXOIMMOE yC-
noBue GopmupoBaHus komiuiekca PQH,—His.
CylllecTBOBaHME TaKO CBSI3U ObUIO IMOKa3aHO
B IIUTOXPOMHOM KOMILIEeKCE bc;, pOICTBEHHOM
bs f~xommiekcy [33—39]. IlomarawoT, uto atoM N,
CJIY>KMT TIEPBUYHBIM aKIENTOPOM MPOTOHA, Mepe-
Hocumoro oT PQH, kx okucnennomy ISP (ISP,,).
AJnbTepHaTUBHAs  MOHeJb, IIpearojarampiias,
YTO MEPBUYHBIM aKIIEIITOPOM IPOTOHA SIBJISIETCS
Ou3iexaliias MoJieKyJsa BOabl, ObliIa MpeaioKeHa
B pabotax Postila et al. [39] u Barragan et al. [40].

IlponukHosenuio PQH, B mnojocts xu-
HOH-CBsI3bIBalOIIETO caiiTa Q, MpealecTBYeT ero
auddy3uss U3 AUNUAHON (a3bl TUIAKOUIHOM
MeMOpaHbl BAOJb CPAaBHUTEIbHO IJIMHHOIO ITyTU
BHYTpU OEJIKOBOro KoMmruiekca. MIHTepecHoe Ha-
OMofeHNEe 3aK/I4YaeTcsl B TOM, YTO IMHHBIN
(UTUABHBINA «xBOCT» MosieKyabl Chl a nexuT Ha
IMyTU NepeMelleHNs IIAaCTOXMHOHA K nopTaiy Q..
IIpennonaraercs, uto Chl a BBIIOJHSIET «BOPOT-
Hble» (yHKIMU. Bo3MoOXHBI aBe KOH(pOpMauu
(uTunbHON 1Lenu: B oAHON KOHdoOpMauuu 3Ta
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LIETIb HE MIPEIATCTBYET, a B IPYrOil — OrpaHn4YuBa-
€T JIOCTYIl XMHOHA K ropTtany Q, [32].

DKcnepruMeHTalbHble JaHHbIE O PACIIOIOXe-
HUM IUIACTOXMHOHA BO BHYTPUOEIKOBOM MOJIOCTU
noptana Q, orcyTcTByIOT. ClienyeTr, OTHAKO, UMETh
B BUJY, UYTO IUIACTOXUHOH (MJIY IO KpaliHeil Mepe
ero peaoKc-aKTUBHBIN (pparMeHT) obOsagaeT Bbl-
COKOI MOIBMXXHOCTBbIO BHYTPHU IojiocTu Q,. DTa
MOJIOCTh MOKPHITA TUNUAaMHU (23 MOTeHIMATbHBIX
yJacTKa CBS3bIBAHUS JIMITUIOB B PACYETE HA OUH
MoHoMep [27, 28]). JIuHeliHble pa3Mepbl MOJIOCTU
JIOCTaTOUHO BeJUKU (paccTosHue Mexny Fe,S,
u reMoM b¢" cocrasiser ~25 A), uTo Mo3BoIsI-
€T MPEnnoJOXUTh, YTO MOJIEKYJa ILIaCTOXWHOJA
LIEJIMKOM TOMEIIaeTCsl BHYTPU ITOJOCTHU, BKIIO-
yasi €€ 3arHyThIil (PUTUIBHBIA «XBOCT» (puc. 1).
AJIBTEpHATUBOM SIBJISIETCS TUIOTETUYECKUI CITy-
yail, KOorga «rojJioBa» IIJIACTOXMHOJIA TPOHUKAET
B r’UIpO(OOHYIO MOJIOCTh U CBI3bIBACTCS C KaTa-
JIMTUYECKUM LEeHTpOM Q,, MpU 3TOM TMOKUI pu-
TWJIBHBIN «XBOCT» OKa3bIBA€TCSl JIMIIL YACTUYHO
MOTPY>KEHHBIM B ITOJIOCTb.

OkucjieHde miacToxuHona B Q,-UeHTpe M-
TOXPOMHOTO KoMILiekca b f. Ha puc. 2, a moka3zaHa
VIPOIIEHHAsA CXeMa OKHWCJIMTEIbHO-BOCCTAHOBM-
TEJbHBIX MPOLECCOB, MPOUCXOMSIINX B KOMIUIEK-
ce bgf ¢ yuactueM ruiactoxunHona. Lentp Q, BbI-
MOJIHSIET POJIb XMHOJ-OKCUAA3bl: IBa 3JEKTPOHA,
JToHupyeMbIx Mosekyiaoil PQH,, Hampasisiorcs
10 pa3HbIM LIEISIM IlepeHoca 3JIEKTPOHA, BbICO-
KO- M HU3KOMOTeHUMaNbHOW. OOMH 3JIeKTPOH
nepeHocutrcs Ha Fe,S,-knactep ISP (peakuusa /);
ISP cnyxut moHopom anektpoHa mis Cyt f, KOTo-
pBIii, B CBOIO 04Yepenb, BoccTaHaBnuBaeT Pc. Bro-
POl 2JIEKTPOH IMOCTYMNAaeT OT IIACTOCEMUXMHOHA
K HU3KOIIOTEHLMAJbHOMY remy bt (peakuus 2).
BoccraHoBIEHHBI TeM bg" mepemaér 271eKTpOH
BBICOKOIIOTEHIIMAIbHOMY TeMy bgH, pacronoxeH-
HOMY BOJIM3U OT LieHTpa Q; Ha CTPOMAaJILHOM CTO-
pOHE KOMILIeKca.

Ha puc. 2, 6 npeacraBieHa «3HepreTuyeckas»
nuarpaMma, IMOKa3bIBalolllasi CTaHIapTHbIE 3Ha-
YEeHUsI PEedOKC-MOTEHIMANIOB KO(aKTOpOB, yda-
CTBYIOILLIMX B IIEPEHOCE JIEKTPOHOB I10 BEICOKO- 1
HU3KOITOTeHUMaIbHOI 1ensiM. ComtacHO 3TUM
JaHHBIM, MIEpEeHOC 3JeKTpoHa 1 npotoHa oT PQH,
K ISP — 2T0 sHaeproHnyeckuii (3Hepro-akuer-
TOPHBII) MpoliecC, KOTOPBIA oOmpeneaseT CKo-
poctb okuciaeHuss PQH,. JdanpHelimuii mepeHoc
9JIEKTPOHA B CTOPOHY P37y, MAET ¢ MOHMWXEHUEM
cBOOOnHOI sHepruu. B pesynbraTe mepBoil cra-
nuu okuciaeHuss PQH, oGpasyetrcss pagukaibHast
napa PQH" —Fe,S,(H")". 3necs PQH" o60o3Haua-
€T MOJIEKYJIY IIJIaCTOCEMMXUHOHA B IPOTOHUPO-
BaHHO# (opme. Takasa pamukanbHas napa Obuia
3apeructpupoBaHa meronoM OIIP B muroxpom-
HBIX KOMIIeKcax bc, U bgf B paboTax TpyIIIibl
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Puc. 2. Cxema HEUIMKIMUYECKOTO 3JIEKTPOHHOTO TPAHCTIOPTA U PEIOKC-TIPeBpaIlcHWIT TUTACTOXWHOJIA B LIMTOXPOMHOM b f-KOM-
miekce (a). 6 — ilnarpaMma 3HaU€HU I CTaHAAPTHBIX PeIOKC-TTOTEHIIMATIOB IMEPEHOCUMKOB BBICOKO- U HU3KOTMIOTEHIIMAJIbHOM 11e-
Teli IepeHoca JIEKTPOHOB B ITMTOXPOMHOM b f~KOMIUIEKCE OMHOKIIETOUHOM Bonopociu Chlamydomonas reinhardtii. Inarpamma
MOCTPOEHA HA OCHOBAHUMU JIUTEPATYPHBIX TaHHBIX O CTAHIAPTHBIX 3HAUCHUSIX PEIOKC-TIOTCHIIMAIOB, TPUBEAEHHBIX B paboTe
Pierre et al. [77]. Ccbliku Ha 3HaU€HUS PEeAOKC-TIOTEHLIMAIOB 1Sl KOMILUTEKCOB Cyt bg f 151 Apyrux GOTOCUHTE3UPYIOLIUX Opra-
HU3MOB IpuBeAcHbI B oanucu K puc. 10 B ctatee Tikhonov [4]. CuMmBosiamu / 1 2 0603HaYeHBI peaKIuy IepeHoca 3JIEKTpOHA
ot PQH, k Fe,S;-knactepy n ot cemuxnHoHa PQH " — K HU3KONOTeHIIMAIbHOMY TeMY b COOTBETCTBEHHO

Osyczka [28, 41—44]. DHeprusa cBsI3U MeXay pa-
IukanamMu Heeiauka (~3,5 I'Tu). Mertacradbuib-
Has paauMKajbHas Mapa pacnagaercss Ha PQH®
u Fe,S,(H")", nmociie yero mpoucxomsit COObITHUS,
BKJIIOYAIOIIME B ce0s1 KpyMHOMACIITaOHbIE CTPYK-
TYpHBIE TIEPECTPOMKM OEJIKOBOro KOMILIEKCA.
[lepeHoC 3/1€KTPOHA OT BOCCTAHOBJIEHHOTO KJIACTE-
pa Fe,S," k Cyt fcBs3aH ¢ ABUXXKEHUEM MOOUIILHOTO
¢parmenTa ISP, comepxamuero Fe,S,", B cTopoHy
rema f[45].

CornacHo monenu Q-uukia [46—48], riacro-
ceMuxuHoH PQH® BoccranaBiuBaeT rem bgh.
JanpHeiuii mepeHoc 3JeKTpOHa MO HU3KOIIO-
TEHIIMAJbHON 1IeTI 00eCIieYrBaeT MepeHoC JIeK-
TPOHAa K OKHCJIeHHOI MoJjekyine PQ, cBsizaHHOI
¢ eHTpoM Q;. DTU peaklMy BKJIIOYAIOT MEPEHOC
3JIeKTpOHa OT bt K b"' 1 mpoucxonsT ¢ moHmxke-
HUeM cBoOOmHOM 3Hepruu. Mosekyna PQ, Haxo-
asmiasics B HeHTpe Q;, mojaydaeT OAUH 3JEKTPOH
ot bs'. CommacHo Momenyu MoaUMUIMPOBAHHOIO
Q-uukina, PQ MOXeT MoJy4uTh BTOPOIi IEKTPOH,

nocrtynatoimii K Heit or @C1 1o uenu LUKInde-
cKoro TpaHcriopta 3jekTpoHoB uepe3 Fd, FNR
urem ¢, (PSI - Fd - FNR - ¢, = (PQ),) [17, 18].
JByKpaTHO BoOccTaHOBAeHHas1 Moisekyia PQH,
YXOOUT U3 LIeHTpa Q; M 3aTeM MOXET CBS3aThCs
C BakKaHTHBIM LEHTpOM Q,, MMEIOIIMM BBICOKOE
cpoactBo K PQH,. MoxHO mNpennonoXuTb, 4TO
MpU OTCYTCTBUU TEPEHOCYMKOB ILUKINYECKOTO
TpaHCIIOpTa 3JEKTPOHOB (HampuMep, B U30JUPO-
BaHHBIX XJIOpOILIacTax Kjacca b), monekyna ce-
muxmuHoHa (PQ");, oopasosaBiuascsa B LeHTpe Q;,
O0XMIIaeT BTOPOIO 3JIEKTPOHA, IOCTYMHAIOIIEro K
Heil oT cienyroineir monekyisl PQH,, okucnsie-
Moii B LieHTpe Q,. Bcsi COBOKYITHOCTB MPOIIECCOB,
MOKa3aHHBIX Ha pUC. 2, 0, CBUIETEIbCTBYET, YTO
okucnenue PQH, 1o PQ — sHepreTuyecku BbIToj-
HBII TIpOlIeCC: CyMMapHOe U3MEHEHMEe CBOOOTHOIM
sHepruu B pesynabrate okuciaeHuss PQH,, ouenu-
BaeMoe I10 CTaHAAPTHBIM 3HAYEHUSIM PEIOKC-TI0-
TEHIIUAJIOB 3JIEKTPOHHBIX IMEPEHOCYMKOB, UMEET
OTpUIIATEIbHOE 3HAYEHMUE.

BUOXUMMUA tom 87 BBII. 10 2022



OKHMCIEHME IVNTACTOXNHOIJIA B XJIOPOITJIIACTAX

IMpoueccbl  ABYX2JIEKTPOHHOTO  OKHMCJIe-
Hust PQH, B uentpe Q, compsikKeHbI ¢ MEpeHo-
coM npotoHoB oT PQH, Ha Gnusnexaiuue mpo-
TOH-aKUENTOpHbIe  rpymnmbl.  OOIIenpu3HaHoO,
YTO TMEPBUYHBIM aKIIENITOPOM MPOTOHA, TOHUPY-
emoro Moisekyiaoii PQH,, ciayxuT mmumazonu-
auHoBag rpynma His, Bxonsiiero B ISP [28—38].
CuuTaercs, 4TO MEepPBUYHBIM aKIIENITOPOM IPOTO-
Ha, goHupyemoro cemuxuHoHoM PQH*, cayxwut
kapookcuiabHasg rpynmna —COO~ aMHUHOKUCIOT-
Horo octatka Glu78 (—COO~ + H* - —COOH)
(puc. 3, a) [49-51]. B xnopomiacrax aTta rpymmna
MMeEeT OTPaHUYEHHYIO MOABUXKHOCTb BHYTpU Oell-
KOBOTo KoMrujiekca bgf OGiaaromapsi oOpa3oBaHUIO
cosneBoro moctuka mexnay Glu78 u Arg87 [49,
52]. Or —COOH npoToH nepeHoCUuTcsl B JIOMEH,
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YTO TIPOMCXOAUT IOCPEACTBOM OOMEHa ¢ IIpo-
TOH-CBSI3bIBAIOIIMMM KapOOKCUJILHBIMM TpyMIia-
mu Glu3 u Glu58 [52].

Crnenyer oOpaTuTh BHUMaHHWE Ha TO, 4YTO
rem b¢- 1 kap6okcuabHas rpynna Glu78 HaxomsT-
cs1 CPaBHUTENBHO Haneko (~6 A) or Toro yuacTka,
roe mogpiasietcsa pamukan PQH'. Ouenku, cie-
JJAHHBbIE HAa OCHOBAaHUM KBaHTOBO-XMMMYECKUX
pacuéToB (CM. HMXKe), TToKa3aau, YTO MpU J0CTa-
ToyHO OosblioM yaaneHuun PQH® ot mepBuuHO-
ro akuenropa nporoHa —COO~ 3(p(heKTUBHOCTD
repeHoca 3JIeKTpOHa K remy b, compsk€éHHOro
C TIEpEeHOCOM IIpOTOHA, OyaeT HeBenuka. OKwuc-
nenue PQH" MoxkeT 3aMeTHO yCKOpPSAThCS MOcCe
cMelneHus pagukana PQH ™ BHyTpu rugpodo0Hoit
MOJIOCTA B CTOPOHY reMa b m KapOOKCHIbHOI

:‘* 3 Fe282

Qq-nopTan

Puc. 3. Peakiiun 6udypkanroHHoro (aByxaseKTpoHHoro) okucienust TMBQH, (a) u mpenmnonaraeMblie TOMOXeHUST MOJIEKYT
miactoxuHoja (H—Q—H) u muracrocemuxunona (H—Q*) BHyTpu GenkoBoro noptaia Q, (6). dparMeHT 6€IKOBOI CTPYKTYPHI,
BKJTIOUatoLuii B cebst Fe,S,-kimacrep v reM bg", mocTpoeH Ha OCHOBaHM M JaHHBIX KPUO3JIEKTPOHHOM MUKPOCKOIUU JIJIs1 Dg f-KOM -
mwiekca mmnuHara (PDB ID: 6RQF [32]). CepbiM 11BeTOM 0003HAY€HA ITOJIOCTh, B KOTOPOI HAXOMSATCS MOJIEKYJIbI IUIACTOXMHOJIA
M TUTACTOCEMUXMHOHA, HEMTOCPEACTBEeHHO B3anumoeiicTByomme ¢ ISP u remom bs-. KopoTkue KpacHbIe CTpesIKM MOKa3hIBAalOT
HaITpaBJIeHUs TTIepeHoca IMPOTOHOB OT IUIACTOXMHOJIA K aTOMYy N, THCTMIMHA 1 OT TutacToceMuxruHoHa — K rpyrne —COO~ Glu78
COOTBETCTBEHHO. CHMHME CTPEIKM — MEPEHOC JIEKTPOHOB K Fe,S,-knacrepy u K remy bg-
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rpynnsl Glu78 (puc. 3, 6). AHaJTOTMYHOE TIPEIo-
JloxkeHue Ob110 BeickazaHo Crofts [53] Ha ocHoBa-
HUY aHaJu3a MPOLIECCOB OKUCIEHUST yOUXUHOJIA B
KOMILIEeKCe bc;.

MATEPHAJIbI U METO/IbI

MonenbHasi cucTeMa ¥ MeTOIbl pacueToB. leo-
Mmempusa modeavroti cucmemst. IloaHass Monenb-
Hasl CHUCTeMa, WMMTUDYIOIIAas pacrojioXeHUe
BJICKTPOHHBIX TMEPEHOCUMKOB B KaTaJIUTUYECKOM
ueHtpe Q, (puc. 4), OblJ1a MOCTPOEHA HAa OCHOBE
KPUCTAJIZIMYECKON CTPYKTYPBI by f~KOMILJIEKCA OJl-
HokJyeTouHoi Bogopochau C. reinhardtii (PDB ID:
1Q90 [29]). MoxXHO BBIIEIUTH YeThIpe (PYHK-
LIMOHAJIbHBbIE TPYINbI 3TOH CTPYKTYphl: 1) pe-
JIOKC-1IEHTpP, cofiepXKalluii XeJae30CepHbIii Kilac-
tep (Fe,S,) n okpyxaroiye ero aMMHOKHUCIOTHBIE
octaTku; 2) reMm bg"; 3) Glu78 cyonenunuibl 1V u
4) aHajor riactoxuHona (2,3,5-Tpu-mMeTuia-0eH-
3oxuHoi, TMBQH,). Monekyna TMBQH, 6r1a
BbIOpaHa B KauyecTBE CTPYKTYpPhI, MOIEIMPYIOIIEei
rtactoxuHosu. OHa MMeeT TaKylo XXe CTPYKTYPY XU-
HOJIbHOTO (pparMeHTa, kak monekyia PQH,, Ho He
conepXuT GuTuiabHOR 1enu. CTPYKTYphl KaXI0ro
U3 YeTBIPpEX (PparMeHTOB ObLIM JOMOJHEHbI HEO0-
XOIUMBIM YMCJIOM aTOMOB BOAOPOIA U MOJHOCTBIO
OINTUMU3UPOBAHBI KaK U30JIMPOBaHHbBIE. 3aTEM 3TU
(parMeHTHI OBV TTOMEILEHBI B UICXOIHYIO CUCTEMY
TaK1UM 00pa3oM, YTOOBI TOOUTHCS HAUJIYUYIIIEro CO-
BMEIIECHUS TTOJIOXKEHW aTOMOB B OIITUMU3UPOBAH-
HOI1 1 B 9KCIIepUMEHTaJIbHOI cTpyKTypax. [1pensa-
puUTeIbHO ONTUMU3MpoBaHHas cTpykTypa TMBQH,
ObLIa ITOMellleHa B TO MECTO, 1, IO JTaHHBIM PEHT-
T€HOCTPYKTYPHOTO aHaJIM3a, HaXOAWIach MOJIEKyJ1a
unruoutopa TDS [31].

Ha zaBepuiaroiiieM aTare mocTpoeHUst MOAEb-
HOM CUCTeMBI TPOBOIMIOCH YTOUHEHHUE €€ CTPYK-

YCTBIHIOK, TUXOHOB

TYphI IyTEM BHECEHUST HEOOIbIINX KOH(OpMaLIr-
oHHbIX u3MeHeHuii. CornacHo Ustynyuk et al. [54,
55], obpa3oBaHue BOAOPOMHOI CBSI3U MEXAY aTO-
moM H rpynnel —OH monexkynst TMBQH, u ato-
MoM N, NpPUBOIUT K YMEHBIIEHUIO PaCCTOSHUS
H—N, 3a cuér moBopota —OH Boxpyr cBsiz3u C—OH.
Takoii MOBOPOT COKpALaeT MyTh peakiuy ot 2,42 A
10 MUHUMAJIbHOTO 3HaueHust — 2,08 A. B Hactosi-
el paboTe CKaHMpPOBaHUE 3aBUCUMOCTH SHEPTUU
cucteMbl oT pacctossHus H(1)—N, mpoBeaeHo st
CTPYKTYpPhI, B KOTOPOIi TaKo€ pacCTOsIHUE ObLIO
MUWHUMAaJIbHBIM.

Boruucaumenvnvie memoowst. PacyeTbl 1mpo-
BOOWJIM MeTOmNOM (PYHKIMOHAJA IIOTHOCTU C
nomMolbio mnporpammel «IIpupoma» [56], ¢ wuc-
noab3oBaHueM (yHkimoHana PBE [57] u nabopa
6asucHbIx pyHkuuit TZ2P Tlayccoa tuna. bBeuimn
HCTIOJIb30BaHbI CICAYIOIIME CXEMbI CKAaTUSI OpOu-
TaJIbHBIX 0a3UCHBIX GYyHKIMIA: (5s1p)/[3slp] — ns
atomoB H; (11s6p2d)/[6s3p2d] — mns atromoB C,
N, u O; (15s11p2d)/[10s6p2d] — miass atoMoB S
u (17s13p8d)/[12s9p4d] — nmna Fe. Ilpu pacuére
CUHIJIETHOTO COCTOSIHUS (pparMeHTa Oenka Pucke
MMPUMEHSIM HEOrPAaHMYEHHBIM MeTom (PYHKIIU-
oHana rioTHoctu. Panee [54, 55] Hamu ObLIO
YCTAHOBJIEHO, UTO IS HaXOXIECHWS HU3IIETO 10
SHEPIrUM CHUHIJIETHOTO 3JIEKTPOHHOIO COCTOSTHUS
3TOr0 KOMIUIeKCa HeOOXOMMMO M3MEHUTh TOCe-
JIOBATEJILHOCTb TPAHWYHBIX OpOUTAJICii B OIHOM
U3 2JEKTPOHHBIX noacucteM (o wau (). JaHHoe
0OCTOSTEILCTBO TIPEACTABIISIETCS BaXKHBIM, I10-
CKOJIBKY B MOJIEJIBHOI CHCTeME paccMaTpuBasICs
ousimepHblit kiactep Fe,S,, B KoTopoMm peanusy-
eTcsl aHTUu(eppoMarHuTHasE OpueHTalusl CIIMHOB
rapaMarHUTHBIX MOHOB Xeje3a. 1 TaKuxX KOM-
IUIEKCOB, KaK M3BEeCTHO [58], aHeprus CUCTEMBbI
pPACTET ¢ yBEIMUYEHEM MYJIbTUILIETHOCTH. JlaHHas
3aKOHOMEPHOCTh (TaK HasbiBaeMasl «JIeCTHULIa»
I'eiizenOepra) Oblia MmosyyeHa HamMu paHee [54].

Puc. 4. MonenpHas cuctema il peakiluy IByXCTaAUIHOTO OKUCICHHUS TIJIaCTOXMHOIA IIUTOXPOMHBIM KOMITIEKCOM b f. CrM-
Boslamu O(1) u H(1) mokasaHsl aToMbl Kuciaopona u Bogopoaa rpymnmnsl —OH Monekyast TMBQH,, BzauMoneiicTBytomeii ¢
KataauthuyeckuM eHTtpoM ISP (puc. 1, peakmus 7). CumBonramu O(2) 1 H(2) moka3zaHbl aTOMBI KHCJIOPOIA U BOOOPOAA TPYIT-
bl —OH, B3aumoneiictByoneit ¢ reMmoM bt 1 rpynmoit —COO~ Glu78. Fe(1) u Fe(2) — nBa noHa xeine3a kiacrepa Fe,S,
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151 MOAENIbHOI CUCTEMBI, TIOCTPOSHHOM B HACTO-
aiieit padore, 5Ta 3aKOHOMEPHOCTh TAKXKe BBITIOJ -
HsJIach. DTO TOKA3bIBAET, YTO CUHIJIETHOE BJIEK-
TPOHHOE COCTOSIHME JKEeJIe30CEPHOro KiacTepa
SIBJISIETCST HU3IIUM I10 DHEPTHUU, 9YTO COOTBETCTBYET
JIUTEPATYPHBIM TaHHBIM [59—63].

CnuHogylo naomHocmo U 3apsobl HA aAMOMAxX
Beruncasin no Mmerony Hirshfeld [64]. Cornacue
pacYE€THBIX W SKCIIEPUMEHTAJIbHBIX JAaHHBIX 10
pacripeneneHuIo CIMHOBOM TJIOTHOCTU Ha aToMax
ObLT0 MoKa3aHo B pabote Frolov et al. [65] mist pa-
nukana TMBQH .

Cnunoevte xapaxmepucmuxu. J{1s1 OKUCIIEeH-
Horo penokc-ueHtpa ISP (ISP.,) atom N, umu-
JaszonuauHoBoro ocratka Hisl55 npuHumanu
JIEMPOTOHUPOBaHHBIM, a 11 His136 — mpoTtoHu-
POBaHHBIM; OOILMIA 3apsi 3TOro (hparMeHTa paBeH
Z = —1. U3BecTHO, UTO OKHUCJIeHHbI# Knactep Fe,S,
SIBJsIeTCS AUaMarHUTHBIM (criuiH S = 0) BcaeacTBue
aHTU(OEPPOMArHUTHOTO B3aMMOIEUCTBUS  JBYX
nmapamMarHuTHelXx moHoB, Fe3'(1) u Fe3*(2), kax-
IbIii U3 KOTOPBIX MMeeT cruH S = 5/2 [28, 59—61].
PesynbraThl pacuyé€ToB, NMpoBeAEHHBIX paHee [54],
ObLIM MOATBEPXKIEHBI B HACTOSIIEH paboTe, OHU
COITIACYIOTCS C DKCIIEPUMEHTATbHBIMU JAaHHBIMU.
ITocne BoccraHoBneHus1 okuciaeHHoro ISP (ISP,,)
knactep Fe,S, craHoBUTCS mapaMarHUTHBIM (CyM-
MapHbIii crivH paBeH S = % [28, 59—61]). Cornac-
HO HalllUM pacuéram, MPOEKIUU CIIMHOB JIBYX MO-
HOB Xeje3a kiactepa Fe,S, Kak B OKUCIECHHOM,
TaK M B BOCCTAHOBJICHHOM COCTOSIHUW COXPaHSIIOT
MPOTUBOMOJIOXHbBIE TpoeKIun [54], 4yTo Takxke
cornacyeTcsl C 2KCIEPUMEHTaJTbHBIMU JaHHBIMU
00 aHTU(hEepPPOMAarHUTHOM B3aUMOIECUCTBUU HO-
HOB XeJie3a B Kiactepe Fe,S, BoccTaHOBIEHHOTO
oenka Pucke.

PaccmarpuBas B3aMoneicTBe CEMUXMHOHA
TMBQH" ¢ Cyt b, ormMeTuM cienyrouiee. Moneky-
Jla CEMUMXMHOHA MMeeT CITUH S = 1/2; OKMCIEHHBII
rem bs" mapamaruutes (8= 1/2) [28, 61]. [ToaTromy
MpU ONMMCAHUU BTOPOM CTaAuM peaklMy MbI pac-
CMAaTpUBaJIU AB€ BOBMOXHOCTU J1JIsI TTIOJTHOTO CITU-
Ha MOJEJIbHON CHUCTEMbI, OIMUCHIBAIOIIEH OKUCTIe-
Hue TMBQH, S=0unu S= 1.

PE3YJIBTATBI 1 ObCYXJIEHUE

IlepBas cranus okuciaenna TMBQH,. Ha puc. 5
MOKa3aH SHepreTUYeCKrii Mpoduib peakiuu (3a-
BUCHMOCTb 9HEPIUU CUCTEMBbI OT PACCTOSTHUS MEXK -
nyaromamu H(1) u N,), paccuuTaHHBI 4151 IEPBOIA
CTalu OKUCJIEHUS XUHOJa B MOJIEJIbHOI CUCTEME,
Biovawiieit TMBQH,, ¢dparment OGenka Pu-
cke, comepxanuii Fe,S,-knacrep u okpyxaroliiue
ero aMMHOKMCJIOTHBIE ocTaTku, a Ttakxke Glu78.
DHepreTudecKuii Mpouib UMeeT ABa MUHUMYMA.
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OnyH MUHUMYM OTBeYaeT UCXOAHOMY TOJOKEHUIO
aroma H(1) B monekyne TMBQH,. Bropoii — co-
oTBeTcTBYeT monoxeHuto H(1) BOmu3m atoma N,
UMuIa3oaauHoBoro koiblia Hisl55 u xapakre-
pusyet o6pasosanue cBsizt H—N, (Ry_n, = 1,11 A
B CTPYKTYpe€, COOTBETCTBYIOIIEIl BTOPOMY MUHU-
MyMy). PaccTosiHue Mexny MUHUMyMaMU Ha KpU-
BOIl, NMOKa3aHHOM Ha puc. 5, coctasiser 0,88 A.
Ilepenoc atroma H(1) M3 HavyaJbHOrO TMOJOXE-
Hus (—OH(1)) B xoneunoe (H(1)—N,) cBsizaH ¢
MpeoaoJeHeM 3HepreTuueckoro dapnepa (AE™).
ITepenoc H(1) x atomy N, — 3T0O 3Hepro-axkuemn-
TOPHBIH MIPOIIECC, KOTOPBIN COMPOBOXIAETCS Mpe-
ONIOJIEHMEM SHEpPreTUYecKoro Oapbepa W IIOBbI-
IIEHUEM ITOJIHOI SHEPIUU CUCTEMbl HAa BEJIMYUHY
AFE = 25,6 xIx-monb ! (puc. 5).

DHepreTuYecKuili mpoduib peakiuu MepeHo-
ca H(1), npuBenéHHbIil Ha puc. 5, ObLT MOJYYeH B
MPEaIoJIoKeHUN O HeaarnadbaTuIeCKOM MeXaHU3Me
peaxkimu, Koraa B Xoe ObICTPOro MepeHoca JIETKO-
ro aroma H(1) reoMeTpusi cucteMbl COXpaHsIeTCs.
3aTeM, Tocie mepeHoca mpoToHa K atoMmy N, Ipo-
HUCXOOUT HEOONbIIOe U3MEHEHME («perakcariusi»)
F€OMETPUU CUCTEMBbI, KOTOPYIO OIpEnessin ITy-
TEM ONTUMMU3ALMU KOOPAUHAT aTOMOB, BXOISIIIUX
B MOJIEKYJYy XWHOHA, U XeJe30CEepHBIi KiacTep.
M3meHeHMe aHepruu cucteMsl rocie nepeHoca H(1)
OLIEHMBAJIM KaK pa3HUIy SHEPTUil «HepenaKCh-
poBaHHOTO» mponykTa (AE = 25,6 x/Ixx-Monb ') u
«peJIaKCUPOBAHHOTO» TPOAYKTa peakuuu. B mo-
CJeMHeM cjydae IIpeaBapuTe]bHO ONTUMU3U-
poBaHHble CTpyKTypel TMBQH® u BocctaHoB-
JneHHoro Fe,S,-knacrepa ¢ MOpPOTOHUPOBAHHBIM
His155 B kauecTBe JMraHaa HaXOAUJIMCh HA CBOUX
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Puc. 5. DHepretnueckuii npoduib nepBoit cTaauu peakimuu
okuciaeHnst TMBQH;: 3aBUCMMOCTb SHEPTUHU OT PACCTOSTHUS
mexay aromamMu H(1) u N, (cM. 0603HaueHust Ha puc. 4)
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MecTax B OOIIei CTPYKType U3ydaeMOl CUCTEMBI.
Pacu€Thl mokasanm, 4To B pe3yabTaTe «pejiakca-
LIMW» DHEPIUsI CUCTEMbI YMEHbIIIAIaCh HA BEJIMYNHY
AE., =-9,0 xIx-monb . [TonuepkHEM, 4TO MOCIIE
nepeHoca aroma H(1) u «penakcanum» CUCTEMBI €€
MOJIHAs SHEePrus ObLIa BBIIIE, YeM B UCXOIHOM CO-
crostHuHM (1o nepeHoca H(1)), Ha 16,6 kJIxx-Moap~".
Bauskoe 1o nopsiaky 3Hauenue (10,5 kJIxx-Monb ')
ObLIO moJyyeHo B pabore Barragan et al. [40] ipu
MOJIEJMPOBAaHUU PAOOTHl KATAIMTUYECKOTO LIEH-
Tpa Q, UMTOXPOMHOIO KOMILIeKca bc,. YBenuue-
HUE DHEPruM B pe3yjbTaTe MepeHoca 2JIeKTpOoHa
oT PQH, x ISP, (peakuus /) xopollo coriacyeTcs
C MpeacTaBIeHUEM O TOM, UTO 3Ta PeaklMs SBJIsI-
€TCsl BHAEPrOHUYECKUM (3HEPro-aklenTOPHBIM)
rpoieccoMm [66].

Oxwucnenue xuHoa (oTpbiB aToMa H1) MoxxHO
paccMaTpuBaTh Kak ABa COMPSIKEHHBIX Mpoliecca,
IEPEeHOC ABYX YAaCTUI] — 3JIEKTPOHA M IPOTOHA,
KOTOpbI€ IIPOMCXOIST corlacoBaHHO. [lepBUUHEBIE
aKILETNTOPHI 3JIEKTPOHA U MIPOTOHA — CYTh pa3HbIe
¢parMeHTbl 0eJKOBOI0 KOMILIEKCcA: BJIEKTPOH
nepeHocutcss Ha Fe,S,-kimacrep ISP, mpoton —
Ha N,-atom His [54]. ToBops o coriacoBaHHO-
CTU TPOLIECCOB MepeHoca 3IEKTpOHA U MPOTOHA,
MBI M€EM B BMIy, YTO 00a Ipoliecca IpPOUCXO-
JST MpaKTUUYECKU OJHOBpeMeHHO (proton coupled
electron transport, PCET [67—69]). U3BecTHO, 4TO
cpoacTBo npoToHa K His MoxeT KOHTpOIMpOBaTh-
cs coctosiHueM ISP. Penokc-mnpespaiuenust ISP,
KaK M3BECTHO, BIWSIOT Ha 3HaueHus1 pK, IMpoTo-
Hupyemoro atoma N, aMUHOKHUCJIOTHOIO OCTaT-
ka His, sBisomierocst IMraHaoM Uisi OMHOTO U3
MOHOB XkeJe3a kiacrepa Fe,S,. [l HTMTOXpOMHOTO
KOMILIeKca bc, ObLIO 3KCIEPUMEHTAIBHO ITOKa-
3aHO, 4TO BoccTaHoBleHUe ISP B xoMIuiekce bc,
compoBoxaaeTrcs yBenuyeHueM pK, [34-—37].
39710 o3HayaeT, uro ISP cayXuT He TOJIBKO me-
PEHOCUYMKOM 3JIeKTpoHa oT xuHona K Cyt f, HO u
BBITIOJIHSET «BOPOTHBIE» (PYHKLMU, 0OecIieyrBast
IepeHoc IMPOTOHOB B JiIoMeH [46, 47]. Boccra-
HoBJieHUe ISP cmocoOCTByeT MpPOTOHUPOBAHUIO
ero His 3a cuér moHa Bomopoda, JOHUPYEMOTO
mousekyioii PQH,, ¢ mocnenyiolmum mepeHOCOM
MMPOTOHA B JIIOMEH B pe3yabTaTte okuciaeHus ISP:
PQH, + ISP,,» PQH" + ISP (H") » ISP, + H";,..

AHanu3 pacnpeaeneHusl CIIMHOBOM TIJIOTHO-
CTHU, CIHEJTaHHBII Ha OCHOBAHUM KBAHTOBO-XMMM-
YECKUX Pacy€ToB, TMOKasasl YIOBJIETBOPUTEIbLHOE
corjlacue pacy€THBIX U SKCIEPUMEHTAIbHbBIX JaH-
HbIX. B HauaibHOM cocTOSTHUM 00a y9acTHUKA pe-
akuuu (TMBQH, u ISP,,) nuamaruutHbsl. Cymmap-
HO€ 3HaYeHMe CIIMHOBOM MIIOTHOCTU MOHOB XXeJle3a
B oKucIeHHOM Kiactepe Fe,S,, Kak mokaszanau Halu
pacuéThl, OJU3KO K Hymo. [Ipu 3ToM Kaxnblii u3
HMOHOB Xeje3a kiacrepa Fe,S, (Fe**(1) nu Fe**(2))
SIBJIIETCSl TapaMarHUTHBIM, HO 3HAYE€HUs CITMHO-

YCTBIHIOK, TUXOHOB

BBIX TUIOTHOCTE 3THUX MOHOB MMEIOT IMPOTUBO-
MOJIOXKHBIE 3HAKU (Ope(y = 3,2 U Oy = —3,2 a.e.),
YTO COIIACYeTCs C DKCIEPUMEHTATbHBIMM TAHHbI-
MM 00 aHTU(EPPOMArHUTHOM B3aUMOIEUCTBUU
nonoB Fe’*(1) u Fe**(2) B xnacrepe Fe,S,. Cnu-
HOBasl TJIOTHOCTb MoJjieKynbl xuHoja (TMBQH,)
paBHa HYJIIO.

ITocne mepenoca snektpoHa or TMBQH,
K Fe,S, mpoucxonur nepepacnpeneieHue CIIMHO-
BOI1 IJIOTHOCTU MeXIy aTomamu. O6pasyroluiics
pamukan TMBQH' sBnsiercss mapamMarHUTHbBIM;
MpU 3TOM CIMHOBAs IJIOTHOCTb YaCTUYHO pac-
npeaeneHa Mexay padHbiMu atomamu TMBQH®,
HO B OCHOBHOM OHa Jiokaiu3oBaHa Ha aTome O(1),
OpUEHTHPOBAaHHOM B cTopoHy ISP. M3meHeHue
CIIMHOBOI IIOTHOCTH Ha Bcex atomax C m O B
XOJIe peakliM IepeHoca aroMa Bogopoaa (mpoTo-
Ha ¥ ayieKkTpoHa) paBHo Ao(TMBQH") = —0,6 a.e.,
M3MEHEHUE CIIMHOBON IJIOTHOCTU Ha atomax Fe
u S knactepa Fe,S, cocTapisieT 0JU3KYI0 BeIUYM-
ny, Aa(Fe,S,) = 0,5 a.e. Takum obOpa3om, KBaH-
TOBO-XMMUWYECKME pacu€Thl I10KA3bIBAIOT, 4YTO
cpazy nocie nepeHoca H(1) or TMBQH, k ISP,
BO3HMKAeT paJuKajibHas mapa, oOpa3oBaHHas
JIBYMSI MapaMarHUTHBIMM 4Yactunamu, TMBQH®
u Fe,S,(H")", ¢ mpoTUBONOI0XHBIMU OpUEHTALIV-
ssMu cnuHoB. CymMMapHOe M3MEHEHUE CITMHOBOIMA
IUIOTHOCTU pPaJMKaJIbHOWM IIaphbl, OMpeaensieMoe
Kak Aos = [Ac(TMBQH ") + Ao(Fe,S,)], oka3biBa-
eTcs1 OJIM3KUM K HYJIIO, UTO OMpeesieTcs 3aJaHu -
eM MyabTuraeTHocTu (S = 0) ucXogHONW MoJeb-
HOI CUCTEMBI.

PanukanbHasg  mapa  IUIaCTOCEMUXMHOH—
Fe,S,(H")" aBnsiercs meractadbunbHoii. 1o oneH-
KaM, clie;JaHHbIM Ha OCHOBAaHMM aHaJI13a CIIEKTPOB
OIIP uToxpoMHOTro KoMIiekca be, [28], sHeprus
B3aMMOJIEMCTBUS paIMKaJIOB HEBEJIMKA, OHA CO-
crapnsger ~3,5 I'Tu (B TemnepaTypHbIX eIMHULIAX
o710 sKkBUBajeHTHO ~1 K). Ilocne pacnaga pagu-
KaJbHOI Mapbl BOCCTaHOBJIEHHBIN Kiactep Fe,S,-
CMellaeTcsl Ha 3HAYUTEJIbHOE PAacCTOSIHUE B CTO-
pOHY rema f. DTo MPOUCXOAUT 3a CYET OTKIOHEHUS
MmobOunbHoro gomeHa ISP, comepxaiero Fe,S,",
Mo MeXaHU3My «OrpaHUYeHHON Aauddy3un»
(tethered diffusion [45]).

Bropas cragus peakuum — OKHCJIEHHE CeMM-
xunona TMBQH®. ComacHo Mozenu Q-1LUK-
Jla, MoOJIeKyJla CEMMXWHOHa (B Halllell Momenum —
stro TMBQH ") okucnsgercss HU3KONoTeHUMaaIbHbIM
reMoM b¢t. Bo3HMKaeT BOIPOC: MOXKET JIM CEMM-
XWUHOH, PacIOJIOXEHHBII B MecTe ero obpas3oBa-
Hug (pagukanbHas rapa TMBQH' —Fe,S,(H")"),
CAYXUTh 93(PHEKTUBHBIM JOHOPOM 3JIEKTPOHA IS
rema bg" u mporona — mas1 —COQO™ rpynmnsl Glu78?
ComiacHO CTPYKTYPHBIM JaHHBIM, PacCTOSHUS
MEXIy CEeMUXMHOHOM M €ro IapTHepamMu — re-
MoM b¢" u rpynmoit —COO~ aMUHOKMCIOTHOTO

BUOXUMMUA tom 87 BBII. 10 2022



OKHMCIEHME IVNTACTOXNHOIJIA B XJIOPOITJIIACTAX

octarka Glu78 — cauIIKoM BeJIMKH, YTOOBI o0ec-
neuyuthb 3pdexkTuBHoe okucieHne TMBQH . Boz-
MOXHa JIM peaju3alusl 3TUX IPOLeccoB 6e3 cMme-
meHus panukaiza TMBQH® B ctopoHy rema bg-
u Glu78? Mbl OLIEHWIM TaKyld BO3MOXHOCTb B
paMkax mopenu, Bkiovaroueir TMBQH®, Glu78
U reM bg-, U1 IBYX CaydaeB: KOrda IMOJHbBIA CITUMH
MOJENbHOUN CUCTEMBI PaBeH Sy = 0 WK S = 1.
OTU 3HAYEHMSI CIIMHA ObUIM BHIOpAHBI, UCXOMS U3
Toro, yro cemuxuHod TMBQH' u okuciaeHHbIN
reMm b¢" uMmeroT criuHbl S = % [28]. B KauecTBe KO-
OpAMHATHI peakiuy, XapaKTepu3ylollleil mepeHoc
atroma H(2), ObUl0 BBIOpAHO pPACCTOSIHUE MEX-
ny H(2) u onuxaiiinum K Hemy atromoM O Kap0Ook-
cwibHOM rpymmnbsl —COO™.

Paccrossnue, xotopoe mpoxoaut atom H(2),
omnpenensiercss KoopauHatamu H(2) B Moje-
KyJe ceMmuxuHoHa B ucxogHoir (TMBQH",
Glu78 (—COQO"), reM bs") 1 B KOHEUHOI cucTeMe
(TMBQ, GIlu78 (—COOH), BoccTaHOBJIEHHBII
reM bgt), oHo coctasisieT 2,60 A. Pacuérsl, BbI-
MOJTHEHHBIE JUISl TAKOM MOIEIBbHON CUCTEMBI NpU
Stotas = 0 1 Sy = 1, MOKa3au, 4TO B 000UX CITY-
yagx as pagukaia TMBQH *, Haxoasierocs B uc-
XOJHOM ITOJIOKEHU U, SHEpreTUUeckuii baprep AE™
BTOPOIi CTaAuM peaklMy OKa3bIBaeTCs OUeHb BbI-
cokuM u cocrtasister 273,4 kJIx-Monb ' s cuH-
IJIETHOTO coctossHus M 295,7 x/x-Monb ! — mis
TPUILIETHOTO COCTOSIHMSI. DTO yKa3bIBaeT Ha To,
yto okuciaeHue pagukaisa TMBQH', ynanéuHoro
OTHOCHUTEJIbHO TeMa b¢" m KapOOKCHIIBHOM TIpyIi-
el Glu78, 1oKHO OBITH 3aTPYAHEHO.

Pesynabratel pacuéTroB, BBIMOJHEHHBIE Me-
TOIOM MOJIEKYJISIPHONH OUHAMMKUA B TpPYIIIe
Cramer [70], yka3bIBalOT Ha TO, YTO XapaKTepHOE
BpeMst nud@y3un ITIACTOXMHOHA BHYTPHU IIOp-
tana Q, Ha paccrosinue ~10 A MoxeT cocTaBIsITh
~10 Hc. BricTpasg auddys3ust MmiIacToxMHoHa MO-
3BOJISIET TPEAIOJOXUTh, YTO CMEIIEHUE CEeMU-
XMHOHA BHYTpHU mopTajia Q, B CTOPOHY rema bgt
u Glu78 He gBnagercs (pakTopoM, JUMUTUPYIO-
MMM OKMCJEHHE CceMMXUHOHa. I[lpubnuxkeHue
ceMuxuHoHa K rpynne —COO™ u K remy bg- cy-
IIECTBEHHO CHMXKAET DJHEPreTMYecKuit Oapbep
peakiiMud M YCKOpsIeT OKMCJIEHUE CEeMUXMHOHA.
Pesynbrarhl HalMX pacuyéToB COMIACYIOTCS C 3TUM
MPEIITOJIOKEHUEM.

Ha puc. 6, a mokazaHo, KaK QHEPTUS MOJIENb-
HOIl CUCTeMBI M3MEHSIETCSI 10 Mepe CMEILICHUS
panukana TMBQH* B ctopony rpynnsl —COO~
Glu78. B o6oux cayyasgx (Sgw = 0 U Sga = 1)
SHEPTUSI CUCTEMbI YMEHBILIAETCS MPU TIPUOJIMKeE-
Huu TMBQH"® k —COO™. Ot Mmecra, rae ceMuxu-
HOH 00Opa3oBaJics, 10 MeCTa, B KOTOPOM JOCTHTa-
eTcsl MUHUMaTbHOe 3HayeHue sHepruu, TMBQH"*
JIOJDKEH CMECTHThCS Ha paccrosiHue ~1,90 A ms
cunmetHoro u ~1,80 A — m1a TpuILIETHOrO CO-
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CTOSIHUSI CHUCTEMBI. DHEPIUsI CUCTEMbI IPU ITOM
noHmxaercsd Ha 74,5 u 44,5 xIxx-MoJjb~! cOOTBET-
CTBEHHO, B pe3yJbTaTe Yero CUHIJIETHOE COCTOSI-
HUE CTAaHOBUTCS 0oJjiee YCTOMYMBBIM, YEM TPUII-
JIeTHoe, Ha 15,6 xJIxx-Moub .

Ha puc. 6, 6 moka3zaHbl 2HepreTMUYecKue mpo-
¢buim peakumu, xapakTepuU3ylOIIMEe H3MEHEHHUe
MOJIHOIf SHEPIMy CUCTEMBI IIPU IEPEHOCE aTo-
ma H(2) xk —COO~ B 3aBUCUMOCTU OT IIOJIOXKE-
Huss TMBQH* otHocutensHo Glu78. IIpodunu,
paccuuTaHHble IS S = 0 U S = 1, 3aMeTHO
pasznuuatorcs. B nepBom cayuae (S = 0) a3Heprus
CHCTEMbI YMEHBIIIAETCs, JOCTUTass MUHUMYyMa Mpu
paccrosinun H(2)—0, paBrom 1,06 A, uto cooTBeT-
ctByeT muHe ¢Bsi3u O—H Brpynne —COOH. DHep-
reTUYecKue MMpoduin, IoKa3aHHbIe Ha puc. 6, 0,
OBbLTM MOJYyYeHBbl B HeaanadbaTUYeCKOM MPUOIMKe-
HUM, TIpeanoaramplieM, 4To nepeHoc aroma H(2)
IIPOUCXOAUT OBICTPO, TIPU 3TOM OCTaJIbHBIE T€0-
METpUYECKKE MapaMeTphl He MeHsioTcs. B ciy-
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Puc. 6. 3aBUCMMOCTH 3HEPTUU CHUCTEMbI OT CMEILEHMS Ce-
muxuHoHa TMBQH* (@) oT ucXxoagHOro moyiokeHusi B CTOPO-
Hy KapOokcwibHO# rpymmel Glu78 u rema bg, paccumran-
HbIe IJIg IBYX 3HAYeHUI cymMapHoro cnuHa, S=0u S = 1.
0 — DHepreTnyeckue MpoMUIN PeaKIIMy OKUCIEHUSI CMETIEH-
Hoit Mmostekysl TMBQH °. BepTukajibHBIMU CTpeIKaMu IMOKa-
3aHbI U3MEHEHUSI SHEPTUU B PE3YJIbTaTe «peaKCalli» CUCTe-
MBI, CBSI3aHHOI ¢ HEGOJIBLINMU U3MEHEHUSIMU €€ TeOMETPUI
nocie nepeHoca aroma H(2) (mosicHeHUs B TEKCTE)
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yae S, = 0 cienmyroiiasi 3a 3TUM <«pejakcalus»
CHCTEMbl NPUBOIUT K YMEHBIIEHUIO SHEPTUH
Ha BenmuuHy AFE,, = —74,4 xJIxx-Monb . B ciyyae
Sow = 1 HaONomaeTcss MHasi KapTUHA: MO Mepe
npubmkenuss H(2) k. —COO™ sHeprusi cucre-
Mbl CHayajia ToBbIlaeTca Ha 37,7 x/Ix-mMomp ..
Opnako Ttocne commxkenusas H(2) ¢ aromom
kuciopofga rpynmnel —COO~ Ha paccrosiHue
H(2)—O = 1,06 A nocnenymomasi «penakcauusi»
(U3MeHeHNe TeOMETpMHU) CHUCTEMBl  BBI3bIBa-
€T  yYMEHBbIIEHHE SHEPIMM Ha  BEJIMYMHY
AE,, —60,6 x/x-Moap'. B o6oux ciydasx
(Siors = 0 U S = 1) OKUMCTIEHUE CEMUXMHOHA OKa-
3BIBAETCSI SHEPIeTUYECKU BBITOJHBIM ITPOLIECCOM.
370 o3HavaeT, yTo cMemeHrne TMBQH " B cTopo-
Hy —COO™ u K remMy bg" 1OIKHO CITOCOOCTBOBATH
OKHUCJIEHUIO CEMUXMHOHOBOTO paJuKaa.

Wrtak, pesyapratel MOICIMPOBAHUS IBYX
cranuii okucineHus TMBQH, mnoxkazanu, uto
OudypKaMoHHOE (ABYX2JIEKTPOHHOE) OKHCIIe-
Hue TMBQH, — 3To sHepreTMyecku BBITOIHBIN
npouecc. CyMMapHOe U3MEHEHME SHEPTUU CUCTE-
MbI B pE3YJIbTATE IBYX CTaAUI OKMCIEHUS MOJIEKY-
el TMBQH, sgBnsieTcs oTpuliaTeIbHbIM.

YCTBIHIOK, TUXOHOB

SAK/IIOYEHHUE

OkucieHue ITaCTOXMHOJIA  IIUTOXPOMHBIM
bs [~KOMILJIEKCOM — OCHOBHOE€ 3BEHO B ILIEINU IIe-
peHoca 3JIEKTPOHOB B XJIOpOIUIACTaX, KOTOpOeE
OIpenessieT CKOPOCTh ITepeHOCa IEKTPOHOB MEX-
ny ®C2 u OCI. Ha puc. 7 nokazaHa cxema, OITH-
CBIBAIONIAsi COBOKYITHOCTb COOBITUi1, CBSI3aHHBIX
¢ OudypKallMOHHBIM (IBYX2JIEKTPOHHBIM) OKHUC-
JIEHUEM IUIACTOXMHOJA B LIUTOXPOMHOM by f~KOM-
miekce. Huxkn npespamenuit PQH, Bkiouaer B
ce0s CTaIuIO €r0o MIPOHUKHOBEHMS B XUHOI-CBSI3bI-
Bawowuii moptan Q,, mpouecchkl okucienus PQH,
3a cuyér Bzanmoneiicrsus ¢ ISP u remom byt a Tak-
ke Boixon PQ u3 monoctu noprana Q,. BiusHue
«MexaHuueckux» ctaguit (nudoysusa PQH, u PQ
B IoJjiocTu noptaja Q,) Ha CKOPOCTh (PYyHKUIMOHU-
poBaHUsI KOMILIeKca by f ObLIO 3KCTIepUMEHTAIbHO
nokaszaHo rpymnrmoit Cramer [71, 72]. ITyTém rene-
THUYECKUX MOAu(UKAIUA a-CrMpaid CyObeIuHM-
bl IV (Prol05Ala u Prol12Ala) B imaHoOakTepuu
Synechococcus sp. PCC 7002 aBTopam yaanoch
Cy3UTb BXOj B mopTan Q,, TeM caMbIM 3aTPYyIHUB
npoHukHoBeHue PQH, K caiiTy ero cBsi3bIBaHUS
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Puc. 7. Cxema, WUTIOCTpUPYIOLLAS LIMKJI TIpeBpalleHUi IIaCTOXMHOJIA B KaTaauTuyeckom LeHTpe Q,. Cumbosamu HQH, HQ®
1 Q 0603HaUEHBI MOJIEKYJIbI TJIACTOXWHOJIA, TNTACTOCEMMXMHOHA U TUIACTOXMHOHA COOTBETCTBEHHO. O6I1Iee BpeMs Iepexona 13
COCTOSTHUS 3 B COCTOsSTHUE 4 ONpenesisieTcsl BpeMeHeM OKMcaeHNsT cemuxrHoHa HQ® reMoM bgt, olieHMBaeMoro 1o KWHETHKE pe-
IOKC-TIPEBPAILEHUI bk, a TAKXKE CKOPOCTSIMU CTaIMii, CBI3aHHBIX C oKKcaeHueM Fe,S,-kiiactepa u BO3BpallleHUEM B UCXOIHOE
noJyioxkenue [70—72]
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¢ ISP. B pesynbrate Takux MaHUMNYISILIUA YMEHb-
1Iajjachk CKOpOCTh BoccTaHoBieHust Cyt /11 3amen-
JISLJICS POCT PACTEHUIA.

OCHOBHBIM  IIPOLIECCOM,  OIPEACIISIONIM
cKopocTh okuciaeHus1 PQH, UTOXpOMHBIM KOM-
IUIEKCOM, SIBJISIETCS <«XMUMUUYEcKas» CTagus peak-
1IMU, CBSI3aHHAsl C MEPEHOCOM DJIEKTPOHA U IIPO-
ToHa oT PQH, K COOTBETCTBYIOIIMM aKIIENTOPaM.
B cormnacuu ¢ mopenpio Q-umkia Mutyesna, nBa
9JIEKTPOHA, JOHUPYEMbIX MOJIEKYJIOl XWHOJIA,
MEePEHOCSATCS IO pPa3HbIM LIEMsSIM 3JEKTPOHHO-
IO TPaHCIIOPTa — BBICOKO- WM HU3KOIOTEHLIMAJb-
Hoii (puc. 3). IlpoBenéHHOEe HAMU KBAaHTOBO-XU-
MHYECKOe MOAeIMpOoBaHuEe OUPYpPKALIMOHHOTO
OKHUCJIEHUST TIJIACTOXMHOJIA COIJIacyeTcsl C Ipel-
CTaBJICHUSIMU O TOM, UTO TlepBasi CTaausl OKHUCJIIe-
HUS XMHOJIa (TepeHoc ajieKTpoHa K ISP) — 310 aH-
JIeproHUYECKHUI (3HEPro-aKLEeNTOPHbII) ITpoliecc,
KOTOPbBII JIUMUTUPYET OOIIYI0O CKOPOCTH OKMCJIE-
HUS B XMHOJ-OKCHUIa3HOM LieHTpe Q, [24]. Bropas
cranusi OM(QYpKallMOHHOM peakluu — OKHUCIIe-
HUE CEMMXMHOHA 3a CUET IepeHoca 3JeKTpOoHa K
reMmy bg" — 3TO BK30eproHNYeCKMil (3HEProIOHOP-
HbBIIT) mpoliecc, UAYIIUI C TIOHWXKEHUEM SHEePIUM.
PesynbraThl HallMX Pacy€TOB MO3BOJISIOT Ipe.-
MOJIOXUTh, YTO OINHUM W3 KIIOUYEBBIX (haKTOPOB
3 HEKTUBHOTO CONpPSIKEHUsST 3TUX IBYX CTaauid,
SIBJISIETCST BBICOKASI MOIBVKHOCTD IJIACTOCEMUXM -
HOHAa BHYTPU OCJIIKOBOI IMOJIOCTU XUHOH-CBSI3bIBA-
fourero ueHTpa Q..

OLleHKM MOABUXXKHOCTU IJIACTOXMHOHA, Cle-
JIJaHHBIE METOAOM MOJIeKYIsIpHON auHaMuku [70],
rnokasajiu, 4TO XapaKTepHOE BpeMs CMEIIEeHUS
MOJIEKYJIbl XMHOHA B CTOPOHY TeMa b BHyTpu 6e-
KOBOM moJyioctu nopTaia Q,, MOKPHITON 0OJIbIINM
YUCJIOM NUNuaoB [73], odeHb KOPOTKOE, OHO CO-
craBisgeT At ~10 Hc. DTO 03HAYAET, YTO ABUXKECHUE
CEMUXMHOHA B CTOpOHY reMa bt u Glu78 Moxer
MPOUCXOAUTh OUeHb OBICTPO MO CPABHEHUIO C J10-
BOJILHO MejieHHOI craaueit okuciaeHusi PQH,, B
pe3yiabTaTe KOTOpOil oOpa3yeTcsl IJIacTOCEMUXM-
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HOH (7, > 4=5 Mmc [1, 4, 5]). [TosTomy 06¢e cranuu
Ou@YpPKaAIMOHHOTO OKHUCJIEHMSI XUHOMA — TIepe-
Hoc anekTpoHa ot PQH, k 6enky Pucke (ISP,,)
M OKHCJCHHME IIaCTOCEMMXMHOHAa TeMOM bg- —
MOXHO paccMaTpuBaTh KaK IIPOLECCHI, IPOMC-
XonsInre CUMHXpOoHHO [67—69]. KopoTkoe Bpewmst
KM3HU CEeMUXMHOHA MOXET CIIY>KUTh OJHOM U3
MPUUYMH TOTO, UTO B by f~KOMILJIEKCaX KOHLIEHTpa-
LIMSl paguKanoB, AeTeKTUpyeMbix meTtogoM DIIP,
oyeHb Hu3Kasg [28]. JIpyrag mpuumHa — CUJbHOE
yuupeHue criekrpa DIIP ceMUXMHOHOB 3a CYET
X B3aMMOAECHUCTBUS C IPYTUMU MapaMarHUTHBIMU
neHTpamu. OTMETHM, YTO KOPOTKOE BPEMSI JKU3HU
XMMUWYECKM aKTUBHBIX CEMMXWHOHOBBIX paguKa-
JIOB JOJDKHO YMEHBIIATh BEPOSITHOCTh MOOOYHOI
peakiMyu TiepeHoca BJeKTPOHA OT IIaCTOCEMU-
XMHOHA, HaXOAsIIerocs B MojlocTu noptana Q,, K
MoJieKyJIsipHoMy kuciaopony O,, mpuBomsiei K
00pa30BaHUI0 TOKCUYHOTO MPOAYKTAa — CYIEPOK-
cugHoro pagukana (057) [74-76].

baarogapuoctu. CtaTbhsl IOCBsIIEHA ITaMsTU
Bnamumupa AnatonweBuua IllyBanoBa, Bblgaio-
IIEerocsi y4eHOro, BHecIIero (pyHmamMeHTaIbHbIN
BKJIaJ B BBISICHEHUE MEXaHU3MOB 3JIEKTPOHHOTO
rnepeHoca B QOTOCUHTETUYECKUX CUCTEMAX.

Bkaaa aBropos. JI.}O. YcThIHIOK — poBeneHue
KBaHTOBO-XMMMYECKHUX PAcy€ToB, 0OpaboTKa pe-
3yJABTaTOB YUCICHHBIX 2KCIEPUMEHTOB, y4acTue B
HanucaHuu ctatbu. A.H. TuxoHOB — 0o0LIMIi TIJIaH
paboThI, aHAIU3 JIUTEPATYPHBIX TaHHBIX, TOATOTOB-
Ka rpauyecKrx MaTepuajioB, HaIlMMCaHUE CTaThU.

®unancupoBanne. Pabora BbIMoOJHEHA MPU
(puHaHcoBOl momnepxkke Poccuiickoro HaydHOro
donma (rpant Ne 21-74-20047).

Konduukr unHTEepecoB. ABTOPHI 3asBISIOT 00
OTCYTCTBUM KOH(JIMKTA UHTEPECOB.

CoOmonenne sTmyeckux HopMm. Hacrosias
CTaThsl HE CONEPXKUT OMNMUCAHMST MCCIECAOBAHUI C
y4acTHeM JIIo/Ieit WK MCTTOIb30BaHEM XUBOTHBIX
B KauecTBE OOBEKTOB.
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PLASTOQUINOL OXIDATION: THE RATE-LIMITING STEP
IN THE CHAIN OF ELECTRON TRANSPORT IN CHLOROPLASTS

L. Yu. Ustynyuk! and A. N. Tikhonov**

' Faculty of Chemistry, Lomonosov Moscow State University, 119991 Moscow, Russia
2 Faculty of Physics, Lomonosov Moscow State University, 119991 Moscow, Russia; e-mail: an_tikhonov@mail.ru

This work is devoted to theoretical study of functioning of the cytochrome (Cyt) bsf complex
(pastoquinol:plastocyanin oxidoreductase) of the electron transport chain (ETC) of oxygenic photosynthesis.
The composition of the chloroplast ETC and molecular mechanisms of functioning the cytochrome bgf
complex, which is positioned between photosystems 2 and 1 (PS2 and PS1), are briefly overviewed. The Cyt bs f
complex oxidizes plastoquinol (PQH,) molecules formed in PS2, and reduces plastocyanin, electron donor
to PS1. Plastoquinol oxidation is the rate-limiting step in the ETC between PS2 and PS1. Using the density
function theory (DFT) method, we have analyzed the two-electron (bifurcated) processes of PQH,oxidation in
the Q, center of the Cyt b fcomplex. Results of DFT calculations are consistent with the fact that the first step
of PQH, oxidation, the electron transfer to the Fe,S, cluster of the iron-sulfur protein (ISP), is the endergonic
(energy-accepting) process (AE ~ 15 kJ mol™!) that would limit the turnover of the Cyt bs fcomplex. The second
stage of bifurcated oxidation of quinol — the electron transfer from semiquinone (PQH ", formed after the first
stage of electron transfer) to heme b4, is the exergonic (energy-donating) process (AE < 0). DFT modeling of
this stage revealed that semiquinone oxidation was accelerated after the PQH " displacement towards heme bg"
(an electron acceptor) and the carboxy group of Glu78 (a proton acceptor). The data obtained are discussed
within the framework of the Mitchell Q-cycle model describing the plastoquinol oxidation at the Qo site of the
Cyt be fcomplex.

Keywords: photosynthesis, cytochrome complex, plastoquinol oxidation, modelling
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CBeTo3aBrCHMOE BbIIEJIEHUE BOIOPOIA MUKPOBOIOPOCISIMU MPUBJIeKaeT BHUMaHUe UccenoBaTeseil Teo-
pPETHYECKOi BO3MOXHOCTBIO UCTIOJIb30BaHUsI 3TOTO Mpoliecca Jjisi KoHBepcuu aHeprun CosHIla B ajibTepHa-
TUBHBIE (hopMbl dHeprun. Cuutaetcs, uyto ki KamsBuHa—beHncona—baccama siisieTcsl KOHKYPEHTHBIM
MPOLIECCOM BBIIEIEHUS] BOAOPOJIa MUKPOBOIOPOCIISIMU, U €r0 OrpaHUYeHUe CyOCTPaTOM MOXET MPUBECTH
K YBEJWYEHUIO BBIXOIA BOAOPOAA, IPUUYEM MPU TAKOM CTpPECCe He MPOMCXOAUT paspyllieHus: (hOTOCUHTE-
ThYeckoro anmnaparta. Hamu usydeHo coctosinue ¢horoaBToTpodHbIX KyIbTyp Chlamydomonas reinhardtii
MPY X JIUMUTUPOBAHUHU yIiiekucnoToit. [TokazaHo, 4To Mpy MpoayBaHUM BO3AYXOM 0€3 YIIEKUCIOThI KYyb-
TYpBI TIEPEXOIUIN B CTallMOHAPHYIO a3y CO CHUKEHMEM aKTMBHOCTM (DOTOCHCTEMBI 2 3a CUET MepeBOC-
CTaHOBJICHUS TTyJla TJIACTOXWHOHOB € TIOCIIENYIONIel nerpaanueil Bcero (hoTOCMHTETUYECKOTO arrapara.
[Tpu mpoayBaHUKM aproHOM 0e3 YIIeKUCIOThI KYJIBTYPhl MePEeXOoqIi B MUKPOA3pPOOHbIE YCIOBUS C Bble-
JICHUEM BOJIOPOJIAa OKOJIO 5 MJI B CYTKM Ha | JIUTp KyJabTyphl. BeposiTHO, OCTaTOYHBII KUCIOPO B KYJbTY-
pPaTbHOM XUIKOCTA MHTUOMPOBAJ TUAPOTeHAa3HYI0 aKTUBHOCTH KYJIBTYp. [Ipu 3TOM Takke TTPOMCXOIUIIO
CHIDKEHUE aKTUBHOCTH (POTOCHCTEMBI 2 3a CUET MEPEeBOCCTAHOBIEHHUS MyJia TUIACTOXMHOHOB € NajbHeH et
nerpananueii hOTOCMHTETMYECKOTOo arnmapaTa. BRICOKMX CTapTOBBIX CKOPOCTEH BBIACIECHMST BOIOPOIA yaa-
BaJIOCh TOCTHYD NP YIAJCHUN YIJIEKUCIOTH U3 KYJIbTYpaTbHOM XXUIKOCTHU, BHIKJIIIOYCHUY CBETa U aganTa-
MM KYJBTYP K aHa9POOHBIM YCIIOBUSIM C MOCIEAYIOIINM X OCBEIIEHUEM CBETOM HU3KOM MHTEHCUBHOCTH.
Takum 06pa3om, NMpU HEJOCTATKE YIIIEKUCIOTHI B aTMocdepe aproHa poToaBTOTpodHbIE KYJIbTYphl CITIOCOO-
HBI K BBIISJICHUIO BOIOPOA, MTPUYEM HU3Kasi CKOPOCTh Ipoliecca 00yCIoBlIeHa TIABHBIM 00pa3oM MHTH-
OUpoOBaHMEM I'MIPOTEHA3HOM aKTUBHOCTU KHCIOPOIOM, a He KOHKypeHluei mukia Karssuna—beHncona—
baccama v runporeHasbl 3a 2J1eKTPOHBI.

KJIIOUEBBIE CJIOBA: dotoBbineneHue BOIOpONA
Chlamydomonas reinhardtii, HemOCTaTOK YIJIEKHUCIOTHI.

MUKPOBOAOPOCTSIMUA, (HOTOABTOTPOMHBIE KYJIBTYPHI

DOI: 10.31857/50320972522100050, EDN: BBTXRV

BBEJIEHHNE

Bocembaecar ner Hazan lagdpon u Pyoun
OOHaApYXXUJIM, YTO OMHOKJIETOYHAsT MUKPOBOIO-
pocnb Scenedesmus TIOCAE aHA’POOHONM MHKY-
Oauuu B TEMHOTE IIpU TOCIEAYIOIeM OCBelle-
HUM ObLIa cnocoOHa K BhIACIEHUIO Bogopoaa [1].
[To3nHee ObLIO MOKa3aHO, YTO 3Ta CIIOCOOHOCTH
pacnpoctpaHeHa cpeau Chlorophyta, Xanthophyta
u Bacillariophyta [2]. CkopocTb BbIAEIEHUST BO-
JI0pOJa MOXET JOCTUTaTh CKOpocTeil (hoTocuHTe-
TUYECKOTO BBIIEJICHUSI KUCIOPOAa, a KBAaHTOBBIM

BBIXOJ, — JIOCTUTaTh TEOPETUUECKOIr0 MaKCHUMyMa
(0,25) [3]. DTO 0OCTOATENLCTBO U SIBJSIETCS TJ1aB-
HOI MPUYMHOI ITOCTOSTHHOTO MHTepeca K )OTOBBI-
JeJICHUI0 BOIOPOaa MUKpOBoaopocasMu. OaHako
Mpoliecc BbIACIeHUs BOAOPOAA C BHICOKOI CKOPO-
CTBIO OYEHBb KPaTKOCPOUYEH: BBIAC/ISIONIUICI ITPpU
OCBEIIEHUM KUCIIOPOA MHAKTUBUPYET TMApOreHa-
3y U peripeccupyer e€¢ cuHTe3 [4].

Tokcuueckoe aeiicTBUE KMCIOpPOAA Ha BblAC-
JIeHUE BOJOpPOAa MMKPOBOAOPOCISIMU H3BECTHO
JIIaBHO, Y pa3paboTaHbl pa3IMYHbIe METOABI pelle-
HUsI 3TOM NTpoOeMBbl. JIJIsT KpaTKOCPOYHBIX KCITe-

[Mpunsteie cokpamenus: PI — peakunonnslit neHTp dorocunresa; PCII — porocucrema 2; X — xmopodbuiur; eH — okuc-
JINTETbHO-BOCCTAHOBUTENBHBIN TIOTEHIINAT cpenbl oTHocuTenbHO Ag/AgCl; HSM — cranmapTtHast mutatenbHast cpena st (o-
TOaBTOTPO(MHBIX KYJIbTYP; pO, — MmapiuaibHOe AaBJIeHUE KUCIOPOaa, BhIPAKEHHOE B % OT HACBILLEHUS KYJIbTYPaIbHOM CPeIbl
Bo3nyxoM; PQ — mnactoxuHoH; TAP — tpuc-auerar-cdocdarnas cpena.

* Anpecar i1t KOppeCIOHIeHLIVH.
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BBIAEJTEHUWE H, MUKPOBOAOPOCJIAMMU I1PU HEJOCTATKE CO,

PYMEHTOB MCMOAb30BaIU AUTUOHUT JUISl yAAJICHUS
Kucaopona [5, 6]. i OauTeNbHBIX SKCIIEPUMEH-
TOB HMCMOJIb30BaIN aKTUBHOE MTPOIyBaHUE CYCIICH-
3 MUKPOBOIOPOCTE WHEPTHBIMU Tazamu |[7].
B HexoTOpBIX cllydasix UCCAeNOBaTENIN TTOJTHOCTHIO
nHrnoupoBanu aktuBHocTh POCII ¢ momolbio
auxaoppeHuwnaumetunamoueBuasl (DCMU) [8].
OHaKO 3TU METObI HE TTPUBOAUIM K IJTUTEIIBHOMY
CTaOMJILHOMY BBIZICJIEHUIO BOAOPOIA U HE SIBJISIIOT-
Cs1 TIPUTOIHBIMU JUTSI MPAKTUYECKOTO TPUMEHEHMUSI.

B navane aBaguaTth nepBoro Beka Melis et al.
[9] pa3paGoTany HOBBIM TOIXOH K IOJIYYEHUIO
aHa’pPOOHBIX KYJIBTYp MUKPOBOIOPOCIEH TIpU OC-
BEIIEHUU: cepHoe rojionanue. [lpu HemocTtaTke
cepbl KyJIbTYpbl CHayaja BBIACISIN KUCIOPOA U
CUHTE3UPOBAIM Kpaxmaj, a 3aTeM CHWXaJIM aK-
tuBHOoCcTh DPCII u mepexoawium B aHa’poOHbBIE
ycioBUsl. B aTHX yc/lOBUSAX Ha CBETY MPOUCXOAMII
CUHTE3 TMAPOTeHa3, U HAaUMHAJIOCh CBETO3aBUCH-
MO€ BblIeJIEHWE BOIOpOAa, MJISIIEecs] HECKOJbKO
cyToK. bbls1o Takke moKa3aHo, YTO TTPU HEJOCTATKe
cephbl BbIIeJIEHUE BOAOPOAa BO3MOXHO U B (DOTOAB-
TOTPOGHBIX YCIOBUSIX, O€3 UCITOJb30BaHUS alleTa-
ta [10]. B nanpHeiilemM uccienoBaTeNIv UCIIOIb30-
BaJIM MOJXOMAbI C HEAOCTATKOM JIPYIUX 2JIEMEHTOB
MHUHEpaIbHOIO MUTAaHUS, TaKKUX Kak a3oT [11, 12]
u docdop [13]. OgHako A CTaOMIBHOIO U MPO-
JOJDKUTEILHOTO BBIJCICHUSI BOIOPOAA KYJIBTYPhI
MMKPOBOJIOPOCIICit 3HAYNTETbHO CHUXKAIU aKTUB-
Hocth DCII [14], yTOo HEM36EXKHO OrpaHUYMBAIIO
CKOPOCTb €r0 BbIACJICHUS.

OIHOBPEMEHHO C pellleHueM MpooJeMbl TOK-
CUYHOCTH KHUCJIOpoAa sl KJItoueBoro dhepmeHTa
B BBIJIEJICHUU BOAOPO/A, TMAPOreHa3bl, U3y4aauch
M ajJbTepHATUBHBIC MYTH TPaHCIOPTAa 3JEKTPO-
HOB, CMOCOOHBIE KOHKYPUPOBATh C BbIACIEHUEM
Bogopona. Cpeau HUX MOTOK 3JEKTPOHOB Ha BOC-
craHoBieHue HAJI® ¢ nmocnenywomieii pukcamm-
eil yrmekuciaorsl B 1ukie KanbBuHa—beHcoHa—
baccama sBnsgeTcs HauOojiee aKTUBHBIM. Nagy
et al. [15] mpeanoxXuau moaxon MHAKTUBALUMY LIUK-
na KansBuHa—beHcoHa—baccama, ocHOBaHHBIN
Ha €ro JUMWUTUPOBaHUM cyOcTpaToM. st 3TOrO
aBTOPBI UCIOJb30BaI (OTOABTOTPO(MPHBIE KYiTb-
Typbl Chlamydomonas reinhardtii, N3 KOTOPBIX TTO-
cje BbIpaIMBaHUS YAAJSINW YIJICKUCIOTY U WH-
KyOMpOBaJM B TEMHOTE B aHA3POOHBIX YCIOBUSIX.
[Mpu BKIIOUEHUM CBETa 3TU KYJBTYPbI BBIACISIN
BOJIOPO/I C BEICOKOI CKOPOCThIO. ABTOPBI CUUTAIOT,
YTO TaKOM CIIOCO0 OrpaHMYEHHUS TTOTOKA 3JIEKTPO-
HOB, UCTIOJIB3YEMBIX JUISl PUKCAIIMU YITIEKUCIOTHI,
He MpuBOAUT K paspyineHuo @CII, mpu 3ToM BbI-
JleJIeHrue Bomopoaa UAET 3a CYET (PYHKIIMOHUPO-
BaHust PCII ¢ nosydyeHUEM 3JI€KTPOHOB OT BOJIbI.
OnHako aBTOpaM He yaajoCch PELIUTh MpobjeMy
WHTUOUPYIOIIETOo AeMCTBUS KUCI0poaa Ha TUIPO-
reHa3Hyl aKTUBHOCTb, U OHU BBOAMWJIM B COCY/IbI
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MOTJIOTUTENIb KUCJIOPOIa, OCHOBAHHBIN Ha Keye3-
HOM TMOPOIIIKE.

Lenvio naHHOI pabOTHI ObLIO M3YyYEHUE BO3-
MOXHOCTHU BbIAEJIECHUST Bogopoaa (poToaBTOTpod-
HbIMU KyabTypamu C. reinhardtii mpu JTUMUTH-
POBaHMU KYJBTYP YIJIEKMCIOTONH C TIOAPOOHBIM
aHaiau3oM coctosiHusg OCII.

MATEPUAJIBI U METO/bI

YciioBus U cnoco0bl KyabTuBupoBanus. Mcxon-
Hble KyaeTypbl C. reinhardtii Dang, mtamm CC-124,
MOMAAEPXKUBAJIM Ha 4Yalllkax C arapoM CO CTaH-
JapTHoit Tpuc-auetatdocdatHoii (TAP) cpenoii
(pH 6,9) ipu 28 °C u ocBeweHuu (36 MKMOJIb o~
ToHOB M2 ¢™!). ETMHUYHBIE KOJIOHUU TIEPEHOCUIIN
B 10 M cpenbl TAP 1 nuHKyOupoBanu 2 IHS B TeX
K€ YCITOBUSIX.

3areM KyJbTYypbl BbIpallluBaid (POTOABTO-
TpodHo Ha cpene High-Salt (HSM) [16] B konbax
Dpaenmeiiepa Ha 500 M1, KoTopbie 6apOOTUPOBA-
i cMecbio Bosayxa ¢ 2% CO, yepe3 MeMOpaHHbIe
¢unbsTpel ¢ pazmepoM 1op 0,2 mkm (Acro 37 TF,
«Gelman Sciences, Inc.»,CIIIA) no mo3gHeit 3Kc-
MOHEHIMaAbHOI ¢ha3bl. I ONBITOB KYJIBTYPbI
BhIpalllMBaJd B YCIOBUSIX KOHTPOJIS B (POTOOHO-
peakTope 1 3aTeM MCITOJIb30Baju B KAY4€CTBE UHO-
KyJIsiTa B TOM K€ peakTope, YTO CHUXKaJO CTpecc,
BBI3BAHHBIN IIEPECEBOM KYJIBTYPHI.

C. reinhardtii BuipalmiuBanu B ¢oTodOMopeak-
Tope 00BbEMOM 1,5 TUTpa, COCTOSIILIEM U3 CTEKISTH-
HBbIX KOAKCHaJIbHBIX LWIMHAPOB C BHYTPEHHEN
Memankoit [17]. CBeToBoO#t MyTh (TOJIIMHA KYJb-
TYpaJbHOTO CJI0s1) cocTaBisia 22 MMm. Temmepary-
py (28 °C) u pH (7,4) xoHTponIMpOBaIu aBTOMa-
TUYECKM CUCTEMOI Ha OCHOBE MMKpOIpoIleccopa
u 1K, kak onucano panee [18]. B mpouecce Kyib-
TUBHPOBAHMS KYJILTYPHI IPOIYBAJIK ra30BOM CMe-
cbio (98% Bo3nmyxa + 2% CO, wim 98% aprona +
+ 2% CO,, 100 mi1/M1H) Yyepe3 MeMOpaHHbIe (PUITb-
Tpbl Acro 37 TF ¢ pazmepoM nop 0,2 MkMm («Gelman
Sciences, Inc.»). JI1s ocBelieHus KyabTyp B (hOTO-
OropeakTope Ha OCU CTEKJISTHHBIX IMJIMHIPOB pac-
rnojarajyd JIOMUHECUEHTHBIC JIaMIIbl XOJOIHOTO
oenoro uBeta (HaBurarop HKJI-4VY 30 Bt 4000 K).
MHTEHCUBHOCTh CBETa Ha MOBEPXHOCTU KYJILTYD
coctaBisuia 169 MkMonb ¢OTOHOB M2 ¢~ doro-
CHMHTeTU4YeCcKM akTuBHOM panuanun (DPAP) (n3me-
peHo ¢ noMoiipio LiCOR LI-250, ocHaméHHOTo
JaTYNKOM KBaHTOB cBeTa). DoTodbuopeakTop du-
3WYECKU U MPOTPAaMMHO ObLT COEAUHEH ¢ (hIyopHr-
MerpoM JUNIOR-PAM («Walz», I'epmanus), Kax
OIKMCAHO paHee, MPUYEM B PELMPKYJISILIUOHHOM
neTe ABWXEHUE OCYIIECTBISUIOCh WMITYJIbCHBI-
MU MHEBMaTU4YeCKUMU HacocaMmu [18]. UMmyabchl
CYIIECTBEHHO 3aMEIsUIM 00pacTaHue KIOBETHI.
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Bce akcniepuMeHThI TPOBOAUIUCH C ABAXKIbl KOH-
LieHTpupoBaHHoOI cpenoit HSM (2*HSM).

VYnanenue yriekucaorbl. B aspoOHBIX U aHa-
SpOOHBIX YCJIOBUSIX HENOCTAaTOK YIjepoaa co3la-
BaJICsl yaaJeHMEM YIJIEKMCIIOrO ra3a M3 Ta30BOM
cMecu. [Ipu 3TOM Npu MPOIYBKE KYJIBTYP BO3MIY-
XOM OH JOTIOJIHUTEIBHO OYMIIAJICS OT YIIEKUCIIO-
ThI MPOMYCKaHUEM Yepe3 JIOBYIIKY YIJIEKUCIOTHI,
pacmnoyIoXeHHYI0 riepel (UIBTPOM U CoepKallylo
5 M pactBop NaOH ¢ ycTaHOBJIEHHBIM PacCIbLIU-
TesieM Bo3ayxa. CieyeT OTMETUTh, YTO TIpU yaalie-
HUY YIJIEKUCIOTHI U3 KYIbTypaJibHO# cpensl pH B
¢dorobuopeakTope Bo3pacTtaia. YToObl He BHOCUTH
JOTOJTHUTEILHOTO cTpeccoBoro (akropa, pH cpe-
JIbl ONIIEPXKUBAJICS Ha YpOBHE 7,4 MyTEM aBTOMa-
Tn4ecKoit no6aBku 0,2 M cepHOIi KMCTTOTHI.

N3mepennss ackopdara. [dng wu3MepeHUs
ackopbaTta WCHOJb30BAJIM TPOTOKOJ, OMUCAH-
Hblli paHee [20]. s W3MepeHUid NMpPUMEHSUIU
cuctemy BDOXX Agilent 1100, ocHamgéHHy0 KO-
noHkoil Supelco INC Waters spherisorb ODS2,
4,6 X 250 mm («Waters», CLLIA) ¢ neTeKTUpOBaHU-
eM Mpu 244 HM.

Jpyrue metoapl. Conepxxanue Xi (a+b) omnpe-
Jensan  criektpodortomeTpudyecku B 95%-Hom
cnuproBoM aKcTpakTe [21]. ConepxaHue Kpaxma-
Jla, HaKOIIJIEHHOTO B KJIETKaX, OTMpPeIesiivi Mo KO-
JIMYECTBY TJIIOKO3bI, 0Opasylolleiicss B pe3yJbTaTe
(epmeHTaTuBHOTrO ruaponusa [22]. I[IpoueHTHOE
coaepxxanue H, B razoBoii (paze ¢porodbmopeakTopa
aHaJIM3UPOBAJIM METONOM Tra30BOil XpomaTorpa-
¢uu, kak onucaHo panee [18]. CkopocThb Bblae-
neHusi H, paccuuThiBasin ¢ y4€ToM pacxoja rasa
(100 My1/MUH) U IPOLIEHTHOTO conepxaHus H, Ha
BBIXOME, KOHLEHTpauuu X1 U 00béMa KyJbBTYPhl B
peakTope. Hakomnenue H, paccuuTtbiBaiu, mpei-
roJjiarasi, 4YTo MeXAy U3MEpPEeHUSIMU CKOPOCTh BbI-
JleJIEHUsI BOIOPOJa HEM3MEHHa.

Cratuctuueckuii ananu3. Kaxnoe nsmepeHue
MPOBOAWIN B TPEXKpaTHON MOBTOpHOCTU. Jlist
CTaTUCTUYECKO 00pabOTKM TaHHBIX MCTIOJIb30Ba-
mm Excel 2016. JanHble TIpeACTaBIeHbl KaK Cpel-
HHMe 3HaYeHUs! ¢ 95%-HbIM JTOBEPUTEIbHBIM WH-
TEPBAJIOM.

PE3YJIBTATBI 1 OBCYXKJIEHUE

Kynbrusuposanue C. reinhardtii na Bosayxe ¢
J00aBJeHHeM YIIEKHCIoThl. B KauecTBe KOHTpO-
JIsT MCMOJIb30BaM (hOTOABTOTPOGHBIE KYJIBTYPhI
C. reinhardtii B oTOOMOpPEAKTOPE C MCIOJIb30BaA-
HueM Toit Xe cpenbl (2*HSM), Ho mpoayBaeMbie
cMechio Bo3nyx + 2% CO,. [Ipu KynsTUBHpOBa-
Huu C. reinhardtii B 5TUX yCIOBUSX KOHLUEHTpALIUSI
X1 (a+b) Bo3pacTaja B TeueHUE MEPBLIX 73 U ¢ MO-
ciefayomuM cHukeHueM (puc. 1). I1pu aToM Mak-

I'PEYHAHUWK u np.

CHMaJIbHAasl KOHLIEHTpaLUs XJIOPOGUIIIa COCTABU -
na 50,4 mr/a. MoXHO KOHCTaTUPOBAaTh, UTO MOCJIe
73 4 KyJabTypa Iepexoauiia B CTallMOHapHYo a3y
B CBSI3U C MCYEPITAaHUEM KaKOT0-TO MUHEPAIbHOTO
koMnoHeHTa [18]. B Hauane kynsTuBupoBaHus pO,
Bo3pacTajo B TedyeHue nepBbix 40 4. [Tocite 60—70 4
KyJAbTUBUpOBaHUs PO, MOCTENEHHO CHUXXAJOCh,
YTO CBUIIETEIbCTBYET O 3aMEIJIEHUM CKOPOCTHU (DO-
TOCUHTETUYECKOIO BBIIEICHUSI KUCIOPOAa KYJb-
Typoii, KOTOpO€ MPOMCXOAUJIO PaHbIIE Iepexona
B cTanmoHapHyto ¢dazy. ComepxkaHue Kpaxmajia B
knetkax u eH (puc. 1) He U3MEHSUIMCh B TeYEHUE
BCero mepuona KyabTuBMpoBaHus. ComepxaHue
ackopOara B KJI€TKax W3MEHSUIOCh HE3HAYUTEb-
HO U ObUIO MUHUMAJIBHBIM B KOHIIE SKCITOHEHIIM-
anbHOU ha3wl. Ilpu 3TOM peanbHbINE KBaHTOBBIM
Boixon OCII Y(II) y KynsTyp B Hadajie COCTaBJISUT
0,73—0,77, mocTeNneHHO CHMXAasICh, MPUYEM BTO
CHMDKEHUE YCKOPSUIOCh TIPU HACTYIUIGHUU CTallo-
HapHo# (a3bl 1 gocturano 0,4 nmociue 48 4 crauu-
OHapHO# (a3bl. DTU M3MEHEHUS] TUIMYHBI IS
¢$OoTOaBTOTPOHBIX KYJAETYp U B OOIIIEM COOTBET-
CTBYIOT ONIMCAaHHBIM paHee [18, 23].

B uenom poct C. reinhardtii B a3p0oOHBIX yC-
JIOBUSIX TIPENCTaBISIET CO0O TUITMYHYIO KapTUHY
(hoToaBTOTPO(HOrO KyJIBTUBUPOBAHUSI MUKPOBO-
Jlopociieit 6e3 CTpeccoB, HO € MEePEXOOM OT HEJIU -
MMTUPOBAHHOTO POCTA K CBETOJIMMUTUPOBAHUIO C
MOCAENYIONIMM HcYepIlaHUEeM KaKOro-TO KOMIIO-
HEeHTa NMUTaHWS B cTallMOHapHOI da3e.

KynbrusupoBanue C. reinhardtii B npucyTCTBUM
BO3/IyXa C yiajieHueM yriekucaoTsl. C Hauyasia BbIpa-
uvBaHus B 1aHHOM pexume C. reinhardtii cHabxa-
JIM BO3yXOM C YIJIEKHCIIOTOM, KaK YKa3aHO B Me-
togax. Ha 81 u KynbTUBUpPOBaHUS U3 MOJABaEMOt
ra3oBOil CMeCHU yHajsulu YIIEKUCIoTy (puc. 2).
VYxe uepe3 15 MUH Tocie yaaJdeHUsT YIJIeKUCTOThI
napurasbHOE COIepKaHWe PaCTBOPEHHOTO KHUC-
Jiopojia B cpelle HauYMHalo CHYXatbcsa. OaHOBpe-
MEHHO C 9TUM HauuHajo cHKatbes Y(II) 3a cuér
HEKOTOpOro Bo3pacTaHus Fr M 3HAYUTETbHOIO
cHmxenus F,'. Uepes 7 4 nocie otkmodyeHus CO,
colepxXaHue Kucaopoma CTaOUJIU3MPOBAIOCK.
DTOT MOMEHT MOXHO OIIpeIeIuTh KakK Iepexon
KyJIbTYp B CTallMOHApHYIO a3y, BbI3BAHHYIO He-
JIOCTaTKOM yrjepona (BCAeNCTBUE yaaJeHUs yrje-
kucinotel). CHmkenue F,' 1 Bo3pacranue Fr cBu-
NEeTEeJbCTBYET O MIepeBOCCTaHOBIEHHOCTU myna PQ
yKe yepe3 7 4 1ociie yaajaeHus YIJIeKUCIOTHI, T.€. C
HaCTyIUIeHUWeM craiimoHapHoit dassl. [locne yna-
JIEHUST YIJIEKUCTOTHl comepxaHue X (a+b) cHu-
3KaJ0Ch BCE BpeMsl KyJIbTUBUPOBAHUS.

Takum oO6pa3oM, 1axke B a9pOOHBIX YCIOBUSIX
yaajeHue YIJEKMCIOThl M3 MoaaBaeMoil ra30BOI
(a3pl mpuBoaMIo K ObicTpoMy cHukeHUo Y(II)
3a CYET nepeBoccTaHoBIeHUs 1yaa PQ. Ilpu atom
9TO CHUXEHHE ObLIo 0ojiee BhIpaXXKeHO, YeM MpHU
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Puc. 1. U3meHenue (a) conepxanus Xi (a + b) (/), ackopbara (2), kpaxmaia B kietkax (3), eH (4), pO, (5) B KyJIbTypajibHOM
xunkoctu, u (6) Fr (6), Fu' (7) m Y(II) (8) ipu pocte C. reinhardtii B hoToaBTOTpO(dHBIX ycaoBusX Ha cpene 2*HSM. B stom
M TIOCJIEAYIOLIEM DKCIIEPMMEHTAX OCBEEHHOCTL 168 MKkMoIb hoToHOB M2 ¢!, t = 28 °C, pH = 7,4. TasoBag dasza 98% Bo3-

nyx + 2% yrieKucaoThl

repexoae KOHTPOJbHBIX KYJIBTYP B CTAlIMOHAPHYIO
dazy (puc. 1). YuutsiBas 3HauuTeIbHOE MageHUE
coaepxkaHus X (a+b), ciienyeT OTMETUTD U OOIIYIO0
Jerpafgaluio (oTOCMHTETUYECKOro anmapara.
Kynbrusupoanue C. reinhardtii B IpucyTCTBUU
aprona. C Hayuajia BbIpalllMBaHUs B JAHHOM PEXU-
Me C. reinhardtii cHaGXa aproHOM C YIJIeKUCIIO-
TOM, KaK yka3zaHo B MeTonax. Ha 42,5 u yrinekuc-
JIOTY yaanuiu u3 ra3zoBoil ¢aswl (puc. 3). Ilocne
3TOro MOMeHTa conepxaHue Xi (a+b) B poToduo-

BUOXMUMMUSA tom 87 BeII. 10 2022

peakTope CHMXKaJIOCh, KAK U B YCJIOBMSIX MOJAYU
Bosayxa (puc. 2). Uepes 3 4 mapumaabHoe JaBjie-
HYE KHUCJIOPOJa, pAaCTBOPEHHOIO B KYJIBTYpaIbHOM
SKMIKOCTH, HAUMHAJIO CHUKAThCSI OIHOBPEMEHHO
¢ HavanoMm cHuxeHust eH (puc. 3, a). OnHoBpe-
MeHHO cHumxajnoch F,' (puc. 3, 6), 4TOo cBHIE-
TEJIbCTBYET O IMEPEBOCCTAHOBJIEHHOCTH myna PQ.
IMapannensHo cHuxanoch U Y(II). Uepes 7 u no-
cje yiaajeHusl YIJIeKHUCIO0Thl U3 ra3oBoiil (assl pO,
CTaOMJIM3MPOBANOCH, a B BRIXOAsIIEH U3 (poTOOMO-



1392

I'PEYHAHUWK u np.

g 300 40
- 35
250
- 30
200
m
= - 25
=
© 150 L 50
X
O("\l
- 15
< 100
- 10
50 S e 1-p0O,
—— 2-eH -5
—/— 3-Xn (ath)
O T T T T T I T T 0
0 20 40 60 8( 100 120 140 160 180
300 - e 4F
O - 0,8
Q A3 Q0 —+_ 5-F
6 T §
2 GORIGLS —0— 6-Y(Il)
O ft‘é}:g ~O3
2
ioges oo
- ¢ 200 4 @& ’
€ "
T «%3 o 5
= O @
A o7
= 20 A .,(.
- Socs ~'g/o\:'.'f;°3j.° - 0,4
1 R ’
S, ¥ D R
100 - L5 oo
1
1™
4 ) S Bl ; Y g :‘f“v x - I~ 0,2
ot wira bk RO Ky
kA B
1 i
O T T T T T T T T 010
0 20 40 60 80 100 120 140 160 180
Bpems, Yac

Xn (a+b), mr/n

Y(I1)

Puc. 2. Usmenenue (a) conepxxanust pO, (1), eH (2) B kynsTypanbHol xxunkoctu v X (a+b) (3) B kietkax, u (6) Fr (4), Fu' (9)
u Y(I1) (6) mpu pocre C. reinhardtii B b0oT0aBTOTPO(MHBIX YCIOBUSIX B IPUCYTCTBUY BO3ayXa ¢ yriaekuciaoroii. Ha 81 4 u3 nmonasa-
€MOIf Ta30BOI CMECH yIAIUIIN YIJIEKUCIOTY (OTMEUeHO BepTUKAIBHOM JTUHUE)
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Puc. 3. U3menenue (a) conepxanus pO, (7), eH (2) B kynbrypaibHoii xxuakoctu u Xi (a+b) (3) B kietkax, u (0) Fr (4), Fi.' (),
Y(II), u (¢) ckopocTu o6pazoBanus Boxopona ( 7) ipu pocte C. reinhardtii B GoT0aBTOTPOGMHBIX YCIOBUSIX B TIPUCYTCTBUU aproHa
C YIJIEKUCIIOTOM. YiajaeHue yIJIeKUCIoThl Ha 42,5 4
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peakTopa ra3oBoii (aze oOHapyXUBaJU BOAOPOL
(puc. 3, ). BaxkHO OTMETUTD, UTO MOCJE McUepra-
HUS yraekucaoTsl pO, He majgaio I0 HyJs, a ObLIO
0KOJ10 2,5%, MonHUMAasCh B OTIEIbHBIE MOMEHTBI
10 5,5%, XOT KyJbTypbl MPOAYBAJIM aprOHOM CO
ckopocthio 100 mui/MuH (cM. «MaTepualibl 1 Me-
ToAbl»). KolnyecTBO BbIIEIUBIIErocss BOAOpoAa
cocTaBuJio 4,9 MJ1/AUTP KyJIbTYpHI 3a 24 4.

Ecau npeanoioXXuTh, 4TO B HAIIMX IKCIIEPU-
MeHTax, Kak 1 B ctaTbe Nagy et al. [15], BelaeneHue
BOJIOPOJA MPOUCXOAUIIO 3a CYET TIPSIMOTo OUodo-
TOJIM3a BOABI (T.€. C yJacTUeM JIByX (DOTOCUCTEM U
0e3 BKJajJa BOCCTAHOBMTEJIbHBIX 3KBUBAJICHTOB,
0o0pasyroIIMXcs TTPY pa3iokeHUU Kpaxmaia, B 00-
LM MOTOK 3JIGKTPOHOB), TO CKOPOCTD BbIICIECHUS
KUCJIOPOAA TOJKHA ObITh BIBOE MEHBIIIE, YeM CKO-
pOCTb BbIIENeHUs Bomopoxda, T.e. 0,05—0,12 mi/4a
(puc. 3, 8). Ecnu Takke npenmnoaoXuThb, YTO KOH-
LIEHTpaLMs KUCIOPOAa B KYJABTYPaTbHOM XUIKOCTU
Haxoaujach B paBHOBECUM C KOHLIEHTpallueil B ra-
30BOI (pase, TO, yYIUTHIBAsI CKOPOCTh MIOTOKA aproHa
(100 m1/MUH), MapuUaIbHOE AaBISHUE KM CJIopoaa
B KYJIBTYPaJIbHOM KUIKOCTU HE JOJDKHO ITPEBBI-
math (0,12 ma/4)/(100 ma/mun) = (0,12 mu/q)/
(6000 mi1/9) = 0,002%, yTo Ha TpU MOPSIAKA HIXKE
Ha0JII0IaeMoro HaMu B aKcriepuMeHTax. OueBu-
HO, YTO B YCJIOBHUSIX 00Opa3oBaHUsI KUCIOpOAA B
KMAKOCTU M mpu moTtoke rasza 100 myu/mMuH B o-
ToOMOpeakTope ¢ 00BEMOM KYJIBLTYPHI 1 IUTP Aaxke
IMPY UHTEHCUBHOM IMepeMeIINBAHUMN HENTb3sT OXK1-
JaTh PaBHOBECHOU KOHIIEHTpAllMK KUCIOpoaa B
KMAKOIM U ra3oBoii ¢azax, T.e. MpuUBeAEHHAas pac-
Yy€THas OlleHKa KOHIIEHTPAIMK KUCJIOPOIa B KU/ -
KOCTH SIBJISIETCSI 3aHWXKEeHHOM. TeM He MeHee Hellb-
351 UCKJTIOUUTh, YTO (DOTOABTOTPO(MHBIE KYJIBTYPhI
MMKPOBOJIOPOC/IEil B MUKPOA3POOHBIX YCIOBUSIX
CIOCOOHBI, KaK U (pOTOABTOTPO(MHBIE KYJIBTYPhI B
aHa’POOHBIX YCIOBUSX, K Aerpagaliuy Kpaxmania ¢
oOpaszoBaHueM aueraTta [24] 1, COOTBETCTBEHHO,
YIJIEKUCIIOTHI, KOTOpash peacCUMMIIMPYETCs TIpU
¢oTocuHTe3e ¢ obpazoBaHueM Kuciaopoaa. OaHa-
KO IIJI1 TIOATBEPXKACHUST TAKOTO TPEAITOI0XKEHUS
TPEOYIOTCS TOTIOJTHUTEIbHBIE KCTTEPUMEHTHI.

M3BecTHO, UYTO KOHIIEHTpAILUs TOJyMaKCH-
ManbHoro wuHruoupoBaHusi (ICs)) ruaporeHas-
HOIl aKTMBHOCTM KMCJIOpoaoM cocTapisier 0,3—
0,4% [4]. D10 3HAUEHME TPUMEPHO B 6—8 pa3 HIXe
colepKaHUs KUCIOpoaa B KyJBTYpaIbHOM XXKUIKO-
CTM B HaIlMX 3KcTHepuMeHTax. TakuMm oOpaszom,
CKOPOCTh BBIICJIEHUsI BOAOpOAA OIpeaessiach B
HalleM ciayyae MHTMOMpPOBaHMEM THIPOreHa3HOM
AKTUBHOCTU OCTATOUYHBIM KMCJIOPOIOM B Cperie.

B Hammx skcrneprMeHTaxX KOJWYECTBO BhIIE-
JIUBIIETOCS BOAOpPOJA ObUIO 3HAYUTEIBHO HUXKE,
yeM onucaHo B ctatbe Nagy et al. [15], usyyaBimx
BbIJIeJIeHUE Boaopoaa (PoToaBTOTPODHBIMU KYJIb-
typamu C. reinhardtii ipu ygajJleHUU YIJeKUCIO-

I'PEYHAHUWK u np.

Thl. OCHOBHBIM OTJIMYMEM HaIllX 9KCIIEPUMEHTOB
ObLIO OTCYTCTBUE TEMHOBOTO WHKYOAlIMOHHOTO
Mepuoaa B aHaA3POOHBIX YCIOBUSIX. B 1ie1sX BhIsSB-
JICHUSI BaXXKHOCTH WHKYOALMU KYJIBTYpP B TEMHOTE
B aHA®POOHBIX YCIIOBUSX, a TAKXKE YUUTHIBASI, UTO
(poroaBTOTpPO(HBIE KYIBTYPbl MUKPOBOAOPOCHIEH
MPU CEPHOM TOJIOAAHUY BBIAEISIIN BOIOPO/L C HA-
OoJblIE CKOPOCTHIO TIPU TMOHMKEHHOM WHTEH-
CUBHOCTU CBETa B aHA3pOOHOI M Mocienyrolein
dazax [10], B cienmyrolieM 3KCIepUMEHTe ITocie
yIaJeHUs U3 KYJBTYPaJIbHOMN KUIKOCTU YITICKUC-
JIOTHI BBIKJIIOYAJIM CBET Ha 2 U U Jajiee OCBellaiun
KYJBTYPbl CBETOM ITOHMXXEHHOl WHTEHCHUBHOCTHU
(40 MmxMoJb (HOTOHOB M2 ¢7).

KyasrusupoBanme C. reinhardtii B npucyTcTBHI
aproHa c aHa’poOHoi# aganrammeii. B Hauane Kyib-
tuBMpoBaHus (Korma akTuBHOcTh DCII makcu-
MaJjbHa, 1 B cpene ectb CO,) MHTEHCUBHOCTD CBe-
Ta ObL1a 168 MxMOIL poTOHOB M2 ¢!, Uepe3 47,54
KYJbTUBUPOBAHUS U3 MTOaBaeMOi ra30BOii cMecHu
youpanu CO, (puc. 4; HauboJjiee ObICTpble U3Me-
HEHUs I1TapaMeTpPOB KYJIBTYPhI, IPOUCXOASIINE
B Auana3oHe BpeMmeHM oT 47 no 60 4, mompoOHee
nokaszaHbl Ha puc. 5). Ilocne Havama CHUXEHUS
KOHLIeHTpaluu Kuciaopoaa (51,8 4 mocie Haya-
Jla KyJIBTUBUPOBAHMUS) KYJBTYpbl IEPEBOIMIM Ha
2,5 4 B TeMHOBbIe yclioBus. Ilo ncreueHun Tem-
HOBOM afanTalny BKJIOYAJIN CBET C MIOHMXKEHHOM
MHTEHCUBHOCTBIO (40 MKMOJb (DOTOHOB M2 ¢7').
B 3THX ycnoBusX cogepXaHue CyMMapHOTO XJIOPO-
¢uia Bo3pacTayio B TeueHue NepBbiX 47 U, 1OCTU-
rast 64 mr Xi (a+b)/nutp, a B faybHENIIIEM CHUXA-
Jock 1o 20 Mr X (a+b)/nutp x 167 u (puc. 4, a).
KonueHTpauus kuciopoaa BHavaje pociaa m K 25 9
cradbuimsupoBayiack. B MmomeHT otkitoueHus CO,
(47,5 4) mpoucxoauau M3MEHEHMsI BCeX Mapa-
METPOB KYJBTYpbl (puc. 5). Yxke uepe3 yac I1o-
CJie UCKJIIOYEHUS YITIEKMCIIOTHl M3 ra30BOM ha3bl
KOHIIEHTpALIMsl KUCI0pOoaa HaulHajga CHUXAThCS.
OnHOBPEMEHHO C 3TUM PEIOKC-MOTEHIMAI Cpe-
Bl CHMXKAJICSI U K MOMEHTY BBIKJIIOUCHUSI CBeTa
pocruran +15 MB. Ilpu cHmkenun pO, no ~50%
HauuHanoch cHkeHue Y(II) no 0,35 3a cué€t omHo-
BpeMeHHoro nageHus F,' n pocrta Fr. I1pu mane-
HuM pO, 10 HyJIS IPOUCXOAUIO TOMOJHUTEIbHOE
nageHue Y(II) B ocHoBHOM 3a cuét pocta Fr. YUepes
~30 mMuH nociie BeikatoueHus ceeta Y(I1) HaunHan
Bo3pacTaTh A0 0,45. Yepes yac 1mocie BKIIOUEHUS
ceera Y(II) mpomomkan Bo3pacTaTb M AOCTUTas
0,65 uepe3 4 4. DTO CBUIETEIBCTBYET O TOM, UTO
cHixkeHue Y(II) mocne ymajaeHus YIJIEKUCIOTHI
OOYCJIOBJIGHO  TE€PEeBOCCTAHOBJICHHOCTBIO  IyJia
PQ u He 3arparuBaet ctpyktypy ®CII, nmockonb-
Ky sBisieTcs: oopatuMbiM. CoepxxaHue ackopoOa-
Ta ¢ MOMEHTA yIaJeHUs] YIJIEKUCIIOTHI 0 MOMEHTa
BBIKJIFOUEHMSI CBETAa HE M3MEHSJIOCh, a IIPU HMH-
Ky0aluy B TEMHOTE CHUXKAJIOCh C MOCAEAYIOIIUM
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Puc. 4. Poct C. reinhardtii B dotobnopeakrope B razoBoit daze Ar + 2% CO,. a — Conepxkanue Xi (a + b) (/), ackopbata
(2) u kpaxMmana (3); 6 — Conepxxanue H, B ra3zoBoii (ase (4), mapumnanbHOe JaBlieHHe KUciaopona B xkuakoctu (5) u eH (6);
6 — Y(II) (7), Fr (8), Fu' (9) B porobuopeakTope. YnajieHue yrjaeKUcaoThl B 47,5 4 (OTMEUYEHO CILJIOLIHOM JTUHUEN ), BBIKITIOUE-
Hue cera (168 MxMosb poroHoB M2 ¢~') B 51,8 u, Brimouenue csera (40 MkMoib poToHOB M2 ¢~') B 54,3 4 ¢ MOMeHTa Havasa

MHKYOaluun
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Puc. 5. [Monpo6Hoe nipencraBieHne U3MEHEHWH B KyJIbType TIPY yAaJeHUN YIIIEKUCIOTH (OTMEYEHO CITIONIHON BEPTUKATBLHOM
JIMHUEN), BKJIIOYasi TEMHOBYIO alanTaluio (OTMEUeHO MyHKTUPHOM JMHUEN) 1 Tocienyoliee BKIUeHUe cBeTa (IITpUXoBast
nunust). Kpuseie: 1 — X (a+b), 2 — ackopbat, 3 — kpaxmai, 4 — conepxanue H, B razosoit dase, 5 — pO,, 6 — eH, 7— Y(II),
§—Fr, 9—F,'
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HEOOJIBIIMM POCTOM TIOCJIe BKIIIOYCHHUS CBeTa. DTO
MOATBEPXIAET OTCYTCTBHE €ro KOHKYPEHIIMU C BO-
Joii 3a noHruposaHue ssekTpoHoB B @CII, B otm-
yye OT MUKPOBOIOPOCIIE TTPU CEPHOM TOJIOAAHUU
B (hotoaBTOTpOHBIX ycioBusx [25]. CoaepxxaHue
Kpaxmajia B KJIeTKaxX MPaKTUYeCKU He U3MEHSLIOCH.
Yepesz 10 MuH mociie BKIOYEHUST CBEeTa B Bbl-
xXoasuemM u3 ¢GpoTobHopeakTopa raze oOHapyXKu-
Basioch 0,018% H, (puc. 4, 5). BT0 cOOTBETCTBYET
1,1 ma H, B yac Ha 1 auTp KyaeTyphl. Janee cko-
POCTb BbIIEIEHNS BOAOPOA CYIIECTBEHHO CHIXKA-
Jach 1 gaxe nazgaia go 0 Ha 95—98 4, ¢ BO30OHOB-
JieHueM BbiaeneHus Ha 118 4. Becero 3a 138 u (¢ 54,5
10 193,5 4) Beigenmioch 56 Mi H,/ITUTp KyIbTypHI.
DTO HECKOJbKO HIXe, 4YeM y (hOTOABTOTPOMHBIX
KyJBTYp B YCJIOBUSIX HegocTaTKa cepsl [ 18].
Crnenyer OTMETUTb, YTO M3MEHEHUS NaHHBIX
JIP-tecTta KynbTyp ¢ aHadpoOHOI ajamnTauueit
rocJje ynajeHus yIJIEKUCIOThl ObUTM aHAJOTUYHBI
U3MEHEHMSIM KOHTPOJBHBIX KYJIBTYP B CTalllO-
HapHOI (haze pocTa, BHI3BAHHOIN HcYepIlaHUEM
HEU3BECTHOTO KOMIIOHEHTa CpeAbl, TO €CTh He
SBJISIOTCS crielM(PUUIECKMM OTBETOM KYJBTYp Ha
yIJIEpOIHOE ToJIofaHue (JJaHHbIE HEe MPUBEACHBI).
Taxum obpaszom, kynsryphl C. reinhardtii npn
ITyOOKOM JUMUTHPOBAHUU HEAOCTAaTKOM YIJIEPO-
JIa CITOCOOHBI K BBIAEICHUIO BOAOPOJA, HO C HU3-
Koi1 ckopocThio. CleayeT OTMETUTh, UTO KYJIBTYPHI
MMKPOBOJIOPOCIICii, BBIACISIONIME BOMOPOI TpU
HeI0CTaTKe 3JEMEHTOB MUTAHUS, OJHOBPEMEHHO
peayn3yloT TPU TUIIA TMTaHUs: POTOCUHTES, IbIXa-
Hue u opoxeHue [8]. [Ipu aTOM nOIU SHEpreTUYE-
CKMX BKJIAJIOB 3THX TUIIOB IMTAaHUS B3aMMO3aBU-
CHMBI, HO (POTOCHHTE3, MO-BUINMOMY, SIBJISIETCS
KJIIoueBbIM. ETO aKTUBHOCTH omnpenessieT Koaude-
CTBO BBIIENSIONIETOCSI KUCIOPOaa, KOTOPbIM MO-
KET MCIIOJIb30BaThCs B IbIXaHUM. PaBHOBecHast
KOHILIEHTpALIMSl pacTBOPEHHOro Kuciaopoaa (OT-
paxaroliasi paBeHCTBO CKopocTeil (hOoTOCUHTE3a
1 IbIXaHUSI ¢ YYETOM BBIHOCA KHCIOPO/A TTOTOKOM
rasza), B CBOIO o4epe/b, OINpEAeascT OCTaTOYHYIO
aKTUBHOCTb OpoxeHus. bonee Toro, B ycioBusx,
Korna puKcalusl yrIeKUCIOTH MoaaBieHa (B Ha-
1IeM cJTydae HeTOCTaTKOM YIJIEKUCIIOThI ), CKOPOCTh
(boTocuHTE3a B 3HAUUTENBHO CTETIEHU OTpeacsi-
€TCsI CKOPOCTBIO BBIIEICHUS BOAOPOaa (OCHOBHOM
npoliecc, cOpachiBalOIINi M30bITOK BOCCTAaHOB-
JIeHHoro ¢eppenokcuHa). BrigeneHue Bomopo-
Ja, B CBOIO o4epellb, OMpeneisieTcss paBHOBECHOM
KOHLIEHTpalKeil KUCA0poaa, TMOCKOJAbKY OH SIB-
JIIETCS] UHTMOUTOPOM aKTUBHOCTU THIPOTCHA3BI.
Bce a1 mpoliecchl MPOXOASIT CO CKOPOCTSIMU CY-
IIECTBEHHO HIXKE ONTUMAaNIbHBIX. [J11 cpaBHEHUS
OTMETUM, YTO CKOPOCTb BBIAEICHUS KUCIOpOIa
(oroaBToTpopHBIMU Kynbrypamu C. reinhardtii,
omnucaHHasl ISl aHaJIOTMYHBIX YCJIOBU, COCTaBIsLIa
220—-250 mxmonb 4y~' Mr~' Xm [24], 4TO COOT-
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BercTByeT 150—170 M 4! nuTp~' KyaAbTyphl IpU
KoHueHTpauuu X (a+b) 30 Mr B 1 autpe Kyjab-
Typbl. TuaporeHasHasi aktuBHocTh C. reinhardtii
rnocje aHa’poOHOIl ajanTaluy MOXKET JOCTUIaTh
300 mxmonb H, ! mr~! Xur [26], yTo cooTBeT-
ctByeT 200 M u~! uTp~! KyJAbTYphI IIPU TOM XKe
KOHLIEHTpALMU XJopoduuia. DTo Ha 2 mopsaka
BBIIIIE, YeM IMOJYYEeHHbIC HAMU CKOPOCTHU BhIAEIe-
HUs Bojopona. Huskoe comepkaHue Kpaxmania B
AKTHBHO pacTylIuX (poTOaBTOTPOMHBIX KYJIbTypax
MMKPOBOJIOPOC/Ieii KOCBEHHO CBUIETEIBLCTBYET,
YTO CKOPOCTh JbIXaHUs Y TaKUX KYJBETYp HE MO-
KeT OBIThb BBICOKOI. YUMTBIBasi, UTO KOHIIEHTpa-
LIMsI KMCJIOpOoAa B HAIIMX SKCIIEpUMEHTaX He Oblia
HYJIEBOI, TAKOE€ HU3KOE 3HAUYECHUE BBIICICHUS BO-
JIopoza SIBJISIETCs pe3yJIbTaToM MMEHHO MHTHOUPYIO-
mero aeiicTBust Kuciaopona. OmHaKo s OKOHYA-
TEJBHOTO BbIBOJA TPEOYIOTCS HOIOTHUTEIbHbBIE
HCCIeNOBaHMS.

SAKIIIOYEHUNE

VianeHue yrIeKUCcIOTH U3 TT0AaBaeMOil ra3o-
BOIi (pa3bl MpU MPOLYBKE KYJBETYp aprOHOM ITpU-
BOIMJIO K BBIIEJICHUIO BOMOPONA, HO CKOPOCTH
npoliecca OblJla HEBBICOKOW. DTO 0O0YCIOBIECHO
MapUMaJlbHbIM JABJIEHUEM KHUCIIOpOoAa B KYJBTY-
paJIbHOM KUAKOCTW, 3HAYMTEIBHO IIPEBBIIIAIO-
wuMm ICs, ansg ruaporeHasbl. Jlaxke ecnu LMK
KanbBruHa 1 KOHKYpUpPYET 3a 9JEKTPOHbI C TUAPO-
reHas3oii, pelaolliee 3HaYeHUe UMeeT MHTUOUPYIo-
1iee JeficTBUEe KUCI0POoaa.

s cyleCTBEHHOTO YBEIMUYEeHUsI KOJIUYeCTBa
BBIIEJIMBIIEroCsl BOIOpPOJA HEOOXOAMMO ObLIO
IMPOBOAUTH TPEIBAPUTEIBbHYI0 MHKYOALINIO KYJIb-
TYp B TEMHOTE B aHa3POOHBIX YCIOBHSIX M OCBEIIATH
aJanTUPOBAaHHbIE KYJIBTYPbl CBETOM ITOHMWKEH-
HOII MHTeHCUBHOCTU. OIHAKO Yepe3 CYTKM Iocye
BKJIFOUEHMSI CBETA JTaKe B 3TUX YCIIOBUSIX BBIEIIE-
HYE BOIOPOJA CHIXXAJIOCH 0 YPOBHSI, OJIM3KOTO K
TaKOBOMY JUISI HeaAalITUPOBAHHBIX K aHaA3PO0OKM03y
KyJabTyp. Takum o0pasoM, IJIsT KYJIbTYyp, JTUMU-
TUPOBAHHBIX YIIEKUCIOTOM (CyOCcTpaTroM LIMKJIA
KansBuna—baccama—beHcoHa), Kak U 1Sl Kyjlb-
TYp C HEIOCTaTKOM IPYTUX 3JIEMEHTOB ITMTAHUS,
CKOPOCTh BBIJICJIEHUSI BOIOPOAA HE OIpeneIsieTcs
KOHKYPEHIIMEN TUAPOTreHa3bl C IPYyTMMU ITOTpe-
ouTensIMMU MOTOKa 3JeKTpoHOB. Peraronmm pak-
TOPOM SIBJISIETCSI KOHLIEHTpAlLUsl PacTBOPEHHOIO
KHUCI0pOoa.

Bknan asropoB. B.M. IpeuaHuk — mnpoBse-
JIEHUEe OKCIIEPUMEHTOB, OOCYXICHME pe3yibra-
TOB, OOCYXIEHHE U PeIaKTUPOBaHME PYKOIIUCH;
M.A. BbonbliakoB — M3MepeHUe ackopbara, 00-
CyXJIeH1E pe3yJILTaTOB, 00CYKIeHNUE U PeIaKTUPO-
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®unancuposanne. Pabora BbIMosHeHa yYa-

CTMYHO B paMkax rocdamaHust 122041200039-0
(puc. 2) u npu buHaHCOBOI nmoaaepxkke Poccuii-
ckoro HayyHoro ¢onga (rpant Ne 19-14-00255),
OCTaJIbHasI YacTh.

BbaaronapHoctu. B pabote rcnonb3oBaiu 060-

pynoBaHue (BOXKX xpomarorpad Agilent, ra3oBbiit

10.

xpomatorpad Lset 800 u payopumerpsl JUNIOR-
PAM u Aquapen PSI) neHTpa KOJUIEKTMBHOTO
nojib3oBaHMs [TyIMHCKOTro HayYHOTO LIeHTpa O1o-
JIOTUYECKUX UCCIECAOBAHUIA.

Konduukr unHTepecoB. ABTOPHI 3asBISIOT 00

OTCYTCTBUU KOH(I)HI/IKTa MHTEPECOB.

CoOutonenne 3TMyeckux HopM. Hacrosimiast

CTaTbd HE COACPXKUT OIIMCaHUA KaKuX-JIM0O uC-
clielOBaHUM C yyaCTtuem JIIOJIE WK KUBOTHBIX B
KayecTBe 0OBbEKTOB.
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HYDROGEN PRODUCTION BY CO, DEPRIVED
PHOTOAUTOTROPHIC CULTURES Chlamydomonas reinhardtii

V. L. Grechanik', M. A. Bol’shakov!, and A. A. Tsygankov'*

Institute of Basic Biological Problems, Russian Academy of Sciences,
“Pushchino Scientific Center for Biological Research, Russian Academy of Sciences”,
142290 Pushchino, Moscow Region, Russia; e-mail: ttt-00@mail.ru

Light-dependent microalgal hydrogen production attracts attention of researchers by potential possibility of
practical application. It is accepted that Calvin—Benson—Bassham cycle competes with hydrogen production
process for electrons and substrate (CO,) limitation of the cycle can increase hydrogen production rate.
Furthermore, photosystem II is not destroyed by CO, deficiency. We studied photoautotrophic cultures
Chlamydomonas reimhardtii under CO, deficiency. Under the air atmosphere upon CO, exclusion from the gas
phase cultures came to stationary phase of growth with down-regulation of photosystem II due to overreduction
of plastoquinone pool with following degradation of whole photosynthetic machinery. Under Ar atmosphere
CO, exclusion caused transfer to stationary phase and the establishment of microaerobic conditions with small
(5 ml H, day! liter™! culture) hydrogen production. Similar to Air atmosphere prolonged incubation of cultures
under these conditions resulted in down-regulation of photosystem II due to overreduction of plastoquinone
pool with following degradation of whole photosynthetic machinery. After exclusion of CO,, transfer cultures
into dark anaerobic conditions (2.5 h) with following illumination by low light cultures produced H, with
high initial rate. Total microalgal hydrogen production under these conditions was 56 ml H, liter! culture.
Thus, CO,-deprived photoautotrophic cultures produce hydrogen. Hydrogen production was limited by toxic
action of oxygen for hydrogenase but not by Calvin—Benson—Bassham cycle competition with hydrogen
production process.

Keywords: microalgal hydrogen production, photoautotrophic cultures, Chlamydomonas reinhardtii, CO, deprivation
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N3MEHEHNE CUMMETPUN IIEPEHOCA BJIEKTPOHA
B PEAKIIMOHHBIX HEHTPAX ®OTOCUCTEMBI 1
ITPU YJIAJIEHNU XKEJ/IIE30-CEPHbBIX K/IACTEPOB
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B ¢porocuHTETUUECKMX PEAKLIMOHHBIX LIEHTPAaX MHTAKTHBIX KOMILIeEKCOB (potocuctemsl 1 (PC 1) U3 uaHo-
GakTepuii MepeHoC MEKTPOHOB IMPY KOMHATHOM TeMITepaType IMPOUCXOIUT 10 IBYM CUMMETPUUHBIM BETBSIM
penokc-kodakTopoB A u B B cooTHomeHnu ~3 : 1 B o3y BeTBU A. PaHee 3T0 ObUIO KOCBEHHO TOKa3a-
HO C TMTOMOIIBIO UMITYJIbCHOIM aGCOPOIIMOHHOI CIIEKTPOCKOUY 1 OoJiee MPSMO — C TTOMOIIBbIO U3MEePEHMST
4acTOT MOIYJ/ISILIM CI1aJa CUTHAIOB 3J1eKTpoHHoro criHoBoro 2xa (Electron Spin Echo Envelope Modulation,
ESEEM), koTopoe Mo3BoJIsIeT ONPeneIuTh PACCTOSTHUE MEXIY pa3aeIEHHBIMU 3apsiiaMy Ha TIEPBUYHOM J0-
Hope 3J1eKTpoHa Pig) M (DWIIOXMHOHHBIX aKLenTopax Ajx U A B BeTBSIX KoakTopoB A u B. B HacTosmei
pabote 3Tu paccrosgHus ¢ omouipilo ESEEM 6blu onpeneneHbl Ha KoMiuiekcax @C 1, TUIIEHHBIX TpEX
4Fe-4S knacrepoB — Fx, Fo u Fp, a Takxe 6enkoBoii cyobenuuuiibl PsaC (Tak HasbiBaembie Pog-A;-core),
B KOTOPBIX TEPMUHAJIBLHBIMU aKIENTOPaMU CIIy>KaT MOJEeKy/Ibl (PrIIoxuHoHa A, U As. Bbuto mokasano,
4TO Ha Ipemnaparax Pjp-A-core cpenHee pacCTOSHUE MEXIY LEHTpaMU MOH-paluKaJbHOI mapbl PrpA,~
nipu Temniepatype 150 K B BomHO-IIMLIEpUHOBOM pacTBOPE U B BBICYIICHHOM TpeTrajJo3HOM MaTpUlie, a TAKXKe
B TperaiosHoii Marpuie rpu temmneparype 280 K cocrapmsier ~25,5 A, 4To COOTBETCTBYET CHMMETPHIHOMY
TMepeHOoCy 2JIEKTPOHA I10 BETBSIM penokKc-Ko(akTopoB A U B B cooTHouieHuu 1 : 1. O0cyxnatoTcss BO3MOXK-
HbIe MPUYMHBI UBMEHEHUsI CUMMETpUM TiepeHoca aiektpoHa B @C 1 npu ynaneHuu cyowenunuibl PsaC
u 4Fe-4S xnactepoB Fx, Fu, Fs.

K/IIFOUEBBIE CJIOBA: dboTtocucrema 1, mepeHoC 3JIeKTpOHA, MOIYJISILIMS CIlaga CUTHAJIOB 3JIEKTPOHHOTO CITMHO-

Boro 2xa (ESEEM), Tperano3Hast MaTpu1ia, Kejie30-CepHbIe KJIaCTephbl.

DOI: 10.31857/50320972522100062, EDN: BCCHBW

BBEJIEHHNE

Peakuunonusiii neHtp (PLL) dorocucremsr 1
(®C 1) umanobaxkTepuii 1 3eJEHBIX paCTEHUM CO-
JepxuT 11 pegokc-ko¢haKToOpoB, BKJIOUasl 1IECTh
MoJieKya xjaopoduna (Xi), ABe MONEKYIbl DUI-
JoxuHoHa (PhQ) u Tpu Xene3o-CepHBIX LIEHTpa
4Fe-4S tuna — Fyx, F, u Fy [1]. UaayuupoBaHHbIit
JIa3epHOIi BCIIBIIIKOM, TTEPEHOC DJEKTPOHA BKIIIO-
yaeT OKMCJIEHUE IEPBUYHOIO JOHOPA 3JIEKTPO-

Ha — auMepa xjopodwuia P;y, mociegoBateib-
HBII TepeHOoC Yepe3 NEPBUYHBIN XJI0POMUIIbHBII
akuenTop A, Ha (OUIJIOXMHOHHbIE aKLEINTOPhl A,
u 4Fe-4S xnactepnl Fx, F, u Fg [2]. B orcyTcTBUE
9K30TeHHBIX aKLEeNTopoB 3jekTpoHa B PLL ®C 1
HaOJIIo1aeTCs peKOMOMHALIMS 3aPsIIOB MEXIY BOC-
CTaHOBJIEHHBIMU TepMUHalbHbIMU 4Fe-4S kna-
crepamu [Fo/Fg]™ 1 okuciaeHHbIM goHOpOM Pry.
PaHee ObL10 MOKa3aHO, YTO MPHU MOCENOBATEb-
HoM ynanennu u3 @C 1 knacrepos Fy, F, u Fx 00-

Ipunsareie cokpamenus: Pl — peakimonusiit ientp; ®C 1 — dorocucrema 1; Xn — xinopobusur; A; — QWUIOXUHOH —
BTOPUYHBIN akuenTop anekrpoHa; E, — cpenHeToueuHslii pemokc-noreHunat; ESEEM — meron m3mepeHMs] 4aCTOT MOMYJIsI-
LIMY craja CUTHaJIoB 3jieKTpoHHOoro crnmHoBoro 3xa (Electron Spin Echo Envelope Modulation); P — numep xiaopodumia —

TePBUYHBII JOHOP 35eKTpoHa; PhQ — ¢pumroxuHoH.
* Anpecar i1t KOppeCIOHAeHLIVH.
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paTHBIi TIEPEHOC 21EKTpOHA Ha P37y, poucXoauT ¢
npenpiaymmx akuentTopos — F,, Fx u A, cooTBeT-
CTBeHHO [3—35].

Kommieke ®@C 1 u3 nmaHobakTepuii COCTOUT
u3 12 6e1KOBBIX CYOBEAUHUII, U3 KOTOPBIX TOJILKO
Tpu (PsaA, PsaB u PsaC) cBs3bIBatOT Bce KOohakTo-
pBI IepeHoca 3JIEKTPOHA. DTU CYObEAMHULIBI CBSI-
3bIBalOT Takxke 79 n3 90 mosnexkyn X cBeTocoOu-
patoieit aHTeHHbI. [1pu aTOM cyOobenuHuIbl PsaA
u PsaB gaBisiioTcs LieHTpabHOI 4acThO0 KOMITJIEK-
ca, o0pa3yloT reTepoauMep M CBA3BIBAIOT IIECTh
monekyn Xn PL, nBe monexkynsl PhQ u 4Fe-4S
knactep Fx, a cyobeaunuia PsaC, mpuMbikaroias
K akLEeNTOPHOMY ydacTKy rerepoaumepa PsaA/
PsaB, cBsI3bIBaeT TepMUHAJIbHbBIE XEJI€30-CEPHBIE
knactepsl Fy, u Fg. Penokc-kodakTophl, cBsI3aH-
Hele ¢ PsaA/PsaB, pacnonoxensl Bmoab C, ocu
CUMMETPUU, IPOXONIel yepe3 reoMeTpUIeCKUi
LeHTp numepa Xia Py u xnactep Fyx, u obpasyior
JIBe cUMMeTpu4Hbie BeTBU A 1 B [1, 3]. Takum 00-
pa3oM, BeTBb A COAEPKUT MEPBUYHBIA aKIIENTOP
Apa (cocTosiiuii U3 monekyn X Chi2A n Chi3A)
u Moyekyny PhQ A,,, a BeTBb B — TepBUYHBII
akuenTop Ayg (cocrosiuit u3 mojekyn Xn Chi2B
u Chi3B) u monekyny PhQ A,g. IlepeHoc anekTpo-
HOB MPOUCXOIUT IO 0OEUM BETBSIM U HAUMHAETCS
c okucnenus P;y, a 3akaHuuBaetcst Ha Fy, roe Bet-
BU CMBIKAIOTCS, X OCYILECTBJSIETCS OajJbHEHIMi
MepeHoC Ha TepMUHajbHble akuenTopbl [F,/Fg]
(puc. 1, a).

Bonpoc o nmpuumHax yyactus oOeux BeTBei
penokc-ko(aKTopoB B nepeHoce 37ekTpoHa B PLI
®C 1 He BriosHEe BbIICHEH [3]. B nByx npyrux ms-
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yueHHbIX Tunax PLl — kommiekcax @C 2 u 6ak-
TepranbHBIX PLI — y KOTOPBIX TaKKe UMEIOTCS ABE
CMMMETPUYHbBIE BETBU KO(GaKTOPOB, aHAJIOTUIHBIE
BETBSIM A U B, mepeHoC MPOUCXOAUT TOJBKO IO
OIHOM BETBM Ha TMEPBUYHBIA XWHOHHBINA aKLEel-
Top Qa, a 3aTeM ¢ Q4 Ha BTOPUUYHBIN akuenTop Qg
¢ oOpa3oBaHHMEM CTaOMJIBLHOIO ceMUXMHOHa Q.
ITpu Bo30OYkneHun takux PLI BTOpoit BCHbIIKOMI
cBeTa HalOJomaeTcs IMOoJHOe BoccTaHOBIeHUE Qp
¢ oOpa3oBaHMEM TIPOTOHUPOBAHHOTO BTOPUY-
Horo xuHoHa QgH,, KOTOpHBI, B CBOIO Ouepelnb,
OKMCJISIETCSl LIUTOXPOMHBIM bc-KoMIuieKcoM (bg f
B ciayyae DC 2). B 1o ke Bpemst B ®C 1 nepeHoc
3JIEKTPOHA MPOUCXOaUT ¢ Moiekyal PhQ A, u A
Ha XeJe30-cepHblii Kinactep Fx, a mnepeHoca Mexy
MousiekyiaamMu PhQ A, u Az He mpoucxoaut. Mox-
HO MPENNnoJIOXUTh, YTO BO3MOXHOCTH IEepeHoca
o obenM BeTBAIM pernokc-kKodaktopoB B OC 1
SIBJISIETCSI  DBOJIIOLIMOHHBIM ~ TIPUCIIOCOOJIEHUEM,
IMO3BOJISIOIINM COXpaHUTh 3(G@OEKTUBHOE BOC-
CTaHOBJIEHWE HM3KOMNOTEHIIUAIbHBIX aKIEITOPOB
aJleKTpoHa — ¢eppenokcriHa 1 NADP — npu ciy-
YaHBIX MyTalUsX BOJM3U IEPBUYHBIX aKLENTO-
POB OIHOI 13 BETBEI penoKc-KOhaKTOPOB.
IMepenoc anexkrponoB B PL ®C 1 nunaHobak-
Tepuii 1o BETBSIM A U B TIpOUCXOIUT aCUMMETPUY-
HO B COOTHoIIeHUu ~3 : 1 B mosin3y BeTBU A [6].
ITpu aTOM TIepeHoC ¢ Agy Ha A, M C Agg HA A5 TPO-
HUCXOOUT C ONMHAKOBBIM XapaKTepPHbIM BpeMEHEM
T = 25 1nc, a mepeHoc ¢ A, Ha Fx — mpuMmepHoO Ha
MopsiToK MenjieHHee, yeM ¢ Az Ha Fx (T = 200 Hc
npotuB T = 20 HC, COOTBETCTBEHHO) [7—9]. Pa3-
HULA B CcKOpocCTax peakuuii A.~Fx m Aj~Fx

6

Puc. 1. Crpykrypa PLI komrmiekca dotocucteMsl 1. [TokazaHbl MHTaKTHBIN KOMITIEKC Pro-Fa/Fp (@), komrutekc Prg-A;-core,
JEHHbI 4Fe-4S knactepoB u cyobenuHuibpl PsaC (6), W paccTOSHMS MeXIy LEHTpaMU CIIMHOBOI TUIOTHOCTH Py
u Aia/Ats (6). CTpenkamu oKa3aHbl MyTH peKOMOWHALIMY 3JIEKTPOHA
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B OCHOBHOM OOYCJIOBJICHA pa3HUIICH B 3HAYECHUSX
CBOOOJHBIX 9HEPIUil 3TUX peakuuiit AG, MocKoJb-
Ky cpenHeToueuHble peaokc-noteHuuansl (E,) A
u A pazanuarorcs npuMmepHo Ha 150 mB [10, 11].
Bo3MoXHO, 4TO aHAaJTOTMYHBIM OOpa30M Ha Iperna-
patax, nuiéHHbIX 4Fe-4S xnactepos (P;-A,-core,
puc. 1, 6), BcaencTBre pa3HUIIbI MEXI1y 3HaUeHUsI -
Mu AG oOpaTHBIX peaklUMii TIepeHoca 3JeKTpoHa
B peakuusax A~ P 1 Ay~ P7 pasnuuarorcs Ku-
HETUKM peKOMOUHALIMUY 3apsIIOB B MOH-paauKallb-
HBIX napax PigAs 1 PigAix (T = 20 MKC IIpOTHUB
T = 200 MKC cooTBeTcTBeHHO) [5, 12]. OgHako
CJIeNyeT OTMETUTD, YTO yaajeHre OeTKOBOI CyOb-
enuHuibl PsaC 1 xene30-cepHbIX KJIacTepOB MO-
KeT TIPUBOAMTH K M3MEHEHUIO 3HaueHuil E,, mis
Aja 1 Ajp. TTocKoNbKY OTpULIATEIbHO 3apSXKeHHBIS
kinactepsl F, m Fp pacnojoxeHbl acUMMeETpUY-
HO MO OTHOLIEHMIO K (PMJUIOXMHOHAM A, U A,
TO yHdaJeHue 3TUX KJIacTepOB JOJLKHO MPUBOAUTH
K YMEHBIIEHUIO pa3HUIBl MEXIY PEIOKC-MOTeH-
uuanamu A, 1 A [10, 13].

Bonpoc o creneHu acuMMmeTpuu MepeHoca
3JIEKTPOHOB I10 BETBSIM pPeEIOKC-KO(aKTOpPOB B
®C 1 npomo/kaeT OCTaBaThCS MPEAMETOM IHC-
Kyccuit (cMm. 0630p [3]). Kak ObL10 moka3zaHo B
pabotax Plato et al., LeHTp CIMHOBOI TIJIOTHOCTHU
Mexny MmoHoMmepamu ChlIA v ChllB B numepe P
CylIeCTBeHHO cMellléH B ctopoHy ChlIB [14, 15];
B pe3yJibTaTe pacCTOSTHUS MEXIY LIEHTpaMU CIu-
HOBO TUIOTHOCTH MOH-PaIvKaIbHBIX Mmap P A,
u PjAjs HEOOUHAKOBHI M COCTaBIAIOT ~26
u ~25 A coorBerctBeHHO (puc. 1, 6). Panee ¢ mo-
Molbio OIIP-criekTpockonuu MeTOAOM U3Me-
pPEeHUST YacTOT MOAYJISILIMM Caja CUTHAJIOB 2JIeK-
TpoHHoro cruHoBoro sxa (Electron Spin Echo
Envelope Modulation, ESEEM) 0bli10 moka3aHo,
YTO TIPU KPUOTEHHBIX TEMITepaTypax B MHTAKTHBIX
komrIuiekcax @C 1 u3 nuanodakrepuii (P;go-Fa/Fg)
U3MEPEHHOE PACCTOSHUE MEXOY LIEHTpaMu CIu-
HOBOI IUIOTHOCTM B WOH-paduKaJbHOW mape
PiA; (~26 A) cooTBeTCTBYeT MepeHocy MEKTPO-
Ha 1o BeTBU A [ 16, 17]. Takoe Xe paccTosiHre ObLIO
3aperucTPUPOBAHO TIPU UCCIASIOBAHUM C TIOMO-
mpio ESEEM npenaparoB @C 1, BblAe/IeHHBIX U3
MYTaHTHOTO IITaMMa menB 1 coaepxXallux B caii-
Tax CBA3BIBAHUA A;, U A,z BBICOKOIIOTEHIIMAJb-
HOE MpPOM3BOJHOE XMHOHA — 2,3-muxjaopHadTO-
XMHOH. B aTuX KoMILIeKcax MepeHoC 2JIEKTPOHOB
Ha 4Fe-4S xitacTepnl He HaOIIOAAJICS 110 TEPMOIU-
HaMMYECKUM TIPUYMHAM, U peKOMOMHALIMS 3apsi-
JI0B mpoucxoauia Mexay Ay u Py [16]. TIpu sToM
U3MEPEHHOE paccTosiHue Mexay P, u Al Takxe
COCTaBIIsLIO ~26 A, 4TO COOTBETCTBOBAJIO MTPEUMY-
IIECTBEHHOMY TI€PEHOCY JIEKTPOHA 110 BETBU A.

HpyruM crocoOOM ompeneaeHusl CTENeHU
ACMMMETPUM TIepeHOoCca 3JIEKTPOHA 10 BETBSIM pe-
NIOKC-KO(MaKTOPOB A U B SBIsIETCS U3MEPEHUE CO-

CYXAHOB u ap.

OTHOILIEHUSI aMIUTUTYJT KWHETUYECKMX KOMITOHEHT,
COOTBETCTBYIOLIMX ITPSIMOMY IIEPEHOCY JIEKTPOHA
oTA 10T AjzHa Fx. C moMolIbIo U3MEpeHUs IeK-
TPOXPOMHOTO CABUIA MOJIOCHI MOIJIOIIEHUS Kapo-
TUHOMIOB OBLIO MTOKA3aHO, YTO 3TO COOTHOIIEHUE
coctaBisieT 2 : 1 B moab3y BeTBU A [18]. OgHako
MoJieKysibl KapoTuHouaoB B PLL @C 1 nmo-pasHo-
MY OPMEHTHMPOBAHbI OTHOCHUTEJIbHO MOJieKys1 PhQ
B caiitax A, u A;z. Ha xommiekcax P,y-A,-core
ObUIM MCCeNOBaHbl BKJIaAbl KMHETUYECKUX KOM-
IMOHEHT, OOYCJIOBJIEHHBIX pPEKOMOUHAIME 3apsi-
JIOB B MOH-paIUKAIbHBIX Tapax Pr,Ais 1 PigAls,
C OJHOHN CTOPOHBI, U CMAJAOM 3JIEKTPOXPOMHOIO
KapOTUHOUIHOTO ciBura — c¢ aApyroi. Corocras-
JIECHUE OTHOCUTEIbHBIX aMILIUTY 3TUX KUHETUYE-
CKMX KOMIIOHEHT I0Ka3ajo, YTO BKJIAJ MepeHoca
Mo BETBU A 3aHMXeH B 2,33 pa3a Mo cpaBHEHUIO
CO BKJagoM TepeHoca no BetBu B [19]. C yuétom
9TOro Ko duimeHTa COOTHONIEHUE MPSIMOTO T1e-
peHoca 3JIeKTPOHa IO BETBSIM PeHoKC-KO(paKTo-
POB JOJKHO COCTaBJISITh ~4 : 1 B TOJb3Yy BETBU A.
ITockonbky B koMmiuiekcax P,y -F,/Fy pexomou-
HalMu 3apsiaoB ¢ Mojiekyn PhQ He HaOmiogaercs,
TO O KMHETUKE 0OpaTHOIO MepeHoca 2JeKTPpOHa OT
A, 1 Al Ha Py MOXHO CYIUTBH TOJBKO B CIIy4ae
MpeKpalleHus IMPsIMOTo MepeHoca Ha XXele30-cep-
Hble KjacTepbl. YacTUUHOE MpeKpalleHue MpsiMo-
ro rnepeHoca 3JeKTpoHa oT A, Ha 4Fe-4S knacrepsl
HaOJItoMaeTCsd MPU ITOHMKEHUM TeMIlepaTypbl U
MPU BBICYIIIMBAHUM B TPETraJlO3HON CTEKJIOBMII-
Hoii matpule [20—22]. OgHako mpuU KOMHATHOM
TeMmIiepaType B pacTBOpe PEKOMOMHAIIUIO 3apsi-
JIOB B MOH-paIMKAIbHBIX Mapax ProAx U PipAls
MOXHO pPEerucTpupoBaTh TOJBKO Ha IIperaparax
P;-A,-core.

HccnenoBaHue temiiepaTypHOI 3aBUCUMOCTU
KUHETUKW PEKOMOMHALIMU 3apsiioB MeXny Ay u
P50 Ha ipenaparax Poy-A,-core METOIOM UMITYJIb-
CHOI1 aOCOPOLIMOHHOI CITIEKTPOMETPUM IMO0Ka3ao,
yTto npu Temnepatype 300 K cooTHomeHue BKja-
JIOB KWHETUYECKUX KOMIIOHEHT 0OpaTHOTro mnepe-
HOCa 3JIEKTPOHA OT BOCCTAHOBJICHHBIX aKIIENTO-
poB A, ¥ A} Ha P3, coctabiser ~60 : 40 B mosb3y
BeTBU A. [1pu noHmxenuu remnepatypsl 10 150 K
9TU BKJIaIbl CTAHOBSATCS MPAKTUYECKU PaBHBIMU
(50:50) [12].

HN3MepeHne pacCTOSIHUIT MeXIy LEeHTpaMu
CIIMHOBOI MJIOTHOCTU B MOH-PaJUKaIbHbBIX Iapax
P300AT IPOBOAMIIOCH ITPY KPUOTEHHBIX TEMIIEPATY-
pax B BOOHO-IJIMLIEPUHOBBIX pacTBopax. [1pu Tem-
neparypax Boiie 200 K umnynscHas DI1P-cnek-
TPOCKOMNUSI He MOoIJIa ObITh HalEXHO MPUMEHEHa
n3-3a OBICTPOI CITMHOBOM penakcaunu. OgHaKoO,
BeicyminBaHue mipernapatoB @C 1 B cTeKI0BUI-
HOI TpEerajo3HoOi Marpulle 3aMeIsIeT CIIMHOBYIO
pellakcalnio U MO3BOJISIET PErMCTPUPOBATh 00pa-
30BaHME MOH-PAIMKAILHBIX map Pj,A; ¢ momo-
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b0 BbICOKOYAcTOTHOU DITP-cnekrpockonuu B
rojjocax W u QQ, a Takke ompeielisiTb pacCTOSTHUE
MEXIYy LIEHTpaMU CIIMHOBOM TUIOTHOCTU B 3THUX
napax ¢ nomouibio ESEEM [17, 23, 24]. Panee
MeTonbl BbIcOKo4yacToTHOU DITP-crnekTpockonuu
u ESEEM Obuiy mpuMeHeHbl IJIST UCCeI0BaHUsI
CIIMH-KOPPEIUPOBAHHON  paluKajJbHOW  Iapbl
P{0Qx B 0akrepuanbHbix PLI B BhICyLIEHHO! Tpe-
rajgo3zHoit matpuue npu 150 K 1 nmpu KoMHaTHOMI
temmnepartype [25]. bblio mokazaHo, 4YTO BBICYIIIN-
BaHUE 3TUX IperapaToB B TPErajo3HOi MaTpulle
HE TIPUBOIUT K U3MEHEHUIO MOJIEKYJISIPHOM KOH-
durypauun paaukanbHoil mapbl Pg0Qx. MoxHO
MpearnoaraTb, YT0 U3MEPEHUS PACCTOSTHUN MEXTY
LIEHTPaMU CHMHOBON IIJIOTHOCTU WMOH-paauKaib-
HBIX Map BO3MOXHBI U I IPYTMX MUTMEHT-0€-
KOBBIX KOMIUIEKCOB B BBICYILIEHHOM Tperajo3Hoi
MaTpulie Npu KOMHaTHO#I Temmneparype. Ilpu-
MEHEHUE AETUAPATUPOBAHHBIX TPErajO3HBIX Ma-
TPULL IJIST JUTUTEIBHOTO COXpPAaHEHUSI aKTUBHOCTU
pa3IMYHBIX OCIKOBBIX KOMITJIEKCOB IPU KOMHAT-
HOII TeMIiepatype NoapoOHO 00CYXIEHO B 0030pe
Mobius et al. [26].

HenasHo paccrosinne Mexny Pip 1 A7 GbUIO
U3MEPEHO HaMWu IS KOMIUIEKCOB Pip-F./Fp B
BBICYILIEHHOM Tperajio3Hoil MaTpuiie Mpu KpUO-
reHHOIl M KOMHaTHoOi1 Temmeparypax [23]. bruio
rnokaszaHo, uto npu temneparypax 150 K u 220 K
paccTosiHMe cocTaBiisieT ~26 A, a mpu TeMmmepary-
pe 280 K ono yBenmumaercst 10 ~27 A. OnHako
Kaxylleecss YBEJIMUECHUE PACCTOSHUS B 3TUX YyC-
JIOBUSIX, OCHOBAaHHOE HA YMEHBIIEHWU YaCTOThI
Monynsiiuu curdHasia ESEEM, Obuio 00BsSICHEHO
YCKOPEHHEM CITMH-PEIIETOYHOM pejlakcauum A7
oT 3 1o 1 MKC BCJIEACTBUE BIMSHUS UOHOB XeJe3a
4Fe-4S xnactepoB. Takum oOGpa3om, ObLT caefaH
BBIBO O TOM, YTO PACCTOSIHME MEXIY LEHTpaMu
CIIMHOBOI IJIOTHOCTU Naphl PiA] B Tperaao3Hoii
MaTpulie MpU KOMHATHOW TeMIlepaType OCTaéTcs
HEU3MEHHBIM U COOTBETCTBYET MPEUMYIIIECTBEH-
HOMY II€pEHOCY JIEKTPOHA M0 BETBU A.

B npyroit Hameit padote meton ESEEM 6bL1
MMPUMEHEH IIJIsI OTpeAeNIeHUsT PACCTOSTHUST MEXIY
Pio 1 A7 B komrutekcax @C 1, TMIIEHHBIX CYOb-
enuHuUIbl PsaC u TepmuHaibHbIX 4Fe-4S KitactepoB
F./Fs (xommiaekcoel P,y -Fx-core). IlonyyeHHbIie
JNaHHbIE MOKa3aju, YTO 3TO PACCTOSIHHE B BBICY-
LIEHHO#1 Tperano3Hoit Marpuue (~25 A) coorser-
CTBYET IMPEUMYILIECTBEHHOMY II€PEHOCY DJEKTPO-
Ha 110 BeTBU B [24].

B Hacrogieit pabore Obula Mpearnpu-
HSTa TIOMBITKA W3MEPUTHh PACCTOSHUE MEX-
ny Py u A7 B xomruiekcax ®C 1 P-A,-core B
BOJHO-IJIMLIEPMHOBOM PAacTBOPE U B BBICYIIIEH-
HOIl Tperajgo3HOil MaTpulle TpU KPUOTEHHBIX
TeMmIlepaTypax, a Takxke B TPerajlo3Hoil MaTpulie
npu temmnepatype 280 K.
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MATEPHAJIBI 1 METO/IbI

Ilomyyenune mnpemapaToB P,y -A;-core. Tpu-
MepHble KoMmIuieKehl PC 1 ObUIM BBIACIEHBI U3
unaHobakrepuii Synechocystis sp. PCC 6803 [27]
MyTéM 00pabOTKU TUJIAKOMIHBIX MEeMOpaH maone-
HUJI--D-ManbTo3ua0M ¢ TOCIEAYIOIIMM LIEHTPU-
(byrupoBaHuEeM B TpagreHTe TUIOTHOCTH CaxapO3bl
(5—20%) nipu 210 000 g B TeyeHue 3 9 ¢ UCTOJb-
3oBaHueM portopa VTi 50 («Beckman Coulter»,
CIIIA), monyyeHHoro npu noaaepxke ITporpam-
Mbl pa3BUTU MOCKOBCKOTO yHuBepcuTeta. s
nonayyeHusi komriekcoB @C 1 ¢ yman€HHbIMU
xene3o-cepHbiMU KinactepaMu Fy/F/Fg (Prg-A,-
core, cM. puc. 1, 6) uHTaKTHBIE KOMIUIeKCH DC 1
us Synechocystis sp. PCC 6803 cHayaja MHKYOu-
poBanu B cpene, coaepxamieit 50 MM Tris-HCI
(pH 8,0) u 6,8 M MoueBUHBI, B TeueHue 90 MUH
MpY KOMHATHOW TeMmmepaTrype B TemHoTe. [lpu
9TOM KOHEYHasl KOHIIEHTpalus AeTepreHTa He
npesbimana ~0,05% (w/v). 1715t MOJTHOTO ynajaeHUst
MoueBuHBI cycrieH3nio MC 1 npombeiBanu Oyde-
pom 50 MM Tris-HCI (pH 8,0) 10 KkoHIIeHTpaluu
MoueBuHbl ~0,03%. Ilociie KOHLIEHTPUPOBAHUS
cycnieH3un KoHueHTpanus Xi B @C 1 cocraBuia
~2 Mr XJ1/MJ1, Ha JaHHOM 3Tarle MPOUCXOAUIIO yaa-
JIeHHEe TepMUHAIBbHBIX KitacTtepoB F,/Fg.

ITonyyeHHble TIpenaparbl 3aTeéM MHKYOU-
poBanu B cpene, coaepxamieit 50 MM Tris-HCI
(pH 8,0), 3,4 M MoueBuHBI U 5 MM deppuaHuga
KaJiusi, B Te4eHue 2 4 TP KOMHATHOM TeMmIiepaTy-
pe B TeMHOTe. 17151 TIOTHOTO yAaJeHUST MOYEBUHBI
u peppunmnanuna cycrensuto ®C 1 MHOrokpar-
HO mpoMbIBaiu Oydepom, comepxamum 50 MM
Tris-HCI (pH 8,0). KoHeyHasi KOHIIEHTpalus
MOYEBUHBI U peppunimanuaa cocranisiiaa ~0,03%
n ~0,005% (m/V) coorBercTBeHHO. [locne KOH-
LIEHTPUPOBAHUST CyclieH3un P,y -A -core KOH-
ueHtpauus Xin B PILI coctaBuma ~1,5 mr Xu/ma
(cM. [28] 1 cCchUIKM B HEM IJ1s1 METOOUKH).

M monydyeHus Tperajlo3HbIX MaTpull ITOJy-
yeHHBII pacTBop KomIuiekcoB ®C 1 ¢ Tperano3oii
B MOJIsipHOM cooTHolieHuu 1 : 40 000 BeicylnnBa-
csl B TIPUCYTCTBUU HACBIILIEHHBIX BOAHBIX PACTBO-
poB conu LiCl [21]; B 9TUX YCTOBUSIX JOCTUTAETCS
OTHOCHTEIbHAS BIaXXHOCTh Bo3ayxa 11% Han pac-
TBOpoM cojin. [1pu BbICyIIMBAHUM PacTBOpPa KOM-
iekcoB @C 1 B TeueHue 14 cyTOK B 3KCHKATOpPE C
HacbllleHHbIM pacTBopoM LiCl mocTturaercs paBs-
HOBECHE MEXy OCJIKOM B TPEraJO3HOM MaTpUKCe
M BO3AYIIHBIMU MapaMu. BomHO-IMIIEpUHOBBIC
pacTBOPBI KOMIUIEKCOB coaepxanu 50% miuuepu-
Ha OT 00111ero oobEMa.

ESEEM kommiekcoB P,y-A;-core. /1151 HaxX0X-
NIEeHUST PaCCTOSIHUS MEXY pa3neJ€ HHBIMU 3apsiaa-
Mu B PLI Mcronb30Basics UMITYJIbCHBIM METOI Tak
Ha3bIBAEMOI0 MEPBUYHOIO DJIEKTPOHHOTO CITMHO-
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Boro sxa. MamepeHnus npoBonuinch B Q-auana-
30He yacTtoT (34,03 I'Tu) Ha DITP-cnekTpomeTpe
Elexsys E580 («Bruker», CIIIA) ¢ ucroib3oBaHu-
eM pe3oHatopa EN 5107D2, KoTopblit UMeeT OKHO
JJ1s1 (pOTOBO30YKIESHUS, YTO MO3BOJISIET MOABECTU
JIa3epHBI Ty4OK HEIMOCPEACTBEHHO K 00pasily.
Hcnonb3oBancs a3oTHeiit Kpuoctatr ER 4131VT
(«Bruker»); mist poTOBO30OYKIEHUST MCTOJIb30BaAJI-
ca1 YAG:Nd*" nasep («Quantel Brilliant B», CILIA,
®paHuyst) ¢ IJUHOM BOJHBI 532 HM, dHepruei
1 mIxx u yacrotoit mosropeHus 10 I'u. Mcnonws3o-
BaJIMCh KBapleBble KalWIIIPhl ¢ BHEIIHUM Jua-
MeTpoM 1,2 MM M BHYTPEHHUM AMaMETPOM 1 MM,
3arasiHHbIE ¢ OIHO# CTOpPOHKI. BhicyllieHHbIE Tpe-
raJlo3Hble MaTPUIIbl MOMEIIAJNCH B KaNWLISIPhI B
atMocdepe nHepTHoro rasza. [IpoTokon skcnepu-
MEHTa MoKa3aH Ha puc. 2 u 6osee MoApOOHO OMu-
caH B pabote [23]. @ypbe-TIpeodpa3zoBaHue MOy~
YEHHBIX CUTHAJIOB BBIMIOJHSIOCH B TPOTPAMMHOM
nakete Xepr («Bruker») mo aaroputmy OBICTPOro
®ypbe-npeodpazoBaHus.

JlazepHblii UMITYJIbC MHIYLIUPYET pasiaeieHue
zapsanoB B PLI ®C 1. [Mocae HeKOTOpoOit 3amepxk-
KM TiocienoBaresibHOCTh AByX CBY-umrmynbcoB
(opmupyeT curHam TEPBUUYHOTO BJEKTPOHHOTO
CIIMHOBOTO 3Xxa. Perucrpupyercss 3aBUCUMOCTD
aAMIUIMTY/IbI CUTHAJIA 5Xa B 3aBUCUMOCTH OT MHTEP-
Basia BpeMeHU T Mexay aAsymst CBU-ummynbcamu.
HmurenbHocts CBY m/2-uMnynabca cocTaBisijia
40 Hc. B akcniepuMeHTe MPOSIBASIETCS MOTYJISIIUS
orubaronieil cnaga curHanoB 3xa (ESEEM). Oror
2hGeKT MOAYISALMK  BbI3BaH CIMH-CITMHOBBIM
JIUTIONb-AUTIONBHBIM ~ B3aMMONCHCTBUEM  MEXITY
pasnenéHHbIMU 3apanamu PipA; B PIL @C 1 [29].
YacTora Hab10HaeMOi MOAYJISILIMKA paBHA YacTOTe
CIMIUH-CIIMHOBOIO JIUIIOJb-AUINOJBHOIO B3aMMO-

Nasep m/2

CYXAHOB u ap.

NecTBUS pa3neaeHHbIX 3apsioB, KOTopas ompe-

NeJIsieTCsl Kak:
_&&pA(1—3cos’O)r’ (1)

Wg—aq = 7 s

e ¥ — PacCTOSTHUE MEXKIY pa3neeHHBIMU 3apsiia-
MU, g\, & — g-(haKTophl pa3nesIEHHbIX 3apsIoB, 5 —
MarHeToH bopa, # — noctosinHasg I1nanka, 6 — yrona
MEXIY paauyc-BEeKTOPOM F M HaIlpaBJIEeHUEM BeK-
TOpa UHAYKLIMU TOCTOSTHHOTO MarHUTHOTO moJis By.
M3 ypaBHeHus (1) BUAHO, UTO B 3aBUCUMOCTHU
OT yIia 6 OUmoyibHAasl YyacToTa MPUHUMAET pa3Hble
3HAUEHUSI C OINpPEeAeIEHHBIM pacrpenejeHrueM.
HanGonpimii cTaTUCTUYECKUI BeC MMEIOT OpU-
eHTalluu BeKkTopa r ¢ 6 = 7/2, T.e. HAaUOOJIbIIMNIA
BKJIaJ B HaOJIIOJaeMyl0 MOMYJISALIMIO CUTHAJIa 3Xa
naroT PL ¢ @ = m/2, miig KOTOPBIX IUITOJbHAs Ya-
CTOTa paBHa:

a8p

== @)

Cnextp DIIP cnuH-KoppeanpoBaHHON mapbl
P700A7, TIOJyYEHHBIA WHTErPMPOBAHUEM CUTHAjA
9Xxa ¢ (pukcupoBaHHBIM 3HayeHHeM 7 = 300 Hc,
nokasat Ha puc. 3. U3mepenus: curHanos ESEEM
MPOBOAUINCH JISI PE30HAHCHOIO 3HAUYEHMSI Mar-
HUTHOTO I10JI51, COOTBETCTBYIOLIErO CUTHAIY OT Py
WNOH-paIuKaabHO mapel PrAr. Monmynsauus cur-
HaJsia HaOJIroma1ach TOJIBKO JIJIsl OMHOM KOMITOHEH-
Thl HAMarHMYEeHHOCTHU curHana sxa [30].

PE3VJIBTATHI UCCJIETOBAHU

Ha puc. 4 npusenensl ESEEM-curnaibl KoMm-
IIeKcoB Pjp-A,-core ®C 1 npu KOMHATHOM M
KPUOTEHHOU TeMmIiepaTypax, a Ha puc. S ITOKa3aHbl
cooTBeTcTBYyOIIE PYyphe-CIEKTPHI.

T

A
Y

X0

Bpemg

Puc. 2. HpOTOKOJ'[ SKCIIEPpUMEHTA IJIA UBMEPCHUA YaCTOThl MOAYJIALIMU CUTHAJIa IEPBUYHOIO CIIMHOBOTO 2Xa, BbI3BAHHOM M-
MOJIb-AUTOJIbHBIM B3aUMOJEUCTBUEM HMOH-paauKalloB COCTOAHUA paSZ[CJ'[éHHHX 3apsaa0B B PLI dC 1
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W3 puc. 5 BUIHO, YTO OCHOBHOM BKJIal B  CTOThI MOAYISLMM Ha ~60 KI1l Mpu IOBBILIEHUU
MOIYJISILIMIO CUTHAJla 3Xa BHOCUT yacToTa OoKo- TeMmmepaTypsl ¢ 150 no 280 K st obpasua B Tpera-
Jno 3,2 MTIu. Ha puc. 5, 6 nmokazaHo MoBeleHUE JIO3HOI MaTpulle.
®dypre-crekTpoB B obnactu 3,2 MI11 B yBenueH- CoracHo ypaBHeHHUIO (2), Ha OCHOBE TOJIy-
HOM MacluTade, 4YTo ITO3BOJISIET YBUACTh CABUT Ya- 4YeHHBIX Dypbe-CIIeKTpOB ObLJIM HaWIEHBI HaM-

NHTerpanbHass MHTEHCUBHOCTb
curHana sxa (oTH.en.)

T T T T T T T T T T T
1211 1212 1213 1214 1215 1216
B (MTn)
Puc. 3. Criextp DIIP noH-pagukanbHoil napsl PrgAT B KoMIuiekcax Prg-A;-core ®@C 1 B TperanoszHoii matpuue npu 280 K.

CrieKTp MHOJIydeH IyTéM MHTETPUPOBAHUsI CUTHAIA 9Xa U pa3JIMYHbIX 3HAYeHUII MATHUTHOTO I10JisI, MHTEpBaJl BPEMEHU T B
NIByXUMITYJIbCHOI TocienoBaTeibHOCTU paBeH 300 He

— 150 K ravuepuH

1+
—— 150 K Tperanosa

o —— 280 K Tperanosa
; —— duUTTUpPOBaHMNE
(¢}
>
5 0 W*’W‘”
m
0
5 W
o
I
[11]
=
O
I
()
£
< -1

0 500 1000
T(HC)

Puc. 4. ESEEM-curnansl Py B Prg-Aj-core kommiekce @C 1, noayyeHHble B BOAHO-IINLEPUHOBOM pacTBope rpu 150 K
(u€pHast KpuBas), B Tperajgo3Hoii Marpuiie npu 150 K (kpacHast Kpuasi) u B Tperajio3Hoit Mmatpute rpu 280 K (cuHsist kpuas).
3en€HbpIMU KPUBBIMU TI0Ka3aHO (PUTTUPOBAHUE IKCIIEPUMEHTATBHBIX TaHHBIX cOrTacHo ypaBHeHMIo (3). KpuBble mpon3BoibHO
CIIBUHYTBI TIO BEpTUKAIU
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a ——150 K ravuepuH
——150 K Tperanosa
— 280 K Tperanosa

YactoTa (MI'u)

CYXAHOB u ap.

—

o

-
‘_.-
()

w
-
~

2.5 3.0 35 4,0
Yactota (Ml'u)

Puc. 5. ®ypre-criektp ESEEM-curnanos Py komriekca Po-A -core ®@C 1 (@) ¥ ero ocHOBHOI MUK (6). TToKa3aHbI CIIEKTPHI
IIJISI KOMITJICKCOB B BOTHO-TIIMLIEpUHOBOM pactBope Tipu 150 K (u€pHast KpuBasi), B TperanosHoit matputie rmpu 150 K (kpacHas

KpHBas) U B Tperaao3Hoit matpuile npu 280 K (cuHsst KpuBasi)

OoJiee BEpOSITHBbIC 3HAUEHUSI TUITOJBHON YaCTOTHI
M3YYEHHBIX CUCTEM M PACCTOSHMSI MEXIY 3JIeK-
TPOHHBIMU CHMHAMM (pa3aeJ€éHHBIMU 3apsiaa-
mu). M3 puc. 5 BugHo, yto npu 150 K makcumy-
Mbl Dypbe-CIeKTPOB B Tperajgo3e U IIUIEPUHE
COBITA/IAIOT.

H71st TpoBEPKY MOJTyYEHHBIX OLIEHOK Ha OCHO-
Be 3HAUEHMII pacCTOSTHUS MEXIY CIIMHAMM ObUIN
paccuuTaHbl KpMBBIE MOIYJISILMU CUTHaia 3xa V
comtacHo caenyoleit popmyne (cMm. [23, 31]):

3)

e {cos(wy 7)) = %f cos(Q(1—3 cos® #)sin & d}) —
CpeIHss] OpMEHTALMs] AUTOJb-IUIIOJIbHOIO B3au-
MOJIECTBUS, a p — BEPOSTHOCTD IIEPEBOPOTA CITU-
HoB CBY-ummynbcoM B MOMEHT BpeMeHU T (CM.
puc. 2).

(m)=1 —p + p({cos(ws-47)),

[TonyyeHHble 3HaYeHUs pPACCTOSIHUI MEXKIY
KaTHOHOM M aHOHOM MOH-PaIMKAIbHOIA TTapbl P7gA;
TSt pa3HbIX KominiekcoB PC 1 u TeMIieparyp nprBe-
JIeHBI B Ta0iLe. TaM ke TIpuBeIeHbI PACCTOSTHUS IJIST
nHTakTHON DC 1 1 koMmrutekca Py -Fx-core, mumeén-
Horo TepMuHabHbIX 4Fe-4S knacrepos F,/Fy, B3dThIE
U3 HAIIMX OITyOJIMKOBAaHHBIX paHee padot [23, 24].

W3 aHanuza npuBen€HHBIX B TAOJMIIE TaHHBIX
st Pjg-A,-core MOXHO caenaTh ABa HaOIone-
HUs. Bo-TiepBhIX, IPU MTOBBLILICHUM TeMIIepaTyphl
Ha 130 K paccrosiHue mexnay kKodgaxkrtopamu PILI
yBenuuuBaeTcs Toabko Ha 0,1 A. Bo-BTophix, B
KoMIutekcax P;y-A,-core paccTossHue MEXIY pas-
NeIEHHBIMU 3apsanamu Py, 1 A7, paccyMTaHHOE U3
4acTOThl Moayasiuuu Habmogaemoro ESEEM-cur-
Hajla, MUMeEET IPOMEXKYTOYHOE 3HAYeHHE MEXIY
paccTogHUAMU I mapbl Prg,Aj, U mapsl PrgpAjg
B nHTakTHOU DC 1.

YacroTrbl MOAYJIAIUN HaOI101aeMOTO CUTHAaIAa 3Xa U PacCCTOAHUA MEXOY pa3Z[€HéHH])IMI/I 3apgaaaMmn P;oo u Ay s HN3YYECHHBIX

komiuiekcoB MC 1 B BeICYLIEHHOM TPETag03HOM MaTpULie

Yacrora moaynsiuuu, MI
Tun kommuiekca Paccrosime. A
dorocucrembi 1 u3 curnaia ESEEM u3 Dypbe-crekTpa ’
COITacHO ypaBHEHUIO (3) curHana ESEEM
Pi00-Fa/Fs 2,98 26 £ 0,1 [23]
P700-Fx-COre 3,35 25+ 0,1 [24]
150 K 3,15 3,17 25,5+0,1
P700-A;-core
280 K 3,10 3,11 25,6 £0,1
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I1pu vHTEpIIpeTallMK PE3YJIBTATOB, IMOJIYYeH-
HBIX JIJIST KOMIUIEKCOB P;y-A -core, Mbl IpUHHUMAa-
€M BO BHMMaHue, 4To g uHTaktHoit dC 1 Hamu
paHee ObLIO MokazaHo [23, 24], yTo HaOmromae-
Mas yactota Mmonyisuuu ESEEM-curnana moxert
OBbITh MEHBIIIE YaCTOTHI JUIIOJIb-IUITOIBLHOIO B3an-
MoaeiicTBus, cortacHo dopmyne (1), M3-3a HU3-
KOYAaCTOTHOIO CIBUTa, BBI3BAHHOTO CIIMH-PELIE-
TOYHOI penakcaumeil CmmHoB KodakTopa Aj. I1pu
5TOM CYULIECTBEHHbIN BKJIal B CIUH-PELIETOYHYIO
penakcaldilo BHOCHUT B3aHMMOIEMCTBUE C Tapa-
MarHUTHBIMM  3K€JIE30-CEPHBIMM  KOMILIEKCaAMU.
B pab6otax Sukhanov et al. [23, 24] ¢ yu€ToM yKa-
3aHHOTO HM3KOYaCTOTHOTO CABUTA YaCTOTHI
ESEEM Obutn T1OJy4eHbl PACCTOSTHUS MEXIY
pa3naen€éHHBIMM 3apsiiaMi, KOTOpBIE OKa3aJIuCh
paBHBIMU OKOJIO 26 A s P;go-Fa/Fs 1 25 A nnst
P;y0-Fx-core. CpaBHUBAas 9TU pe3yJbTaThl C pEHTIe-
HoTrpacUIeCKMMU JaHHBIMU (CM. puc. 1), MBI IpU-
LLIJTA K 3aKJII0YEHUI0, YTO B KoMIiekcax P;y-F,/Fg
paszaeneHue 3apsiaa MPOUCXOAUT MPEeUMYIIECTBEH-
Ho 1o A-BeTBU, a B P,y -Fx-core paznenenue npo-
HUCXOIUT 110 B-BeTBU peakoHHoro neHTpa OC 1.

B naHHO#l pabGoTe MbI MCCemoOBaad KOM-
TieKchl P;g-A-core, B KOTOPBIX CKOPOCTb CITMH-
pPeIIETOYHON penakcallui pa3fdeJ€HHbIX 3apsiIoB
CYILIECTBEHHO MEHBbIIIE CKOPOCTU CITMH-PEIIETOU-
Hoi1 penakcanuu mis P;y-Fa/Fp kommiekca ®C 1
u kommiekca P,y -Fx-core. IloaToMy B ciyuyae
P;90-A;-core KOMIUIEKCOB HU3KOYACTOTHBIM CIBUT
YacTOThl MOAYJISLIMU 32 CUET CIIMH-PEIIETOYHOM
penakcaluu MpeHeOpexknuMo Majl, U B 3TOH CH-
creme yactora ESEEM paBHa AumnojbHOM yacTo-
te (1). HaGmopaemast nnst P,y -A,-core yacTtota
MOMIYJISILIMM CUTHajJa 3Xa MOXET ObITh MpeacTaB-
JIeHa KakK yCpemHEHHas 4acToTa MOIYJSLMU CUT-
Haja B ESEEM-askcnepuMeHTe JJ1s1 MHTAKTHOTO
P;90-FA/Fg u P,y -Fx-core KomruiekcoB (3aech s
nHTakTHOro PII wacrora Momynsiiuu B3siTa MpU
T = 150 K, Kkora HU3KOYACTOTHBIN CIBUT IUIIOJIb-
HO 4aCTOThI YACTOTHI MOIYJISILIMY ITPEHEOPEKUMO
Man):

Qeper =/ (2,98 MI) + (1 —1) - (3,35 MI1). (4)

Hns uHTeprpeTaluu 3Toro akra MpUXOaUT-
csl TIPEANnoJOXNUTh, YTO B pas3leieHUuU 3apsiioB B
KOMILIEKcax P;p-A,-core TpUHUMAIOT y4yacTue
00e BeTBU KodakTopoB PLI, A u B, ¢ IUTIOJbHBIMU
yactotamu 2,98 MIu u 3,35 MI11 cooTBeTCTBEH-
HO. M3 sMIUMpUYECKOro MOIEIMPOBAHUS MOXK-
HO 3aKJIIOUMTb, 4YTO IS Pa3NesIEHHBIX 3apsiaoB
B PLl ®C 1 dypwe-nipeobpazoBaHune Hab0Iae-
MOTO CHUTHaJIa JAacT OIHY YIIMPEHHYIO KOJOKOJIO-
00pa3HyI0 KPMBYIO BMECTO KPUBOIi C IByMSI pa3pe-
IEHHBIMU MAaKCUMyMaMU TIPY BBIMIOJIHEHUU IBYX
ycnoBuii. Bo-mepBbix, BpeMeHa (ha30BOii peiak-
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calliy CIIMHOB JOJDKHBI OBITh MeHbIIE 1 MKC, H,
BO-BTOPBIX, PACCTOSIHUSI MEXIY CITMHAMM B JIBYX
MOJAHCAMOJISIX TTap MOJKHBI OTJIMYAThbCd He 00-
nee ueM Ha 1 A. O6Ga 3TUX yCIOBUS CIIpaBeIINBbI
IUIS TIpearojiaraeMbIX CUTHAJIOB MOH-paIuKajlb-
HBIX map PiAx 1 PigAs. B 3TOM cityyae MOXHO
OXMAaTh, yTo HabmogaeMblii ESEEM-curnan sis-
JIsIeTCsl CYMMOIA BKJIagoB ABYX IogaHcaMOjeir PLI
C pa3nenéHHbIMU 3apsigaMu B A- U B-BeTBSX (CM.
ypaBHeHue (3)):

Nr)=1—p+p*(fcos(2r*2,98 MI1 * 1) +
+ (1 —f) cos(2x * 3,35 MTIu * 7)), 5)

IJe p — BEpOSITHOCTH IepeBopoTra cruHoB CBY-
HUMITyJIbCOM B MOMEHT BPEMEHMU T [MKC].

MoxxHO yKa3aTth iBa ciiydasi, Korja U3MeHeH1e
Ha0JII01aeMOr0 CUTHaJa BO BpEMEHMU, coriacHo (5),
MPUBOIUT K MOSIBJAEHUIO OCLUJIISIIIAN C yCPETHEH-
HOI yacTtotoil (4). Bo-mepBbiX, WIS MPOU3BOJIb-
HbIX 3HAYEHUI CTATUCTUYECKUX BECOB YKa3aHHbIX
BbIlIEe TTofaHcaMOJIeli (MPOMU3BOJIBLHOTO 3HAYECHMUS [
B (5)) mposiBisieTcs ycpeaHEHHas yactoTa (4), ecinu
9JIEKTPOH MOXET AJOCTAaTOYHO OBICTPO MepecKaKu-
BaThb MeXIy A, U Az, a UMEHHO, YyacToTa Iepe-
CKOKOB 3JIEKTPOHA MOJXKHA ObITh paBHA Pa3HOCTU
4acToT Moayasauuu, 1.e. 3,35 — 2,98 = 0,37 MI.
MpbI curTaeM 3TOT CLIEHApPUii MaJTOBEPOSITHBIM.

Bo-BTophix, ypaBHeHUe (5) Ha€T 4acTOTy MO-
aynsauuu (4) njisi paBHOBEPOSITHOTO BKJIaga BeT-
Beil A u B B pasneneHue 3apsiaoB B PLI, T.e. B ciy-
yae f = 1/2(5). B xopolirem npuOIMKeHUH 4acToTa
MOIYJISILIMY paBHA YcpeaHEHHOI yacToTe (4) U Tor-
Jla, KOrja IB€ BETBU alOT COMOCTaBUMbIE BKJIAIbI
B pasnejieHue 3apsiaoB. Mbl cuuTaeM, 4To B U3Y-
YEHHOU HaMU CUCTEME peaJIu3yeTCsi UMEHHO TaKasl
curyauus. s oObsICHeHUS] YMEHBIIEHUST 4aCcTO-
ThI MOIYJISILIMU C TIOBBIIIIEHUEM TeMITepaTyphl (CM.
TabIuUIly) IPUXOAUTCS CUMTATh, YTO TIPU HarpeBa-
HUM JOJXKHA pacTu A0 f pa3aeJeHHbIX map 3apsi-
noB B A-BetBu: f = 0,49 mpu T = 150 K, /= 0,65
npu T = 280 K.

OBCYX/JEHUE PE3YJIBTATOB

HaitnenHoe HamMu u3 HabJOIaeMO 4acTOThI
ESEEM-a>ddekTa paccTosiHUEe MEXIy LEHTpaMU
CIIMHOBOI TIJIOTHOCTUM WOH-paIuKaJIbHON Iapbl
PiwA7 B KoMIutekcax Piy-A,-core @C 1 u3 uua-
HobakTepuu Synechocystis sp. PCC 6803 (25,5 A)
MPaKTUYECKN COBMAAAET CO CPENHUM MEXIY pac-
CTOSIHMAMM B mapax PioAj. (~26 A) u PioAn
(~25 A), 4TO COOTBETCTBYET CUMMETPUYHOMY ITe-
peHocCy 3JeKTpoHa OT aumepa Xia P;y 1o BeTBSIM
penokc-KodakTopoB A U B. AHAaJOTMYHBI BHIBOI
OBLI clesIaH paHee Ha OCHOBaHUU 060J1ee KOCBEHHBIX
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aKkcrepuMeHToB [12, 20]. MOXHO OTMETUTb, YTO
aHAJIOTMYHAs OLIEHKA PACCTOSAHMA B mape PipAia
(26 A) Gbu1a MOTyYeHa paHee IUIst MHTAKTHBIX KOM-
wiekcoB MC 1, a Takxke mis1 koMiiekcoB OC 1,
colep:Kalllux B caiiTe A; BbICOKOIOTEHIIMAJbHbIE
MPOMU3BOAHbIE XMHOHOB [16]. Cxoxwue OLEHKU
pacCTOSTHUI MEXIy LIEHTpaMy CIIMHOBO TIJIOTHO-
CTHM MOH-PaIMKaIBbHBIX ap PipA7 (26 1 25 A st
BeTBel A U B COOTBETCTBEHHO) ObLIM TaKXKe MOJY-
yeHbl B pabote [17] npu uccienoBaHUM MYTaHTOB
®C 1 ¢ 3a0JI0KMPOBAaHHBIM ITIEPEHOCOM 10 OTHOM
U3 BETBEl JJIsT KOMILJIEKCOB B BOJHO-IJIMLIEPUHO-
BOM CMeCU MPU HU3KOI TeMreparype.

B pa6ote Poluektov et al. [32] ¢ momolibo
BBICOKOYACTOTHON BpeMsi-pa3peineHHoinr  DI1P-
cnekTpockonuu (dyactota 130 I'Ti) Ha nmeittepu-
poBaHHBIX KoMmIuiekcax PC 1, BBIIEIIEHHBIX M3
nuaHobOaktepuu Synechococcus leopoliensis, ObLIN
BBISIBJIEHBI  CIIEKTPhl MOH-paAuKaJbHBIX IIap,
MPUITMCAHHBIX aBTOPAMM COCTOSIHUSAM P oA, U
Pi00Ajs. B 3T0i1 paboTe Ha MHTAKTHBIX KOMIUIEK-
cax P,y-F4/F3, Kak 1 B 0oJiee paHHUX paboTax Ha
®C 1 u3 uma"nobakrepuu Synechocystis sp. PCC
6803 [12, 16, 17, 33], mpn HU3KUX TeMIepaTypax
ObUIO 3aperucTpupoOBaHO TOJBLKO OOpa3zoBaHue
napbl PioAjx. DTOT pe3yabrarT, [0 MHEHUIO aBTO-
POB CTaTbU, OOBSICHSIJICS TEM, UTO B YCIOBUSIX IKC-
MepuMeHTa nepeHoc 3JeKTpoHoB Ha 4Fe-4S kia-
CTepbl OBICTPO MPOUCXOAUI IPEUMYIIIECTBEHHO IO
BETBU B, He yclieBas peKOMOMHUPOBAThL Ha P7, 3a
BpeMsI MeXY Ja3epHbIMU BCHbIIIKaMU. B pe3yiib-
Tare HabJIIOLaNach TOIBKO mapa PigAj.. OmHako
MEePEHOC 2JIEKTPOHA UCKIIIOUMTENIHHO 10 BETBU A
Habmonancs panee B penaparax ®C 1, conepxa-
IIUX B caiiTax CBsI3bIBaHUSA A, U A;g BHICOKOIIO-
TeHLMaJbHbIE MPOU3BOIHBIE HadToxuHOHA [16].
ITockonbky Ha 3TMX npenaparax ®C 1 mepeHoc
2JIeKTpOHOB Ha 4Fe-4S knacTepbl He HabomaICs,
TO OBL CAeIaH BBIBOJ O TOM, UTO ITPEUMYIIECTBEH-
HBII TIepeHOC 2JEKTpoHA Ha A, OOBSICHSIETCS He
OBICTPBIM U MPAKTUYECKU HEOOPATUMBIM ITEPEHO-
coM 110 BeTBU B Ha 4Fe-4S xnactepsl, a 6ojiee Bbl-
COKHM DPENOKC-IOTEHIIMAIOM A, TI0 OTHOLIEHUIO
K A. B padote Poluektov et al. [32] Ha npemnapa-
Tax P;y-A,-core ObLI0O MOKA3aHO, UTO MOJyYeHHbI I
cnektp OIIP anmpokcuMupyercss CyMMOM ABYX
CIIEKTPOB, XapaKTEPHBIX JJISI COCTOSTHUI ProgAjp 1
P300Ajs B COOTHOLLIEHUHU 56 : 44.

B pa6ore Kurashov et al. [19] Ha npemnapaTax
P;40-A,-core u3z Synechocystis sp. PCC 6803 mpu
KOMHATHOI TeMIepaType COOTHOIIEHHE BKJIad0B
pexoMouHaumu nap PrAia 1 PjeAjs B pacTBo-
pe cocrasisaiao 60 : 40 B monb3y BeTBU A. B BhICy-
IIEHHO Tperajo3HoOif MaTpUIIE TO COOTHOIIIEHE
MHBEPTUPOBANIOCH U cocTanistio 60 : 40 B monb3y
BeTBU B. Ha npenapartax P,y -Fx-core, mTuinéHHbIX
tepMuHaiabHbIX 4Fe-4S knmactepoB F,/Fy u Gen-

CYXAHOB u ap.

KOBOI1 cyobeauHulbl PsaC, cooTHOLLIEHUE MEXIY
BeTBIMU A 1 B cocrasisino 65 : 35 B Moab3y BET-
BU A, a B Tperajio3Hoii marpulie — 75 : 25 B MOAb3Y
BeTBU B. PekoMOuHa1us 3apsiioB ¢ GUIIOXUHOH-
HBIX aKIIENITOPOB A, M Aj Ha 9TUX MpenapaTax Ha-
omonanack B 40—45% P11 3a c4€T TOTO, YTO B 3TOM
¢pakuum yHKLIMOHAIbHO aKTUBHBIN Kiactep Fy
MPUCYTCTBOBAJ TOJBKO B 55—60% P11 [19].

B npyroit pa6otre Cherepanov et al. [12] Ha
npenapatax ®@C 1, BblACJEHHBIX U3 MYyTaHTHOTO
mwramMmma RubA, He comepxamux 4Fe-4S kiacre-
poB 1 GYHKILMOHAIBLHO 5KBUBAJIEHTHBIX IIperiapa-
TaMm P;y-A,-core, ObllIa U3MepeHa TeMIepaTypHas
3aBUCUMOCTb KUHETMKU PEKOMOMHALIUU MEXIY
A7 u Pjy. BblIo mokasaHo, 4TO IpU KOMHATHOI
TeMmIiepaType COOTHOIIEHUE BKJIAIOB MepeHoca
9JIEKTPOHA II0 BETBAM pPENOKC-KO(PaKTOPOB CO-
crasisier 60 : 40 B 1oJb3y BETBU A, a IpU TTIOHU-
xeHuu Temrmepatypsl 10 150 K Bkiaabl BeTBeit A
u B cranosatcs paBHbiMU (50 : 50). Ha mpemnaparax
P;-Fx-core coorHollieHrne obOpaTHOro IepeHoca
9JIEKTPOHA I10 BETBSIM A U B Ipu KOMHATHOU TeM-
nepatype coctapisiiio 60 : 40, a ipu 150 K — Bo3-
pactajo g0 77 : 23 B moab3y BeTBU A [20].

Takum o00pa3oM, MOJyYeHHbIE HaMU paHee
pe3yabTaThl M3MEPEeHUS KUHETUKM pPEeKOMOWHA-
LMK 3aps10B B MOH-PAIUKAIBHBIX Tapax ProAj, 1
Pio0Ajp TTOKa3aJii, 4TO OOpaTHBINA IEPEHOC DIIEK-
TpOHa Ha KoMIuiekcax P;y-A;-core Kak Mmpu KOM-
HaTHOU TeMIlepaType, Tak U B BOTHO-IJIMLIEPUHO-
BOM pacTtBope mpu Temiepatype 150 K, a takxke
Mpu KOMHATHOI TemIlepaType B BBICYIIEHHOM
Tperajo3Hoi MaTpUIle TPOUCXOIUT IO OOEUM BET-
BSIM A 1 B ¢ mpuMepHO paBHBIM BKJ1agoM 50 + 10%.
B T10 ke Bpemsa Ha mpenapatax P;y-Fx-core co-
OTHOIIIEHUE BKJIaJIOB BeTBEl A M B cocrapisier
(62,5 £2,5): (37,5 £ 2,5) npu KOMHATHOI1 TeMIIe-
paType B pacTBOpe U Bo3pacTaeT A0 75:25 B moJab3y
BeTBU A 1ipu Temneparype 150 K u B BrICylLLIeHHOM
Tperajo3Hoil MaTpulle. OTU pe3yiabTaThl IMOKa-
3bIBAIOT, UTO HalMuue kiaactepa Fx cmocoOcTByeT
aCMMMETPUYHOMY MEPEeHOCY BJIEKTPOHa IO BET-
BU A, MIPUYEM CTEIEHb ACUMMETPUH YBEINYNBAET-
Csl KaK IpU MOHKEHUU TeMIlepaTypbl, TaK U MpuU
BBICYIIMBAHUM B CTEKJIOBMIHOM Tperajo3HoOi Ma-
TpHUlE, T.€. IPU OTPaHUIYEHN N KOH(POPMALIMOHHOM
MOIBMXXHOCTHU OeJiKa.

Bo3Hukaer BOIIpOC O TOM, IOYEMY PaccTo-
STHUE MEXIy LIEHTpaMM CIIMHOBOM IIJIOTHOCTU B
WNOH-paauKaabHOii mape Py, A7, U3BMepEHHOE ¢ 10-
mouisio ESEEM, B kommiekcax P,y -A,-core co-
OTBETCTBYET IIPMMEPHO paBHOMY BKJIaay BEeTBeil A
U B, B To BpeMs Kak B koMIiekcax P,y -Fx-core aTo
pacCTOSTHUE COOTBETCTBYET MPEUMYIIECTBEHHOMY
o6pazoBaHuIo mapul PiyyAs? DTOMY SKCIIEPUMEH-
TaJIbHOMY HaOJIOAEHUI0O MOXHO JaTh HECKOJbKO
BO3MOXHBIX OOBSICHEHUIA.
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1) B pgeiicTBUTENbHOCTH, B MpemnapaTrax
P;y0-Fx-core nepeHoc anekTpoHa UAET MO BETBU A,
HO B YCJIOBUSIX OTPAaHUYEHHOI MTOABUXKHOCTU OeJl-
Ka (Hu3Kasi TeMmIlepaTrypa, BBICYLIMBaHUE B Tpe-
rajo3Hoi MaTpulie) npu dyactore Bcrbimek 10 Iix
MMPOUCXOAUT HAaKOIUIEHHE BOCCTAHOBJICHHBIX aK-
1enTopoB Fx u Aj,, MOCKOJBKY OHU HE YCIIeBalOT
peKoMOuHUpPOBath ¢ Pj. B TO Xe Bpemsa obGpat-
HBIIl TTIEpEHOC 2JIEKTPOHA OT 00jee HU3KOMOTEeH-
uuanbHoro Ajs Ha P3y mpoucxonut GeicTpee (xa-
pakTepHoe Bpems 10—20 MKc), B pe3yjbTare yero
B akcriepumenTe ESEEM HaGtomaeTcst paccTosi-
HuUe, XapakTepHoe i Poy "Ajp.

2) Ha »Tux mpemnapaTtax B Tperajo3HOi Ma-
TPULIE TPOUCXOAUT W3MEHEHHE COOTHOILIECHMUS
3HaueHui penokc-moreHuuanoB (E,) Aja u Ag, B
pe3yJabTaTe Yero repexos 2JeKTPOHA Ha XUHOH A g
CTaHOBUTCS TEPMOAMHAMMYECKM OoJiee IIPearo-
YTUTEJbHBIM, UeM Ha A 5.

3) IIpu BBICYLIMBAHUM B TPETaJIO3HON MaTpU-
1Ie TPOMCXOIMUT HapylleHue KjacTepa MOJEKYJ
BHYTpUOEIKOBOI BOABLI BOIMU3M caiiTa A, (HO He
BOJIM3MU caiiTa A,3), TOCKOJBKY 3TOT KJIACTEP MEHee
M30JIMPOBaH OT BHEIIHEH MoBepXHOCTH Oenka [19].

BosHukaer e€ onuH BOIPOC: TTOYEMY B MH-
TaKTHBIX KoMIiekcax P, -F/Fp nu3amepsercs pac-
CTOSIHUE, COOTBETCTBYIOILEE MOH-paIuKaIbHOMN
nape P7A.? Mbl mpenmnojaraeM, 4to IEpeHOC
9JIEKTpOHA B ATUX IIperaparax, TaK e, KaK U B
P;y0-Fx-core, naét npenMyiiecTBEHHO IO BETBU A,
HO HaKOILIEHUS BOCCTAHOBJEHHOIO COCTOSIHUS
Ajs B YCIOBHUSIX BKCIEpUMEHTa IIpU MOCJeIoBa-
TEJIbHBIX JIa3epHBIX BCIBIIIKAX HE MPOUCXOIUT
BCJIEACTBUE OOJIblLIe €MKOCTU aKlLenToOpoB (Tpu
4Fe-4S knactepa mMpoTUB OJHOIO B Mpernaparax
P;y0-Fx-core).

HanbHeie 3KCIepUMEHTbl C pa3IMYHbIM
cogepxkanueM 4Fe-4S knactepoB Ipu BCTpau-
BaHUU B CalThl A, U A ;g 9K30T€HHBIX XMHOHOB,
pa3IUYaIOIIMXCs 0 CTPYKTYPE U PEIOKC-TIOTEH-
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nuajgaM, MOTIYT IOCIYXHWTb HpOBCpKOﬁ CIipaB€a-
JIMBOCTU 3TUX I'MITOTES.

SAKIIIOYEHUNE

Hactosimiast pabora mocBslleHa maMsTu
BBIAIOIIETOCsI YYEHOTO B 00JaCTU IMEPBUYHBIX
dorocuHTeTMUECKNX peakunii — Bmagmmupa
AHatonbeBuya IllyBasoBa. B.A. IllyBasioB BHEC
HEOIIECHUMBIIi BKJIaJl B MCC/IEOBAHUE MEXaHU3MOB
nepBuYHbIX peakuuit B @C 1, BKIoYasi BoccTa-
HOBJIeHUE (DUJIOXMHOHHOTO akienTopa A;. Tpoe
U3 COaBTOPOB HacTosueit padorel (M.M., I'M.
u A.C.) obl1u coaBTopamu MHOrux padot B.A. Ty-
BaJloBa B Te€UEHHUE MOCieAHuX 15 et u ¢ 6iaronap-
HOCTbIO BCTIOMUHAIOT MTEPUOJ COBMECTHOI pabOThI
¢ B.A. [llyBasoBbIM KaK UCKIIIOYUTEILHO UHTEPEC-
HbIA U TIPOAYKTUBHBINA.

®unancuposanue. MccienoBaHue BbIMOJHEHO
npu ¢uHaHcoBoit nonaepxkke PH® n Kadbunera
MunuctpoB Pecriyoinku TatapcTtaH B paMKax Ha-
yuyHoro mpoekra Ne 22-23-20165 (URL: https://
rscf.ru/project/22-23-20165/).

Bxknan asropos. M.JI. Mamenos, I'E. Muna-
HOBCKUI — TonydyeHue Komiiekcop DC 1;
A.A. Cyxanos, K.M. CaiuxoB — mojy4eHue Crek-
TpoB BIIP; A.FO. CeMeHOB — KOHLEMUUS U py-
KOBOJICTBO pabOTOil, HamMcaHUE TEeKCTa CTaThM;
M. . Mawmenos, I'E. Munanosckuii, A.A. Cyxa-
HoB, K.M. Canuxos, A.FO. CemeHoB — o0Ocyxe-
HUE PE3yJIbTaTOB UCCIeN0BaHUS W pelakKTUpPOBa-
HUE TeKCTa CTaThU.

Konduukr unHTEepecoB. ABTOpPHI 3asBISIOT 00
OTCYTCTBUM KOH(JIMKTA UHTEPECOB.

CoOmmonenne sTmyeckux HopMm. Hactosias
CTaThsl HE CONEPXKUT OTIMCAHUS BHIMOJHEHHBIX aB-
TOpaMM MCCJIeIOBAHUI C yyacTHEM JIIOAEi NN UC-
MOJb30BaHUEM KMBOTHBIX B KAY€CTBE 0OBEKTOB.
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CHANGE IN ELECTRON TRANSFER SYMMETRY
IN THE REACTION CENTERS OF PHOTOSYSTEM I
UPON REMOVAL OF IRON-SULFUR CLUSTERS

A. A. Sukhanov', M. D. Mamedov?, G. E. Milanovsky?,
K. M. Salikhov', and A. Yu. Semenov?*

! Zavoisky Physical-Technical Institute, FRC Kazan Scientific Center, Russian Academy of Sciences,
420029 Kazan, Russia

2 Belozersky Institute of Physico-Chemical Biology, Lomonosov Moscow State University,
119234 Moscow, Russia; e-mail: semenov@belozersky.msu.ru

In photosynthetic reaction centers of intact complexes of photosystem I (PSI) from cyanobacteria, electron
transfer at room temperature occurs along two symmetrical branches of redox cofactors A and B at a ratio
of ~3:1 in favor of branch A. Previously, this was indirectly demonstrated using pulsed absorption spectroscopy
and more directly by measuring the decay modulation frequencies of electron spin echo signals (Electron Spin
Echo Envelope Modulation, ESEEM), which allows to determine the distance between the separated charges
of the primary electron donor P3y and phylloquinone acceptors Aj, and Ajg in the branches of cofactors A
and B. In the present work, these distances were determined using ESEEM on PSI complexes lacking
three 4Fe-4S clusters, Fx, Fa, and Fpg, as well as the PsaC protein subunit (the so-called P;y-A;-core), in
which phylloquinone molecules A, and A serve as the terminal electron acceptors. It was shown that on
P500-A,-core preparations, the average distance between the centers of the P7A7 radical ion pair at a temper-
ature of 150 K in an aqueous glycerol solution and in a dried trehalose matrix, as well as in a trehalose matrix at

a temperature of 280 K, is ~25.5 A

, which corresponds to the symmetrical electron transfer along the branches

of redox cofactors A and B at a ratio of 1:1. Possible reasons for the change in the electron transfer symmetry in
PSI upon removal of the PsaC subunit and 4Fe-4S clusters Fx, F,, and Fy are discussed.

Keywords: photosystem 1, electron transfer, Electron Spin Echo Envelope Modulation (ESEEM), trehalose matrix,

iron-sulfur clusters
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C 11eTbI0 BBIICHEHUSI MEXaHM3Ma CaliT-CeIEKTMBHOTO XMMHUYECKOTO 3aMellleHUsI XpOMOMOPOB B peaKIIMOH-
HbIx HeHTpax (PLI) ¢poTocuHTeTHYECKUX OGaKTepHii BHEIITHUMU MMUTMEHTaMU UcciienoBaHa 3G GeKTUBHOCTh
BCTpauMBaHUs pacTUTENbHOTO (heoduTtrHa a (Peo) B callThl CBA3BIBAHUS MOJIEKY] GakTeprnodeoduTnHa a
(B®eo) B nzonupoBanHbix PLI Rhodobacter sphaeroides R-26 B 3aBUCUMOCTHU OT TeMIIEpaTypPhl CPEIbl MHKY-
Oanuu, arperallMOHHOro cocTosiHUSI Deo ¥ MPUCYTCTBUSI OpraHMYecKoro pactBopures (aueToHa). CTeneHb
CEJIEKTUBHOTO 3aMellleHUsI (DOTOXMMUYEeCKH HeaKTUBHBIX Mosiekylr b®eo Hy cocTasnsina ~15% npu nHKyOa-
v cmecu PL/®eo npu 5 °C B ycnoBusx, Korga @eo HaxomUICs B BOAHO-AETEPTEHTHON cpefe MHKYOALu
B BUJIE MOHOMEPOB B COCTaBE CBOOOTHBIX MULIEJT A€TEPreHTOB. D HeKTUBHOCTD 3aMeleHUs YBEIUUrBa-
sack 10 40% nipu unkyo6auuu rpu 25 °C u cocraiisuia IIpy 3Toi Temiieparype okono 100%, eciau B cpeny
nHKyOarmu nobapnsicsa 10%-nblii aneToH. CTerneHb MUTMEHTHOTO 3aMellleHUs Obljla IPUMEPHO B 2 pasa
BbIIIIE TIPU 00EUX TeMreparypax, Koraa B KayecTBe MHKYOAllMOHHOMN Cpelbl MCIONIb30Balach CMECh MOHO-
MepoB 1 gumMepoB Deo B mpucytcTBun 10%-HOTO alleTOHA. YaaleHue alleToHa M3 TaKOM Cpembl ¢ coxpa-
HEHWEeM TUTMEHTHBIX (OpM TPUBOAMIO K 3HAUYUTENIBHOMY CHIKEHUIO 3(hGhEKTUBHOCTU BCTpaUBaHUS
®eo. BrusiHue aneToHa Ha MUTMEHTHOE 3aMellleHre Ha0I01aI0Ch TakKKe MPY MOBBIIIEHHON TeMIepaTy-
pe uHkyb6anuu (43,5 °C), Korma 4acTUYHO 3aMellaanuch (YHKIIMOHAIbHO aKTUBHBIE MOJIeKy bl bdeo H,.
PesynbraThl 06CyXIa0TCS B paMKax MexaHW3Ma, CorlacHO Kotopomy (1) TeMrepaTypHO-3aBUCUMbIE BHYT-
peHHue aBukeHus O6enka PIIL sBasiioTcst hakTopoM, 006JeryaioliuM BeicBOOOXAeHUEe MoseKynbl bdeo u3
caiiTa CBSI3BIBAHUSI M OMHOBPEMEHHOE BHeIpeHUe MOJieKyIbl Deo B TOT Ke CalT B CONMPSIKEHHOM TpOIiec-
ce, (2) poab TemIepaTypHOro akropa B 3HAYUTETbHOI CTEIeHW 3aBUCUT OT CTEPUUYECKOMN JTOCTYITHOCTH
CBSI3bIBAIOLIMX OEMKOBBIX KapMaHOB, (3) BcTpauBaHue Peo MpoUCXOOUT U3 MyJa MOHOMEPHBIX MOJIEKY,
BKJIIOYEHHBIX B MutleJiibl PL-gereprent, (4) mpucyTcTBHe alleTOHA B cpelle MHKyOaiu obyieryaer ooOMeH
MOHOMEPHBIMH MoJieKysiaMu Peo MexXITy MULIeIJIaMu B pacTBOPE U JeTepreHTHBIM nosicoM P11,

KJIIOYEBBIE CJIOBA: peakiiMoOHHbI# 1IEHTp, (6aKTepro)deodUTHH, CaliT CBS3bIBAHMS, XMUMUUECKOE 3aMellle-
HUe, MULIeJUTBI feTepreHTa, Rhodobacter sphaeroides.

DOI: 10.31857/50320972522100074, EDN: BCEFCU

BBEJIEHHNE

doToxuMUYECKHE peakIMOHHbIE  IIEHTPHI
(PLI) doTtocuHTE3a NMpencTaBisiioT codoii TpaHC-
MeMOpaHHbIe IMUTMEHT-0€JIKOBbIe KOMIUIEKCHI, B
KOTOPBIX DHEPrysl KBAHTOB CBETA, MOMIOLIEHHBIX
IMUIMEHTaMU, C [TIOMOIIBIO KacKajaa peaklnii mepe-

HOCa 3JIeKTpOHa nmpeodpa3yercss B OMOXUMUUECKHU
JOCTYIMHYIO 3HEPruio pa3fenéHHbIX 3apsiaoB [1].
[lIupokuit BpeMeHHOII MHTEpBaJl peakluil mepe-
HOCa 3JIeKTpOHA (OT MUKOCEKYH/I 10 COTEH MUKPO-
CEeKYHIl) U HaJlu4ue MPOCTPAHCTBEHHON CTPYKTY-
pPBI C aTOMHBIM pa3pelneHueM naenatot PL ynooHoii
MOJIENIbIO KaK JJIs MCCeNOBaHUS MexaHu3Ma (ho-

[IpunsaTeie cokpameHus: AA — uaMeHeHue rnomiomieHust; b®eo — 6akrepuodeodbutrn a; bXn — dGakTeproxiopodui a;
JIJAO — N, N-mumetmnnonemviaMuHo- N-okeun; PLL — peakimonnsbrii entp; TX100 —Triton X-100; ®eo — deodbutuH a;
Ba 11 Bg — MoHOMepHBIe MosteKybl BXi1 B A- 1 B-BeTBU KO(hakTOpoB cooTBeTcTBeHHO; HA 11 Hp — MOMeKynb B®eo B A- 1 B-BeTBHI
KO(aKTOPOB COOTBETCTBEHHO; P — mepBUYHBIN TOHOP 3JeKTpoHa, AuMep MoseKysl BbXi; Qa u Qg — NMepBUYHBIM U BTOPUYHbBIN

YOUXUHOHHBINA aKLIEIITOP COOTBETCTBEHHO.
* Anpecar JUisl KOppeCNOHIEHIIMH.
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TOCUHTE3a, TaK U JJid TECTUPOBAHUS TEOPUid Tie-
peHoca 3JIeKTpOHA B MOJEKYJISIPHBIX CUCTEMaXx.
Boicokuii (mmpaktuyecku 100%-Hblit) KBaHTOBBII
BBIXOH pasaeneHus 3apsaoB B PLI oOycnaBiuBaeT
Takke akTuBHOe npumeHeHue PLI mpu pa3zpabot-
K€ MCKYCCTBEHHBIX TMOPUIHBIX MpeoOpa3oBaTeieii
CBETOBOI1 sHeprum |2, 3].

PII nypnypHoit Oaxktepuu  Rhodobacter
sphaeroides R-26 cocTOUT U3 TPEX OEITKOBBIX CYyOb-
enuuull (L, M u H), nBe u3 kotopsix (L u M) dop-
MMPYIOT CaliThl CBSI3bIBAaHUSI KO(GAKTOPOB: 1MMepa
MoJieKya Oaktepuoxygopodumia a (bBXi), cmyxka-
IIEero MepBUYHBIM TOHOPOM 3jeKTpoHa (P), nByx
MoOHOMepHBIX Monekyal bXn (B, u Bg), aByx Mo-
Jekyn 6akrepuodeodbutnna a (b®Peo; Hy, u Hp)
U IByx Mosekyn youxuHoHa (Q, u Q). Kodak-
TOPbI OPraHM30BaHbl B IB€ KBa3UCUMMETPUYHbBIE
BeTBU (A 1 B), M3 KOTOPBIX TOJLKO OIHA BETBb
(P-BA-HA-QA-Qg) yuyacTByeT B (DOTOMHIYLIUPO-
BaHHOM MepeHoce odJekTpoHa. McciaenoBaHus
peakuuii 3JeKTPOHHOTO ITepeHOca B HaTUBHBIX
PLI HaTajkuBalOTCS Ha PSI CYLIECTBEHHBIX TPYI-
HOCTEM, CBA3aHHBIX C CWJILHBIM TIepeKpbIBAHUEM
MOJIOC TIOIJIONICHUS WHAMBUIYAIbHBIX TTHUTMEH-
TOB M HaJM4MeM SKCUTOHHBIX B3aMMOIEUCTBUIA
MEXIYy UX ONTHYEeCKUMU mepexomamu. OcoOeHHO
OCTpO 3Ta Tpobiema mnpossisgercsa B ciaydae PLI
OKCUTeHHOTO (poTocuHTe3a (cM., Hampumep, [4]).
Kpome Toro, cBepXBBICOKHME CKOPOCTH IepeHoca
BJIEKTPOHA HAa PaHHUX CTaAusax mpolecca (hoTo-
CUHTETUYECKOTO pa3/ie/ieHUs 3aps0B OCIOXKHSIOT
WASHTU(UKALIMIO BOBJICYEHHBIX MHTEPMEIUATOB.
Db dEKTUBHBIM MOAXOAOM K MPEOJOJECHUIO ITHUX
3aTPYAHEHUI SIBJISIETCSI BHECEHUE B CTPYKTYpYy U
MUTMEHTHBIN cocTaB PLL KOHTpOIMpyeMBbIX TOUEU-
HBIX M3MEHEHMI C TTOCTSAYIONIMM aHaJU30M UX
CIEeKTPaJbHBIX U (DYHKIIMOHATbHBIX MTOCAEICTBUIA.
B HacTosiee BpeMst U3BECTHBI HECKOJIBKO CIIOCO-
0O0B M3MEHEHMS COCTaBa MUTMEHTHBIX KO()aKTOPOB
B PILI ¢orocunHTe3a, BKIOUYash cailT-HaIpaBlieH-
HBIIE MyTareHe3 [5], reHeTMYecKyl Moauduka-
LIMIO TTyTeil OMOCUHTE3a MUIMEHTOB |5, 6], BbIpa-
IMBaHUEe LIMAaHOOAKTEPUl Ha JajlbHEM KpPacHOM
cBety [7], oOpaboTky 6oporuapuaomM Hatpus [§],
9KCTpakumio ¢ nmomoubio Cu-apuHHONA Xpoma-
torpauu [9] u XxuMu4YecKkoe 3aMelleHNe XPOMO-
¢opos [10, 11]. CaifT-HanpaBJieHHbI# MyTareHe3
bakrepuanbHbIX PLI ObUI ¢ ycriexoM MCIONIb30BaH
11t BctpanBaHust BXit B caiiTel cBsizbiBaHust bPeo
1, HA000pOT, 3a CYET BBEACHMSI/yIaJICHNSI JIMTaHIa
K LIEHTpaJibHOMY aToMy Mg nurmeHTa [5]. bosee
MHOTO0OOpa3Hble BO3MOXHOCTH B 3TOM OTHOIIIE-
HUY TPEIOCTaBsIET METO CaiT-HaIlpaBJIeHHOTO
XMMHUUYECKOTo 3amelleHust xpoMmodoposn [10, 11].
C momomuiplo 3TOro MoaxoAa peaoKC-IMOTeHIIUa
OTIEJbHOTO CIeln(UIEcKOro KodakTopa MOXET
OBbITh CEJIEKTUBHO U3MEHEH 0e3 BAMSHUS Ha Apy-
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rue kodaktopsl [12, 13], U MWIMpPOKUI MHTEpBaT
BEJIMYMH CBOOOIHOII SHEPIMU COCTOSTHUM MOXKET
OBITh TIEPEKPHIT 32 CUET BBEICHUS B CAThI CBSI3bI-
BaHuUs XxpoModopoB PLI uykepoaHbIX TUTMEHTOB.
B wacTHOCTH, Takoil monxoxd OBI C YCIIEXOM IIPH-
MEHEH UIST pellieHUs TOJIr0e BpeMsl CYLIeCTBOBaB-
1Iei mpo0JieMbl MeEXaHM3Ma Yy4acTUsI MOHOMEPHO-
ro bXn B, B paznenenuu 3apsinos B PLI mypriypHbIX
baxTtepuii [ 14-18]. 3-3a ynbTpakOpOTKOTO Bpeme-
HU XU3HU cocTosiHus P*Bj 1, Kak ciieacTBue, HU3-
KOIf CTEIEHU €T0 3aCEIEHHOCTU 3TO COCTOSIHUE He
yaaBajJoCh HaAEXHO 3aperucTpupoBaTh B HATHB-
Heix PII maxe c mcrioab3oBaHueM (PEMTOCEKYHII-
HOI ONTUYECKON CIEKTPOCKOIUU. 3aMelleHUe
B®eo na @eo B PLI Rba. sphaeroides R-26 no3Bo-
JIWJIO U3MEHWUTh B3aMMHOE ITOJIOXKEHUE YPOBHEM
cBOOOAHOI 3Heprumn coctossHuit P*B;y u P"Hy u
3HAUYUTEJIbHO YBEJIUYUTh BpeMsl XusHu P7Bj.
Ha 3T10ii ocHOBe ObUIM MTOTYYEHBI IPSIMbIE JOKa3a-
TEJIbCTBA B I1OJIb3Y OOILIECPUHSATOTO B HACTOSIIEE
BpeMsI ABYXCTYIIEHYATOro MeXaHHU3Ma IepBUYHOIO
paznenenus 3apsiaoB B PLI myprypHbIx 0akTepuii
C yJyacTheM MoJieKysbl B, B KauecTBe MepBUYHO-
ro axkuenTopa 3JeKTpoHa. BO3MOXHOCTh MaHU-
MyJIMPOBaHUsI YPOBHSIMU 3HEPIrUM COCTOSIHUM C
IMOMOIIBIO 3aMEILIEHUST XPOMODOPOB TaKKe Mpe-
CTaBJISIET MHTEPEC B CBSI3U C ITOMCKOM CIIOCOOOB
yBenueHUsT 3PPEKTUBHOCTU CONPSIKEHUST paszie-
JieHust 3apsnoB BHyTpu PLI ¢ mepeHOCOM 3J1€KTpO-
Ha Ha MIPOBOAAIINE TTOAT0XKHU [19].

PaHee ObL10 TTOKa3aHO, YTO MUTMEHTHOE 3a-
MeEIEHUE SIBJISETCSI CJIOXKHBIM ITPOLIECCOM, 3aBU-
CAIIUM OT psima (PAaKTOpPOB, BKIIOYAsI CTPYKTYPY,
AMWHOKMCIIOTHBIN COCTaB M CTEPUYECKYIO TOCTYII-
HOCThb CBsI3bIBalolIero OenkoBoro kKapmaHa PILI,
MpUpony OOKOBBIX 3aMeCTUTEJIC M TMOKOCTb Ma-
KPOLIMKJIa MOAUGULIMPOBAHHOIO ITMTMEHTA, HAJTA -
Yyue B MUTMEHTHOI MOJIEKYJIE LIEHTPaJIbHOTO aTOMa
Mg [10, 11]. OgHakKo AeTaabHbI MEXaHU3M XUMMU-
yeckoro 3amelneHuss nurmeHToB B PII ocraércs
ell€ He MOJIHOCThIO BBIICHEHHBIM. B yacTHocTH,
OBUIO TIPEAITOJIOXKEHO, UTO 3aMellleHe HaTUBHBIX
IMMTMEHTOB B CaliTaXx CBSI3bBIBAHWUS MOHOMEPHBIX
Mosekysn bXi u b®eo B PLI myprypHbIX 6akTepuii
IMPOUCXOAUT TIpu HarpeBaHuu PlLI-koMruiekcoB
JIO0 TeMIIEpaTypbl, OJU3KOM K «TOYKE TJIaBJICHUS»,
Kora aMIUIMTYIAa IBVKEHWI OejiKa YBeIMYMBaeT-
csl, obecrieunBast JOCTYI 9K30TeHHBIM ITUTMEHTaM
K BHyTpeHHUM obnactam PII [10, 11]. TTo3nHee,
OllHaKO, ObUIO TMOKa3aHo, uTo 3amelieHue bdeo
Ha pacTuTenbHbiil (peodutnH a (Peo) B Heak-
tuBHOI B-BerBu PLl Rba. sphaeroides R-26 mo-
KET TIPOMCXOIUTH C BBICOKOH 3(h(EKTUBHOCTHIO
yXe Tpu KoMHaTHoit Temriepatype [20]. HemaBHo
OblIa TIPOJAEMOHCTPHMPOBAHA BO3MOXHOCTb Ce-
JIEKTUBHOI'O 3aMeIleHUs] TP KOMHATHOM TeM-
rnepatype GyHKUMOHAJIbHO akTMBHOro b®eo H,
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Mojiekyinamu Meo u | 3-auerwn|-Peo B PLI 3en€Hoit
HuT4YaTOol (oroTpodHoit Oaktepuu Chloroflexus
aurantiacus [21]. Ucxond u3 cKIOHHOCTU (0ak-
TEPUO)XJOPUHOB arperupoBaTh B AETEPreHTHBIX
pactBopax [22, 23], paHee Tpeanogaraioch, 4To
CBOOOAHBIE TUTMEHTBI MPUCYTCTBYIOT B Cpelax 3a-
MelIeHUsT He B MOHOMepHoit popme [10]. OgHako
SKCIEePUMEHTAIbHBIE JAHHBIE O COCTOSIHUU BHEIII-
HUX TUTMEHTOB, BOBJIEUEHHBIX B IMPOIIECC 3aMe-
LIEHUS, B IUTEPAType OTCYTCTBYIOT.

HanHast paboTa TOCBsIIEHA aHaIWU3y BIIUS-
HUSI TeMITepaTypbl MHKYOAllMU U arperaliiOHHOTO
COCTOSIHUSI BHEIIHETO MUTIMEHTA Ha MPOIIECC XM-
MUYEeCKOro 3aMeleHus monekyn b®eo Ha Deo B
nzonupoBaHHbIX PLL Rba. sphaeroides R-26. IToka-
3aHO TaKXXe, YTO CTeNEeHb MUTMEHTHOTO 3aMellle-
HUS 3aBUCUT OT MIPUCYTCTBUSI/OTCYTCTBUS B Cpejie
WHKYOAIIMM MOJIEKYJI OPTaHUYECKOTO PACTBOPUTE-
JIg (alleToHa).

MATEPHAJIBI U METO/bI

PLL Rba. sphaeroides R-26 OblLIn BbIAETEHBI
o0paboTkoii mMemOpaH getepreHToM N, N-gume-
tungoaeuunaMuuo- N-okcugom (JIJAO) ¢ mo-
ciefyooueil OYUCTKON METOAOM HMOHOOOMEHHOM
xpoMatorpaduu Ha JIDAD-uenmonose [24]. IMur-
MEHTHOe 3amellleHue mnpoBonuan B TL-Oyde-
pe [10 MM Tris-HCI (pH 8)/0,1% (v/v) JTAAO)].
Hns skcriepuMeHTOoB 1o ¢otoHakorieHuo Hy PLI
ob1u niepeBeneHbl B TT-0ydep [10 MM Tris-HCI
(pH 8)/0,1% (m/v) Triton X-100 (TX100)] myTém
3ameHbl geteprerrta JIJJTAO na TX100 Ha MemOpaHe
30 x1a («Millipore», CIIIA) B stueiike mis yabTpa-
(unprpanuu nmoa gaBjieHUEM ra3000pa3HOIO ap-
roHa. @eo ObUT MOJIyYEH IKCTPAKIMEil U3 JIUCTHEB
KparuBbl ¥ OYUILEH METOIOM KOJJOHOYHOI XpoMa-
Torpaguu Ha caxapHoii rmyape [235].

Peakuuio XxuMu4yeckoro 3amelleHust IMpOBO-
IUIA TI0 METOIMKE, OCHOBAHHOM Ha MHKYyOaluu
uszonupoBaHHbIXx PII B mpucyrctBuM u30bITKA
9K30T€HHO M00aBJIEHHOTO MOAUMUIIMPOBAHHOTO
rmurmenTa [ 10, 15, 20, 21, 26, 27]. bbliu mpoBeneHbI
JIBa TUIA 9KCIEPUMEHTOB, KOTOPbIC OTIMYAIUCH
croco0boM BHeceHUsI 3k30oreHHoro Meo B MHKyOa-
LIMOHHYI0 cMech: U3 TEHKU ¢ TX100 B oTcyTCTBUE
aleToHa (croco6 1) uiau B Bue alleTOHOBOTO pac-
TtBOpa (crtoco0 2). ITo criocody 1, deo pacTBopsiu
B aueToHe, cogepxaiuieMm 2%-uoiit TX100 (m/v).
3aTeM alleTOH IMOJHOCTbIO UCTApsUIK, (OPMUPYS
TBEPAYIO MUTMEHTHYIO TIEHKY, KOTOPYIO pacTBO-
psiiu B TL-Oydepe, monyyasi, Takum o0Opa3om,
pactBop Peo B TLT-0ydepe [10 MM Tris-HCI
(pH 8)/0,1% JIOAO/0,1% TX100] Ge3 ameToHa.
ITo cioco0y 2, pactBop Peo B alieTOHE 100aBISLIN
K TL-0ydepy 10 KoHeUHOIt KOHLIEHTpAllUK alleTO-

3ABEJIVH u np.

Ha, He npeBbimatonieii 10%. B momydyeHHbIe 000-
MU crocobamu pactBopbl Peo ¢ AeTepreHTaMu
NOOAaBISIM KOHILIEHTpUpOBaHHbIN pactBop PII B
TL-6ydepe (06beM He npeBbimai 10% ot ob1ero
00BEMa cMeCH MHKYOallMK) TaKUM 0Opa3oM, 4To-
061 B cMecu PLL + ®deo mojydnTh KOHEUHYIO KOH-
ueHtpauuto PLI, paBHyto 8 MKM, u 15-kpaTHblit
MOJISIpDHBIN M30bITOK TTUrMeHTa. (B nccnegoBaHu-
SIX, BBITTOJJHEHHBIX paHee, OObIYHO MCITOJIb30BaI-
ca crnocod, mpu kKotopoMm pactBop Pdeo B arle-
TOHE M00aBJISJICS HEMOCPEACTBEHHO K pPacTBOPY
PLI B TL-6ydepe [10, 15, 20, 21, 26, 27].) Cmecu
PLI + ®eo nHKyOMpOBaIu B TEMHOTE B TEPMOCTA-
te Haake DC30-K20 («Thermo Fisher Scientific»,
CIHA) nipu 5 °C ninn 25 °C B TeyeHue 6 4 WIKN IIpU
43,5 °C B TeueHue 1 4. CBOOOIHBIE MUTMEHTHI yaa-
JISIIA B XON€ TOC/enyIoleil OYnCcTKU MOAUUIIM -
POBaHHBIX MpernapaToB METOIOM MOHOOOMEHHOI
xpomarorpaduu Ha JIDAD-11e110/103€.

CriekTpbl TOIIOIIEHUS U3MEPSUIM Ha CIeK-
tpodotomerpax UV-1800 («Shimadzu», Anonust)
n Agilent 8453 («Agilent», CIIIA). [nsg pasinoxe-
HUS CMIEKTPOB MOMIOLIEHUS HATUBHBIX U Peo-Mo-
nuduimpoBaHHbiXx PII Ha rayccoBbl MOJIOCHI MC-
MOJIb30BaIN TMPOLENYPY MUHUMU3ALIMU METOIOM
HaMMEHbIIMX KBaapaToB B TIporpamme Origin.
IIpy aHanu3e MCIOAb30BAIM MUHUMAIbHOE KO-
JIMYECTBO CMEKTPaJIbHBIX KOMIIOHEHTOB, COBOKYTI-
HOCTb KOTOPBIX YIOBJIETBOPUTEIbHO OMUCHIBAJIA
9KCTIEpUMEHTAIbHbIE CTIEKTPHI TTOIJIOIIEHHUS.

PazHocTHBIE (CBET-MUHYC-TEMHOTA) CIT€K-
Tpbl (OTOHAKOIUIEHUS OakTepuoheoUTUHOBO-
ro akiernropa ajiekrpoHa H, B BocCTaHOBJIIEHHOM
coctostHuu (Hjy) uamepsinn npu ocsemieHuu PLI
B TT-Oydepe B aHaRpOOHBIX YCIOBUSIX B MPUCYT-
CTBUM KpacuTesell MHAUTOTeTpacyib(doHaTa Ka-
nus (0,1 MM) u HeliTpanbHoro KpacHoro (0,1 MM)
B KayeCcTBE pPEeIoKC-MEAMaToOpOB M IUTUOHUTA
HaTpus (4 MM) B KauecTBE BOCCTAHOBUTENS, KakK
omnucaHo B pabote [28].

PE3YJIBTATBI NCCIIEJOBAHUA

Ha puc. 1 mokazaHbl HOpMUPOBAHHBIE CITEK-
Tpbl nortoleHus Meo B areToHe U B MULISIISIPHBIX
Oy epHBIX pacTBOpax, KOTOPbIE ObLIM MCHOJIb30-
BaHbI B paboTe B KaueCTBE MHKYOALIMOHHBIX Cpell
npu nojaydyeHnu Peo-moaudunmpoBanHHbix PLI.

Cnektp mornonieHus: Peo B aleToHe (Kpu-
Basi /), UBMEpPEeHHbBI NpU KOHILleHTpauuu ~1 MM,
HCTIOJIb30BAaHHOM B 3KCIEPUMEHTAX, XOPOIIO CO-
IJacyeTcsi co CHeKTpaMU MOHOMEPHOU (opMbl
nurMmeHTa [29, 30], noka3biBasi WMHTEHCUBHYIO
Q, (0-0) monocy npu 667 HM u Gojee ci1adyio BU-
oponHyto nosnocy Q, (0-1) mpu 608 HM, a Takxe
JIBE TOJOChl ¢ MakcuMyMmamu Tipu 534 u 505 HM,
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Puc. 1. Cnexrpsol nornoinenust @eo B anerone (7), B TLT-6ydepe 6e3 arierona (2) u B TL-6ydepe B npucyrctBuu 10%-Horo
artetona (3). CrieKTpsl U3MepeHsI B 061actu Q, u Q, mepexonoB MUTMEHTOB 1 HOPMUPOBAHBI PYT K APYTY B MakcuMyme Q, 1mo-

JIOCBI ITOIJIOLIeHUs ITpu 667, 672 1 695 HM COOTBETCTBEHHO

oTHecéHHbIe K Q, (0-0) u Q, (0-1) mepexomaM co-
oTBeTcTBeHHO. BBenenue deo yepe3 cTaauio cy-
xoit néHku B BoaHblit TLT-0ydep (criocod 1) He
OKa3bIBaET 3HAYUTEJBHOIO BIMSHUS Ha (Hopmy
CcreKTpa MOMIOIIEeHUs MUrMeHTa (KpuBas 2) 3a uc-
KJIIOUeHWEeM HEKOTOPOTO YIIMPEHUS U HeOOJIbIIO-
r'O IJIMHHOBOJIHOBOTO cABUTa (Ha 5 HM 110 672 HM)
Qy (0-0) mosockl MOMIOLIEHUS 10 CPAaBHEHUIO CO
CIIEKTPOM B alleTOHe. AHaJOTUYHbIE CIEKTpaib-
Hble MU3MEHEHMSI XapaKTepHbl TakKxXKe IJIsSI APYrux
noJjoc nornomieHust Geo B criekTpe 2. DTU JaHHBIE
nokaseiBaoT, yTo ®eo B TLT-0ydepe HaxoauTcs
B OCHOBHOM B (hbopMe MOHOMepoB. Habonaemble
MMHOPHBIE CITeKTpabHbIC PA3JIMYUSI 11O OTHOIIIE-
HUIO K alleTOHOBOMY DPAacTBOPY WHIYIIMPOBAHBI,
BEPOSITHO, U3BMEHEHUEM OKPYKEHUS MOHOMEPHBIX
Mosiekysn Deo Mpu accouuanu UxX ¢ MULEeIIaMU
JJIJAAO u TX100. Criektp nomtoieHuss Peo, BBe-
néHHoro B BogHbli TL-0ydep u3 pactBopa B alne-
ToHe (Croco6 2), COAEPKUT IIedo npu ~672 HM
(kpuBas 3), TokasbiBas, 4YTO YacTb IMIMEHTa
B OTOI cpelne TakXe HaXOAUTCSI B MOHOMEPHOM
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¢opme, accoumnpoBaHHoii ¢ muuemnamu JIJTAO.
OpHako B 3TOM cjiydae B CIIEKTpe IPUCYTCTBY-
eT Takxe MHTeHcuBHasd Q, (0-0) momoca npu
695 HM, npunucebiBaemas numepam deo, B KOTO-
PBIX MaKpOUMKIbI MOJEKYI MUTMEHTa Y4YacCTBY-
I0T B Ji-Ji-B3auMoneiictBusx [29—34]. Arperauus
MMUITMEHTHBIX MOJIEKYJ COMPOBOXAAETCS MOIU-
(ukauumeil TakxKe APYrUX I0J0C MONIOLIEHUS
®co (kpuBag 3).

Ha puc. 2, a nokazaHbl HOpMUPOBAHHBIE CITEK-
Tpbl nomtolieHust HatTuBHbIX PLL Rba. sphaeroides
R-26 (xpuBasa I) u PIl nmocne nnky6amuu ¢ dPeo
B TLT-0ydepe B orcyrctBUe ameTtoHa npu 5 °C
(kpuBas 2), 25 °C (xkpuBas 3) u 43,5 °C (kpuBas 4).
CnekTp norjolieHus: HaTuBHbIX PL cooTBeTCTBY-
eT CIIeKTpaM, U3BECTHBIM B JUTepaType. B obma-
ctu Q, mepexonoB MUIMEHTOB HauboJjee Xapak-
TepHbIE UBMEHEHUS B crieKTpax nomiomieHus PII,
MHKYOUpOBaHHBIX ¢ Peo TpU IOBBIIAIOIIUXCS
TeMmIiepaTypax, BKJIIOYAIOT ITOCTENIEHHOE YMEHb-
LIEHWE TOJIOCKHI ToromeHus Mojiekyal bdeo H,
u Hg npu 758 HM M mapajielbHOe MosiBieHUe/
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Puc. 2. Cnextpsl nomioiieHust HaTuBHBIX PLL Rba. sphaeroides R-26 (1) u P11, unky6upoBanubix ¢ ®eo nipu 5 °C (2), 25 °C (3)
u 43,5 °C (4) B TLT-6ydepe (a) u 8 TL-6ydepe (6). CriekTpbl nu3mepeHbl B 061acTt Q, 1 Qy mepexonoB MUTMEHTOB U HOPMUPO-
BaHbl B MAKCUMYyMe JUIMHHOBOJIHOBO# Qy MOJIOCH IEPBUYHOTO AOHOpa 3seKTpoHa P mpu 864—867 HM. Ha BcTaBkax K naHensim
a ¥ 6 B yBeIMIEHHOM MacITabe mokasaHa obsactsb Q, rmosioc nornotienust Mmojiekyn (b)®Deo; kpuBbie coBMetieHb! ipu 490 HM.
6 u ¢ — PasHocTHbIe criekTpbl «PlI, nHKyoupoBaHHble Tipu 5 °C-munyc-HaTtuBHbie PLl» (7), «Pll, nHKyOMpoBaHHbBIE TTpU
25 °C-munyc-HatuBHble PL» (2) u «PLl, unkyoupoBaHusie npu 43,5 °C-muHyc-HaTuBHble PLI» (3), mosydyeHHble U3 crieK-
TPOB TMOTJIOLIEHMS, TPEICTABICHHBIX HA TIAHENSIX d M 8 COOTBETCTBEHHO. CTpenKu MOKa3bIBAIOT HAMpaBieHe aOCOPOIIMOHHBIX

W3MEHEHUI

yBennuyenune Q, (0-0) monocet ®@eo npu 674 HM.
OTU JaHHbIE CBUAETEIBbCTBYIOT 00 yXOie U3 MO-
nudunmpoBaHHblXx PILI yacTu HaTUBHBIX MoJe-
kyn b®eo u onHOBpEeMEHHOM BCTpauMBAHUMU B
OCBOOOXIIaeMble MECTa CBS3bIBAHUS BHEIIHUX
Mosiekysn Deo BCleACTBUE Tpoliecca MUTMEHTHO-
ro 3amemieHusi. HaGmomaeMmble abCOpOLIMOHHBIE
M3MEHEHUSI 0COOCHHO OTUYETIMBO BUIHBI B pas-
HOCTHBIX crekTpax (puc. 2, 0), MOJy4YEHHbBIX BbI-
YUTAaHUEM CIIeKTpa IOMIOIIeHUs HaTUBHBIX PLI
n3 crnekTpoB norouieHus Meo-3amemiéHHbIX PLI.
B uvactHocTH, B pasHocTHOM criekTpe «PLI, uH-
KyoupoBaHHble Tipu 43,5 °C-MUHYC-HaTUBHBIE
PLl» paspemaerca BubGpoHHas mnojoca Q, (0-1)
npu 613 HM, nmpuHamiexainas Moiekyiaam dDeo,
BHeapuBiIuMcs B cTpykTypy PLI. M3 cpaBHeHus
Pa3HOCTHBIX CIIEKTPOB TaKXK€ XOPOIIO BUIHO, YTO
yactuyHas 3ameHa b®deo Ha Peo umeeT MecTo
yxe nipu 5 °C.

BcraBka K puc. 2, a mokasbiBaeT, 4To B obJia-
ctu Q, rtepexonoB mouiekyi (b)®eo nakyoaums PLL
¢ ®eo B TLT-0ydepe nipu 25 °C (kpuBas 3) npu-
BOJIUT K YAaCTUYHOMY YMEHBIIEHMIO TOIJIOLIECHUS
Ha KOPOTKOBOJIHOBOII cTopoHe mupokoin Q,(0-0)
nosiockl HaTUBHBIX PLI mpu ~535 HM, npuHaaie-
JKalleid mepeKphIiBaloIIMMCS BKJIagaM OT MOJIEKYI
B®eo H, 1 Hg, 11 X pa3BuTnio BUOpOHHOI MTOIOCHI
npu 510 HM. DTOT (pakT BMECTe ¢ IIPUCYTCTBUEM B
pa3HocTHOM cnekTpe «PLI, nHKyOrupoBaHHEbIE MTPU
25 °C-munyc-HatuBHble PL» (puc. 2, 6, KpuBas 2)
OTpHUIIATELHOMN MOJOCK Mpu 527 HM M MOJIOXKHU-
TeJIbHOI ToJ10chl TIpH 510 HM yKa3bIBaeT Ha CEeleK-
THUBHOE 3aMellIeHNE B 3TUX YCIOBUSIX YaCTU MOJIe-
ky1 b®eo Hy B HeakTMBHOI BeTBU KO(MaKTOPOB
PII [20]. AHamornyHble crieKTpajabHble U3MEHEHUS
MEHbIIIENH aMIUIMTYIbl MOXHO TakKXe pa3IM4YUTh
Ha puc. 2, a (BcTaBKa, KpuBas 2) u puc. 2, 6 (Kpu-
Bas 1) nius PLI, naukyoupoBaHHbIX ¢ Deo nipu 5 °C.
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Puc. 3. Pesynbrathl pa3jioxeHMsl Ha TayCCOBBI KOMIIOHEHTBI CIieKTpoB noroiueHust PLI Rba. sphaeroides R-26 B oGnactu 645—
1000 aMm: HatuBHBIE (a), MHKyOupoBaHHble ¢ Meo B TLT-6ydepe npu 25 °C (6) u ipu 43,5 °C (8). CrekTpbl, MOKa3aHHbIE
YTOJMIIEHHBIMU JIMHUSIMU, TIPEICTABIISIIOT COOOM CIIEKTPHI MOMIOLIEHUST U3 PUC. 2, @, U3 KaXIOTr0 M3 KOTOPHIX ObLIa BBIUTCHA
COOTBETCTBYIOIIasl 6a30Basi IMHUSI B BUIE IIPSIMOI IMHUM, COSAMHSIIONIEH TOUKH criekTpa mpu 645 1 950 Hm. TOHKUMU TUHUSIMU
IMOKa3aHbl TAyCCOBBI KOMITOHEHTHI. [10TyIIMPUHBI raycCOBBIX KOMITOHEHTOB (TTOJYITMPUHA Ha TOJTyBbICOTe) st ojioc bXit P
(xpusbie 1) u BXi By (kpuBbie 2) ObUIM IPUMEPHO OIMHAKOBBIMU ISl Bcex 00pa3iioB (60—63 um mist P u 27—28 uMm st Bas).
IMonymmpuHa KommoHneHTa wist b®eo Ha s (KpuBbie 3, 3aKpallleHHbIE CEPhIM IIBETOM) YMEHBIIAIACHh C YBEIUICHUEM CTETICHU
MMUTMEHTHOTO 3amelieHusI ¢ 38 10 30 HM B CBSI3M ¢ HEOOXOIMMOCTBIO YU€Ta acuMMeTpuu 1mojiockl [20]. KoMmmoHeHTH 4 11 5 00y-
ciioBsieHbl hOHOBBIM MoroneHueM PLI. KOMIOHEHT 6 npeacTaBisieT Mojiocy MonIoleHsi THKOPIOPUPOBAHHBIX MoJieKy1 Peo
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Crenenb 3amenieHuss b®eo nHa ®eo B P Rba. sphaeroides
R-26 B 3aBUCMMOCTM OT TeMIIEpATYPhI CPedbl MHKYOALnu
U criocoba BBeaeHusT Mosiekya Peo B cpeny

deo qjl?](j B6 cgecm
-oyd®ep
Temmeparypa, °C Bé?;g;%gﬁge +10%-HbIit
(crtoco0 1) aneroH
(crocob 2)
5 7% 12%
25 20% (52%*) 51% (26%**)
43,5 48% 70%

IMpumeuanue. CTeneHb 3aMeIIEHUsT OLIEHMBAJIACH 110 YMEHb-
LIEHUIO TUToIaau monockl b®eo mpu 760 HM B criekTpax Io-
mmomieHnsT Meo-3aMem€HHBIX PLI OTHOCUTENBHO THIOIIAIN
AHAJIOTMYHOM MOJIOCH B crieKTpe HaTuBHBIX PLL (cM. puc. 3).
TouyHOCTb O1IeHKM cocTaBisia +5%.

* TTocne no6asku 10%-Horo alieToHa.
** TTocne ynanenust 10%-Horo alneroHa.

AMIUIMTYIa TaKUX U3MEHEHUI 3HAUYUTEIbHO BO3-
pactaeT nocie uHkyoauuu npu 43,5 °C, koraa
MUTMEHTHOMY 3aMEIleHUIO TTOABEPraeTcsl OCHOB-
Hast yacTh MoJieKys1 B®eo B caiite Hy. B aToMm ciy-
yae B CIEKTpe IoraoiieHus: (puc. 2, a, BCTaBKa,
kpuBas 4) HaOmopaiorcs Q, (0-1) monoca PDeoy

0,04

0,02 |-

0,00

3ABEJIVH u np.

npu 510 um u Q,(0-0) monoca npu 545 HM, BKIIIO-
yalollasi B OCHOBHOM BKJajibl OT MoJiekyl1 Peog u
b®eo, a Takxke, BO3MOXHO, B HEOOJIBILION cTere-
HU OT MOJIEKYJIbI Deo,.

Hnsg Toro 4YtoObl KOJMYECTBEHHO OLEHUTh
cTereHb 3amelleHust moiyiekyal b®eo Ha Peo B
TLT-6ydepe, cieKTpbl MOMIOIIEHUSI HATUBHBIX U
®eo-MonupunmpoBanHbix PLI us puc. 2, a pasna-
rajy Ha rayCcoBbI ITOJIOCHI B 00s1acTH Q, Mepexo10B
murMeHToB (645—1000 HM) (puc. 3).

HMcnonb3yss oTHoOLUeHMsT TIuiolaaeil (MHTe-
IPUPOBAHHOIO IOMIOIIEHMS) TT0A KPUBBIMU 3 IS
MoIU(ULMPOBAHHBIX IIpenapaToB K IUIOIIAAW
rnoa KpuBoii 3 ajist HaTUBHBIX PLI B KauecTBe Mephl
3aMellaeMOoCT nurMeHToB B caiitax H, m Hy,
u3 puc. 3 6pu10 onpenesneHo, 4ro 20% u 48% mo-
Jekyn1 b®eo 6bun 3ameHeHbl Ha Deo mocie WH-
kyo6amuu nipu 25 °C u 43,5 °C cooTBeTCTBEHHO (Ta-
onuia). CTereHb MUIMEHTHOTO 3aMeleHUs TToce
uHkyOauuu npu 5 °C (maHHbIE HE TPEACTaBICHbI
Ha puc. 3) coctapisia 7% (tabnuua). YAuThiBasi,
YTO OTHOIIIEHHE TIoIIaaei Ha puc. 3 1aéT cymMmap-
HYIO OLICHKY CTeTieHM 3aMeleHus Mojiekyn bdeo
B caiitax cBsa3biBaHust Hy u Hg, a B TLT-0ydepe 3a-
MEIIIEHUIO MOABEPraloTCs IIaBHBIM 00pa3oM MO-
Jexyinl B caiite Hy (puc. 2, a u 6), cTeneHb celiek-
tiBHOTO 3amelneHust b@eo Hy Ha @eo nipu 5 °C,
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Puc. 4. PasHoctHbie (cBeT-MuHyc-TeMHOTa) crieKTpbl Ha/Ha miist HaTuBHbIX PLL Rba. sphaeroides R-26 (1) u PLI mocie nuky6a-
u ¢ Peo B TL-6ydepe pu 25 °C (2) m 43,5 °C (3). Kpusast 4 mpencraBiseT aHAIOTMYHBIN pa3HOCTHBIN crieKTp wist PLL mocie
nHKy6amuu ¢ @eo B TLT-6ydepe nipu 43,5 °C. Bce pa3HOCTHBIE CIIEKTPHI IMMOJTYYSHBI I TIPENapaToB, MMEIOIINX OMMHAKOBOE
ronioiieHre B Makcumyme Qy rosochl P ripu 864—867 HM B UCXOIHBIX CIIEKTPaX MOIIOLICHUS
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25 °C u 43,5 °C moxeT ObITh olieHeHa Kak 14%,
40% un 96% cootBeTcTBeHHO. OIHAKO B Cilydyae
nHKyOoauuu npu 43,5 °C oLleHOUHOE 3HAaYeHUE SIB-
JISIETCsI, TI0-BUAMMOMY, HECKOJIBKO 3aBBILLIEHHBIM,
MOCKOJIbKY, KaK OyaeT moka3zaHo Huxe (puc. 4),
MpU 3TOM TeMIIepaType 3aMellIeHUIO TTOABEPraeTcs
Takke HeOosbias yacth (~10%) monexkyn b®eo
B calite H,.

HopMupoBaHHBIE  CIIEKTpbl  IMOIJIOIIEHUS
M Pa3HOCTHBIE CHEKTPbI, IpPENCcTaBJIeHHbIE Ha
puC. 2, 6 U ¢ COOTBETCTBEHHO, MOKa3bIBaIOT, YTO
nHky6anus Pl Rba. sphaeroides R-26 ¢ deo B
TL-6ydepe B mpucyrctBum 10%-Horo arneto-
Ha tipu 5 °C, 25 °C u 43,5 °C npuBOAUT K CIEK-
TPpaJIbHBIM M3MEHEHUSIM, Ka4eCTBEHHO CXOIHBIM
C TeMH, UYTO HaOJIOAAlOTCS MpU MHKYyOaluu B
TLT-0ydepe B oTcyTcTBUE alleToOHA (puc. 2, a 1 0).
Opnako 3amemenue b®eo Ha Peo B TL-Oydepe
ObUIO 3HA4YUTENbHO Oosiee 3(EOEKTUBHBIM, 4YeM
B TLT-Oydepe. Mcmonb3ysd pasioxeHUE CIeK-
TPOB momiolleHus: B objactu 645—1000 HM Ha
rayccoBbl KOMITIOHeHTHI (puc. S1 IlpunoxeHus),
OBbLIO OTpeneeHO, UTO CyMMapHasl CTeTlieHb MUT-
MeHTHoro 3amelieHusi B TL-Oydepe cocrtaBis-
na 12%, 51% wu 70% mnocne uHky6auuu mnpu 5 °C,
25 °C u 43,5 °C cooTBeTcTBeHHO (Tabauua). Uc-
XO0As1 M3 3TUX JAHHBIX, 3G (GEKTUBHOCTh CeJIeK-
tuBHOTO 3amelneHuss b®eo Hy Ha ®eo nipu 5 °C
n 25 °C MoxeT ObITh OlleHeHa BeaudyuHamu 24%
1 okono 100% coOTBETCTBEHHO, B TO BpeMsl KakK
npu 43,5 °C, Hapsay C NperuMyIleCTBEHHbIM 3aMe-
meHueM B Hp-caiiT, B 3HaUUTEIbHOM YaCTU MO~
dunnposanHbx PLI BHelrHuii deo BcTpanBaeTcs
B caut H,.

s 6osiee TOYHOM OLIEHKM CTEIeHU 3aMellle-
Husa b®eo Ha Peo B caiite Hy, B 00enx MCIonb-
30BaHHBIX Oy(depHBIX CHUCTeMax ObUIM TIpoBeae-
Hbl CPaBHUTEJbHbBIE HCCIEIOBAHMUS Pa3HOCTHBIX
(cBeT-MuHyc-TeMHoTa) criekTpoB Hy/H, (puc. 4),
OoTpaxamwlIUX CeJIeKTUBHOE (POTOHAKOIIEHUE
BoccraHoBiaeHHOro b®Peo Hj mpu HU3KUX okwmc-
JINTEJIbHO-BOCCTAHOBUTEIbHBIX MOTEHIIMAIAX Cpe-
Ibl [24, 35, 36].

IIpuBenénHuelii Ha puc. 4 (kpusasi /) pa3HOCT-
Heiii cnektp Hi/H, nnsg HatuBHbiX PLI xopoio
COOTBETCTBYET cIekTpaM ¢oToHakoruieHus1 Hj,
paHee onyonukoBaHHbIM 1t PLL Rba. sphaeroides
R-26 [24, 35, 36|, meMOHCTpUpYS CEJIEKTUBHOE
BeiLiBeTaHue Q, u Q, monoc b®eo H, mpu 762 u
543 HM COOTBETCTBEHHO, IOSIBJIEHUE XapaKTep-
HBIX T1OJIOC MOMIOLIEHUST aHUOH-paaukaia Hx npu
660, 912 1 965 HM, a TaKKe 3JIEKTPOXPOMHBII KO-
POTKOBOJTHOBBIH CIBUT U YMEHBIIIEHUE TUMOJIbHOM
CWJIBI TIOJIOCHI MOIVIOIIEHUSI MOHOMEPHBIX MOJIe-
kyn bXn B oonactu 800 HMm. M3 puc. 4 BUgHO, 4TO
pa3sHOCTHBIN crekTp misg Peo-MogudUIIMpOBaH-
HbiX PLI, monyyeHHbIX MHKyOalueit B TL-Oydepe
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npu 25 °C (kpuBas 2), NpaKTUYECKU UIAECHTUYECH
no ¢opme crnekTpy A HaTuBHbIX PLl u coBma-
JaeT ¢ HUM 1o amrumTyae. (MuHopHoOe pasiauuue
10 aMIUIUTYAE MEXIy KpUBBIMU 1 M 2 HAXOOUTCS B
npeneax olMOKY U3MepEeHM, KOTopasi COCTaBIIsI-
Jna +5%.) AHaTOTUYHBINA pe3ybTaT ObLI MOJy4YeH
takke a1 Peo-monudunmpoBanHbix PLL mocne
nHkyo6auu B TLT-0ydepe npu 25 °C (puc. S2
[Tpunoxenus). DT HaOJIOOEHUS MOATBEPXIAIOT,
YTO MPU MHKYOALIMU MPU KOMHATHON TeMIlepary-
pe BHemHuit Meo 3ameliaeT MPEUMYIIECTBEHHO
HeaKTUBHBIE MoIeKyJibl bB®eo Hy ipu coxpaHeHnun
doroxuMmyeckn akTHUBHBIX MoiyieKyl Bb®deo Hi,.
ITocne nnky6auuu B TL-6ydepe npu 43,5 °C pas-
HOCTHBII CIIEKTP OCTAETCSI HEM3MEHHBIM 110 (op-
M€, HO 3HAYUTEJbHO YMEHBIIAETCS 10 aMILIATYIe
(puc. 4, xpuBas 3), mokasbiBasi, YTO B 3THUX yCJIO-
BUSIX MOJIEKYJTbl D e0 YaCTUYHO BCTPAUBAIOTCS TaK-
ke B caiiT H,, HO, B oTinure oT HaTuBHOTO b®eo,
OHM HE€ CIOCOOHBI K (POTOHAKOIUIEHHIO BOCCTa-
HoBjieHHOI dopMbl (Peoy). Hanbomee BeposiTHOM
MPUYUHONI 3TOTo 3(hheKkTa sBiasieTcsl dojiee OTpU-
LIaTeIbHbIN MOoTeHIMan BoccTaHoBaeHUsT Deo 1o
cpaBHeHMIO ¢ B®Deo, UTo NPUBOIUT K MOBBIILICHUIO
YPOBHSI CBOOOIHOI 2HEPTUU cocTosiHUS P*®Deo, u
K M3MEHEHMIO SHEPIreTUKU Ipoliecca pa3aeeHus
3apsa0B B MmonuduuupoBaHHbiX PLI (17151 6osee ne-
TaJIbHOTO OOCYXIEHUS U CChIJIOK CM. paboTy [21]).
M3 cooTHOIIEHUs aMILUIUTYA aOCOPOIIMOHHBIX U3-
MEHEHMI B pa3HOCTHBIX crieKTpax 3 u I B mojoce
aHuoH-panukaiga Hx mpu 660 HM creneHb 3ame-
mwenus b®eo H, nocne nuky6auuu B TL-0Oydepe
npu 43,5 °C 6bu1a oueHeHa paBHoil 60%. AHaio-
TMYHOE CpaBHEHME aMIUIUTYA a0COpPOLIMOHHBIX
M3MeHeHui npu 660 HM B Pa3HOCTHBIX CIIEKTPax
(boToHaKoIIeHUsT aHMOH-paaukana Hy B HaTuB-
HbeiX PL 1 ®@eo-monudnunpoBanHbix PLI, mHKy-
oupoBaHHbIX B TLT-0ydepe npu 43,5 °C (puc. 4,
KpuBble I u 4), mokazano ~10%-Hoe 3amereHue
B®eo H, Ha Peo.

B nmomosHUTENbHBIX 3KCIEPUMEHTAX C UHKY-
banueii mpu 25 °C (cnekTpbl He TTOKa3aHbl) ObLIO
HalineHo, yto no6aBka B TLT-0ydep 10%-Horo
alleTOHa YBEJIMUMBAJa CyMMapHYIO CTeNeHb 3aMe-
menus b®eo Ha Peo ¢ 20% 10 52% (tabnuua).
Hanpotus, ymamenue n3 TL-0ydepa 10%-Horo
alleToHa MYyTEM BbIIEpXKMBaAHUSI pacTBopa (10
BHeceHus1 PIl) Ha Bo3myxe mpu KOMHaTHON TeM-
rneparype B T€YEHHME CYTOK CO CIEKTPO(OTOMET-
pUYECKUM KOHTPOJIEM COJEpXXaHUs alleToHa
MPUBOAMIIO K YMEHBIIEHUIO CTETIEHU 3aMelleHUs
¢ 51% no 26% (tabauiua). DTOT pe3yabTraT IoKa-
3bIBAET, UTO B OMMCAHHBIX BBIIIE SKCIIEPUMEHTAX
poJb alleToHa KakK OPraHMYEeCKOro PacTBOPUTEIS
HE OrpaHuWYyMBajach BBEIEHUEM TUIPOGOOHBIX
Mojiekyl @eo B OydepHYH BOIHO-IETEPreHT-
HYIO Cpeny.
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OBCYXKIEHUE PE3YJIBTATOB

IMonyuyeHHble B paboTe JaHHBIE MOKA3bIBAIOT,
YTO TeMIepaTypa cpeibl MHKYOalluu U arperamu-
OHHasl ¢opMa BHEIIHETO THUTMEHTAa OTHOCSITCS
K (pakTopaM, KOHTPOJUPYIOIIUM BO3MOXHOCTb,
CENEKTUBHOCTh U 3G (HEKTUBHOCTh XMMMYECKOTO
3aMellleHUs HAaTUBHBIX XpoModopoB B bdeo-co-
Jepxamux 0enkoBbIXx kapmaHax PILI Rba. sphae-
roides R-26.

Ponb Temneparypsl cpenbl MHKyOanuu. PaHee
Scheer u Struck [10] mpennmoaoXwuau, 4To s
YCHENIHOTO MPOTEeKaHWs Tpoliecca XUMUYECKOTro
3aMeIleHUs] MHKYOAallMOHHYIO CMECh, comepXka-
myto PLI ¢ n36bITKOM MOAMGUIIMPOBAHHOIO TTUT-
MEHTa, HEeOOXOIMMO HarpeTb OO0 TeMIIepaTyphl,
Ou3Kol K «Touke TaBieHust» PL (~42-43 °C).
[Ipy >TOM TPOUCXOAUT yCUJIEHWE BHYTPEHHUX
JIBIKEHUI Oeika, 4To o0ecreuynBaeT yCIOBUS IS
JOCTVIKEHMSI paBHOBECHUsI MeXIy A00aBICHHBIM
MOAUMUIIMPOBAHHBIM MUTMEHTOM M MOJIEKYJIaMU
HATUBHOIO MUTMEHTa, CBSI3aHHOTO ¢ Oenkom [11].
Pesynbrartbl HalmMx MccaeNOBaHUI TTOATBEPXKAA-
10T BIMSIHME TeMmIieparypbl Ha 3(@PeKTHUBHOCTD
MUTMEHTHOTO 3aMelleHus (puc. 2; Tadbauua). On-
HaKO TperojaraeMblii paHee <«BbICOKOTEMIIepa-
TYpHBIl» PEXUM HE SBISIETCS, OYEBUIHO, KpU-
TUYECKM BaXXHBIM BO BCEX CIyYasx, IMOCKOJBKY
s dekTuBHOE 3aMenieHne bPeo Hy Ha Peo Ha-
OmropaeTcs yXke IIpu KOMHATHOM TeMnepatype [20]
U, yactTuyHo, yxe npu 5 °C (aTa padora), TO eCThb
B YCJIOBUSIX, Koraa O6enkoBasi cTpykrypa PLI-koM-
TJIeKca CoxpaHsieTcss HeBO3MYIIEHHOH. B mocen-
Hee BpeMsl B MHOTOUMCIICHHBIX HCCEIOBAHUSIX
ObLIO TMOKa3aHO, YTO O€JKM B WX HOPMaJIbHOM
COCTOSIHUM (Hampumep, Mpu (HU3NOJIOTUIECKUX
YCJIOBUSIX) He 00y1anatoT (PMKCUPOBAHHON CTPYK-
TYpOii, QIYKTYUpPYysT MEXI1y MHOXECTBOM KOH(DOP-
MallMOHHBIX COCTOSIHUI (1151 0630pa cMm. [37, 38]).
B pa6ote [39] OblIM TeopeTUYECKU MpOaHATU3U-
pOBaHbl HOPMUPOBAHHbBIC aMIUIUTYIbl U HampaB-
JIEHUs JOMUHUPYIOIIMX MOJ, CBSA3aHHBIX C COIJia-
COBaHHBIMM (IYKTyallMsIMU OEJIKOBOIO MaTpUKca
B PLI Rba. sphaeroides. IlonyyeHHbIE HAMU JaHHbIE
YKa3bIBAlOT HAa TO, YTO OEJKOBBIC JBUKECHMS, BO-
BJICUEHHBIC B MPOILIECC TUTMEHTHOTO 3aMelIeHUS B
PII-komMmiekce, akTuBMpoBaHbI yxe mipu 5 °C, 1 nx
BJIMSTHUE Ha 3 OEKTUBHOCTDH 3aMEIEHUST BO3pac-
TaeT MPU MOBBIIEHUN TeMIIepaTyphl Cpeabl. XOTs
JIeTaju Mpoliecca 0OMeHa MUTMEHTHBIMU MOJIEKY-
JJAMU OCTAlOTCSl HESICHBIMU, TEPMOAKTUBHUPOBAH-
Hble OenkoBble ABUKeHUs1 B PLI, mo-Buaumomy,
CMOCOOCTBYIOT (ACCUCTUPYIOT) BBIXOAY HATUBHOTO
b®eco u3 caiita CBA3BIBAHUS U OJHOBPEMEHHO-
My BCTpaMBaHWIO B TOT ke caiiT BHemrHero deo.
JanbpHeiie uccieioBaHusl ¢ TTOMOIIbIO KOMOU-
HAllMM BKCIIEPUMEHTAIbHBIX U TEOPETUYECKUX ME-

3ABEJIVH u np.

TONIOB, BKJIIOYAsl MOJIEKYISIPHYIO JMHAMUKY, HEili-
TpoHHOe paccessHue U AMP [38, 40], moTpebytoTcs
JIJISI BBISICHEHMST IIPUPOABI M XapaKTEPUCTUK TaKUX
IBVKeHU. BeposTHO, BIMSIHME TeMIIEpaTypHOTO
(hakTopa Ha Tmpoliecc 3aMeIIeHNUS B 3HAYUTETbHOM
CTEMEeHW OTMpeesieTcss CTEMEeHbI0 CTepPUYEeCKOM
JOCTYITHOCTH CBSI3bIBAIOIIETO OEJIKOBOro KapMma-
Ha IS BHEIHEro MurMeHTta. BenenmcTtBue sToOro
Mosekyna bdeo, okann3oBaHHas B OTHOCUTEb-
Ho goctynHoMm caiite Hy B PLI Rba. sphaeroides
R-26 [21], addexTUBHO 3aMelaeTcss MOJIEKYJIOMN
®deo yxe 1pu KoOMHaTHOM Temneparype ([20], sTa
pabota). B To ke Bpems sl BCTpauBaHUS MoOJie-
KyJbl Deo B cTepuyecku 6osiee 3a0JIOKUPOBAHHBII
caiit H, [21] TpeOyloTcs nBUXeHUsT Oeiaka 00Jb-
1Ie aMIUIMTYAbI, aKTUBUPYEMbIE TOJbKO MPHU I10-
BBILIEHHBIX Temmeparypax [10, 15, 20, 27].

Pomb arperanmonnoro cocrosinuss Peo. Jlis
3(pHEKTUBHOIO OCYILIECTBIEHUS IMpearojaraeMo-
rO BBIIIE COMPSDKEHHOTO Tpoliecca MUTMEHTHOTO
3aMeIleHUs] 2K30TeHHbIM MUTMEHT JIOJDKEH OKa-
3aThCsl, OYEBUIHO, BOIU3M caliTOB cBsI3bIBaHUS H
u Hp. OgHako, MOCKOJBKY 3TU CalThl HAXOASITCS
B ruapodobHoii obnactu PlI-komruiekca, okpy-
JKEHHOMN «JIeTepreHTHBIM MOSICOM» U3 MOJIEKYJI
JIOAO [41], BO3HMKAIOT BOIPOCHI, KAKMM OOpa-
30M TakKasl CUTyallusl peajM3yeTcsl IIpU BHECEHUU
Mosiekysn Peo B BOAHO-AETEPTEHTHYIO Cpeny WMH-
Kybaluy U B Kakoil ¢hopMe arperaliii HaXoasiTCs
Mosiekysnbl deo, HemoCpenCTBEHHO yuyacTBYIOIINE
B peaklMy 3aMeleHus.

[MonyyeHHbIE HAMU TaHHbBIE TOKA3bIBAIOT, YTO
B cucreme ®eo + TLT-0ydep, nmpuroropiieHHOM
no crnocody 1 B OTCYTCTBME alleTOHA, MUTMEHT
HAXOJAUTCSA, CyIs 1O ero CHEKTpY MOMIOLIEHUS
(puc. 1, 2), mpenMMyIIeCTBEHHO B MOHOMEpPHOI
¢dopme B cocTaBe CBOOOIHBIX MULIEILT JETEPTeHTOB
cpenbl. TOT hakT, YTO BHECEHUE B 3TY CUCTEMY Ha-
TuBHBIX PLI mpuBonuT Kk ux Mmonudukanuu (puc. 2,
a m 0), yka3bIBaeT Ha TO, YTO B Ipoliecce MHKyOa-
LIMY IPOUCXOAUT 0OMeH MOHOMepHBIM Deo Mexy
mulesiamu TLT-0ydepa u neTepreHTHbIM MOsSICOM
JIOAO. Bo3MoOXHOCTHL OOMEHa COJIOOUIN3UPO-
BaHHBIM BEIECTBOM MEXIY MUIIEIIaMU XOPOIIIO
U3BeCTHa B JMTepatype (mis ob63opa cm. [42]).
Ilepexon murMeHTa U3 CBOOOAHBIX MMILEIT Oy-
depHOIT cpenbl B MULEJISPHBIM AeTEepreHTHBIN
nosic PLI mpoucxonuT, 1mMo-BUAMMOMY, MIPU CIIMSI-
HUM MMLEI ¢ 00pa30BaHUEM KOPOTKOXUBYIIUX
cylepMulIe/UT C Tocienyolieit (gparmeHTamnuei
Ha MULEIBI 00bIYHOrO pa3mepa [42]. Ucxons uz
MPEATIONOXKEHUSI O TOM, YTO paclpesesieHue Mo-
JIEKYJ1 TIMTMEHTa MEXI1y MULIeJIJIaMK TTOMYMHSIeTCSI
pacnpeneneHuio Ilyaccona [43], pacuéTr HaA OCHO-
BE MCITOJIb3yeMbIX B JaHHON paboTe KOHIIEHTpa-
uuu nurmenTa (~10~* M) u nereprentos [TX100
(1,6:10~* M) u JIJAO (4-10~* M)] mo3BossieT oLe-
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HUTB, 4TO Oosiee 99% MuLEN comepKaiu IBe U
6oisiee Mostekyabl Deo mociie TOCTUXKEHUS PABHO-
BeCHUsI B MHKYOAllMOHHOM cMecCH.

IIpu BHeceHuM aneToHoBoro pacrsopa ®deo
B TL-0ydep (crmocod 2), mo-BUAMMOMY, 00Opa3y-
€TCSd MUKPOTeTepPOTeHHas CHCTeMa, B KOTOPOM
ruapochoOHbIe MOJEKYJIbl MUTMEHTa paclpene-
JISIIOTCSI TI0 MEHbBIIIe Mepe MeXay AByMs (pazaMu:
BOIHO-alLleTOHOBOI (ha3oil (alleToH He oOpa3yeT
OTIENbHOM (pa3bl U TMOJHOCTHIO PacTBOPSETCS B
Bone) u muuemtamu JIJTAO. Mcxona u3 crnekTpa
MOTIOIIEHUS MUrMeHTa (puc. 1, Kpubas 3), Haubo-
Jiee BEpPOSITHO, YTO TUAPohoOHbIe MoeKyibl Deo
B BOJIHO-AIIETOHOBOM (pa3e oOpa3yloT m-Ji-comnpsi-
KEHHbBIC AUMEPHI, TTOMIOoMaIIe Ipu 695 HM, B
TO BpeMsl Kak B MulleisipHoii ¢asze deo Haxo-
JIUTCS B BUAE MOHOMEPOB, aCCOLMMPOBAHHBIX C
muneiamu JIJAO (nornoimeHue mpu ~672 HM).
Puc. 2, 6 1 ¢ 1 TabnuMIIa MOKA3bIBAIOT, YTO CTENEHD
MUTMEHTHOTO 3aMEIeHUsI B TaKOll MUKpOTeTe-
pOTeHHOI cucTemMe ObLIa CYLIECTBEHHO BHIIIE,
yeM B cucteme ®eo + TLT-O0ydep. PesynbraTh
JAHHOTO MCCJIeNOBaHUS HE TO3BOJISIIOT ClelaTh
OTHO3HAYHBIN BBIBOJ OTHOCHUTEIBHO BO3MOXHO-
cTi 2 (EeKTUBHOTO BOBJEYEHUSI B MUTMEHTHOE
3amemieHne numepoB Meo B TL-0ydepe. OmHa-
KO Takash BO3MOXHOCTb TPEACTaBISCTCS Masio-
BEPOSITHOI, MOCKOJILKY HaOJiofaeMoe pasjindyue
B BBIXOJIE pEAKIIMU MOXET ObITh OOBSICHEHO TeM
(HECKOJIbKO HEOXMIaHHbIM) (aKTOM, 4TO CTe-
neHb 3amelreHuss b@Peo Ha deo B mpucyTCTBUU
alleToOHa OKasajach BBIIIE, YeM B CIIydasx, Korma
alleTOH He 100aBJsiIcsd WKW ObUT yaanéH (Tabiau-
11a). PaHee ObL10 TOKa3aHO, 4TO 100aBKa alleTOHA
BBI3bIBACT OrpaHUYCHUE MUIIENIO00pa30BaHUS
1 TIOBBIIIIEHUE TeMIIepaTypbl TOYKM MOMYTHEHUS
B cucrteme Boga—TX100 BciencTBue M3MEHEHUS
CTPYKTYpHI BOIHOI ha3bl U afacopOIMM alleToHa
Ha MOBEepxHOCTU Mulemna—Boaa [44]. Ilpenmno-
JIOXKUTENbHO, B MPUCYTCTBUM alleTOHA MUILIEIIbI
TX100 u, Bo3MoxHo, JIJAO cTaHOBATCSI MeHee
CTaOMJILHBIMK, YTO MOTJO ObI OOJIErYUThb IMUT-
MEHTHBIII OOMEH MEXIy HUMHU U JAETEPreHTHBIM
nosicom PLI, moBbIlIas TeM caMbIM KOHIIEHTpa-
o MoHoMmepHoro @eo B obnactu bdeo-cBs-
3BIBAIOIIETO OEJIKOBOTO KapMaHa W yBEJIUYHUBas
BEPOSITHOCTb peakluu 3aMmelieHus. B To ke Bpe-
MsI, XOTs B OIMCAHHBIX 3/1eChb BJKCIIEPUMEHTaX
HCTIO/Ib30BalaCh OTHOCUTEJIbHO HU3Kasi KOHIEH-
Tpauus aneroHa (10%), Helxb3sl UCKIIOYUTDH, YTO
MPUCYTCTBUE 3TOTO OPTAHUYECKOTO PACTBOPUTEJIS
MOTJIO CIeNaTh JOKAJIbHYIO CTPYKTYPY CBSI3bIBAIO-
mux 0eakoBbeiX KapmaHoB B Pl Heckonbko Oosee
JJabuIbHOI, 00ecreurnBasi 0OIbIIYIO0 JOCTYITHOCTh
MoJsiekyn b®eo a5t murmMeHTHOrO ooMeHa. OaHa-
KO, €CJI TaKasl CUTyallusi UMeeT MECTO, OHa, OYe-
BUJIHO, HE OKA3bIBAaeT 3HAYMTEILHOTO BIMSIHUS Ha
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(byHKIIMOHABHBIE peaKLMU MepeHoca dJIEKTPOHA
B PLI. B monb3y aTOr0 CBUAETENBCTBYET TOT (DAKT,
yto nHKy6amus PLl ¢ ®eo B TL-0ydepe B mpu-
cyrctBum 10%-Horo aueroHa npu 25 °C, puBo-
nguias Kk ~100%-nomy samenienuio b®deo Hy,
He BJIMsIa Ha (pOPMY U aMIUIMTYAYy Pa3HOCTHOIO
crnekTpa (hoTOHAaKOIJIEHUS aHUOH-panukana Hjx
(puc. 4, xpuBasg 2). KpoMme TOro, BbIIIOJHEHHBbIE
paHee (HEeMTOCEKYHAHbIE M3MEpPEHUs Ha MOIM-
¢unmpoBaHHbiX PL Rba. sphaeroides, B KOTOpPBIX
MoJiekynbsl b®eo Hy u B®eo Hy ObLIM 3aMeleHbl
B npucytctBun 10%-Horo aieToHa MoJeKyJlamMu
[3-aueTun|-®eo, UMEOIIMMU MOTEHIIMAI BOCCTa-
HOBJIEHUS in Vitro, CPaBHUMBbII C MOTEHLMATIOM
b®eco, BBIIBUIM TMHAMUYECKUE XapaKTePUCTU-
KM TIpollecca MEPBUYHOTO pasfeeHusl 3apsiiaoB
OYeHb OJIM3KME K TaKOBbIM, HaOmwogaeMbiM B PII
nuKoro Tuna [45].

B 3akiioueHue OTMETUM, YTO B COYETAHUU
¢ npyrumu ¢daktopamu [10, 11] TemmepaTypHbIit
(akTop, cocrossHME arperaliMd BHEIIIHErO TIWT-
MEHTa W NPUCYTCTBHE HEOOJBIIOTO KOJIWYECTBA
OpPraHMYEeCKOTO pPacTBOPUTENS, UCCIeTOBaHHbIE B
JNlaHHOI paboTe Ha MpuMepe BCTpaMBaHUSI MOJe-
kyn1 @eo B cTtpykTypy PLI mypmnypHoii 6GakTepuun
Rba. sphaeroides R-26, Moryt, o4eBHUIHO, UTPaATh
BaXXHYIO pOJb B Mpolieccax CcalT-CeleKTUBHO-
ro 3aMelleHuss mUrMeHToB Takke B PLI npyrux
(OTOCUHTE3UPYIOLIMX OPraHU3MOB. YUET TaKuX
(bakTOpOB HEOOXOMUM IJII JOCTUKEHMS MaKCH-
MaJIbHO# CTEMeHW MUTMEHTHOTO 3aMelleHUS U
MOJYYCHUST CMEKTPAIbHO U (PYHKIIMOHAJIBHO TO-
MOTEHHBIX TpernapaToB  MOAUMUIIMPOBAHHBIX
PLI, yTo sIBISIETCSl BaXXHBIM TP MCCJENOBAaHUU
HauyaJbHbBIX, YJIbTPAOBICTPBIX CTaAUil (DOTOMHAY-
IIMPOBAHHOTO pa3nefleHusl 3apsaoB Mmpu (oTo-
CHHTE3€ METOIOM KUHETUYECKOI abCOpOIIMOHHOM
CMEKTPOCKOITUU.

baarogapuoctu. B  pabore wucnonb3oBa-
nu obopynoBaHue (cnektpodotomerp UV-1800
(«Shimadzu»)) 1LeHTpa KOJJIEKTUBHOTO IIOJb30-
BaHMs [lyIIMHCKOTO HAYyYHOTrO LIEHTpa. ABTOPHI
BbIpaxatot 6yaromapHoctb M.A. IllaruHoii 3a mo-
MOIIIb Ha HaYaJbHO cTamuu padboTHI.

Bknan aBtopoB. A.A. 3aGenun, A.M. Ixky-
pOIaTOB — KOHILIETILMSI U PYKOBOACTBO pabOTOId;
A.A. 3a6enuH, B.b. KoBaneB — nmpoBeaeHue 3Kc-
nepumeHToB; A.A. 3abenuH, A.S. IllkypomnaTos,
B.b. KoBaneB — o0cyxneHue pe3yabTaToB HUCCe-
noBaHus; A.A. 3abenuH, A.4. [lIkyponaTtoB — Ha-
MUcaHue TeKCTa.

Konduukr unHTepecoB. ABTOpPHI 3asBISIOT 00
OTCYTCTBUM KOH(JIMKTA UHTEPECOB.

®unancuposanue. Pabora BbIMojiHEHA 3a CUET
cpenctB roc3agaHus «CTpykTypa U (QYHKLUU
MUTMEHT-0EJKOBbIX KOMIUIEKCOB (DOTOCHHTE3U-
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PYIOLIMX OPraHU3MOB KaK HAaHOpa3MEPHBIX MpH-
POIHBIX TIpeoOpa3oBatelieil COTHEUYHOM SHEPTUn»
(Ne 122041100204-3).

Coomonenne saTnaecknx HOpM. Hacrosimias cra-

Thbd HE COACPKUT OITMCAHUA Kakux-Jmubo rccieno-

10.

BaHMIi C yJacTHUEM JIIOIEH WM XKUBOTHBIX B Kaue-
CTBE OOBEKTOB.

,HOIIOJIHP[TC.]II)HI)IE MaTepuaJbl. an/IJTO)KeHI/Ie K

cTaThe OINMyOJMKOBAHO Ha caiiTe XypHasa «buoxu-
mus» (https://biochemistrymoscow.com).
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ON THE MECHANISM OF SELECTIVE
CHEMICAL EXCHANGE OF BACTERIOPHEOPHYTINS
IN REACTION CENTERS OF Rhodobacter sphaeroides R-26

A. A. Zabelin*, V. B. Kovalev, and A. Ya. Shkuropatov

Institute of Basic Biological Problems, Pushchino Scientific Center for Biological Research,
Russian Academy of Sciences, 142290 Pushchino, Moscow Region, Russia; e-mail: zabelin.bio@gmail.com

In order to elucidate the mechanism of site-selective chemical exchange of chromophores in reaction centers
(RCs) of photosynthetic bacteria by external pigments, the efficiency of incorporation of plant pheophytin a
(Pheo) into the binding sites of bacteriopheophytin a molecules (BPheo) in isolated Rhodobacter sphaeroides
R-26 RCs was studied depending on the temperature of the incubation medium, the aggregation state of Pheo,
and the presence of an organic solvent (acetone). The degree of selective replacement of photochemically
inactive BPheo Hy molecules was ~15% upon incubation of the RC/Pheo mixture at 5 °C under conditions
when Pheo was in a water—detergent incubation medium in the form of monomers in free detergent micelles.
The exchange efficiency increased to 40% upon incubation at 25 °C and was about 100% at this temperature if
10% acetone was added to the incubation medium. The degree of pigment exchange was approximately twice as
high at both temperatures when a mixture of Pheo monomers and dimers in the presence of 10% acetone was
used as an incubation medium. The removal of acetone from such a medium with the preservation of pigment
forms led to a significant decrease in the efficiency of Pheo incorporation. The effect of acetone on pigment
exchange was also observed at an elevated incubation temperature (43.5 °C), when functionally active BPheo
H molecules were partially replaced. The results are discussed in terms of the mechanism according to which
(1) the temperature-dependent internal movements of the RC protein are a factor facilitating the release of the
BPheo molecule from the binding site and the simultaneous insertion of the Pheo molecule into the same site
in a coupled process, (2) the role of the temperature factor largely depends on the steric accessibility of binding
protein pockets, (3) the incorporation of Pheo occurs from a pool of monomeric molecules included in the
micelles RC-detergent, (4) the presence of acetone in the incubation medium facilitates the exchange of Pheo
monomer molecules between micelles in solution and the detergent belt of the complex.

Keywords: reaction center, (bacterio)pheophytin, binding site, chemical exchange, detergent micelles, Rhodobacter
sphaeroides
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MexaHusm rpoliecca (QOTOOKUCIEHUST GaKTEpUOXJIOpO(duIa CBETOCOOMPAIOIINX KOMILIEKCOB psifa Iyp-
MypHBIX (OTOTPOGMHBIX OAKTEPU TPU OCBEIIEHUM B TIOJOCY IOIJIOIIEHUS] KapOTMHOUIOB B TeUeHUE
MHOTMX JIET OCTaeTcsl HEBbISICHEHHBIM. C UCIOMb30BaHWEM Y3KOITOJIOCHOTO J1a3epHOTO U3IYYeHUsT HaMu
MPOBEIEHO U3MEPEHHE CTIIEKTPa NEWCTBUSI ATOTO MPOLecca B CIIEKTPaIbHbIX AMAra30Hax MOIIOIIeHUs Kapo-
TUHOMIOB 1 6akTepuoxiiopodmwuioB. [lokazaHo, 4To ¢pOTOOKUCIEHNE OaKTepHUOXTIOPO(UIIIA MPAKTUISCKUI
HEe TPOMCXOIUT MPU BO3OYXKIECHNUU ITUX MOJIEKYJI, & MPU BO3OYXXIEHUU KAapOTUHOUAOB — MTPOTEKAET C KBaH-
TOBbIM BbIx0moM 0KoJsio 0,0003. Ctosib HU3KOE 3HAYeHNWEe KBAHTOBOI'O BbIXOJA TO3BOJIMJIO MPEIIONIOXKUTD,
YTO M3yYaeMbIil TTPOIeCC MHULIMMPYETCS] TPUTIIETHBIMU COCTOSTHUSIMUA OCHOBHBIX KApOTUHOUIOB C TJTUMHOM
LIETIM COMNpPSIKEHHBIX ABOMHBIX cBs3eid N = 11. [1pu B3auMoaeiCTBUU C KUCIOPOIOM BO3/yXa 3TU TPUILIET-
HbIE€ COCTOSIHUSI BBI3BIBAIOT, XOTSI M C HU3KOI 3(h(heKTUBHOCTHIO, 00pa30BaHNe CUHIJIETHO-BO30YK/IEeHHOTO
COCTOSTHUST KUCJIOPO/A, TMPU B3aUMOIEHCTBUY C KOTOPBIM TTPOMCXOIUT OKUCIeHUE 6aKTepruoXJIopoduia.
TpuruieTHbIE COCTOSTHUSI KADOTUHOMIOB 00Pa3yIOTCsl B pe3yJibTaTe U3y4YeHHOIro paHee CUHIJIET-TPUTLIETHO-
ro aesieHust Bo30yxaeHus:. [TosydeHHbIe pe3yIbTaThl YKa3bIBalOT HA HEOOXOIMMOCTh TTepeCMOTpa B3IVISIIOB
Ha HYHKIIMY KapOTUHOMIOB CBETOCOOMPAIOIINX aHTEHH MYPITYPHBIX OaKTepHiA.

KJIIOUYEBBIE CJIOBA: 6akreproxjopoduii, KapoTUHOUIbI, (POTOOKUCIEHUE, CIIEKTP NEUCTBUSI, KBAHTOBBIM
BBIXO/, TPUILIETHBIC COCTOSTHMSI, CUHIJIETHBIN KUCIIOPOI, CBETOCOOMPAIOIINE KOMIUICKCHI, IypIypPHbIE CEpHBIC

OaKkTepuu.

DOI: 10.31857/50320972522100086, EDN: BCGGDQ

BBEJIEHHNE

ITo coBpeMeHHBIM MpenCTaBACHUSIM, BE OC-
HOBHBIE (DYHKIIMM, BBIMOJIHSEMbIC KapOTUHOMIA-
Mu (Kap) B coctaBe (OTOCHMHTE3UpPYIOIIMX Opra-
HU3MOB, — PacCIIMPEHME CITEKTPAIbLHOIO Jrara3oHa
TMOIJIOIIEHUSI COJHEYHOIO CBETa, MCITOJb3YeMOTO
3aTeM PEaKLIMOHHBIMU LIEHTPaMU, W 3allliTa OT I'e-
Hepaluy XUMUYECKA aKTHMBHON (POPMBI KMCIOPO-
JIa — CUHIJIETHO-BO30YyXaeHHOro 'O, a Takxke Heil-
TpaJM3alusl 3TOTO COCTOSIHMS, €CJU CUHIVIETHBIM
KUCJIOPOJ, Bce Xe oOpa3oBajicsd. 3alluTHas (yHK-
LMl KapOTUHOMIOB BIIEPBHIE 3KCIEPUMEHTATIBHO
npoaeMoHcTpupoBaHa B padore Griffiths et al. [1]
Mo TpeKpalleHUIo AeJIeHUs KIETOK W paspylie-
HUI0O OCHOBHOIO ITMTMEHTa — O0OaKTepUOXJIOPO-

¢unna a (bXn) — B 6eckapOTUHOUIHBIX MyTaHTaX
HecepHoiIi 6akTepuu Rhodobacter sphaeroides B mpu-
CYTCTBUU BO3AyXa. DTU 3(PHEKThl OTCYTCTBOBAIM Y
KJIETOK TWMKOTO THIA, COAEPXKAIIMX KapOTUHOWIBI.
B conytcrBytoiieM KomMeHTapuu [2] 66110 caeaaHo
MPEAnojokeHe, YTo HabJtogacMble SIBJICHUST BbI-
3BaHbI FeHepalrell CMHIJIETHOTO KMCI0PO/a 3a CYET
B3aMMOJICMCTBUS KUCIOpOIa BO3AyXa C TPUILIET-
HbeIMU cocTossHusaMu BXn ((bXi) u nmomasneHueM
3TOTO Mpoliecca Mo MexaHu3My TymeHus *bXi ka-
potuHouaaMu. 3a npoiueninue moutu 70 get Takoi
B3[VISIA Ha 3allUTHYIO (DYHKIIMIO KapOTMHOWIOB
cTaJl o0LIEenpUHATHIM [3—5].

B npoTtuBopeune ¢ 3TUMU B3MISIIAMU BCTYAIOT
pe3ybTaThl MHOTOJIETHUX MCCENOBaHUI peakiiu
MypHypHBIX (POTOTPOGHBIX OaKTepUil Ha OCBellle-

I[Mpunsareie cokpameHus: bXim — 6akrepuoxiopoduii a; *bXn1 — tpurutetHoe cocrostnue bXi; BXn850 — dhopma Gakrepuo-
xjopodbuia a ¢ MaKCUMyMoM TortoieHust ipu 850 HMm; Kap — kapotuHoun; *Kap — TpUIUIETHOE COCTOSTHME KapOTHHOMIA,
CCK — cBeTocobupatommit komrieke; LH2 — mepudepuiinbie cBeTOCOOMpArOIe KOMITIEKCHI.

* Anpecart JU1sl KOppeCNOHIEHIIMH.
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HME B TIOJIOCY MOTJIOIIEHUs BXOISIIUX B X COCTaB
KapoTuHouaoB. Haubosee sspko 31 3¢ (heKThI ITpo-
ABJISIIOTCSL B Cllydae CepHbIX Oakrepuii. Tak, ObLIO
MoKa3zaHo, YTO OCBelleHUue KieTokK Allochromatium
vinosum cBeTOM, Bo30y:knarommm Kap, npuBoauT K
0oJiee MTHTEHCUBHOMY BbIlBeTaHUIO bXJ1, yem npu
BO30OY:KIEHUN caMoro OGakTepuoxjopodusmia [6].
AHajlornuHbIil  2¢deKT Habaomaucs Mpu ocBe-
IIEHUU M30JIMPOBAHHBIX CBETOCOOMPAIOIINX KOM-
mwiekcoB (CCK) psima myprypHbIXx Oaktepuit [7].
B o06oux cinyuyasix BbILBeTaeT (opMa OakTepuo-
xJopouia ¢ MAKCMMYMOM TIOIJIOIIEHUS B pailoHe
850 um (BXn850), u hoToBBILIBETAHKE TPEKPAIIIAST-
csl TmocJie yaanaeHus Kucaoponaa. B pabore MaxHeBoit
U COaBT. [8] mOKa3aHO, UTO MOXOXKKME CIIeKTpaIbHbIe
M3MEHEHUS MPOUCXOIAT B MeMOpaHax XxpoMarodo-
POB M B M30JIMPOBAHHBIX NepU(PEPUINHBIX CBETO-
cobuparonmx komrutekcax (LH2) mpu ux oxkucne-
HUU (peppulMaHUIOM Kajus. I1pu 3TOM IpoOmyKT
OKMCJICHUSI C MAKCHMYMOM IIOIJIOILIEHUST B paiioHe
700 HM OBLT UAEHTU(UIIMPOBAH KaK 3-alleTHJT XJ10-
podui. B padborax MaxHeBoii 1 coast. [9, 10] 6b110
MOKa3aHo, YTO BO30YXIeHHE BHECEHHOIO B Cpely
OCHTaJIbCKOTO PO30BOTO, WM3BECTHOIO TeHEepaTo-
pa 'O,", BBI3BIBAET B CIIEKTPaXx MOIIOLIEHUS XpOMa-
ToopoB U uszonupoBaHHbIXx CCK psima GakTepuit
U3MEHEHMSsI, aHAJIOTMYHbIE HA0JII0aeMbIM ITPU BO3-
Oy>xmeHun KapotuHonnoB. DoTosbilBeTaHne BXi
MpeKpalaioch Npu A00aBKe TYIIUTENEeH CUHITIET-
HOro Kuciopona. Ha ocHoBe Bcex mepeuncaeHHbIX
HaOMIoAeHUIA ObLT caelaH MapagoKcaabHbIN BLIBOI,
yTo BO30y:xkaeHue kKapotuHounoB CCK mpuBogut
K TeHepaludM CHUHIVIETHOTO KMCJopoda. 3aTeM B
pesynbrare B3auMoneiicteus 'O," ¢ X1 mpoucxo-
nut okucieHue bXn850 ¢ BhIlBETaHHWEM ITOJOCHI
noroueHus npu 850 HM u obpa3oBaHUEeM 3-ale-
i xjaopodwuia. Takum oOpa3oMm, KapOTHUHOUIBI
CIIOCOOHBI HECTU HE 3allMTHYIO, a AECTPYKTUBHYIO
(byHKI1IMIO.

MexanusMm redepanu 'O," mpu Bo30y:KIeHUU
KapOTMHOMIOB OCTAaeTCs HeM3BeCTHhIM. Mcrmosb-
30BaHHOE B ITIEPEUMCIECHHBIX BbIIIE paboTax IIUpO-
KOITOJIOCHOE BO30yxkneHue Kap ycaoxHseT MHTep-
MpeTalunio Pe3ybTaTOB U He MO3BOJISIET MPOBECTU
KOPPEKTHYIO OlIEHKY KBAaHTOBOTO BbIxoda (hOTO-
okucnenus bXn1850. B naHHoi1 paboTe ¢ MCMoab30-
BaHMEM Y3KOIMOJOCHOTO JIa3epHOTO BO30YKIEHUS
MBI TIPOBEJIM OIIEHKY KBaHTOBOIO BBIXOJA 3TOTO
rnpoliecca U U3MEPUIN CIIEKTp NelcTBUSA (HOTO-
oKkucyieHus1 bakTepuoxsiopodpusia LH2-kKomrek-
coB Alc. vinosum.

MATEPHAJIBI U METO/bI

IHoayyenue LH2-koMm1ekcoB. Knert-
ku Allochromatium vinosum strain MSU (paHee

KIIEHUWHA u gp.

Allochromatium minutissimum) 13 KOJJIeKIIUY Kade-
JIpbl MUKpoOHoioruu bruonornyeckoro akynsreTa
MT'VY BbIpamiuBany B aHa3pOOHBIX yCI0BUAIX (Do-
ToTpodHO). L1t moaydeHust XxpoMaTtoopoB KIeT-
KU pazpyuanu yasTpassykoM (Y3 H-1, CCCP) u
npoBoaAuan nuddepeHImaibHOe UEeHTPUGyrupo-
BaHue. XpoMatodopsl conodmiusupoBanu 2,0—
2,5%-HbIM OONELMIMAIBTO3UIOM, U CBETOCOOM-
paroIme KOMIUIEKChI BBIACSJIM XpoMaTorpadueii
Ha KoJioHke Toyopearl DEAE-650S («Toyo Soda»,
Anonwust) B rpagueHTe KoHueHTpauuu NaCl.
ITonpoOHoe omucaHue MOpoLeaypbl IMPUBEACHO
panee [11]. Ilpemapar LH2-koMmjaekcoB mpUro-
TaBJIMBAJU B KOJUYECTBE, TOCTATOUHOM JIJIsI TIPO-
BEJIEHMST BCEX DKCIIEPUMEHTOB.

®orookuciaenue LH2-kommiekcos B 10 MM
Tris-HCI (pH 7,5) npoBonwiu B 1 cMm criekTpodo-
TOMETPUUYECKOI KIOBETe TIPU ONTUYECKOM IJIOT-
HOCTM OKoJI0 1 B 1mosioce moryionieHust 850 HM npu
MHTEHCMBHOM TiepeMelimBaHuu. Vlcnonb3oBaiu
CBET UMITYJIbCHOM JIa3epHOit cucteMbl («Solar Laser
Systems», benopyccusi), cocTosieil U3 Ja3epa Ha-
kauku LQ 529B u mapamerpuuyeckoro rpeodpaso-
Barenst LP 603. CucreMa mo3BoJisieT MmojydyaTb UM-
MYJIbCHI TUTEIBHOCTHIO 6—8 HC B IMana3oHe UIMH
BOJIH A > 430 HM C LLIMPUHOI TTOJ0CHI He Ooiee 1 HM;
yacToTa CJIeA0BaHUs UMITYJILCOB cocTaBfsiia 15 I,
DHeprusi BCIBIIKK He ripeBbiana 0,15 mIx-cM2 1
ObLIa BhIOpaHa Tak, YTOOBI HE BBI3bIBATh HACHILIIE-
Hus Tipouecca ¢dortosbilBeTaHus bXn850 (puc. 1
B IlpwioxeHun); ee peryadpoBaiM C IOMOIIbIO
HeUTpaibHBIX CBETOMWILTPOB. CpenHIo MOIIl-
HOCTb IaJaIo0IIero Ha o0pa3ell cBeTa U3MEPSUI Tep-
MO3JIEKTprYecKoii rojjoBkoit 3A-P-v1-SH cyctpoii-
ctBoM mHaukauuu NOVA II («Ophir», U3paums).
CrieKTphl MOTIOIICHWS M3MEPSLTA Ha CITEKTPO(dOTO-
Metpe Shimadzu UV-1800 («Shimadzu», Anonus).
st uaMepeHus KaxkI0i TOYKM CIeKTpa JeiHCTBUS
(bOTOBBILIBETAHMSI UCTIOJIBb30BAIM CBEXYIO MOPIIMIO
CCK-koMmruiekcoB. Ha pe3yiasratsl U3BMepeHui mpu
UMITYJIbCHOM BO30YXXIEHUN MOXET BIUATH 3(PEKT
MpocBeTIeHUs obpasiia Bo BpeMsl BCIbIKu. [1pu
3TOM 00pa3ell MOIJIolaeT MEeHbIIIe CBeTa, YeM Clie-
JIYeT U3 €T0 CTAllMOHAPHOIO CITEKTPa MOIIOLIEHMS.
[Tpn ucronb30BaHHBIX SHEPTHUAX BCIIBIIIKA U KOH-
ueHtpauuu CCK B obpasie Bo30yxKaaaoch He 00-
nee 4% monexyn X1, mosTromy gaHHBIM 3 heKTOM
MbI TIpeHeOperaau. KBaHTOBBIN BbIXoa (hOTOOKHUC-
JieHus onpenessiiv 1no Gopmyne: @, = Npxu/ Npors
rae Ngx, — uucio Mojekya bXn850, okucieHHbIX
B pesyibrare 10-MUHYTHOTO OCBellleHMs oOpaslia,
a Nyor — YMCIIO TIOMIOLLIEHHBIX 32 TO Xe BpeMs (poTo-
HOB. bbUIM Takke MpoBeneHbl u3MepeHus (GoTo-
okucneHus bXn850 mpu Bo30ykaeHuu 100aBIeHHO-
ro KpacuTesss 6eHraJIbcKoro po3oBoro. Kpacuresnb
JMO0aBISUIM B KOJMYECTBE, NAOIIEeM IOIIOIIeHUE
1 omit. en. B Makcumyme 560 uM. [porienypa ocBelie-
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OOTOOKHNCITEHUE BAKTEPUOXJIOPOD®UIIJIA AHTEHHDbBI

HUs oOpaslia OblIa Ta Xe, 4YTO OIMcaHa Bbllle, TPU
JJIATEIbHOCTH ocBelieHus 10 MuH.

Koapdunuent skcrunknum  BXn850. s
omnpeneneHus yuciaa moiuekya bXn850 B obpasie
HEOOXOAMMO 3HaThb UX KO3(MGUIMEHT 3KCTUHK-
uu eg50 B CCK. ITockonbKy nutepaTypHbie 3Ha-
YeHUsl ATOro MmapameTpa 3HAUMTEIbHO BapbUpY-
I0T, MbI MpoOBeau ero ompeneaeHue. [TUrMeHTHI
LH2-KoMM1eKCoB ¢ U3BECTHOM ONTUYECKOM IJIOT-
HOCTBIO BKCTpParupoBaJii CMEChIO alleTOH/MeTa-
HoJl = 7/2 (v/v) u onpenensiau Kojandectso bXi B
BKCTpaKTe, UCITOJIb3YsI KO3MDPUIIUEHT SKCTUHKIINT
€770 = 76 MM~-cm~! [12]. IIpu moacuyere Ko3ddu-
nueHTa akctTuHKIMM bXn850 B LH2-kommiekcax
OBLI0 YYTEHO TO 00cTosATENbCTBO, uTO CCK comep-
JKUT TaKXkKe 0aKTepUOXI0pOhUILIBI, MOIIOIIAIOIINE
npu 800 HM, B cooTHomeHuu 1 : 2 ¢ bXn850 [13].
IMonyyeHHoe 3HaueHue €450 = 197 = 30 MM~'-cm™!
(cpenHee M3 4 uU3MEpeHMIi) XOPOLIO COBIAaAa-
eT ¢ BenuuuHoi 184 £ 13 MM~"-cM~!, mpuBeneH-
Hoii B ctathe Clayton u Clayton [14] nns BXa850
Rhodopseudomonas sphaeroides.

KonuyecTBeHHbIi aHAIM3  KAPOTHHOMIHOTO
cocraa LH2-koMIjiekcoB IPOBOIWIM METOAOM
BB2KX [15] Ha konoHke Spherisorb ODS2, 5 mkm
(«Waters», CIIIA). KoHleHTpalMio KapOTUHOU-
JIOB PACCUMTHIBAJIU, COTJIACHO MOJIyYeHHBIM paHee
KoadduiMeHTaM 3KCTUHKIMU [16], a 1uiomaneit
roJjioc norsotieHus B odaact 360—550 HM — ¢ To-
Moliibio mporpamMbsl LC-solution («Shimadzu»).

N3mepenns DIIP BbICOKOro BpeMeHHOro pas-
pemenusi (BP-OIIP) npoBoauiu Ha Moauduiu-
poBaHHOM criekTpomerpe PD1306 (CCCP), kak
ornucaHo paHee [17] mpu T = 120 K u A5 = 470
n 850 HM. JInsg mpUTOTOBJICHUS MCHOJb30BaIU
LH2-xoMmieKchl ¢ ONTUYECKOM IJIOTHOCThIO OKO-
o 50 B monoce 850 Hm. Temmepatypy moHuMXKa-
g 1o T = 120 K ¢ momoristo kpuoctata ESR900
(«Oxford Instruments», AHIIUS) O OpeaOTBpa-
IIeHUs aerpagaiuu oopasia. Odpasibl B KaueCTBe
KPUOMPOTEKTOpPa coaepxanu 66% rmuuepuHa. st
BO30YXIIEHUsI UCTIOJIB30BAIM TY XK€ JIa3€PHYIO CH-
CTEMY, KOTOpasi OTIMCaHa BhILIE; SHEPTUS BCITBIIIKT
obuta ~1,5 MJIx. B ciekrpomerpe BP-OIIP s pe-
TUCTpAllMM CUTHAJIa MCITOIb3yeTCsl CTPOOOCKOIM-
yeckuii (6okckap) uHterpatop SR250 («Stanford
Research Systems», CIIA). boxckap-uHTterpa-
Top peructpupyet curHan DIIP B KopoTkoM MH-
TepBaJie BpeMEeHU, CUHXPOHHO C BO30yXXAalollei
BCIIBIIIKOM cBeTa. B paboTe mpuMeHSIJIN MHTepBal
peructpauuu 0,15—1 MKC mocie BCIIbIIIKU.

PE3YJIBTATBI NCCJIENJOBAHUA

Ha pucynke 1, tuHus [ npeactaBieH CIEKTP
nomtomenuss LH2-xommnekcoB Alc. vinosum 1o
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ocBeleHus. lanueie o cTpykType LH2-komIuiek-
COB 3TOIi OaKTEPUHM MOKA UTO HE MOJYYEHBI, OTHAKO
COBIMAa/IcHNE MHOTUX XapaKTePUCTUK C U3yYEHHBbI-
mu CCK [18, 19] no3BousieT ¢ xopoleit 1ocToBep-
HOCTBIO TIPEINOJOXUTh OOIINEe MOTHUBBI CTPYK-
TYypHOi1 opraHusanuu nurMeHToB. [TomtomeHue B
paiione 800 HM u 850 HmM — MK-1mmo0ckl mo-pas-
HOMY MPOCTPAHCTBEHHO OPraHM30BaHHBIX MOJIE-
kya1 bXin a. Ilpu 850 HM MomIOIIAIOT JOCTATOYHO
CUJIBHO DKCHUTOHHO B3aMMOIEUCTBYIOIINE MEXIY
c0o00it 0aKTepUOXJIOPODUIIIIBI, UTO BbI3bIBAET 3HA-
YUTETbHOE JUIMHHOBOJIHOBOE CMEIEHUE IMOJIOCHI
MorJoLIeHus Mo cpaBHeHUIo ¢ BX a B pacTBope.
[Tornomenue B paitone 800 HM onpenessieTcs cia-
00 B3auMoaeicTByomMu bXi, coxpaHsSomuMu
B 3HAYUTEIbHOI CTENEeHU CBOIICTBA MOHOMEPHBIX
mouekyna [13]. TTonoca nipu 590 HM NpUHAIIEKUT
BceM Oakrtepuoxiopopuniam CCK. B paiione
400—550 HM OCHOBHOE€ TTOIJIOLIEHUE OCYIIECTBIISI-
€TCs1 KApOTUHOUAAMU, Jajiee, B KOPOTKOBOJIHOBOIM
obnactu nomiomatoT cHoBa bXn. Ha puc. 1, nu-
HUS 2 TIpUBEIEH CIIEKTP TOTo Xe oOpasla mocie
10-MMHYTHOTO OCBEILEHUsI JIa3€PHOM BCIBIILIKOMN
npu A = 480 HM. OCHOBHbIE U3MEHEHUST CBOASITCS
K YMEHbIIEHHUIO ToromeHus B nogoce bXin850.
Ha Bpe3ke mokazaH pa3HOCTHbIN criekTp (2) — (/) B
nuarazoHe 540—750 HM, Ha KOTOPOM 3aMETHO TaK-
K€ BhILBeTaHUe oO1iei mosockl bXi nmpu 590 um
U TIOSIBJIEHME MOJOChl 3-alleTUs xjopoduiia —
B paitone 700 HM.

B nanHoi1 paboTe Mbl CpaBHWJIM KBaHTOBBIC
BbeIXoabl (poToBbiLBeTaHUS bXn850 mpu BoO30YyX-
JEHUN B TIOJIOCHI TOIJIOIIEHUS] KapOTUHOMIOB U
baxkTepuoxaopouIoB. Pe3ynbrathl U3MepeHUt
MpeAcTaBIeHbl Ha pUC. 2, U3 KOTOPOTO BUAHO, YTO
Bo30OyxxneHrue Kap 3HauuTenbHO Oosiee apdhex-
TuBHO. Bo30y:xaeHre bXi B mojochl MOMIOMIEHUS
npu 590 HM u B nuanazoHe 800—870 HM BbI3bIBAET
(orookucieHue OakTepuoxjaopoduiia JUIIb Ha
YPOBHE TIOTPEIIHOCTU u3MepeHMsl. KBaHTOBBIN
BBIXOJI IMpoIlecca Ype3BblYaliHO HU30K Jaxe IpU
Bo30yxneHun Kap (¢, cocrasmser ~0,25 x 1073).
s cpaBHEHMST MbI OINIPENETNIN KBAHTOBBIM BbI-
xon dorookucieHus bXn npu Bo3Oy:KIAeHUU
JobaBineHHoro K LH2-xommiekcam Kpacutenst
OEHraJbCKOTO PO30BOT0O, M3BECTHOIO CEHCHOU-
nu3zatopa 'O,” (KBAaHTOBBI BBIXOA CHUHIJIETHOTO
kuciaopona B Boge — 0,76 [20]). B aTtom ciyuae
TakKe ITOJYYEHO HM3KOE 3HaueHHe KBaHTOBOIO
BbIX0/1a HOTOOKUCIEHUS — @y = 0,27 X 1073 (puc. 2
B [Ipunoxenun).

Ha puc. 3 npuBeneHbl pe3yabTaThl H3Me-
peHust cnektpoB BP-DIIP xomniekco LH2
Alc. vinosum Tipyu BO30YXIEHUM KapOTUHOUIOB
(Myoss = 470 uMm) (puc. 3, nuHus 1) u 6akTepuo-
xnopoduioB (puc. 3, nuHug 3). Bo3oyxaeHue B
rnoJiocy nomioiieHus Kap npuBoauT K 3aceleHUIo

6*
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Puc. 1. Criextp nomouieHust ceerocoduparonmx LH2-komruiekcoB Ale. vinosum no ocseienust (/) u rocyie 10-MUHYTHOTO OC-
BEIICHMS BCbIKamu jtazepa ipu A = 480 aM (2). Ha Bpeske — muddepeHunanbHbrit ciekTp (2) — (1)

A, HM

| I | |
400 600 800 1000
Puc. 2. Cnexrp neiictBus (crieKTpaJbHas 3aBUCHMOCTb KBAaHTOBOTO BbIxoma) dorookuciaeHus bXn850 (7). Cnekrp (1 — T)

LH2-xommuiekcoB Alc. vinosum no ocemieHus (2), T — nmpormyckanue cBeta. [lorpemHocT u3mMepeHuit criekrpa aeiictBust (1)
paccuMTaHbl MCXOMISl U3 MOTPEIIHOCTEN U3MEPEHHUsI ONITUYECKON TUIOTHOCTH 00pas3iia U SHEPTUY JIa3ePHOI BCIIBIIIKI
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Puc. 3. Cniektp BP-DI1P LH2-kommuiekcoB Alc. vinosum, namepeHHbli B iepron 0,15—1 MKC TIPU Ayoss = 470 HM (7). Criektp DITP
TPUIJIETHOTO COCTOSIHUSI, PACCUYMTAHHBIN TSI TapaMeTPOB PACILEIIEHUsI B HYJIEBOM I0Jie KapoTuHouaa poponuHa (N = 11),
|D|=0,0279 cm~, |[E| = 0,0029 cm~'u T, criuroBoit onspusatuu (2). Criektp BP-OITP LH2-komrekcos Ale. vinosum, namepeH-
Hblii B iepuof 0,15—1 MKC IIpU Ayoss = 850 HM (3). Bee usmepenus nposenensl ipu T = 120 K. CTpesiku B IeBOM BepXHEM YLy
YKa3bIBaIOT HamnpasjeHue nowioweHus (A) u usnydyenus (E) momnoctu CBY

TPUILJIETHOIO COCTOSIHMSI KapOTMHOMIA C Xapak-
TEPHOM KapTUHOI COMHOBON MOJISIpU3allMU U Ma-
paMeTpaMM pacllelVIeHUus] B HYJEeBOM II0OJe, CO-
orBeTcTBYIOIIMMHU poxonuHy (D] = 0,0279 cm!,
|E| = 0,0029 cm!, [21]) (puc. 3, nuHus 2). Pacuer
cnekTpa OITP npoBeaeH B IpeanoaoKeHUN CeleK-
TUBHOI 3aceleHHOCTU T, CIIMHOBOTIO IMOAYpPOBHS
Tpurieta [22, 23]. HecooTBeTCcTBUE BKCIIEPUMEH -
TanbHOrO (/) U pacyeTHOTO criekTpa (2) CBOOAUTCS
B OCHOBHOM K Pa3JIM4YMIO aMILIATY/ LEeHTPaTbHbBIX
MUKOB. DTO pa3jnyue BbI3BAHO OBICTPON aHU-
30TPONHON CIMH-PELIETOYHON penakcauuein u
noapo6bHo paccmoTpeHo paHee [17]. Cnexktp npu
BO30YyXXAeHUU OakTepuoxjopoduaiio (puc. 3,
JUHUS 3) CIUIIKOM CJIaOblil [JId TpOBENeHMUS
MOAPOOHOIO aHaaM3a, ONHAKO MOXHO C/eaTh
MPEAINOIoKEHNE, YTO OH NpUHamIexXuT *bXi,
KOTOpPBIE 3aceieHbl 3a CYET CHUH-OpPOUTATbHOM
cBs3u [22, 23].

KapotuHouaHblii cocTaB (Tabauiia) TOro xe
npernapata LH2-koMrmiekcoB coriacyercst ¢ pe-
synsTatamu DI1P. Tlpeobnanaroinmm KapoTUHOM-
JIOM SIBJISIETCSI ponoTNuH. BaxkHO OTMETUTD, UTO Ka-
POTHHOMIBI C KOPOTKOM CUCTEMOI COIPSIKEHHBIX
JBOMHBIX CBsI3eli HE OOHAPYKEHBI.

BUOXUMUS tom 87 BemI. 10 2022

Kaporunouanslit coctaB LH2-koMrmiekcoB Alc. vinosum

Kaporunons Mo % N
Pononun 89,8 11
Jlukonux 3,5 11
AHTUAPOPOIOBUOPUH 3,2 12
JnaernapopoaonuH 2,4 12
CrnupuIoKCaHTUH 1,1 13

IIpumeuanne. Mon % — MOJISIPHBII IIPOLIEHT KapOTUHOUA,
N — 4nca0 conpsKeHHBIX IBOMHBIX CBSI3€i KApOTUHOMIA.

OBCYXKJIEHMUE PE3YJIBTATOB

B 3agmaum Hacrogiueii paboOTbl BXOOUJIO W3-
yuyeHHUe CHEeKTpaJbHON 3aBUCHUMOCTHM IIpoliecca
(orookucnenus bXn850 mpu Bo30yXIeHUM Ka-
potuHounoB CCK, oleHKa KBaHTOBOIO BbIXOJa
9TOTO Mpollecca U HCIOJb30BaHUE ITOJydeHHOMN
nHoOpMaLMKU IS BBIPAOOTKU TIpencTaBIeHUM
O BO3MOXHOM Me€XaHu3Me JAHHOI0 HEOOBIYHO-
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ro siBiaeHus. Pe3ynabraThl pabor MaxHeBOUl U co-
aBT. [9, 10] yka3bIBalOT Ha MeXaHU3M C y4acTUEM
CUHIJIETHO-BO30YXAEHHOTO Kucjaopona. B mon-
TBEPKACHUE 3TOTO BHIBOAA MOXHO TakKXXe MpUBe-
cTu HabmwoaeHue, uyto QorookucieHue bXa850
COMpOBOXAaeTCs TorniolleHueM Kucaopona [10].
®dortopusnyeckass reHepauusa 'O, IPOUCXOIUT
o cxeme *0, + 3D ~ '0," + 'D u TpebyeTr yyacTus
TPUILJIETHOTO COCTOSIHUSI ceHcuOmimuzatopa D,
MMEIONIEro JOCTaTOYHYI0 3Hepruio. B pactBope
TakUMU 3GOEKTUBHBIMU  CEHCUOMIM3AaTOpaMu
SBIISIIOTCST  XJIOPOMUIIIBI U OaKTEpUOXJIOPODUII-
Jbl [24]. 3 puc. 2 BUIHO, OOHAKO, YTO 3(GhEKT
¢orookucneHuss bXn850 xapakrepusyercsl BbICO-
KOU CHEKTPaIbHON CEeJEKTUBHOCTBIO U TIPOUCXO-
JUT MPAKTUYECKU TOJIBKO MPU BO3OYKIEHUN Kapo-
TuHOUAO0B. OTCIONA TIPEACTABISCTCS HEM30EKHBIM
MapagoKcaabHbIi BBIBOA, YTO TPUIUIETHBIM CEH-
CUOMJIM3aTOPOM SIBJISIIOTCSI CaMM MOJIEKYJIbI Ka-
POTMHOUJIOB.

H3BecTtHO, uTO doTou3nUecKre CBOIi-
ctBa Kap cyliecTBeHHO 3aBUCST OT YuciIa COMps-
JKEHHBIX JBOMHBIX cBsA3eil (N) 3Tux Monexkyn [4,
25—27]. DHeprust UX CUHMJIETHBIX BO30YXXIEHHBIX
YpPOBHEW M TPUIJICTHBIX YPOBHEI IOBBILIAETCS
npu ymeHblieHun N. [lpu ompeneieHHBIX 3Ha-
yeHUsIX N 3Hepruu TpUIUIETHOTO cocTosiHusl Kap
CTAHOBUTCS JOCTATOYHO ISl 3aceeHUsT COCTO-
sHus '0,". B paborax Foote et al. [28, 29| oueH-
Ka OTHOCHUTEJbHBIX 3Hepruii Kap M cuHIIeT-
HOTO KHCJIOpoAa IpoBeAeHa IyTeM W3yYeHUs
3aBUCUMOCTH KOHCTaHTbl CKOPOCTU TYIIEHUS
KapOTMHOMIAMU CUHIJIETHO-BO30YXIEHHOIO CO-
crossHus O, oT 3HaueHus N. Oka3zajgoch, 4TO MpHU
N < 10 mpoucxomuT 3KCIIOHEHLMAJIbHOE Maje-
HUE KOHCTAHTbl CKOPOCTM TYILIEHUSI CUHIJIETHO-
ro KUCJIOpoda KapoTUHOMIaMU. DTO O3HAYaer,
YTO YPOBEHb TPUILJIETHOIO COCTOSIHUSI TaKMX Ka-
POTMHOMIOB OKa3bIBaeTcs BhIllle ypoBHS 'O,
U OoOpaTHBII Mpolecc BO30YXIEHUS KHUCIOpoaa
B CUHIJIETHOE COCTOSIHHME IIpU B3aUMOAECHCTBUU
¢ 3Kap cTaHOBUTCS DHEPreTMYECKH BO3MOKHBIM.
IIpu N > 11 TylleHWe CHUHIJIETHOIO KHcJopoaa
UIET MpaKTUYeCKU ¢ Nudhy3nOHHO KOHCTaHTOM
CKOPOCTH.

AHanu3 KapoTuHouaHoro coctaBa LH2-kom-
IUIEKCOB IOKa3biBaeT (Tabiuiia), 4TO KapoTu-
HOMIIBI C KOPOTKOM CHCTEMOIl COMNpPSKEHHBIX
NBONHBIX cBszeil (N < 10) B 3TUX KOMILJIEKcax
He JIeTEeKTUpPYTcs. DTOT (akT MpuBen K BbIpa-
ootke mpenctasieHust, yto B CCK obGpazoBaHue
'0," mpu B3ammogneiictBuu ¢ *Kap HEBO3MOXHO.
ITonyyeHHOe B HOaHHOI paboOTe HU3KOE 3Haye-
HUE KBaHTOBOTO BbIxofga ¢oTookuciaeHus bXi
MO3BOJISIET MPEANOJOXUTh, YTO TaKOM Ipolecc
reHeparuu 'O,” MOET TPU BO3OYXIECHUM Kapo-
TUHOMIIOB, XOTSI U C HU3KON 3(h(HEKTUBHOCTHIO.

KIIEHUWHA u gp.

Tpunnernsle cocrosiHust Kap npu aToM ob6pasy-
I0TCSI B MPOLIECCE CUHIJIET-TPUILIETHOTO JEJIeHUS
Bo30yxneHus: 'Kap® + Kap - 3Kap + *Kap. Dtor
MPOIECC pa3pellleH MO CIMHY M T0CTaTOYHO XO-
pOIIIO M3BECTEH B 00JaCTU MccaenoBaHus (PoTo-
¢u3uku opraHnueckux coenuHeHuii [30, 31]. Pa-
Hee oH Obl1 onucaH B ciaydyae CCK Alc. vinosum
B paborax Kienunoit u coast. [17, 32]. ®opma
cnekrpa DIIP, npuBeaeHHasa Ha puc. 3, TUHUS |,
MOATBEPXKIaeT (YHKIMOHUPOBAHUE BTOTO MeXa-
HU3Ma TpMU 3acelieHUM HaOJII0AaeMbIX TPUILIET-
HBIX cocTosiHUi. 3acenenHue Kap B pesyiabraTe
JeJIeHUsT BO30YKIAEHUsI MPOMCXOIUT Ype3Bbluaii-
HO OBICTPO, B MUKO- U CYONUKOCEKYHIHOM Bpe-
MeHHOM auamna3zoHe [33]. KBaHTOBBI BBIXOM
TpurietoB kKapotuHounoB CCK  Ale. vinosum
He ompenensics. [nsg apyroit myprypHoit Oak-
tepun (Rhodospirillum rubrum) nnsi KBaHTOBO-
ro BbIXO/Ia ObLa IMOJy4YeHa AOCTAaTOYHO BBICOKAS
ouenka (0,32) [34].

YunTbiBask HU3KWIM KBAHTOBBIM BBIXOI (POTO-
okucneHus bxna850 (puc. 2), Helb3s TOJTHOCTHIO C-
KJIIOYUTH BO3MOXHOCTD YU4acTUsI B 9TOM Ipoliecce
HeoOosboi mpuMecu Kap ¢ N < 10, nmpucyTcTBy-
IOIIUX B KOJMYECTBE HIUXXE MOpora JeTeKTUpPOBa-
Hus. HeoOxonumo, o1HaKO, OTMETUTh, YTO B 9TOM
caydae ciaenyeT OXKMIATh BAUSHUS TaKUX KapOTH-
HOMJIOB Ha U3MEPEHHBII CIIeKTp AeicTBUS (puc. 2,
quHus 1). B pabote Niedzwiedzki et al. [27] npu-
BeJeHbl JaHHBIE O CIEKTpax IOIJIONICHUSI Kapo-
TUHOMIOB C Pa3IMYHBIM YHCJIOM IBOMHBIX CBSI-
3ei (N) B auetone. Ilpu usmeneHuun N ot 9 no 13
MoJjiokeHue THKa ToromieHus: Kap cmemnaercs
Ha 60 HM — ot 470 no 530 uMm. [Toxoxue U3MeHe-
HUS MOXHO OXWIATh W JUIsl KAPOTUHOUAOB B CO-
crae CCK. OT1o npuseso Obl K 3aMETHOMY OT-
KJIOHEHMIO crieKTpa aeiictBus or cnektpa 1 — T,
orpeieasieMOMy OCHOBHBIMM — KapOTHUHOUAAMU
LH2-kxoMmiekcoB. ITockoabKy Takoe OTKJIOHEHUE
He HaOmomaercs, yyactue Kap ¢ KopoTKoii cucre-
MO COTIPSKEHHBIX JBOWMHBIX CBSI3€M B TreHepa-
uuu 'O," IpencTaBisieTCsI MaJOBEPOSITHBIM.

Bo30yxneHne B JIMHHOBOJHOBBIE ITOJOCHI
norjoueHust 6akrepuoxjopodumios mnpu 8§00
u 850 HM He BbI3BIBA€T MPAKTUYECKH HUKAKOIO
dorookucnenuss bXn850 (puc. 2). DTo cBgA3aHO,
C OIHOI CTOPOHBI, ¢ 3(PEKTUBHBIM TYIICHUEM
TPUILIETOB OakTepuoxjopoduiia KapoTUMHOUIA-
mu. C Apyroit CTOpoHbl, KBAHTOBBIN BbIxom *BXi
B CBETOCOOMpAIOIIMX KOMIUIEKCax BOOOIIEe He-
Beicokuii. Tak, B padore Monger et al. [35] aTOT
KBaHTOBBIN BbIxod omnpeneneH kak 0,02, mpuyem
MOSIBJICHUE ONHON TPUIUIETHON MoJieKybl BbXi
BbI3bIBaeT pe3koe TylieHue Bo30yxaeHus CCK.
Huszkas ammnnuryna curHana OIIP mpu Bos-
oyxnenun bXn (puc. 3, nuHus 3) cornacyetcs
C TMMM JAHHBIMU.
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IIpu Bo3OyxnmeHuu podasieHHoro k CCK
OEHTaJIbCKOTO PO30BOI0, M3BECTHOTO 3(PheKTUB-
HOTO reHeparopa CMHIVIETHOTO KUCJIOpoaa, KBaH-
TOBBIH BbIxoA okuciaeHus bXn850 Takke okazascs
Hu3kuM (puc. 2 B Ilpunoxenun). YactuyHo 310
CBSI3aHO C TEM OOCTOSITENILCTBOM, UTO, B OTJIUYUE
OT BO30YXX/IeHUSI KApOTUHOUAOB, BXOASIINX B CO-
craB CCK, B030ykaeHUEe OEHIraabCKOTO PO30BO-
ro MpUBOIUT K TreHeparuu 'O,” Bo BceM oObeMe
pactBopuTtensd. [lpu 3TOM, y4uTBIBasi KOPOTKOE
BpeMsl XM3HM CUHIJIETHOTO KHciopona (2 MKC
B Boe [36]), BEpOSITHOCTb KOHTAaKTa U peakLuu
¢ Oaktepuoxiaopodumiom CCK Oyager 3amer-
HO moHmxkeHa. CHUXXEHME KBAaHTOBOIO BBIXOIA
(orookucieHuss 0aKTepUOXJIOPODUIIOB MOXET
OBbITh TakXe CBA3aHO ¢ TymeHuem 'O, caMUMM
OakTepuoxJopoduiiIaMu, Kak OTMEYEHO B CTAaThe
Krasnovsky [24].

HeobxoguMo OTMETUTH, 4YTO MOJYyYEHHBIE
3HAYEHMSI KBAHTOBBIX BBIXOMOB (hOTOOKUCTE-
Husg bXn850 gBnsdoTcS NPUOIM3UTETbHBIMU.
3aBUCUMOCTh YMEHBIIEHUST TIOIJIOIIEHUS] 3KCH-
TOHHO-CBSI3aHHBIX TMIMeHTOB BX1850 oT uwmc-
Jla OKMCJIEHHBbIX MoJjieKyl bX1 MoxeT uMeThb
IOCTATOYHO CJIOXHBIN XapakTep U B JAHHOH pa-
0oTe He wuccienoBajgach. Takoil pacueT TIpo-
BeneH B pabore Leiger et al. [37] B ciayuyae cep-
HOl myprnypHoil Oakrtepuu Ectothiorhodospira
haloalkaliphila. OcHoOBBIBasiCcb Ha pe3yjibTaTax
9TOii pabOThl, MOXHO OLIEHUTb, UTO B YCIOBUSIX
HAIlIMX 2KCIIEPUMEHTOB (POTOOKUCICHUE TTPETEP-
rneBaeT MpUOIM3UTEIbHO oaHa MoJsieKylda bXm B
LH2-koMmiekce. Y4eT 2KCUTOHHOIO B3aUMOJEH -
ctBus bXn1 B J10O0OM cilyyae He BBI3OBET INPHH-
LMITUATBHBIX M3MEHEHUII B OlLIEHKE KBaHTOBOTO
BBIXOJIA.

3AKJIIOYEHUE

[TosyyeHHbIE faHHBIE €1IIe Pa3 3aCTaBIISIIOT 3a-
nymaTbest o poin kapotuHonaoB CCK mypmypHbIX
Oakrepuit. PaccmMoTpum 3Ty mnpobiiemMy Ha Tpu-
Mepe KapoTUHOUIoB Alc. vinosum. I1puHSATO cun-
TaTh, UTO K OCHOBHBIM (yHKUMSAM Kap oTHOCST-
cs: 1) mornonieHre cBeTa U nepeaaya SHepruu Ha
MoJjiekyJbl bXUt; 2) 3aiuTa 0M0I0TrM4ecKUX CTPyK-
TYp OT aKTMBHBIX (pOPM KMCIIOPOJA, B YACTHOCTH,
npenoTBpalieHe renepaunu 'O," myTeM TyIIEHUS
tpuruieToB bX1; 3) Bo3MoXHas poJib B cTaOMIM3a-
uuu ctpyKTypbl CCK, B cocTaB KOTOPBIX OHU BXO-
aat. B cnyyae CCK Ale. vinosum 3 (peKTUBHOCTD
nepenauu monnoieHHoir Kap sHeprum Ha BXn
HeBbIcoKas: okojio 0,36 [18]. Huskoe 3HaueHue
3TOro MapaMeTpa He B TOCIEIHIO oYepeb CBsI3a-
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HO C OBICTPBIM U JOCTATOYHO (D (PEKTUBHBIM CHUH-
JIeT-TPUILIETHBIM JeJeHUeM BO30yxKaeHust [34].
Bropasa ¢yukuus — tymenune bXn — takke He
MPEACTAaBIsIeTCS KU3HEHHO BaXXHOM BCIENCTBUE
HU3KOrO KBAaHTOBOTO BbIXOIA TPUILIETOB Oak-
Tepuoxjopodusia B 3KCUTOHHO-CBSI3aHHBIX
KOJIBLEBBIX CTpyKTypax [35]. C 3TUM BBIBOAOM
comacyloTcs pe3yiabTathl padboT TopomnbirnHoi
u coaBT. [7] u MaxueBoil u coast. [9, 10], B Ko-
TOPBIX MOKa3aHO, 4To (oToBbIlIBeTaHUE bX1850
Cc71a00 3aBUCUT OT MPUCYTCTBUSI KapOTMHOUIOB
B CCK. K Tomy xe Alc. vinosum obuTaloT B aHa3-
POOHBIX YCIIOBUSIX, XOTSI HENIb3sl UCKIIOYUTh HX
repuoanyeckoe IMoragaHue B a’poOHbIE YCIIO-
BUsi. TakuM 0Opa3oM, Ha TEpBbIi IJIaH BBIXOIUT
TPEeThsl, CTPYKTYpPHAsl (PYHKIIUSI MOJIEKYJ KapOTu-
HOUIOB B CBeTOcOOUparomux komruiekcax. Iloma-
TBEPXKIEHUE ITOTO BbIBOIA TpeOyeT MajbHENIInX
HUCCJIENOBAHUMA.

buonornyeckuii CMbICT CUHIJIET-TPUILIET-
HOTO JeJieHus Bo30yxaeHust KapotuHouaos CCK
OCTaeTCsl HEMOHSTHBIM. DTOT TpOleCC CYIle-
CTBEHHO TMOHMWXaeT 3(h(hEKTUBHOCTh IepeHoca
9HEpruM Ha OakTepuoxjgopodwuisl. B HacTos-
1ee BpeMsl €IMHCTBEHHBIM OOBSICHEHUMEM 3TOM
¢dynkuun Kap MoxeT ObITh paccessHue HM30bIT-
Ka DHEPrMU B YCJIOBUSIX BBICOKOM WHTEHCUB-
HOCTU cBeTa. B aHa’pOoOHBIX YCIOBUSX 3aceie-
Hue *Kap He OyneT nMpuBOAUTH K NECTPYKTUBHBIM
MOCJIEICTBUSIM.
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SELECTIVE EXCITATION OF CAROTENOIDS
OF THE Allochromatium vinosum LIGHT-HARVESTING LH2 COMPLEXES
LEADS TO THE OXIDATION OF BACTERIOCHLOROPHYLL

I. B. Klenina, Z. K. Makhneva, A. A. Moskalenko, and I. I. Proskuryakov*

Institute of Basic Biological Problems, Russian Academy of Sciences,
142290 Pushchino, Moscow Region, Russia; e-mail: pros@issp.serpukhov.su

The mechanism of bacteriochlorophyll photooxidation in light-harvesting complexes of a number of purple
photosynthetic bacteria when the complexes are excited into the carotenoid absorption bands remains unclear
for many years. Here, using narrow-band laser illumination we measured the action spectrum of this process for
the spectral ranges of carotenoid and bacteriochlorophyll. It is shown that bacteriochlorophyll excitation results
in almost no photooxidation of these molecules, while at carotenoid excitation it proceeds with a quantum
yield of about 0.0003. The low value of the yield enabled an assumption that the studied process is initiated by
the triplet states of the main carotenoids of the complexes with the number of conjugated double-bond chain
length of N = 11. Interacting with oxygen, these states promote formation, though with low efficiency, of the
singlet-excited oxygen, which oxidizes bacteriochlorophylls. The carotenoid triplet states are populated in the
process of the earlier studied singlet-triplet fission. The obtained results point at the necessity of reconsidering
the functions of carotenoids in the light-harvesting complexes of purple bacteria.

Keywords: bacteriochlorophyll a, carotenoids, photooxidation, action spectrum, quantum yield, triplet states, singlet
oxygen, light-harvesting complexes, purple sulfur bacteria
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BJINAHUE ITUIIUPUIAMOJIA HA DHEPI'M3ALINIO MEMBPAH
N ITPOLHECCHBI MUT'PALIUU DHEPTUN
B XPOMATO®OPAX Rba. sphaeroides
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HccnenoBano BausiHue nunupuaamona (JIWII1) B konueHTpauusx 1o 1 MM Ha diyopeclieHTHbIE XapakK-
Tepuctuku cBetocodbupatomux (LH2 u LHI1) KoMmiekcoB U Ha cocTosiHue (hOTOCUHTETUYECKON 3JieK-
TPOH-TPAHCIOPTHOM 1ienu B XxpomaTtodopax O6akrepuit Rhodobacter sphaeroides. JIVI1 oka3biBaeT Bo3/eii-
cTBUE Ha 3(P(PeKTUBHOCTH MepeHoca dHepPrum OT cBeTocobupatoiero Komruiekca LH2 k core-koMmruiekcy
LH 1—peakiioOHHbII LIEHTP ¥ TPUBOIUT K MOSIBJICHUIO JIMHHOBOJIHOBOTO («KPACHOTO») CABUTA MOJIOCHI TTO-
IJIOLIEHUSI MOJIEKYJI CBeTocoOmparoliero oakrepuoxiopoduia B MK-obmactu criekrpa mpu 840—900 HM.
JlaHHBIA COBUT CBSI3aH ¢ 0Opa30BaHMEM SHEPru30BaHHOIO cocTosiHus MemOpanbl. Ilokazano, yto JIMII
Croco0eH BOCCTaHaBIMBATh (DOTOOKUCIEHHBII 0aKTepruoXJI0poduT peakKlIIMOHHOTO LEHTpa. DTO MPUBO-
JIAT K YBEJIMUYEHUIO TIOTOKA 3JIEKTPOHOB MO JIEKTPOH-TPAHCTIOPTHOM 11eTIM U reHepaliuy TpaHCMeMOpaHHO-
ro noTeHuKaga Ha MemopaHe xpomaTtodopa. [1oayyeHHbIe pe3yabTaThl BaXHBI ITPY aHATU3€ BO3MOXHbBIX Me-
xaHn3MoB BiussHus JIWT1 Ha akTMBHOCTh MeMOpaHHBIX (PYHKIIMOHAJBHBIX O€JIKOB. B yacCTHOCTH,0HU MOTYT

UMETDH 3HAYCHUEC IJId UHTEPIIPETALIMM MHOTOYMCJICHHBIX TCPAIICBTUYCCKUX 3(1)(1)CKTOB ,Z[I/IH

KJIIFOUEBBIE CJIOBA: xpomaTodopbl, 3Hepru3arus MeMOpaH, MUTpaLivs 9HEPTruu, JUITUPUIAMOIL.

DOI: 10.31857/50320972522100098, EDN: BCGSCN

BBEJIEHHNE

Hunupunamon (IAWIT) npencraBiasier coboit
MO (ULIMPOBAHHBII nmypuH-(2,6-6uc(nusra-
HOJIaMUHO)-4,8-nunupuauHonupumMuno(5,4-d)
nupuMuanH). CTpykTypHasi ¢opmyia MOJEKYJIbI

IIOKa3aHa HMXKEC.

N
CH2CH20H
NT N\ N/

HOCH2CH2
:N —J\ A =N
HOCH,CHa N

O

“CH,CH-OH

DTOT npenapar MUPOKO UCTOIb3YeTCs B Me-
IUIMHE B Ka4YeCTBe KOPOHAPHOIO Ba301MJIaTaTO-
pa U aHTUTPOMOOTUYECKOTO CPEACTBA, TOPMO3SI
arperaiuo TpombonuTtos. [IpennoraraembeiMm mMe-
XaHU3MOM €r0 aHTUTPOMOOTHYECKON aKTUBHO-
CTH SIBJISIETCS MHTMOMpPOBAHUE aKTUBALIUM TPOM-
OOILIMTOB, BeAyllell K M3MEHEHUI0 UX (POPMBI,
YTO SBJSIETCS HavyaJbHBIM 2TAllOM MX arperanuu.
DTOT MPOIECC OCYIIECTBSIETCS B pe3yJibTaTe BO3-
neiicteus U1 Ha docdhonmuacTepasy, peryiu-
PYIOILIYIO aKTUBALMOHHBIA MyTh Meperayu CUr-
HaJOB LUKJIMYeCKMMU HykjaeotunamMu (cGMP u
cAMP) [1]. AUIT Ttakxke cayXuT 3¢ (HEeKTUBHBIM
WHTUOUTOPOM TpaHcMeMOpaHHoTo Oenka P-gp —
ATP-3aBUCUMOII «OMIIbl» JUMOMUIBHBIX CO-
€IVHEHUW, BbIKAUMBAIOWIEH M3 PAKOBON KJIETKU
MPOTUBOOITYXOJIEBbIE JIEKAPCTBEHHBIE COEIUHE-

Ilpunareie cokpamenus: bxi — 6akrepuoxnopodmmt; AWIT — nunupunamon; TM®/I-H, — BoccTaHOBIEHHBII acKopOaToM
Hatpus N,N,N’ N’-terpamermi-n-cpenunenauamuy; LH2, LH1 — cBetocobupalomme KkoMriekeol; P — ¢horoakTuBHBIN OaK-
Tepruoxsopodmint; Qa — MEPBUYHBIN XUHOHHBIN akienTop; Qp — BTOPUUYHBIN XUHOHHBIN akienTop; RC — peakIIMOHHBII LIEHTP.

* Anpecar 11t KOppeCIOHASHLIVH.
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Hus [2, 3]. Bbicka3biBaJUCh MPEANOIOXKEHMUS,
YTO MHTUOMpOBaHUE (DYHKIIMM ITOTO MeMOpaH-
HOTO TpaHCIOPTEPA MOXET OBITh OOYCIOBIEHO
MpSIMBIM MHTMOUMPOBAHMEM MECT CBSI3bIBAHUS
MEepPEeHOCUMBIX CyOCTpaTOB WJIM HapyIlIEHUEM CO-
MpsKEHHOTO TIpoliecca CBA3BIBAHUS M TUAPO-
qmza ATP [4]. AUITT cnocoOGCTBYET U MHOXKECTBY
JIPYruX OMOJIOTMYECKUX AaKTUBHOCTEH, BKJIIOYast
MPOTUBOBOCIIAJINTENIbHYI0, aHTUOKCUIAHTHYIO U
MPOTUBOBUPYCHYIO. B CBA3M ¢ MUPOKUM CreK-
TpoM (papmakonoruyeckoit axktuBHoctu HAUII
(cocymopacumupsiouieit, aHTUTPOMOOTUYECKOIA,
MPOTUBOBOCIIAJIMTEIbHONH,  AHTUOKCHUIAHTHOI)
CYLIECTBYIOT TEOPETHMYECKUE TIPEANOChUIKM K
€ro MNpPUMEHEHUI0 B JICYCHUHU TMAlUCHTOB C
COVID-19 B kauecTBe TepameBTUUYECKOTO Cpel-
ctBa. COVID-19 HaunHaeTcs1 KaK pecrupaTopHas
MHMEKIMsI, HO MOXET COMPOBOXIATHCSI COCTOSI-
HUEM TUIEePKOAryIsIuU, TSKETBIM BOCTIaIeHUEM
M3-3a YpEe3MEPHOro MPOU3BOACTBA LIMTOKUHOB U
MOTEHIMAJIbHO 3HAYUTEIbHBIM OKUCIUTEIbHBIM
ctpeccoM [5, 6]. OnHako, HECMOTpPSI Ha JJIUTEIb-
HOE MCIIOJIb30BaHUE AUMUPUIAMOJIA B MEIULIM-
He, JeTaJlbHbIe MEXaHU3MBbI €r0 MHOTOYMCIEHHBIX
TepaneBTUYEeCKUX 3(HEKTOB 10 CHX ITOP OCTAIOTCS
HESICHBIMU.

B Hammx npeapiaymmx paboTtax s u3y4eHust
BO3MOXKHBIX MeXaHU3MOB B3aumopeiicteus JANIT
¢ OMOJIOTMYECKMMM CTPYKTYpaMu MBI UCCIEI0-
BaJIM BJIMSIHUE AUMUPUAAMOJA M €TO Pa3IUYHbIX
MPOM3BOAHBIX Ha TpoLecchl (POTOMHIYLIMPOBAH-
HOTO TIEpeHOCa 3JICKTPOHOB M TPOTOHOB B 0aK-
TepUAbHBIX (POTOCMHTETUUECKMX PEaKIIMOHHBIX
neHTpax (RC) mypnypHbIX 0akTepuii U B Iyprnyp-
HBIX MeMOpaHax Trajo0aKTepuil, coaepKalux
baxktepuoponorncuH [7—9]. B atux wuccienoa-
HUSIX TpaHCMeMOpaHHbIe (HOTOUYYBCTBUTEIbHbBIC
OCJIKOBbIE KOMILJIEKCHl OBIIM HCIOJIb30BaHbl B
KavyecTBe YAOOHBIX MH(POPMATHUBHBIX TECT-CHUC-
TeM 11 M3YyYeHUs MOJIEKYJISIPHBIX MEXaHU3MOB
piusiHust JUI1 Ha meMmOpaHHble Oenku. bbLio
rnmokaszaHo, 4to B miperaparax RC, m3onupoBaH-
HBIX U3 MeMOpaH Rhodobacter sphaeroides, JUII
BBI3bIBAET YCKOPEHHE TEMHOBOI PEKOMOMHAIIUU
MeX1y (OTOOKUCAEHHBIM JUMEpPOM OaKTepuo-
xynopopumna (bxia) PT u BoccTaHOBIEHHBIM Mep-
BMYHBIM XMHOHHBIM akuentopom Qx. B mem6pa-
HaxX XpoMaTo(OpOB ATUX OaKTepUil TUITUPUIAMOJT
3aMe[JIsIeT CKOPOCTh 0OOpa3oBaHUSI TMOJHOCTHIO
BOCCTAHOBJIEHHOTO BTOPUYHOTO XWHOHHOIO aK-
uenrtopa — rugpoxuHoHa QgzH,, mepeHocsuero
BOCCTAaHOBMTEJIbHbIE 3KBUBaJIeHTHhl U3 Oeiaka RC
B (poTocuHTeTHMYECKYI0 MeMOpaHy. Ero BiausiHue
Ha (OTOLMKII OAKTEPUOPOIOIICMHA TPOSIBIISIIOCH
B 3aMEJICHUM CKOPOCTHU pacrnana M-uHTepMenm-
aTta, COMPSIKEHHOTO C PeITPOTOHMPOBAHUEM OCHO-
BaHus Hludda.
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Kak yxe ormeueHo Bwiie, JJMII Takke 00-
JlalaeT AHTUOKCUAAHTHBIMU CBOWCTBAMU, WH-
ruoupys, B 4aCTHOCTHU, TNMEPEKUCHOE OKMCIICHUE
JIUTIUIOB 3a CYET CIIOCOOHOCTU K OAHO- M JABYX-
9JIeKTpOHHOMY okuciaeHuto [10—12]. Tlpenmnono-
KEHUSI O TOM, UYTO TepareBTUYecKue 3(PQeKTh
JAHHOTO XWMUWYECKOTO COCAMHEHMSI MOIIU OBl
OBITh CBSI3aHBI C €T0 AaHTMOKCUAAHTHOM CIOCO0-
HOCTBIO, BBICKa3aHbl, B YaCTHOCTH, B paborax
Tuliano et al. [10] u Barzegar [13]. BausiHue aH-
TUOKCUJAHTHBIX areHTOB Ha OejoK P-gp ObLIO
MoKa3zaHo Ha npumepe psiaa ¢pjaaBoHOUIOB [14].
B pa6orax Knox et al. [15, 16] MbI mOKa3aau BO3-
MOXHOCTbh TeHepaluu KaThuoH-panukana JIWII
Kak TMpU ero B3aUMOJEUCTBUU C M30JUPOBAHHBI-
MU O€JIKOBO-TIMTMEHTHBIMU KoMmriuiekcaMu RC
Rba. sphaeroides, Tak 1 ¢ MemMOpaHaMu Xpoma-
ToopoB aTux O6akrepuii. Takke B padore Knox
et al. [16] MbI BeICKA3aJIk MPEAIIOIOXKEHNE O TOM,
YTO BEpPOSITHbIE 3JIEKTPOH-IOHOPHBIE CBOIICTBa
AWIT gaBasitoTcsl MPEaNnoCchbUIKON IS BO3MOXHO-
CTU TeHepaluy SHEPrU30BAHHOTO COCTOSIHUS CO-
Mpsiraloux MemMopaH.

O4eBUAHO, YTO TIPEACTABIISIETCS aKTYaJIbHbIM
NajbHelIee neraibHoe usydeHue Biausaus AT
Ha COCTOsIHME (PYHKIIMOHAJBHBIX OMOJIOTMYECKUX
MeMOpaH, Ha B3aMMOAEHCTBUS MX MHTETPAJIbHBIX
KOMITOHEeHTOB. Llenbio maHHOM pabGoOThl SBUIOCH
ucciaenoBanue sddekro JWMII Ha murpauuio
SHEPTUM OT CBETOCOOMPAIOIIUX OEJIKOBO-TINT-
MEHTHBIX KOMIUIEKCOB K (DOTOCHHTETUUECKOMY
RC 6Gakrepuit Rba. sphaeroides 1 ero 31eKTpOH-10-
HOPHBIX XapaKTePUCTUK C MCIIOIb30BaHUEM, B TOM
yucie, pJayopecleHTHONH U abCOPOLIMOHHOM crieK-
TPOCKOTIMM BBICOKOTO BPEMEHHOTO Pa3pelliecHMUS.

MATEPUAJIBI U METO/bI

®orocuHTETHYECKME  MeMOpaHbl ~ Xpoma-
TOo(OpOB U3 TypPHYPHBIX HECEPHBIX OaKTepuii
Rba. sphaeroides nukoro Tuma BBIIEISIIUM U3 TPe-
BapuUTEIbHO OTMBITBIX HaTpUli-pocthaTHbIM Oydhe-
poM (100MM, pH 7,5) cBEXMX KJIETOK 5—6-THEBHOIA
KyJabTyphl. [1ocne yapTpa3ByKOBOM 1e3MHTErpalluu
KJIETOK Hepa3pyllIeHHbIE KJIETKU U KPYITHbIE YaCTH-
116l OTAENSAIU HeHTpudyrupoBanueM npu 40 000 g
B TeueHue 15 MUH, XpomMaTodOophl MOJydann LeH-
TpUYrupoBaHUEM HAIOCAAOUYHON XUAKOCTH TIPU
144 000 g B TeueHue 120 MmuH. XpomMaTtodopsl Cy-
cneHaupoBasiv B 20 MM Hatpuii-pocchaTHOM Oy-
depe, pH 7,5. Tlepen usmepeHUsIMu UX pa3BOAUIU
OydepoM A0 KOHLIEHTpalUu, COOTBETCTBYIOLIEH
~10 MxM ¢ortoakTuBHOro nurMeHTa. [Ipemapatol
o0sanaroT xopolieit (hoOTOMHAYIIMPOBAHHON 2JIeK-
TPOH-TPAHCITIOPTHON aKTUBHOCTBIO, XOTSI MCXOM-
Hasl LIMKJIMYecKass CKOPOCTh MepeHoca JIeKTpOHa
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B HUX HeBbicoKasd. [locnenHee, oueBUIHO, CBSI3a-
HO CO 3HAYUTEJIbHOM TOTEPEN BOIOPACTBOPUMBIX
MOABVKHBIX TIEPEHOCYMKOB 3JIEKTPOHA — MOJIEKYIT
LIUTOXPOMA C;.

Beuny cnaboii pacrsopumoctu JWII B Boxe,
KOTOpasl CYLIECTBEHHO YBEIMYMBAETCS B KMCJIOM
obnactu, pH «ctok-pactBopa» JIMII B KoHleH-
Tpauuu 20 MM Mbl ToHuXanu ao 4,5. OmgHako,
MOCKOJIbKY OychepHasi EMKOCTh pacTBopa Obljia 10-
CTATOYHO BBICOKOM, TO JaxKe MPU MaKCUMaJTbHOU
koHueHTpauuu JIWIT 1 MM, nonyyeHHOIt mpu 10-
oapnenuu S0 mxut JANIT k 950 mxn xpomaTodopos,
3HaueHue pH B 0Opasiie MpakTUUeCcKu He MEHSIOCh.

B kauecTBe 3K30reHHOTO JOHOpa 3JEKTPO-
HOB HCIIOJIb30BaJIM BOAHBIN pactBop TMD]]
(N,N,N’",N’-teTpameTus-n-¢peHnIeHAnNaM1H,
«Sigma», CIIIA) B KoHUeHTpauuu oT 1 MkM g0
1 MM ¢ ackopbatom Hatpus («Sigma»), KOTOPbIi
JI00aBISJIM B KOHIIEHTPAIlMM Ha TIOPSAOK BHIIIE
koHueHTpauuu TM®I.

CriekTpbl  TONJIOLIEHUS  PErUCTPUPOBAIU
¢ mnomolblo crnekTtpogoromerpa Hitachi-557
(«Hitachi Ltd.», dAnonust), cnexktpsl ¢iyopec-
LIeHIUMU — Ha crnekTtpodayopumerpe Fluorolog 3
(«Horiba Jobin Yvon», SmoHus) ¢ BBICOKO-
yyBCcTBUTENbHBIM B WMK-nuamazoHe oxiaxna-
eMbIM  (oToyMHOXuUTeaeM  Hamamatsu-5509
(«Hamamatsu Photonics», fmnonust). Bo3oyxne-
HUe IyopecleHIIMA OCYIIEeCTBISIN B IOJ0Ce
Cope mnomoneHuss Nop@UPUHOBBIX MUTMEHTOB
npu 400 M. KuHetuku 3atyxaHus (ayopecieH-
LIUU1 U3MEPSITIA METOJIOM CUE€Ta (DOTOHOB Ha JUTMHE
BOJIHBI 880 HM B pexkuMe KOppeIupoOBaHHOTO cUe-
Ta onuHOYHbIX (poToHOB (TCSPC). ImbOpuaHbIiA
¢otomerektop HPM-100-07 («Becker&Hickl»,
I'epmanust) obecrneunBal anmnapaTHylo GyHKLIUIO
CHUCTEMBI perucTpanuu okoyio 16 nc. B kauectBe
MCTOYHMKA BO30YK/IAIOIIEro CBETa UCITOIb30BaIU
¢deMTOCeKYHIHYIO JJa3epHYIo cuctemy «Tema-150»
(«ABecta-IIpoekT», Poccust), KoTopast reHepupo-
BaJla UMITYJIbChl CBETA C JUIMHOU BOJIHBI M3JTyYe-
Hus 400 uM, anutenbHocThio 300 (¢ 1 yacToroit
noBropeHust 80 MIr (cpeaHsisi MOIIHOCTh U3y~
yeHus cocTtapisia 2,8 BT, sHeprus oTaeabHOTO
JlazepHOro uMIyJibca obljia paBHa 34 H/Ix). B akc-
MepUMEHTaxX 3HEPTUI0 BO30YXKAAIOIIMX WUMITYJIb-
COB CBETa yMEHbIIAJIU C TOMOIIbLIO HEUTpaib-
HBIX CBETO(MUIBTPOB 0 YPOBHSI, OINPEACISIEMOrO
YYBCTBUTEJIbHOCTBIO CUCTEMbI PETUCTPALIMM, TIPU
9TOM CPENHSISl TUIOTHOCTh MOIIHOCTH W3JIyYeHUS
cocrapisia 3-10~% Br/cm?. KunHetuku duyopec-
LIEHIIUKU alllIPOKCUMUPOBAIN B ABYXIKCIIOHEHIIM-
aJIbHOM MPUOJIKEHUU.

®oToMHAYIIMPOBAaHHBIE M3MEHEHUs TOIJIO-
meHus B oogactu 740—920 HM TIpu cTallMOHAPHOM
OCBEIIeHUU peructpupoBanu ¢ marom 10 HM Ha
onHoJiyueBoM AuddepeHunaTbHOM CHeKTpodo-

HOKC u np.

TOMETpEe C MexaHU4ecKoit Moaysiiueit ceta. O0-
pasell ocBellaJics B TeYeHHUE 5 ¢ KPaCHBIM CBETOM
(A > 620 uMm). Jlns mOCTpOEHMST 110 TOYKAM pas-
HOCTHOTO CITeKTpa MOIJIONIEHUS] TUMA «CBET-MU-
HyC-TeMHOTa» ObLIa HCIOJIb30BaHa Iporpamma
Origin 8.1 («OriginLab», CIIIA) ¢ ¢yHK1IM€l cria-
>KUBaHUS «spline».

M3MmeHeHUs TIOIJIONICHUSI Ha OIMHOYHYIO
BCOBILIKY (532 HM, AJUTENBLHOCTL 7 HC, DHEPTUS
nmnyiabca 10 mJIx, YAG-Nd nazep LS-2131M
(«LOTIS TII», benapych)) perucTpupoBaiud Ha
ycTaHoBKe ¢uieni-¢poTonn3a ¢ IBOMHONW MOHO-
XpoMarusanueit usMmepsiiomiero csera. C 1enabio
VAYYIIEHUS OTHOIICHMSI CUTHAJ/IIyM C TTOMO-
b0  aHajoro-uu@poBoro mnpeodpasoBaTess
OctopusCompuScope 8327 («GaGe», Kanana)
00bIYHO MpoBOAMJIM HakorieHue oT 50 mo 100
OIMHOYHBIX CUTHAJOB. JIJIsT MYJIBTMIKCITOHEHII -
aJbHOM anmpoKCUMAallMi KMHETUYECKMX KPUBBIX
HCIIOJb30BaIM Iporpammy Origin 8.1.

Bce u3MmepeHUs MOBTOPSUIM MMHUMYM TpU
pasa, a pe3yabrarhl yecpeaHsiu. [IpuBonsTcs cpen-
HUE 3HAUYEeHUS U CTaHAapTHas OlIMOKa.

PE3VJIBTATHI UCCJIETOBAHU

DoTOCMHTETUUECKUI — armapaTr ITypInypHOI
baxktepuun Rba. sphaeroides conepXuT cBETOCOOU-
patonue Komruiekchl aByx tunos — LH1 u LH2,
KOMIUIEKCHI pPEaKIIMOHHOIO ILEHTpa LMTOXpOoMa
bc, u ATP-cuntetassl [17]. B memOpane RCu LH1
obpaszytot kKomruiekc LH1—RC, B koTopoMm Kax-
Iblit RC oKpyX€H KOJblLIeBOI OEJIKOBOI CTPYKTY-
poit LH1, comepxaiueit 32 cBI3aHHBIX MOJEKYJIbI
bxn. Q, monoca normowenus LH1 umeer makcu-
MyM Tipu 875 HM, MakKCUMyM cIieKTpa ¢yopec-
LIEHIIMM 3TOr0 KOMILJIEKCa HaXOMUTCS IpU 885 HM.
B otyimume or LH1, B coctaB kommiekca LH2 Bxo-
IST Ba CHEKTPaIbHO Pa3JIMYHBIX TUIIA MOJIEKYI
bxn. KopoTkoBonHoByl0 ¢opMy aHTEHHBI obOpa-
3y1oT 9 Mosiekyn bxii, mornomarouux rpu 800 HM,
octanbHbie 18 Monekyn bxa ¢opmupyior 6oiee
TECHO CBSI3aHHYIO CTPYKTYPY, MOTIOLIAIOIILYIO TTPU
850 um. ITpu BO30OYXKAEHUM DHEPTUS OT KOJIbLIEBO-
ro komruiekca bxs 800 oueHb OBICTPO MTEPEHOCUTCS
K KoJibIly KoMIuiekca bxit 850, koTopsblii criocobeH
dayopecuupoBaTb. MakcumMyM crieKTpa gpJyopec-
ueHuu bxi 850 Haxonutcst mpu 860 HM [18].

Kunernka 3atyxaHust (JayopecueHLMU Xpo-
MaTo(MOpOB, BBIIEIEHHBIX U3 KIETOK Rba. sphae-
roides, BBIpAIIEHHBIX B CTaHOAPTHBIX YCJIOBUSIX,
CONIEPXKUT, KaK MPaBUI0, 3 KOMIIOHEHTA JJIUTETb-
HocThlo TipuMepHo 100 mc, 200—300 nc u 700—
1000 mic [19, 20]. ABTOpbI MoOJaralT, YTO OBICTPHIN
KOMITOHEHT IauTellbHOCTbI0 ~100 T1ic cBsI3aH ¢
3axBaToM Bo30yxneHus or LHI1, BTopoii — nubo
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¢ murpanueit snepruu ot LH2 x LH1, nu6o c pe-
koMOuHanueii 3apsaoB P*H- (P — (poToakTuBHBIM
aumep bxin, H — 6Gakrtepuodeodurun). Tpetuii
JNOJTOXUBYIIUI KOMIIOHEHT OTHOCHUTCS K JJIM-
TeJbHOCTHU (hyopecLieHIUU He cBs3aHHbIX ¢ LH1
koMmIiekcoB LH2. OTMeTuM, 4To sHepreTudyecKkas
cBsI3aHHOCTH KomIuiekcoB LH2 ¢ LH1 onpenens-
€T KakK IJIUTEebHOCTh (hayopecueHuun LH2, Tak
u 3acenéHHoctb LH1-kommiekcon [21]. IToapo0O-
HBIIl aHAJIN3 KMHETUK 3aTyXaHus GIyopecleHINN
JAaHHBIX XpoMaToGOpOB MPUBEIEH HAMU B padoTe
Strakhovskaya et al. [22].

B cnekTpax TomiomeHusT KOHTPOJBHBIX 00-
pasuoB xpomaTtodopoB Rba. sphaeroides n B npu-
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cyrctBun HAUIT (0,25, 0,5 u 1 MM) 3aMeTHBIX
pa3nuuuii oOHapyxXeHOo He Oblio. BMmecTe ¢ Tem
BiustHue JAUIT nposiBasieTcss B (piyopeclieHTHbIX
XapakKTepUCTUKax XxpoMaTo(popoB. B KOHTPOJbHBIX
oOpasuax (puc. 1) ocHoBHOIT MakcumMyM (~890 HM)
oOycnoBieH duayopecueHuuein komruiekca LHI,
KOTOPBII SIBJISIETCSI aKLENTOPOM BHEPTUM, I10-
[JOIEHHON CBETOCOOMpAOIIMMU MUTMEHTaMU
LH2-koMmexkca xpoMaTodopoB. XOpollio pa3yiu-
YUMOE TIJIeUo Npu ~855 HM SIBJISIETCSI BKJIaIOM I10-
CJIGTHETO B CIIEKTP UCITyCKaeMoil (piryopeclieHIIUH.
Ha puc. 1 npeacraBiieHbl CIIEKTPbl (QJIyOpeClLEeH-
LMY XpOMaTo(GOpPOB U Pe3yJbTaThbl UX PA3TOXKEHUS
Ha JIBE TayCCOBBI COCTABISAIONINE C MAKCUMyMaMU

driyopecueHuusi, OTH.ef,.
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Puc. 1. CniekTpsl hayopeclieHIIMN CyCIieH3uu XxpoMaToopoB Rba. sphaeroides B koHTpose (a) u B npucytcTBum 1 MM J1UII (6).
OpurrHaibHble CIEKTPhl (/, TOUKM) OBLIM anmpOKCUMUPOBAHBI CYMMOM NBYX TayCCOBBIX KOMIIOHEHT (4, CrulolIHas YépHas
kpuBasi). KOMIIOHEHT ¢ MakCUMyMOM OKOJIO 855 HM (2, cepasl CIUIONIHAS KpUBast) MpuHamIexut ¢uryopectieHuun LH2-koMm-
IJieKca, a ¢ MaKCuMyMoM 0KoJ1o 890 HM (3, cepast criionHast 1uHus ) — dbayopecueHiimu LH1-komrmuiekca
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npu ~890 u ~855 HM, mpuHaIIEXAaIUe COOTBET-
ctBeHHO u3nydyeHuto LHI1- u LH2-xkommiekcos.
W3 cpaBHEeHUSI CMEKTPOB BUIHO, YTO IOC]E A0-
oapienust 1 MM JUIT dnyopecuenuust or LH2
yBenuuuBaetrcs. Eciu B KOHTpoJIbHOM o0Opasiie
OTHOIIIEHUE TIIOIIANEH MO rayCCOBbIMU KOMIIO-
HeHTaMu crekTpoB ¢ayopecueHumu LH1 u LH2
cocrtaBisuio okojio 35, To B mpucyrcteuu JIWII
9TO 3HaYeHMe yMmeHbianaoch a0 20. JlobaBiaeHue
TM®/-H, He nMpuBOIMIIO K U3MEHEHMSIM CITEK-
TPOB (JIyopecUeHUNH (JaHHbIE HE MPUBOIATCH).
Ewié G6omee cyiiecTBeHHBIN POCT MHTEHCHUBHOCTU
(nyopecuenuuu LH2 (1, COOTBETCTBEHHO, OTHO-
cUTelIbHOe yMeHbleHue ¢ayopecueHunn LH1)
ObUT OOHapykeH HaMU B HelaBHeil padote [22], B
KOTOPOI MCCIIeAOBAIOCh BAMSIHUE Psila KAaTHOH-
HbIX aHTUCENITUKOB Ha TMEPEHOC DHEPTUU B TaKUX
ke Tipenapatax. bbuio mokaszaHo, 4To 3To 00yCJIOB-
JIEHO HapylieHueM (GYHKIIMOHAIBHOI CBSI3U MEX-
ny iepudepudecKUMU MUTMEHT-0eIKOBBIMU KOM-
mekcamu LH2 u core-komriekcamu LH1—RC,
YTO BbIpaXxaercs B TaacHUM 3(PQPEKTUBHOCTU
rnepeHoca sHepruu Mexay Humu. OUeBUIHO, YTO
CXOIHBIN 3 DEKT, XOTSI U 3aMETHO MEHee BhbIpa-
>KeHHBI, IposiBsieTcs U npu godasiaeHuun NI
xpoMaTtodopaM Rba. sphaeroides.

CoxpaHeHUE  3aMKHYTOW  BE3UKYJSIPHOM
CTPYKTYpPbl MEMOPAH U CUCTEMBI SHEPIeTUUECKO-
ro conpskeHus: B xpoMaTodopax Rba. sphaeroides
MO3BOJISIET HMCCAENoBaTh HE TOJIBKO 3JIEKTPOH-
TPaHCIIOPTHBIE TIPOIIECChl, HO U TIpeobpa3oBa-

20

HOKC u np.

HUE TOMIOIIEHHONW CBETOBO 2HEPIMU B 2HEP-
M0 TpaHCMEeMOpaHHO pa3feEHHBIX 3apsJioB.
Tak, caABUTM TOJIOC TIOIJIOILIEHUS] KapOTMHOUJIOB
B crnekTpanbHoii obnactu 400—500 HM BO3HUKa-
10T B OTBET KaK Ha JIOKaJIbHOE pa3ze/ieHue 3apsiioB
B RC, Tak u Ha mnosiBJeHUEe TpaHCMeMOpaHHOTro
MOJIs1, MHIYLMPYIOILIETo MoJsipu3alnio OeIKOBOM
MaTpulibl [23]. B To ke Bpemsi HaOromarommiics
B UK-ob6nactu criekrpa npu 840—900 HM aauH-
HOBOJIHOBBIM (TaK Ha3bIBa€MBbIN «KpPaCHBII»)
CABUT TIOJIOCHI TOMJIOUIEHUSI MOJIEKYJT CBETOCO-
Ouparoiiero bxia oTpaxkaeT B OCHOBHOM 00Opa3zo-
BaHME DHEPIM30BAHHOIO COCTOSIHMSI MeMOpaHbI
xpoMaTtodopa U He YYBCTBUTEIEH K OTAEIbHBIM
CTaausIM JIOKAJIbHOTO TpaHCIOpTa 3JIEKTPOHA IO
uernouke P - Q4 — Q. O™ uzMeHeHus: abcop0O-
LIMY HaOJIIONAMCh U B LEJIbIX KJIETKaX pa3InyHbIX
BUAOB NypPHYPHBIX OakTepuii, U B XpomaToho-
pax, KOTOpble MMEIM 3aMKHYTYIO BE3UKYJISIPHYIO
CTPYKTYDPY, Kak y 0akrepuit Rhodospirillum rubrum,
Rba. sphaeroides, Chromatium minutissimum |24, 25].
DTOT 3HEPro3aBUCUMBIN «KpACHBI» CIBUT IO-
miolieHuss bxj HaOmromanacs B yCIOBUSIX, KOTaa
TpaHCMEMOpaHHBIM TEePEHOC BJEKTPOHOB COIPO-
BOXIAJICS aHTMOATHBIM TPaHCIIOPTOM IIPOTOHOB B
BUJI€ BOCCTAHOBJIEHHOTO BTOPUYHOTO TMIAPOXUHO-
Ha B pe3yJbTarte paboThl TaK Ha3biBaeMOro Q-1umk-
JIa C y4acTUEM LIMTOXPOM bc;-OKCUIOPENYKTa3HOTO
KoMIuiekca. Ilpu noGaBieHUU B Cpely 3K30TeH-
HOTO JIOHOpPA 3JIEKTPOHOB (2,6-1uXx10pdHeHOIMH-
JodeHona ¢ U30bITKOM ackopbaTa) MpOUCXOAUIIO
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Puc. 2. IuddepeHnnanbHble CIIEKTPhl «CBET-MUHYC-TEMHOTa» XpoMaTodopoB Rba. sphaeroides B koHTpoJe (1), B IPUCYTCTBUU
10 MM mHTEOUTOpA MIepeHoca 3JIEKTPOHOB o-(eHaHTponrHa (2) u B mpucyrctBuu 1 MM JIMII (3). Ha BcTaBKe moka3aHa pas-
HOCTb «CITEKTP 3-MUHYC-CIEKTP 2» MOCJIe UX HOPMUPOBKU T1pu 790 HM
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YCUJIEHUE 3TOTO0 KPACHOTO CABUTA 3a CUET aKTUBU-
3allMM LIUKJINYECKOTO TpaHCIIOpTa 2JEKTPOHOB Ha
craiimoHapHoM cBeTy B Tex RC, rme orcyTcTByeT
9K30T€HHBII TOHOP 3JIEKTPOHOB — IIUTOXPOM C,.

B 10 xe BpeMs GJIOKMpPOBaHUE 3JIIEKTPOHHOTO
TpaHCIIOPTa Ha YYacTKe MEX1y MePBUYHBIM U BTO-
PUYHBIM XMHOHHBIMU aKIIENITOPaMU C MTOMOLIBIO
crneuuduueckoro MHruouTopa o-heHaHTPOJIUHA
MPUBOIMIIO K MX MOJHOMY MOJAaBJIeHUIO [26].

PasHOCTHBIE CHEKTPHl TMOMJIOLIEHUS <«CBET-
MHUHYC-TEMHOTa» XpoMaTohopoB OakTepuii Rba.
sphaeroides B KonTpoJie (/), a Takxke B IPUCYTCTBUU
WHTUOUTOpA TTepeHoca BJIEKTPOHOB O-(EeHaHTPO-
JuHa (2) u ANII (3) npuBeneHsl Ha puc. 2. CHeKTp
KOHTpOJIbHOTO obpa3ua B OmkHeil MK-obmactu
MMeeT TIOJOXUTENbHBI MakcuMyM Tipu 790 HM
U TpU OTpULIATENbHBIX MakcuMmyMa mnpu 820, 840
u 880 HM. Takoii BUJ CIIEKTpa CBUIETEIbCTBYET,
YTO HATUBHOCTh MeMOpaH XpoMaTo(opoB HE Ha-
pyllieHa, M 4TO TOJ BJIMSIHUEM TOSIBISIOLIEIiCS
Ha MeMOpaHe pa3HOCTU IMOTEHIIMAJIOB BO3HUKAET
«KpaCHBbI» CABUI TOJOCHI CBETOCOOUPAIOIIETO
bxu1. TTockoabKy 9K30reHHbI TOHOP 3J€KTPOHOB
He Mo0aBJsICs, IMKINYECKash akTUBHOCTh (hOTO-
CHMHTETMYECKOIo arrapara oKasajach, OYEeBMII-
HO, HEBBICOKOW, M TOJOXUTEIbHBIX M3MEHEHUM
B obsactu 850—900 HM He Habmomanoch. Ilpu
0JIOKMpPOBAaHUM TpaHCHOPTa JEKTpOHA O-(DeHaH-
TPOJIMHOM COXPaHSIOTCS JIMIIb T¢ U3MEHEHUS T10-
[JIOLIEHUSI, KOTOpbIEe OTpaxaloT (hOTOOKMCIEHUE
P, xapaxrtepusyroiiuecsi BBILBETAHUEM TTOJOCHI
npu 870 HM U COMYTCTBYIOIIMM KOPOTKOBOJIHO-
BBIM CIBUTOM TMOJIOCHI TIOTJIOIIEHUSI MOHOMEPHOTO
bxn pu 800 M, ¢ nuddepeHIMaTbHBIMU MaK-
cuMyMmoM 1ipu 790 HM 1 MUHUMYMOM Iipu 8§20 HM
(puc. 2, kpuBas 2).

Hoo6asnenue HUWIIw BBI3BIBAJIIO CTUMYJISI-
IIMI0O 3HEPro3aBUCUMBIX aOCOPOLUMOHHBIX W3-
MeHeHuil. B nuddepeHIMaibHOM CHeKTpe Io-
rouieHust B obnactu 8§50—900 HM Habiromanoch
MOSIBJICHUE TIOJIOKMTEIbHBIX U3MEHEHUI B CTIEK-
Tpe MOMIOUIEHUS C MAaKCUMYMOM oOKoyio 860 HM
3a CYET Cymeprno3ulMu WU3MEHEHMI, CBSI3aHHBIX
C OKHUCJIUTEIbHO-BOCCTAHOBUTEIBLHBIMU TIEPEXO-
naMu penokc-koMnoHeHTOoB RC (poToakTUBHBINM
Bxn1 — XMHOHHBIE aKIENTOPbl) U UBMEHEHUI, OT-
paxarolux JeicTBUe BHEIIHEro TpaHCMeMOpaH-
HOTO TIOJII Ha MOJIEKYJbl CBETOCOOUPAIOIIETO
bxn. Bto moaTBepxkaaeTcs CAOXHON KUHETUKOMN
pa3HOHAIPaBJIeHHbBIX (POTOMHAYLIMPOBAHHBIX W3-
MEHEHU MOMIOIIEHUS B 3TOI 00J1aCTH MOCJE BbI-
KJIIOYEHUS] aKTUBUPYIOIIETO CBeTa, YKa3bIBalolle
Ha CylIeCTBOBaHUE 0oJiee MENJIEHHO pejlaKCUPYIO-
LINX «ITOJIOKUTENIbHBIX» U 00Jjiee OBICTPBIX «OTPH-
1aTeJIbHbIX» a0COPOIIMOHHBIX M3MeHeHul. [lep-
Bbl€, OUEBUIHO, CBSI3aHBI C «KPAaCHBIM» CIBUTOM
AHTEHHBI, 2 BTOPbIE — C OKUCIUTEIbHO-BOCCTAaHO-
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MHTEeHCUBHOCTL CBETAa, MBT/cm?

Puc. 3. 3aBUCMMOCTH OT MHTEHCUBHOCTH CBETa aMIUTATYIbI
(oTOMHAYIMPOBAaHHBIX M3MEHEHUI TOIIOIIECHUS B XpoMa-
todopax Rba. sphaeroides B npucyrctBuu 1 MM IUII npu
790 am (I), oTpaxaloluX OKUCIUTEIbHO-BOCCTAHOBUTEb-
Hble TipeBpalleHusi ¢goroaktTuBHoro bXn P, u usmeHeHuii
rotomeHus pu 860 HM (2), B 00JIaCTH UX CYIEPITO3ULIMU C
9HEPro3aBUCHUMbIM KPACHBIM CABUTOM IOJIOCHI 850 HM

BUTEIbHBIMU MpeBpaleHussMu bxi P. CBeToBble
KpUBbIE, U3MEPEHHbIE B CHEKTpaJbHOI 00JacTH,
XapaKTepHON i aOCOPOLIMOHHBIX M3MEHEHUI
TOJIBKO BTOPOro Tumna (Hampumep, rnpu 790 HM) u
B oOJjlacTu, Tne HaOJogaeTcsl Cyneprio3ulusl u3-
MeHeHUil 00oux TUIOB (0KojJ0 860 HM), TakxKe
MOATBEPKIAIOT JaHHBIN BbIBOI (puc. 3). Y3 puc. 3
CJIEYET, YTO TOJIOXKUTEIbHBIE (POTOMHIYIIMPOBAH-
Hble U3BMEHEHUS MOTJIOLIEHMSI, CBI3aHHBIE C IJTMH-
HOBOJIHOBBIM CIBMTOM MoJiOChl bxJt mon aeiicTBu-
eM pas3esIEHHBIX 3apsioB, UMEIOT 0ojiee HU3KYIO
00J1aCTh CBETOBOTO HACHIIIIEHUS, YeM OTPULIATEIb-
Hble M3MEHEHUSI TMOMIOIIEHUs, OOYCIOBICHHBIC
BhILIBeTaHMEeM (poToakTuBHOro bxi1 P. HamoMHuM,
YTO HANPSLKEHHOCTb TOJISI Ha MeMOpaHe MOXKET
JOCTUTATh BeIMYMHBI TTopsinka 108 B/m [27].
Boruntas u3 criekrpa 3 Ha puc. 2 CiekTp 2, no-
JIyYUM Pa3HOCTHBIN CIIEKTpP [J15 TIOTEHLMAI-3aBU-
CUMBIX UIBMEHEHM I MOMIOIIEHUS. DTO MOKa3aHO Ha
BCTaBKe K puc. 2. CTpyKTypa pa3HOCTHOTO CIIeKTpa
CBUJIETENILCTBYET O TOM, UTO B YCJIOBUSIX SHEPru3a-
LMK MeMOpaH XpoMaTo(MOpPOB MPOUCXOIUT JJTUH-
HOBOJTHOBBIM CIOBUT TIOJIOCHI TOIJIOIIEHUSI CBETO-
cobuparoleit aHTeHHBI MosieKy bxit ipu 850 HM.
Kak yxe ormeueHo Bbllle, y OakTepuili Rba.
sphaeroides cyliecTByeT ABa aHTEHHBIX KOMILJIEKCa:
LH2 — monexynbl ¢ MakKCUMyMaMU MOTJIOIIEHUS
npu 800 u 850 um (bxi 800 u bxu 850) u LH1 ¢
MakcuMyMoM nornoteHus rpu 870 um (bxi 870).
ComracHO NaHHBIM PEHTIEHOCTPYKTYPHOIO aHa-
nuza [28, 29], monekynasl bxna 850 HaxomsaTcs B
CYLIECTBEHHO THUAPOMDOOHOM OKPYKEHUHU, TECHO
yHaKOBaHbl 1 OPUEHTUPOBAHBI TIJIOCKOCTSIMU CBO-
UX TOPMUPUHOBBLIX KOJEL IEepHEeHINKYISIPHO K
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IUIOCKOCTH MeMmOpaHbl xpomatocdopa. B 1o xe
BpeMsi MOHOMepHble MosieKynbl bxit 800 pacro-
JIaraloTcs MEXIY BHEUTHUMM CIUpaISIMU OeTKO-
BOTO HOCHTEJSI, OPUEHTUPOBAHBI TapasuieJbHO
MJIOCKOCTU MeMOpPaHbl U B3aUMOJEMCTBYIOT C T0-
JISipHOU cpenoil. O4yeBUAHO, MEPHNEHAUKYJISIpHAs
opueHTalusa Mojiekyn bxia 850 k miockocT MeM-
OpaHbl M HU3Kas AUDJIEKTpUYECKasl MOCTOSTHHAsI
X MEMOPAHHOTO OKPYKEHUS U SBJISIOTCS IJIaBHbI-
MM MPUYUHAMU TOTO, YTO UMEHHO 3TU MOJIEKYJIbI
B MOJie BBICOKOW HAMpPSKEHHOCTU MCIBITHIBAIOT
JUTMUHHOBOJTHOBBIM 3JIEKTPOXPOMHBII CIBUT TIOJIO-
cbl nornoueHus (Itapk-3dhdekT) mpu odbpazoBa-
HUY Pa3HOCTHU MOTEHIMAIOB Ha MeMOpaHe.

Binusguue AMII Ha sHeprusauuio MeMOpaH
XpoMaTohOpoB MOXHO OOBSICHUTH, ToJIaras, 4To
3TOT areHT CIIOCOOEH OTAaBaTh JAEKTPOHBI (hOTO-
okucjaeHHoMy P, Kak 3To menaror, Halmpumep, pe-
JOKC-MeIUaTopel  2,6-1uxiaopbeHonmHI0GeHO
(AXPUD) unu TM®DJI B mpuCyTCTBUM acKoOp-
b0ata Hatpus. Mx ctumynupylolee neicTBre Ha
MpoliecC dHepruzaluuu MeMOpaH XpoMaTtodhOopoB
U3BECTHO JaBHO [25] 1 3akio4yaeTcs B YCUJIEHUU
LIMKJIMYECKOTO TPAHCITOPTA 3JIEKTPOHOB 3a CUET UX
IIPUTOKA OT BOocCcTaHOBJIeHHOU opMbl TM DI Ha
(orookucnennrlii nurmeHT P. Perucrpupyemas
MPpU 3TOM CKOPOCTb TEMHOBOTO BOCCTaHOBJIEHUS
P* yBenuuuBaercs.

AA790, OTH.en.

0,0-

HOKC u np.

Ha puc. 4 noka3zaHbl KUHETUYECKUE KPUBbIE
(boTOMHAYLIMPOBAaHHBIX U3MEHEHUM IMOIJIOIIEHUS
B xpomaTodopax npu 790 HM (B mojoce-uHAUKA-
TOP€ OKUCIUTEIbHO-BOCCTAHOBUTENbHBIX MIPEBPaA-
LIeHUi1) B KOHTposie 1 pu gfodasienun TM®-H,
nnu JNII.

BunHo, 4To TEMHOBOE BOCCTAHOBJEHUE ITUT-
MEHTa CYIIECTBEHHO YCKOpSIETCSI B OOOUX CIy-
yasgx, 4YTO TOATBEPXKIAET IPEINOoJIoKeHue 00
9JIEKTPOH-IOHOpHBIX cBolictBax HAMII. OmHako
otu cBoiictBa y JAMII BbIpaxkeHbI CyIIECTBEHHO
cinabee. MakcuMaibHbI 2 eKkT ycKopeHus: Ku-
Hetuku B mnpucytctBun JAMIT pocturaercss mpu
KoHIeHTpauuu 1 MM. Ilpu nanbHeiileM pocte
koHueHtpauuu IMII ckopocTb TEMHOBOIO BOC-
craHoBlieHUus1 P* yxxe He yBenuuuBaetcsa. CaenyeT
OTMETUTD, YTO «KpaCHBI» cIBUT TTojiockl bXi 850,
PETUCTPUPYEMBIN TIPU OCBEIIEHUU MOCTOSTHHBIM
CBETOM Kak IOJIOXKUTEIbHbIE U3MEHEHUsI abcopO-
uuu npu 860 HM, TakKe HOCTUTaeT MaKCHUMyMma
npu koHueHTpauuu JAWIT 1 MmM. TM®I-H, aB-
JisieTcst ropasfno Oosiee 3(h(EKTUBHBIM JTOHOPOM
a5ieKTpoHoB. bauskuii k aeiicteuio ANIT apdpexr
YCKOPEHMSI KWNHETUKU JOCTUTAETCS YK€ TPU KOH-
nentpauuun TM®JI-H, okono 1 MKM, a ripu najib-
HeilleM YBeJIMYEHUU ero KoOHIeHTpauu 1o 1 MM
KOHCTaHTa CKOPOCTM BOCCTaHOBJIeHUsT P* yBenu-
YMBaeTCs CylIeCTBEHHBIM 00pa3oMm (puc. 5).

0 100 200 300

400 500 600 700 800

Bpewma, mc

Puc. 4. KuHernka TeMHOBOTO BoccTaHOBJIeHUSI P* B XxpomaTodopax Rba. sphaeroides Tiocie akTUBALIMA ONMHOYHOI JTa3epHOI
BCHbIKOM (532 HM, 7 HC) B KoHTpoJie (), a Takke B mpucytcTBun 1 MM JAWII (2) mu TM®/I-H, B koHnieHTpauuu 1 MkM (3)

ul MM (4)
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Puc. 5. 3aBUCHMOCTb KOHCTaHTBI CKOPOCTH TEMHOBOTO BOCCTaHOBJIeHUsT P* B xpomaTodopax Rba. sphaeroides (4€pHbIC KPYXK-
k1) ot KoHueHTpauuu TM®/I-H, nmocie cBeToBOi aKTMBALMK Jla3epHOM BCIBIIIKOM (532 HM, 7 HC). 111 pacy€TOB MCMOJIb30-
BaJIM BpeMsl, 3a KOTOpOe CBETOMHIYLIMPOBAaHHOE U3MEeHEeHre abcopOLIMK yMeHblaloch B 2,7 pa3. Ha pucyHke Takke roka3aHa
3aBUCUMOCTD OT KoHLeHTpauuu TM®D/I-H, T kopoTkoro koMmnoHeHrta ¢uyopecieHuny bXi (OTKpbIThie KPYXKKI), MMEIOIIETO

aMITIUTYLy nopsiaka 95%

Mpbl Takke WMCclenoBadd W3MEHEHHE Bpe-
MEHM XU3HM (QuyopecleHIIUM B Xpomarodo-
pax Rba. sphaeroides npu podasnenun AUII
nu TM®JI-H,: puc. 6, Tabauua (BpeMeHa XU3HU
Y aMIUIATYIbl KUHETUKHU 3aTyXaHUsT (PIyopeclieH-
LIMM B TaOJIMLIE MPUBOMSITCS B JBYXIKCIIOHEHIIU-
aJIbHOM TIPUOIVKEHUN ).

Kak BugHO M3 puc. 6, HabaOgaeTCS YCKOpe-
HUe 3TON KMHETUKU Kak npu podasnenuu JIUII,

tak u npu pgodasienun TM®D-H,. Oo0bsacHseTCs
5TO CJIEAYIOIIUM. XOTsS Mbl UCIIOJb30BAIM OYECHD
HU3KYI0 MHTEHCHMBHOCTH BO30YXKIAIOIIEro CBETa,
MpU MCIIOJb30BAaHHON HaMM 4YacToTe (HOTOBO3-
oyxnenust npenapatoB 80 MI1, Korma cBeTOBBIE
UMITYJIbCHI ClienytoT uepe3 12,5 Hc, yacThb (poToak-
THUBHOTO NWUTMEHTa B XpoMmaTodopax IOCTOSTHHO
OKa3bIBaeTCsI B OKUCIEHHOM COCTOSIHUY (MTOCKOJIb-
Ky, KaK OTMEUaJloCh BBIIIE, MCXOMHAsS LIMKJIMYE-

Bpemena xusHu (T, 1ic) 1 aMITIUTYIbI (2, %) KMHETUYECKUX KOMITOHEHTOB (uiyopeciieHInn™ xpomatodopoB Rba. sphaeroides
B KoHTpoJe 1 B ipucyrctBuu VI u TM®/1-H, B pa3nuuHbIX KOHLIEHTPAIUSIX

XpomaTtodops! Rba. sphaeroides

Bpewms KoHTportb +JIAII, +JIAII, +J1UII, +TM®[, +TM®[, +TM®D[, +TM®[,

KU3HU 0,1 MM 0,5MM 1 MM 1 MxM 10 MxM 100 MmxM 1 MM
T 131£6 125+5 123£5 112+ 4 176 92+6 865 83+ 4
T 581+ 17 602 £+ 15 597+ 15 616 = 14 767 £ 15 873 £ 16 878 + 14 889+ 14
a 96,0+4,3 | 952147 | 942+3,5 | 939+44 | 952+5,1 95,1 £4,6 95,2+3.,9 94,9 +5,3
a 4,0£0,8 48+ 1,1 5,8+£0,9 6,1+0,4 4,8+£0,9 4,9+0,7 4,81+ 0,6 51£1,0

* [IpuBeieHbI cpelHMe 3HAYSHUS TI0 TPEM U3MEPEHUSIM U CTaHAapTHAasI OInOKa.
Asoss. = 400 HM, Aper. = 880 HM
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Puc. 6. KuneTtuka 3atyxanus (yopeciieHIMH B XxpomaTtodopax Rba. sphaeroides B xontpode (1), B mpucyrcteun 1 MM JIUIT (2),
a takxke TM®/I-H, B koHuenrpauuu 1 MkM (3) u 1 MM (4). KpuBas 5 — annaparHas ¢byHkuus ~16 nc. Touku — akcnepumeH-
TaJIbHbIE TaHHbIE, CIJIONIHbIE IMHUM — PE3YJIbTAT JIBYXIKCIIOHEHIIMATbHOM alMmpOoKCUMallu1

CKasl aKTUBHOCTb (DOTOCHMHTETHYECKOTO arrapara,
perucTpupyemMasi 1o «<KpacHOMY» CIBUTY, HEBBICO-
Kas). JlobaBaeHHe BHEIIHErO JOHOPA 3JIEKTPOHOB
TM®/I-H, yBenuuuBaeT ypOBEeHb BOCCTAHOBJICH-
HOCTU (pOTOAKTUBHOIO BbXJ1 B X01€ MaHHBIX KMHE-
TUYECKUX U3MEPEHUIA.

M3BecTHO, YTO IJIUTENbHOCTh (PIyopeclieH-
LIMM aHTEHHBIX KoMmIuiekcoB LH1 cyiecTBeHHbIM
00pa3oM 3aBUCUT OT COCTOSIHUSI (POTOAKTHUBHOTIO
nurMeHTa RC. B o0pa3uax ¢ BocCTaHOBJIE€HHBIM
RC npautenbHOCTh (DJIyOpECUEHLIMU COCTaBJIsI-
eT ~80 mc. B cayyae okuciaeHHbix RC mnutenb-
HOCTb OBICTPOrO KOMIIOHEHTa KMHETMKU 3aTyXa-
HUs GayopecueHIMu yBeamuuBaeTcs: o ~200 mc.
Kak BUIHO U3 KMHETHUK, IPUBEIEHHBIX Ha pUC. 6,
npu pob6asinenun JAWIT u TM®-H, normoma-
eMasl cBeToBasl 2Heprusi a(p@eKTuBHEe MCIOJb-
3yeTcsl B (poToxummuyeckux peakuusx B RC, u
peructpupyemoe BpeMsl (PIyopeclieHIIMU COKpa-
maetcst. Ilpuuyém, ecim cpaBHUBaATh JeicTBUE
AUIT n TM®JI-H, Ha mmmTenbHOCTh (iyopec-
LIEHIIMM 111 KOHLIEHTpaluii, COMOCTaBUMBIX ITO
ycKopeHuto BocctaHoBaeHus P+ (1 MM u 1 MmxM
COOTBETCTBEHHO), TO MOXXHO YTBEpPKIaTh, UTO (-
¢exThl oyeHb Onu3ku. OmHaKo, KaK U B ciayyae
a0COPOLIMOHHBIX U3MEPEHU TTpU 0oJiee BHICOKUX
KoHLeHTpauusx TM®/-H,, T GbICTpOro KOMITo-
HEHTa KUHETUKM (IYyOPECUEeHIIMU MpPOmoIKaeT

yMeHbIIAThCS (pUC. 6). DKCTpanogsauus 3aBUCH-
MOCTEM, MOKa3aHHbIX Ha puc. 6, Ma€T BEIMYMHY
okono 80 mc. Mcxons u3 aurepaTypHBIX JAHHBIX
U pe3yJbTaToOB 3TOW padOThI, MBI IOJaracM, 4TO
BeauunHa 80 TC — 3TO BpeMsl 3axBaTa SHEPruu
Bo30yxxaeHus1 B LHI1-KomIuiekce peakiMOHHBIM
LIEHTPOM, (DOTOAKTUBHBIN MMUIMEHT KOTOPOTO Ha-
XOIMUTCS B BOCCTAHOBJICHHOI (hopMme.

OBCYX/JEHUME PE3YJIBTATOB

Crenyer OTMETUTh (DaKT TOTO, YTO, HapsIy C
JEMOHCTPUPYEMBIM BBIIIE YCKOPEHUEM JOCTaBKU
cBeToBOI aHepruu (Ha ~10%) K ¢poToaKTUBHOMY
nurmeHty RC B nipucyrctun JAUIT (puc. 6), on-
HOBpPEMEHHO HabJIlomaeTcs U OonpeacaéHHOe CHU-
keHue 5(GEKTUBHOCTU TepeHoca SHEPTUM OT
komruiekcoB LH2 xk LH1—RC. Ha sto yka3biBaet
pocT B ~1,7 pa3za MUHTEHCUBHOCTU (bJTyOpeCUEHIIUU
LH2-koMmiekca ¢ MakCUMyMOM Mpu 855 HM B
CTallMOHApHOM creKkTpe dyopecueHuu (puc. 1)
U CUHXPOHHOE yBeludeHue B ~1,6 pa3za BKiIama
MEIJIEHHOTO (COTHU TMKOCEKYHJ) KOMITOHEHTa
KWHETUKHU 3aTyXaHUsl CBEUCHUsI, PETUCTPUPYEMO-
ro mpu 860 HM, KOTOPBIf OTpaxkaeT COOCTBEHHYIO
dayopecueHuuo LH2 (maHHble He MOKa3aHBI).
K Takomy ke BBIBOILY MOXHO TPUITHU, €CJIM CPaB-
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HUTHb BKJIAAbl OT MEIJICHHOTO KOMIIOHEHTa KHU-
HETUKHU 3aTyXaHMsl (QIyopecleHIMU KOHTPOJb-
HBIX 00pa3loB M TpernaparoB ¢ JI00aBleHUEM
1 MM JIUII, peructpupyeMsbix B mosoce 880 HM
(Tabnuua). BaxkHO OTMETUTH, YTO TIpU HobOaBie-
Hun TM®/-H, mpoucxomuT TOJIBKO yMEHBIIe-
HUEe BpeMeHM XXU3HU ObIcTporo, nmopsaka 100 rc,
KOMIIOHEHTa, a COOTHOIIIEHUE aMIIUTY IBYX (a3
npakTuyecku He u3meHsercs. Boamoxno, AUIT
BBI3BIBAET OIpeNeIEHHbIC HAPYIIEHKST ITPOCTpaH-
CTBEHHOM YITAaKOBKY JIUIUIOB, TIPUBOASIIINE K U3-
MEHEHMSIM B3aMHOTO PACTOJIOXEHUST KOMIJIEK-
coB LH2 u LHI—RC. Ilono0HbIi1 2(pdekT paHee
MbI OOHAPYKWIIU ITPU BO3IEHCTBUM HAa POTOCUHTE-
TUYECKYl0 MeMOpaHy Rba. sphaeroides KaTHOHHBIX
aHTUCEeNTUKOB [22]. [laHHOE CXOICTBO, BO3MOXHO,
CBSI3aHO C TTOXOXUM MOAWGUIIMPYIOIIUM BO3/EH-
cTBUEM 3TuX aHTUcenTukoB U JIMII Ha Guomem-
opany. s a¢dpdexkra KaTUOHHBIX aHTHUCENTUKOB
BaKHbI 3apsiIOBBIC B3aMMOIEICTBUS C IOBEPX-
HOCTBIO MeMOpaHbI, IIPOMCXOIIINe OJyiaromapst
pa3HeCEHHBIM B MPOCTPAHCTBE IMOJOXKUTEIbHBIM
3apsaaM Ha aToMax a30Ta B CTPYKTYype MOJIEKYII.
B cayuyae monekynbsl JIMIT B ucroib3yeMbIX yCI0-
BMSIX TaKKe reHepupyeTcss KaTUOH-paauKall C JIo-
KaJU3YIOIIUMUCS Ha aToMax a30Ta IMOJOXUTETb-
HBIMU 3apsiiaMU.

O0cyxaast 3JeKTPOH-IOHOPHBIE BO3MOXHO-
ctu JUII, oTMeTuM, 4YTO MeXaHU3M OKMUCIECHUS
AUNII no cux mop siBAsieTCs] TIPeaMeTOM JUCKYC-
cuit. Jlnsg BOJBTAMIIEPOMETPUYECKOTO OKMCIIE-
Hus JIWUIT B BogHOM pacTBope B pabore Tabak
et al. [30] paccmaTpuBalOTCs ABa MOCAeI0BaTEIb-
HBIX Mpolecca, KOHTPOJIMPYEMbIX OMHOJIEKTPOH-
HOlt nucddy3ueit, Win omHOCTAAUITHOE OKUCIIe-
HUE C yYacTHeM JIByX 2J1eKTpOHOB. CTeXrOMETpUs
aHogHoro oxkuciaenus JIMIT B BomHOM pacTBOpe
OTBEUYaeT OTPHIBY JBYX BJEKTPOHOB OT KaXKIOi
monekyabl JIWII, uro compoBoxkagaeTcsi oCBOOO-
KIACHUEM OIHOTO TMPOTOHA Ha OKUCISIEMYIO MO-
nexkyny [31]. B pabore David et al. [32] npeamno-
Jaraetcs, 4To B pe3yJibTaTe d3JeKTPOOKHUCICHUS
OAUWIT mpoucxoauT peopraHu3alus MUTEPUIU-
HOBBIX KOJIell, TPUBOISIIIAS K ITOSBJICHUIO II0-
JIOXKUTENBHOTO 3apsia Ha MX aTomax aszoTa. Jlo-
HUpOBaHMWE »BJEKTpOHOB Mojekyiaoin JAUIT B
BJIEKTPOH-TPAHCIOPTHYIO Lienb KodakTopoB RC
COINPOBOXIaeTcss 00pa3oBaHMEM BOCCTAHOBJICH-
Horo ruapoxuHoHa (xuHosa) Qz-H,. Ilocnen-
HUN yXoouT B MeMOpaHy, OBICTPO 3aMellasiCh
youxuHoHoM-10 U3 MeMOpaHHOro Iyjaa, pa3mep
KoToporo coctaniseT 20—30 MoyieKysT yOUXrMHOHA
Ha oguH RC [33, 34]. MeMOpaHHBII1 KOMILJIEKC L1~
TOXpoMma bc, IpU OKUCICHUU YOUX1UHOJIA B TPUCYT-
CTBUM MOJIEKYJISIPHOTO KUCJIOPOIAa MOXET IIPOIY-
LIMpOBaTh TOSIBJIEeHUE aHUWOHA cymnepokcuaa [35].
CoryTcTBylOllIee TaKOI peaKuy MOIJI0IIEeHUE MO-
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JIEKYJISIDHOTO KHCJIOpoaa MeMOpaHaMy XpOMaTo-
(opoB MypnypHBIX 0aKTEPU B YCIOBUSIX LMK~
YECKOTo TpaHCMHopTa 3JeKTpOHa ObLIO MOKa3aHo
yxe naBHo [36]. [TosiBnstoiuiicss B MeMOpaHe cy-
nepokcu Mmoxet pearupoBath ¢ JIWII. ITocnenHee
OBLIO MPOIEMOHCTPUPOBAHO HAMM Ha IIpernapaTax
nzonrpoBaHHbIX RC, crmocoOHBIX reHEepUpOBaTh
CYNEPOKCUAHBIN pagrKall IpU OCBELIEHU N TTOCTO-
SHHBbIM cBeTOoM [37]. TymeHue cBOOOAHBIX paau-
kajioB MoJjiekysoit JIMTI Mmorio 661 OBITH CBS3aHO,
B TOM YHKCJIE, C COIPSIKEHHBIM C OTPBIBOM BJIEK-
TPOHA ITIEPEHOCOM ITPOTOHA OT Pa3JIMYHBIX ATOMOB
asora [13].

ComracHO  COBpEMEHHBIM  MpeACTaBICHU-
M [38], B xo/me MOJHOro peaklIMOHHOTIO IMKIIA,
OCYIIECTBJSIEMOr0 IIUTOXPOMHBIM HC;-KOMILIEK-
COM, JIB€ MOJIEKYJIbl XMHOJa OKUCIISIIOTCS 1O IBYX
MOJIEKYJl XUHOHA B Q,-caliTe KoMILIeKca Ha CTO-
pOHEe MeMOpaHbl, IPOTUBOMOJIOKHO MECTY JloKa-
JIM3allMd XMHOHHOTO aklienTopHoro yyactka RC.
Hanee, aBa sneKTpoHa U3 4YeThIpeéx U3 Q,-caiita
MOTYT BOCCTaHaBAMWBaTh ITOABMXHBIM IEepeHO-
CUUK 3JIEKTPOHOB 17151 (poTOOKUCIeHHOro P* — 111-
TOXPOM C,, & IPYTUE ABA JEKTPOHA BOCCTAHABIIN-
BaloT 1 MoJieKyJly XMHOHA U3 MeMOpaHHOIo IyJja
o xuHona B Q;-caliTe KOMILIeKca Ha APYroi CcTo-
poHe MemOpaHbl. IlocnenHee compoBoXmaeTcs
JIOTOJTHUTEIbHO MOIIOIIEHUEM ABYX IIPOTOHOB U3
cpensl. [1py HaTMYKMKM MOJIEKYJISIPHOTO KMCI0pOaa
OH JIeTKO UM GYHAUPYET BHYTPh LIMTOXPOMHOIO
bc,-xomruiekca, rae B Q,-caiiTe B MoOOYHOI pe-
aKIIMM MOXET BOCCTaHaBJIMBATbCS 1O CYIIEpOK-
cuaa [38]. Takke cam MOJIEKYISIPHBIIA KUCIOPOL
MOXET MPUHUMATh aTOM BOAOPOAA OT MOJIEKYJIbI
xuHojda [35], npoayuupysl NPOTOHUPOBAHHbIN
cynepokcun (O, H), kotopwiit, nudbyHaupys na-
Jiee B BOIHYIO (ha3y, TeHepupyeT CYNepOoKCUI IpU
NePOTOHUPOBAHUU.

B Hamem ciyyae mnepeHoOC 3JeKTPOHOB Ha
KUCJIOPO, COMPOBOXIAEMbII IPOTOHUPOBAHU-
€M TIOSIBJISIONIErOCs CYINepoKCUaa MOoJIeKyIaMu
JAUWII, BO3MOXHO, SIBIASETCS OOHWUM M3 HCTOY-
HUKOB HaOJIIomaeMoil TIpM aKTUBALUMW XpoMa-
ToGOpPOB TMOCTOSSHHBIM CBETOM 3SHEPIrU3alluu
dorocuHTETMYECKOI MeMOpaHbI B pe3yjbTaTe Mo-
[JIOIEHUSI M TpaHCMEeMOpaHHOIO IepeMelIeHUS
IMPOTOHOB (YHKLIMOHUPYIOIIUM LTMTOXPOMHBIM
bc,-xoMIuiekcoM. BeposiTHO Takke, UYTO dJIeK-
TpOH-IOHOpHAas crnocobHocts, AMII mpuBomut
K aKTUBalMW WHIYLUUPYEMOIO CBETOM IIMKJIUYE-
CKOIO TpaHCIIOpTa ¢ Y4aCTMEM BOJOPACTBOPUMBIX
MOIBUKHBIX MOJIEKYJ LIMTOXpoMa ¢,. IlocnenHue
YaCTUYHO TEPSIIOTCS B XO/e MpenapaTuBHON Mpo-
Lenypbl BblaedeHUus: xpomatodopoB [39]. Oue-
BUIHO, TTIORTOMY B MCXOIHBIX Ipernaparax XpomMa-
TohOpOB LMKINYECKass aKTUBHOCTb HEBBICOKASI
(puc. 2, xpusas 1).

7*
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3AKJIIOYEHUE

Takum oOpa3om, pe3yabTaTbl JAHHOTO MC-
CJenoBaHUs TIOATBEPXKAAlOT, 4YTO OOCyXIaeMble
B JuTepaType BoO3MOXHOCTU BiaussHus JIWIT Ha
B3aUMOACUCTBUS MeMOpaHHBIX OEJIKOB U ero
BJIEKTPOH-IOHOPHBIE CBOMCTBA MOTYT OKa3bIBaThb
peaJibHOE BO3/IECHCTBME HAa aKTUBHOCTb (PYHKIIM-
OHaJIbHBIX MEMOpaHHBIX OEJKOB. DTO SBIsIETCS
JOMOTHUTEbHBIM apryMEHTOM JJIs y4€Ta TaKux
BO3MOXHOCTEll TMpPU M3YyYEHUM MEXaHU3MOB Te-
paneBtuyeckux 3pdexros AUII, B Tom uucne,
BKJIIOYAsl €ro BO3ACUCTBME HA aKTUBHOCTb TpaHC-
MeMOpaHHoTO Oenka P-gp, oOecneunBarouiero
MHOXECTBEHHYIO JIEKAPCTBEHHYIO YCTOMYMBOCTH
OITyXOJIEH.

HOKC u np.

Bxknan asropos. I1.I1. Hokc, E.II. JIykauies,
B.3. TlameHko — mocTtaHoOBKa 3a7ay, oOCyXIeHne
pesynbraToB, HanucaHue Tekcta; E.I1. Jlykames,
b.H. KopsatoBckuii, C.H. TI'opsiueB, E.C. Annax-
BepAreB — MpoBeAeHUE SKCIIEPUMEHTOB, 00paboT-
ka pesyabsratoB; H.X. CelicyninHa — mpurotosie-
HUE TIPernaparoB JJIsl UCCIeA0BAHUIA.

®unancuposanue. McciienoBaHue BbIMOIHEHO
B paMKaxX HayYyHOIO IPOEKTa TrocyIapCTBEHHOTO
zagaHus MI'Y Ne 121032500058-7.

Konduukr uHTEpecoB. ABTODPHI
00 OTCYTCTBUU KOH(MJIUKTA UHTEPECOB.

CoOmonenne 3Thyeckux HopMm. Hactosias
CTaThsl HE COAEPXKUT OINMMCAHUST KaKUX-JIMOO MC-
CJEIOBAHUI C ydyacTHEM JIIOEH WIN XXUBOTHBIX B
KavyecTBE 0ObEKTOB.
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THE EFFECTS OF DIPYRIDAMOLE ON MEMBRANE
ENERGIZATION AND ENERGY MIGRATION PROCESSES
IN THE Rba. sphaeroides CHROMATOPHORES

P. P. Knox'*, E. P. Lukashev', B. N. Korvatovskiy'!, N. Kh. Seifullina’,
S. N. Goryachev!, E. S. Allakhverdiev?, and V. Z. Paschenko!

! Biophysics Department, Faculty of Biology, Lomonosov Moscow State University,
119991 Moscow, Russia; e-mail: knox@biophys.msu.ru

2 Russian National Medical Research Center of Cardiology, 121552 Moscow, Russia

The effect of dipyridamole (DIP) at concentrations up to 1 mM on the fluorescent characteristics of the light-
harvesting complexes LH2 and LH 1, as well as on their interaction and on the state of the photosynthetic electron
transport chain in the chromatophores of bacteria Rba. sphaeroides was studied. DIP affects the efficiency of
energy transfer from the light-harvesting complex LH2 to the core complex LH1-reaction center and leads
to the appearance of a long-wave (“red”) shift of the absorption band of light-harvesting bacteriochlorophyll
molecules in the IR region of the spectrum at 840-900 nm. This shift is associated with the formation of an
energized state of the membrane. It is shown that DIP is able to reduce the photo-oxidized bacteriochlorophyll
of the reaction center and this ability leads to an increase in the flow of electrons along the electron transport
chain and, thus, stimulates the generation of transmembrane potential on the chromatophore membrane.
The results obtained are important in analyzing the possible mechanisms of the influence of DIP on the activity
of membrane functional proteins. In particular, they may be important for the interpretation of the numerous
therapeutic effects of DIP.

Keywords: chromatophores, membrane energization, energy migration, dipyridamole
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PEAKIITMOHHBIX HEHTPOB ITYPIITYPHOU BAKTEPUUA
Cereibacter sphaeroides C SAMEIIIEHUEM M206 Ile - Gln
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B ctpykrype dhorocuHTeTMUECKOTO peakiinoHHoro 1eHTpa (PLI) myprnypHoit HecepHoit 6aktepuu Cereibacter
sphaeroides KoHCepBaTUBHbIM aMMHOKUCIOTHBIN ocTtaToK Ile-M206 pacrosioxkeH BOIM3M AUMepa 6aKTepro-
xjiopoduiia P u MmoHOMepHOTO 6akTeproxjopoduiia By, SBasitolmxcst mepBUYHBIM JOHOPOM U OJIMXKaii-
IIUM aKIIeNTOPOM 3JIeKTPOHA COOTBETCTBeHHO. HemocpencTBeHHas 6am3octhb [le-M206 k C2-aneTHiaibHO
rpynne 6akrepuoxiaopoduiia Py, ruapokcunbHoit rpynne Tyr-M210, C9-kero-rpyrie 6akTeproxjaopo-
(unna Ba, a Takke K MoJsieKyJie BOJbI BOJIU3U TO rpyIbl MO3BOJSIET UCTIOIb30BATh JAHHbBIN CANT ISl My-
TareHe3a C LIeJIbI0 UCCIeIOBaHUS MEXaHU3MOB MEPBUYHBIX (hOTOXMMHUUYECKUX mpoltieccoB B PLI. Panee 6b110
IoKa3aHo, YTO BHECEHHE aMMHOKMCIOTHOro 3amenieHus lle » Glu B momoxenuu M204 (aHajior moJyioxe-
nust M206 B PLI C. sphaeroides) B Pl 61M3KOpOICTBEHHOM MypIypHOil HecepHoit 6akTepuu Rhodobacter
capsulatus 3aMeTHO TIOBJIMSIJIO HAa KUHETUKY OOpa3oBaHMsI COCTOSIHUSI C pasieleHHbIMU 3apsimamMu PYHj3,
a 3aMmeHa lle M204 Ha Gln npuBena K norepe 6akrepuoxiiopodwuia B, U3 cTpykrypsl KoMmiuiekca. B Ha-
el pabote mokaszaHo, yto omwHO4Has 1(M206)Q u nBoitHas myrtamms [(M206)Q + F(M208)A B PLI
C. sphaeroides He TIPUBOIAT K U3MEHEHHIO ITUTMEHTHOTO COCTaBa KOMITJIEKCA U CYIIIECTBEHHO He BIUSIIOT Ha
pemoKC-TIOTEeHIIMAIT TIEPBUYHOTO JOHOPa 35IeKTpoHa. B To ke BpeMs 3amernenue Ile M206 Ha Gln moBiusio
Ha MOJIOKEeHUE U aMIUIMTYIbI TOJI0C TToTIolieHus1 6akTepruoxaopobdusuioB PLIL, npuBesno K yBeJIUudeHUIO Bpe-
MEHU XKM3HU BO30YKIEHHOTO COCTOSIHUS IEPBUYHOTO JOHOpa 3jieKTpoHa P* ¢ 3,1 11c 1o ~22 11¢c ¥ CHUXXKEHUIO
KBAHTOBOI'O BbIXOma 00Opa3oBaHus cocTossHust P*Qz 10 ~60%, 4To yKas3bIBaeT Ha 3HAYMTEIbHbIC M3MEHE-
HUSI TUTMEHT-0EJIKOBBIX B3aMMOJIECUCTBUIA B OKPYKEHUU TIEPBUYHOTO qoHOpa P u Gimkaiiiiero akienropa
anekTpoHa B,. Takke OBUTO OTMEUEHO CHUKEHUE YCTOMYMBOCTH MyTaHTHBIX PII K TerIoBot IeHaTypaluu,
6onee BopaxkeHHoe i PII ¢ nBoitHbeIM 3amernenrem 1(M206)Q + F(M208)A 1 00ycioBIeHHOE, TTO-BUIK-
MOMY, HapyllleHEeM TUIOTHOM yrakoBKU Oesika BOM3u 6akTeproxiopoduiioB Py 1 By. O6cyknaroTcst Bo3-
MOXHBIE MPUYUHBI PA3IMYHOTO BIWSTHUST OMVMHAKOBBIX MYyTallMii Ha CBOMCTBA ABYX BHICOKOTOMOJOTMYHBIX
PLI 13 6113KOpOACTBEHHBIX MYPITYPHBIX HECEPHBIX OAKTEPUIA.

KJIIOYEBBIE CJIOBA: peakiimoHHbli LeHTp hoTocuHTe3da, Rhodobacter capsulatus, Cereibacter sphaeroides, 6ak-
TEPUOXJIOPOMILI, TTypITypHbIe HeCepHBIC OakTeprH, (DOTOXUMHUUECKOE pasle/ieHUe 3apsaoB, KBAHTOBBIN BBIXOI
pasesieHus 3apsiaoB, MMTMEHTHBIN COCTaB, PEIOKC-IIOTEHIIMAN, TIEPBUYHBIA JOHOP 3JI€KTPOHA, TEPMOCTA0UIIb-
HOCTh MEMOpPaHHbBIX OEJTKOB.

DOI: 10.31857/50320972522100104, EDN: BCUNMI

BBEJIEHHNE

DOTOCUHTETUYECKIE pPEaKIMOHHBIE IIEHTPHI
nypnypHbeix Oaktepuit (n6-PILIl), oTHocutenbHO
Oojiee TIPOCTO OpraHM30BaHHbBIE CTPYKTYpHbBIE
aHayiorn OTOCUCTEMBI-2 BBICIIUX PAaCTEHMI, 1A~
HOOaKTepuit 1 BOOOPOC/EH, MHOTHE TObl CyXKaT

yI0OHOI MOIENbIO Il M3YYeHUs] MEXaHU3MOB
MpeoOpa3oBaHMsl CBETOBOM BJHEPIrMM B XUMU-
YECKYyl0 BHEPIUIo pasiesieHHbIX 3apsaaoB. K Ha-
cTodlleMy BpeMeHU Haubosnee usydeHbl PILI u3
Blastochloris viridis, Rhodobacter sphaeroides (nanee
OyneT Mcrnoab30BaHO HOBoe Ha3BaHue Cereibacter
sphaeroides [1]) n Rhodobacter capsulatus. Tlpo-

I[Mpunusarteie cokpamenus: b®eo — 6akrepuodeodutnn; bXir — 6akreproxmopodmmt; AT — qukwit turr; JITAO — netepreHT
JlaypuIIUMEeTUWIaMUHOKCU; TI0- PLl — peakiMOHHBIE LEHTPBI MypIypHBbIX 6akTepuii; Ba 1 By — MOHOMepHbIE OaKTeproXI0po-
¢unner; Hy 1 Hg — MoHoMepHBIe 6akTeprodeodutunbr; P — qumep 6akTepuoxiopoduiia; P, u Pp — 6akreproxiopoduiibl

numepa P; Qa1 Qp — yOMXUHOHBL.
* Anpecar 11t KOppeCIOHIeHLIVH.
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CTpaHCTBEHHBIE CTPYKTYpPHI ABYX nepBbix PLI pac-
mKUdpPoBaHbl ¢ BBICOKMM paspelieHuem [2, 3], a
s PLL Rba. capsulatus netanbHasi CTpyKTypa Ioka
He yCcTaHOBJIEHA, HO, KaK I0JjiaralT, OoHa B Iie-
Jiom cxonHa co ctpykrypoit P C. sphaeroides [4].
TpaHcMeMOpaHHBIIT MUIMEHT-OEJIKOBBIE ~ KOM-
miekc PLL C. sphaeroides coctouT u3 Tpex cyOb-
enuaull (L, M u H) u necsatu KopakTopoB, MHTE-
IPUPOBAHHBIX B MeMOpaHy, — YeThIpeX MOJIEKYI
baxktepuoxaopoduia (bXi), a1Byx Mojekyn 6ak-
tepuodeoputuna (bPeo) Hy, m Hg, nByx xuHo-
HOB Q4 1 Qp, MOJIEKYJbl KapOTMHOMAA U aToMa
HeremoBoro xeje3a. Kogakropbl opraHM3oBaHbI
B JIB€ TpaHCMeMOpaHHBbIE LIEMU IepeHoca dJIeK-
TpoHa (A u B), pacnonoxeHHbIe CUMMETPUUHO
OTHOCHUTEJIbHO OCH CUMMETPUHU 2-TO Topsiaka [4]
(puc. 1, a). U3BectHO, utro B PII mypmypHbIX Oak-
TEPUil TOJIBLKO OfHA U3 LIeTIel TepeHoca 3JIeKTpo-
Ha, A-lleMb, SBISIETCS (PYHKIIMOHAJIBHO aKTHUB-
Hoii. JIBa bXn, P, u Py, Ha nmepumniazmaTuyeckoi
CTOpOHEe MeMOpaHbl 00pa3yloT aumMep P, BbImos-
HSIOIIUA pOJb MEPBUYHOIO JOHOpA 3JIEKTPOHA.
ITon BozmeiictBueM cBeta B PLI mHunuupyercs
cepusl OBICTPBIX TPAaHCMEMOpPaHHBIX peakIuii Ie-
peHoca 3JIeKTPOHA, COMPOBOXIAIOIIMXCS 00pa30-
BaHMEM COCTOSIHWM C pas3ie/ieHHbIMU 3apsiiaMu.
KBaHTOBBIN BbIxoA (hOTOMHAYLMPOBAHHOTO pa3-
neaeHus 3apsiaoB B 110-PLI 6nn3ok k 100% [5].

K HacrosiiieMy BpeMeHU YCTaHOBJIEHO, UTO
0enok no-PlLI He Toabko yaepxkXuBaeT Ko(haKTopbl
BHYTPU MeMOpaHbl, HO TaKXXe y4yacTBYeT B pery-
JISIUUU UX CIEKTPaJbHBIX U OKUCIUTEIbHO-BOC-
CTAHOBUTEIbHBIX CBOICTB. Kpome Toro, psaa amu-

OYDUHA u ap.

HOKMCJIOTHBIX OCTaTKOB MIpacT BaKHYIO pPOJb B
npoiecce (HOTOXMMUYECKOTO pasfesieHus 3apsi-
10B [6]. K TakuMm ocTaTkaM OTHOCHUTCS, B YaCTHO-
ctu, Tyr-M210, pacriofioxkeHHbII BOJIU3U AuUMepa
bXn P u monomepHoro bXin B,. YcraHosieHo, yto
Mpu nepenayde ajekrpoHa or P* na bXn B, usme-
HeHue KOHMOPMalMM TUAPOKCUJIBHONM TIPYMIIbI
Tyr-M210 npuBOAUT K TOHUXEHUIO YPOBHS DHEp-
TMU COCTOSIHUSI C pasfesieHHbIMM 3apsinamu P7Bj
U, TakKuM o0Opa3oMm, CHOCOOCTBYeT CcTaOuJIM3a-
IIMA 3TOrO0 KOPOTKOXMBYIIEro cocTosiHuS [7, 8.
K cymecTBeHHBIM KOMMIOHEHTaM CTpyKTypbl PILI
OTHOCSITCSI TaKXK€ MOJIEKYJIbI BOABI B TMAPOGOO-
HOI yacTu KoMIuiekca. Tak, OblJI0 MOKa3aHo, 4TO
KpucTayuiorpad4yeck oIpeaensieMass MOJIeKy-
Jia Bonbl BOJIM3U C9-kero-rpynmsl bXn B, (B n1u-
TepaType Hepeako obo3HauaeMasl Kak «Boma-A»)
HeobxoauMma 1jist 3(pGheKTUBHOIO TepeHoca 3JeK-
TpoHa ¢ P* Ha B,. IIpu ee OTCyTCTBUM BpeMsI XKU3HU
coctosiHust P* B PLI C. sphaeroides noBbilanoch B
8 pa3 [9]. [TokaszaHo, 4TO B Ipolecce 00pa3oBaHUsI
coctosiHus P*By dhopmupyercst BomopoaHasl CBs3b
Mexny Bomoii-A u C9-kero-rpynmnoit bXim B, [9,
10]. IlpenmonaraeTcs, 4To Boga-A BXOAUT B 1ie-
MOYKY IOJSIPHBIX aTOMOB, YYacTBYIOIIMX B Iepe-
HOCE 3JIEKTPOHA OT BO30YXKIEHHOTro TOHOpPA 2JIeK-
TpoHa P* na onuxkaitmii akuentop bXn B, [11].
HecmoTpss Ha 3HauYMTedbHBIM 00BbEM MHOOP-
MallMi, HAKOIUIEHHON K HacTOsIIeMy BpeMe-
HU B OTHOIIEHUM BIMSHMSI OEJIKOBOIO OKpY-
JKeHUSI Ha CBOMCTBa KO(MAKTOPOB M IPOLECCHI
rnepeHoca 32JeKTpoHAa U TNpoToHOB B 10O-PLI,
0 MexaHu3Max Haubojee OBICTPHIX

BOIIPOC

6

Puc. 1. Crpykrypa peakuuonHoro neHtpa C. sphaeroides (PDB ID 3v3y) (a). L — L-cyobenuuuna; M — M-cyobenunuia;
H — H-cyowenununa; P — mumep BXir; Ba u Bg — MmoHomepHbie BXir; Ha 1 Hg — MoHOMepHBIe BDeo; Qa 1 Qp — YOUXUHOHBI;
car — KapotuHoun. 6 — benkoBoe okpyxkeHne 6akrepuoxiaopodmmioB P u B, B ctpykrype PLI nukoro tuma (PDB ID 3v3y).
TTokazano pacnonoxenue Ile-M206, Phe-M208, Tyr-M210, Boasi-A, ¢dparmeHToB o-cripaneit D u E M-cyobennHuIb
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PEAKLIMOHHBIW UEHTP C. sphaeroides C SAMEILEHWUEM I(M206)Q

HavaJIbHBIX 3TAIlOB pa3iesieHUs 3apsioB OCTAeTCs
MPEeIMETOM ITMCKYCCUIA.

BHeceHne HampaBieHHBIX aMUHOKMCIOTHBIX
3aMeIleHU B OKpYyXeHUe KO(paKTOpOB C Ieblo
U3MEHEHUST TTUTMEHT-0eJIKOBBIX U 0eJIoK-0eJIKo-
BBIX B3aUMOJIEICTBUI CIIY>KUT OOHUM U3 ITOIXOI0B
K MCCIIEAOBAHUIO MEXaHM3MOB (DOTOCHHTETHUYEC-
CKOTo nepeHoca saekTpoHa B n16-PlI [6]. B yact-
HOCTH, B psige pabOT BHMMaHHWE OBLIO aKIIEH-
TUPOBAHO Ha BBICOKOKOHCEPBATMBHOM OCTaTKe
Ile-M206, pacrnojioXkeHHOM B HEITOCPENCTBEHHOI
o6auszoctu oT bXn Py, C9-keTo-rpymnnbl MOHO-
MmepHoro bXin By, Tyr-M210 u Bonsi-A (puc. 1, 6).
brino nokazano, uto B PL C. sphaeroides 3ameHbl
Ile-M206 na His u Tyr cyluecTBEHHO IOBINUSIN
Ha ONTHUYECKWE XapaKTePUCTUKU KOMILIEKCa B
o01acTh MOIJIOIIEHUs TuMepa P 1 MOHOMEpPHBIX
bXn [12, 13]. Kpome Toro, 6b1J10 OTMEYEHO 3HAYU -
TeJbHOE TajJeHUe KBAHTOBOIO BBbIXOAA 0Opa3oBa-
Hus coctostHus P*Qx u cHukeHue konudectBa PI
I(M206)H mnocne ero BblmeneHusi U3 MeMOpaH U
OYMCTKM C UCIOJb30BaHUEM NIeTepreHTa Jaypuii-
numetrwiamuHokeuaa (JIJAO) [12, 14]. beuio BbI-
CKa3aHO MpennoyiokeHue, 4YTO BHECEHHUE IOJsIp-
HOTrO OCTaTKa 'MCTUAMHA B cailt M206 B 06JacTh
KoHTakTa L- 1 M-cyObeauHuI MOTJIO TOBIUSITH
Ha CBSI3BIBaHME KpUCTaJIorpad@uyecku oIpene-
JsieMoro raukonumnuaa [15] u, Takum oOpas3om,
OTPa3uThCS Ha CTaAOUIBbHOCTHU cTPYKTYpHI PII [14].
B PII Rba. capsulatus nonoxenue M204 cooTBeT-
ctByeT nosioxkeHutro M206 B PLL C. sphaeroides.
B paGote Saggu et al. [16] moka3zaHo, 4TO MyTaLlis
I(M204)E nosnusina Ha nogBuxHocTh OH-rpyr-
el Tyr-M210, a 3amena 1(M204)Q npuBesa K 1o-
tepe bXn B, u3 ctpykryphl Komriekca [17]. ITomy-
yeHue ctadbuiabHbiXx MyTaHTHBIX PLI C. sphaeroides
C aHaJIOTUYHBIMU CBOHCTBAMU MpPEACTaBISIET MH-
Tepec I U3y4yeHUs MeXaHU3MOB HayaJbHbIX 3Ta-
noB (poToxXuMHUUecKoro npoiecca B arom PII.

B npencrasieHHoit paboTe ObLTA MOJTYyYEHbBI MYy-
tantHbIe PLI C. sphaeroides c onyrounbsim 1(M206)Q
u aBoitHbIM [(M206)Q + F(M208)A 3amereHusIMHU,
HCCIIENIOBAaHbI MX CITIEKTPaIbHBIE U POTOXMMUYECKIE
CBOICTBA, TMMIMEHTHBIN COCTaB M TEPMOCTAOWMIIb-
HocTh. Mytaumsi M208 Phe — Ala Oblia BHeceHa
JUTST TIOBBILLICHUST TOMOJIOTMY OEJTKOBOTO OKPYKEHUST
P u B, B PL C. sphaeroides v Rba. capsulatus. Taxxe
aBTOpaMU 0OCYXKIAIOTCSI BOBMOXKHBIE IPUUUHBI pa3-
JIMYHOTO BJIMSIHUSI OMMHAKOBBIX MyTalllii HA CBOI-
CTBa U MUIMEHTHBIN cocTaB roMoiornyHbix PLI u3
MypPITyPHBIX HECEPHBIX OaKTEPUIA.

MATEPHAJIBI U METO/JbI

HanpaBiieHHble =~ aMWHOKMWCJIOTHBIE — 3aMe-
mweHuss B PLI BHocunmu wMetomom ITLP uepes

BUOXUMMUS tom 87 BeImI. 10 2022

1449

OJIMTOHYKJICOTUIHbIC TIpaiiMepbl, KakK oOIluca-
Ho paHee [18]. Ilyrem ompeneneHus mocienoBa-
teabHocT HHK TILP-dbparmeHta ObLIO TOA-
TBEPKACHO MPUCYTCTBUE MYTalluii B TeHe pufM,
konupytomeM M-cyobenununy PLI. Monuduium-
POBaHHBIN puf-onepoH ObLT KJIOHUPOBAH B I1IATTII-
BekTop pRK-415 [19], monydeHHas 1uia3mMuaa
C TIOMOIIIbIO KOHBIOTAllMM Obla TepeHeceHa B
wraMm C. sphaeroides DD13 [20]. Knetku momy-
YEHHBIX PEKOMOMHAHTHBIX IIITAMMOB CUHTE3UPO-
Basin P11 ¢ 3a1aHHBIMU MyTaLIMSMU 1 HE COIEPKaIn
cBeTocoOuparonux Komiiekcos [18]. B kauectse
KOHTPOJIbBHOTO peaKIIMOHHOIO LIEHTPpa MCEeBA0-A1-
koro tuna ([AT) ucnonw3oBanu PLI, BbigeaeHHBIE
n3 mwramMma C. sphaeroides DD13, KoTopbiii co-
nepxan npousBonHyw pRK-415, Hecylyo HeMo-
IuduMpoBaHHble Komuu reHoB puf-LMX [18].
C. sphaeroides BbipaliuBaiu Ha cpene XaTHepa [21]
B MIPUCYTCTBUM TeTpallMKInHa (1 MKr/MJT1) U KaHa-
MMUIMHA (5 MKT/MJ). PeakllMOHHBIE LIEHTPbI BbI-
JEJSUIM METOIOM HMOHOOOMEHHON U adhUHHOM
xpoMaTtorpacduu, Kak omnucaHo paHee [22, 23].
Hnsg comoOuimn3alnuy KOMIUIEKCOB M3 MeMOpaH
ucnonab3oBanu aerepreHT JIIAO. CmeHny gerep-
reHta mocje ouuctku PII ocymiecTBasiid, Kak
onucaHo paHee [24]. OuuieHHbie PLI pacTBopsiain
B 20 MM Tris-HCI-6ydepe (pH 8,0), conepxaiem
0,2% xonata HaTpus (TX) nim 0,6% H-OKTUI-TTIO-
ko3uga. TepmocradbunbHocTh PILI uccnemoBanu
npu 48 u 55 °C B TeueHne 60 MUH ITyTEM perucTpa-
LIMY TEPMO3aBUCUMBIX U3MEHEHU I aMILIUTYIbI 11O~
nockl Qy B, xak onucaHo paHee [24]. U3mepeHue
CIIEKTPOB TOIJIONIEHNSI TPOU3BOAWIN Ha CIEK-
Tpoporomerpe Shimadzu UV-1800 («Shimadzu»,
SnonHust) mpu KoMHaTHoi Temmeparype. K odpas-
aM T00aBJsIM acKopOaT HaTpusi B KOHLIEHTpa-
uuu 1 MM 1 ogaepkaHusl MepBUYHOTO JOHOpA
BJIEKTPOHA B BOCCTAHOBJIEHHOM COCTOSIHUM. DKC-
TPaKIUIO U aHAJU3 TUTMEHTOB MPOBOIMIM METO-
JIOM, OTIMCAaHHBIM paHee [25], oluOKY U3MepeHUI
OIpee/IslIi METOJOM CTaHIAPTHOTO OTKJIOHEHMSI.
BenuunHy cpenHeroyeyHoro mnoTeHuuana P/P*
ONpENEsUIn € TOMOLIBIO  BJIEKTPOXUMHUYECKO-
ro TUTpOBaHUsI u3oaupoBaHHbIX PLI, mcrnonb3ys
(beppuniMaHun Kaiusi B KauecTBE OKUCIUTENS U
ackopbaT HaTpus B KayecTBe BOCCTAHOBUTEIS,
Kak omucaHo paHee [25]. KuHeTuku MaMeHeHUM
MOMIOIIEHUST C (PEMTOCEKYHIHBIM pa3pelleHrueM
B PIl u3amepsiim Ha ycTaHOBKe, OMMCAHHOW pa-
Hee [26]. UMITyabchl cBeTa IITUTENBHOCTHIO ~35 e
u 4vactotoit moBropeHus: 20 Ity monyyanu c mo-
MOLIbIO TUTaH-carndupoBoro aasepa MaiTai SP
(«Spectra-Physics», CIIIA) u pereHepaTUBHOTO
ycunutens Spitfire Ace («Spectra-Physics»). DHep-
T'UI0 BBIXOAHBIX UMITYJIbCOB Spitfire Ace ocinadisiau
1 MCIIOJb30BaJIU I HAKaYKK IMapaMeTpruyecKoro
ycunutens OPA800 CF («Spectra-Physics») ¢ ue-
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JIbIO MTOJTYYEHUST UMITYJILCOB BO30YKACHUS Ha TN -
He BOJIHBI 865 HM (BTOpasi rapMOHHKA XOJIOCTOTO
nyuyka). HeGosblIyto 4acTb SHEPIrUU UMIYJILCOB U3
pereHepaTUBHOTO YCHJIMTE/S MCITONb30BaIU s
reHepaluy KOHTUHYyyMa B KIOBETE C BOJOI TOIIM-
HOM 5 MM B KauecTBE UMITYJIbCOB 30HANPOBAHMSI.
ITocne xroBeTbl ¢ 00pas3lOM CHEKTPbl 30HAM-
PYIOIIMX MMITYJbCOB H3MEPSJIM € TIOMOUIBIO
CCD-kamepnl Pixis 400BR wu cnexkrporpaga
SpectraPro 2300i («Princeton Instruments», CIIIA)
B objactu minH BoaH 750—1100 HM. Pa3zHocTHBIE
CHEeKTphl Moaydyaau nyteM ycpeaHeHus 500 crek-
TPOB JUTSI KaXI0M 3aIep>KKU BpeMeHU. Bo3oyxna-
IOIIU Tyd ¢ aHeprueit ~1—5 MxJIx (pokycupoBanu
Ha oOpa3zell Tak, YTOOBI BhILBETAaHUE MEPBUYHOTO
JIOHOpa dJeKTpoHa coctasisuio ~10%. Wsmepe-
HUSI TIPOBOAWJIM MPU KOMHATHO TemIieparype.
OTHOCUTEJIbHYIO TIONSIPU3ALIUI0 MMITYJTbCOB BO3-
OyXIeHUsl YCTaHABIUBAJIU TapajleIbHO U3MEPU-
TETLHOMY WMMITYJbCy. Bu3yanmzauuio CTpyKTYpbI
PEaKIIMOHHOTO LIEHTPa U MOACIUPOBAHUE aMUHO-
KHCJIOTHBIX 3aMelleHUi TPOBOAUIN C TTOMOIIBIO
nporpammsl PyMol [27].

PE3YJbTATBI NCCJIENJOBAHUA

B cnexTpe TOIIONIEHUSI M30JIMPOBAHHBIX
PILI JIT, npeacraBieHHOM Ha pUc. 2, ITMHHOBOJIHO-
Bast moyioca Qy P ¢ MmakcumymoMm nipu 865 HM TIpu-
HaJUIeXXUT ToromieHuto nuMmepa bXn P, mosoca
MOIIOIIEHUSI ¢ MaKCUMyMoM Tipu 804 HM MpuUMNu-
ChbIBaeTCs nmorolieHno MmoHoMepHbix bXi (Qy B),
a TaKXXe BBICOKO9HEPreTUYECKOMY TIepeXoay B MO-
JIeKyJie TIepBUYHOIO JOoHOpa aneKkrpoHa. Ilojoca
Qy H ¢ makcumymom nipu 760 HM COOTBETCTBYET

OYDUHA u ap.

norioluieHuo Mosiekyn b®eo. B KopoTkoBoIHO-
BO#1 objacTu crmiekTpa mosoca npu 599 HM oTpa-
xKaeT Qx-nepexonbl B Monekynax bXm. ITpu 532 um
pAacIoIoXeH MaKCUMYM I10JI0CHl MOIIOLIEHUST MO-
Jiekysl bdeo akTMBHOI M HEaKTUBHOM LieTieii ITie-
peHoca anekTpoHa, Qx H. Ilnevo B paiione 500 um
MPUHAIJIEXKUT MOJIEKYJe KapoTuHouaa. B kopot-
KOBOJTHOBOI 00JIaCTU CIIEKTpa ITOIJIOLIEHUS M30-
nupoBaHHbIX PII JIT pacnonoxeHa nojoca Cope ¢
MaKCUMYMOM ITpH1 363 HM U TJIEYOM Ha JJTMHHOBOJI -
HOBOM CKJIOHE Tojiochl pu 390 HM, oTpaxkarolast
rnoriouieHue Bcex bakrepuoxjaopuHoB PLI (puc. 2).

B cniexkTpe nornoieHust MmyraHutHbIX PLI ¢ onu-
HOYHBIM Y JBOMHBIM 3aMellleHUSIMU HaOII00al0TCs
CXOIHBIE M3MEHEHUS — 3aMETHOE CHIKEHUE aM-
IUIUTYAbI T0JIOCHl Qy P M1 KOPOTKOBOJTHOBBIN CABUT
9TOoi moJyiockl Ha 7 HM. KpoMe Toro, ormeuaercs
CHIXKEHUE aMIUTUTYIbl U JUIMHHOBOJIHOBBIN CABUT
Ha 4 HM nonocskl Qy B BOnu3u 800 HMm (puc. 2).
CxonctBo cnekTpoB noromenus PL 1(M206)Q
n PII I(M206)Q + F(M208)A cBuaeTENLCTBYET
0 TOM, 4TO HabJlogaeMble U3MEHEHMsI CBSI3aHBI C
onnHouHoi myrtauuein 1(M206)Q, a 3amelneHue
F(M208)A He oka3ajo CyLIECTBEHHOTO BIMSIHUS
Ha criekTpaibHbIe cBoiicTBa PII.

[TurMeHTHBIM aHaIW3 TO0Ka3aj, YTO B MYy-
tanTHBIX PII cooTHomenune BbXn/B®deo Takoe
ke, kak 1 B PLI JIT (tabnuia). DTu pe3yabrarhl
CBUACTEIBCTBYIOT O TOM, YTO aMUHOKHCIOTHOE
s3aMelnenne M206 Ile » Gln B P C. sphaeroides
He MPUBOAUT K yaajleHU0 MoHoMepHoro bXn B,
U3 CTPYKTYPHl KOMILIEKCaA, KaK 3TO HaOJ0a10Ch
paHee B PII Rba. capsulatus c aHalOTUYHOI MyTa-
et [(M204)Q [17].

3HaueHWe  CPEAHETOYEYHOIro  IOTeHIIra-
na P/P* pna P AT cocraBuio 490 = 8 mB,

1,5 1

1,04

0,5 1

OnTnyeckas NnoTHOCTb

0,0

T T T
300 400 500 600

T T T
700 800 900 1000

[1nvHa BOMHbI, HM

Puc. 2. CriekTpsl orionieHust udonupoanubix PLL C. sphaeroides nuxoro tumna (—), [(M206)Q () u I(M206)Q + F(M208)A (---),
M3MepeHHbIE TPU KOMHaTHO# Temriepatype. CrieKTpbl HOpMUpoBaHbI 110 nojoce Qy H ipu 760 um
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PEAKLIMOHHBIW UEHTP C. sphaeroides C SAMEILEHWUEM I(M206)Q

Benuuuna cpenHeroueyHoro noreHuuana P/P* m nurment-
uoiii anamm3 PL C. sphaeroides

PLL E.. P/P*,MB | BXn/B®eco
AT 490+ 8 2,00+ 0,1
1(M206)Q 470 £ 5 1,98 £ 0,1
1(M206)Q + F(M208)A 475t 5 1,98 £ 0,1

mig PLL I(M206)Q — 470 £ 5 mB, mna PII

I(M206)Q + F(M208)A — 475 + 5 mMB (tabnuna).
bauskue, B mpenenax ommMOKA W3MEpPEeHUs, 3Ha-
YEeHUs OKUCIMTEILHOIO MoTeHIMana P B 1ByX My-
taHTHBIX PLI yka3siBaloT Ha TO, YTO OOHApPYKEHHOE
HeOoJbIIoe TTOHMXKeHne BennunHbl E, P/P* gB-
JIIETCS pe3yJbTaToOM BHeceHUs 3amelleHuss M206
Ile = GIn. U3menenue Benmuunsl E,, P/P* B cTopo-
HY ITOHVKEHUSI TTO3BOJISIET TaKKe CleaTh 3aKJIo-
yeHue, yrto Myrauusg 1(M206)Q He npuBena K 00-
pa3oBaHUIO BOAOPOAHOM cBa3u Mexay GIn-M206
u C2-auetunbHoii rpynnoii bXn Pg, Bxonsueit B
TT-3JIEKTPOHHYIO CUCTEMY Makpouukia. Ha ocHo-
BaHUU TOro, 4yTo BeauuuHsl E, P/P* B PLI AT u my-
TaHTHBIX PLI G1M3KM, MOXHO TMPEanoJoXKUTh, YTO
JIBYKyLIast cuiia ¢poroxummueckoit peakiuu AG B
T€HETUYECKU MOAUGUIUPOBAHHBIX KOMILJIEKCaX
TakXe CYIIECTBEHHO He M3MEeHWIach. YUMThIBas,
yto 3amelieHue F(M208)A He okazano BIUSHMUS
Ha CIeKTpaJbHble CBOICTBA M OKWCIUTEIbHBIN
noreHuuan P, onpeneneHune BpeMeHU Xu3Hu P* u
KBAHTOBOTO BbIXO/1a 00pa30BaHUs cOCTOSIHUS P*Qjy
ObLIM ITpoBeneHbI TobKO 1151 P1I ¢ omHOYHBIM 3a-
MemeHueM 1(M206)Q.

0,00

1451

Ha puc. 3 u 4 nokazaHbl pe3yabTaThl UCCIEA0-
BaHUS AMHAMUKMU pazaeneHus 3apsaos B PLL AT u
1(M206)Q, monyyeHHbIe METOAOM HaKauKU-30H-
nupoBaHus. Llenblo TaHHOTO MccaenoBaHus ObLIO
BBISICHEHUE BJIWSHUSI 3aMelleHus W30JeHlmHa
Ha DIIOTaMuH B mto3uimu M206 Ha BpeMmst XXU3HU
BO30YXXIIEHHOTO COCTOSIHUSI TIEPBUYHOTO JOHO-
pa 2JIEKTPOHA M KBAHTOBBIN BHIXOJ 0Opa3oBaHUS
COCTOSIHUSI C paslelleHHbIMU 3apsgamMu  P*Qjx
B PLI I(M206)Q.

Ha puc. 3 mpuBeneHa KMHETUMKA 3aTyXaHUsS
CTUMYJIUPOBAHHOTO U3JIyYeHUs U3 BO30YKIEHHO-
ro coctostHust npu 930 um B P AT (puc. 3, ot-
KpbIThie cuMBoJibl (0)) m PLL I(M206)Q (puc. 3,
3aKkpbIThie cuMBOJbBI (+)). B PII AT kuHeruka
CTUMYJIMPOBAHHOTO W3JIydeHUs cocTosiHusa P*
YIOBJIETBOPUTEIBHO OTIMCHIBAETCSI SKCTIOHEHTOIM €
BpeMeHeM xu3Hu 3,1 + 0,03 mc. B PLI I(M206)Q
KWHETUKA CTUMYJMPOBAHHOTO W3JIy4eHUS CO-
XpaHWJa SKCIOHEHIIMAIbHBIM XapakTep, HO Bpe-
M KM3HU yBeauuuiaoch no 22 *+ 1,4 mc. B peak-
LIIMOHHBIX IIEHTpax IMKOIO THUIIA BpeMsl XXU3HU
BO30YXX/IEHHOTO MEPBUYHOIO JOHOpA 3JIEKTPO-
Ha C 3a0JJOKMUPOBAHHBIM TEPEHOCOM BJIEKTPOHA,

L ~300 nc,

‘[:—
Y ki

CHMXKACTCA 10
1

T =
kp+zki

~ 3 11C,

KOIJIa KaHaJl TiepeHoca 3JIEKTPOHA OTKPBIT. DTO T0-
3BOJISIET OLICHUTb KaK KOHCTAHTY CKOPOCTH TlepeHoca
3JIEKTPOHA OT BO30YXXIEHHOTO MEPBUYHOIO TOHOpA
B aKTMBHYIO LIeTIb KOhaKTopoB, k, = 3,3- 1071 (1/c),
TaK M KBAHTOBbII BBIXOI Pa3le/ieHUs 3apsiIOB,

~ 0,99.

P = kp+3 ki

-0,01 +

-0,02

AA

-0,03 1
-0,04 4 &

-0,05

0 20 40

T v ™
60 80 100

Bpewms, nc

Puc. 3. Kuneruka ctumynupoBaHHoro usiydeHus npu 930 um mist PLL AT C. sphaeroides nukoro tuna (o) u PLL I(M206)Q (+).
CIUIOIIHBIMY JIMHUSIMU TIOKa3aHa 9KCITOHEHIIMaIbHAs alMmpoKCUMalUsl KUHETUKY U3MEHEHU MOTIOLIeHNS
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B peakunonHbIx eHTpax mytanta [(M206)Q
yBeJIWUYEHNE BpEMEHU KU3HU BO30YKI€HHOTO Iep-
BUYHOTO IOHOPA 3JIEKTPOHA 10

1
T= ~ 22 1C
kp+zki

JOJIKHO TPUBOIUTL K YMEHBIIEHWIO KOHCTAHTHI
CKOPOCTH ITepeHOCa 3JIEKTPOHA OT BO30YXIEHHOTO
MEPBUYHOIO JOHOPA B aKTUBHYIO LIENb KO(GAKTO-
poB 10 k,=4,2-107" (1/c) U CHXEHUIO KBaHTO-
BOT'O BBIXO/Ia pa3e/ieHUs 3apsiIoB 10

_ k.
Op = ok~ 092

J1151 OLleHKU KBAHTOBOTO BBIXOAA pa3/ie/ieHUs
3apsimoB B PLI myranTa PLI I(M206)Q Ha puc. 4
MPUBEIECHBI PAa3HOCTHBIE CIIEKTPHI IOMIOLIEHMUSI,
U3MEPEHHbBIE Ha OTHEJIbHBIX 3aJIepKKaX BPEMEHM.
B PILI AT (puc. 4, a) npu UMITyJIbCHOM BO30yX/e-
HUM TIEPBUYHBII JOHOP 3JIEKTPOHA IEPEXOIUT B
BO30yXIeHHOe cocTostHUe (KpuBas 7). K 3aaepxke
BpeMeHHU ~20 IC MPOUCXOAUT MePeXo] BO30YKIAeH-
Horo P* B cocrosgHne P*Hy ¢ KBAHTOBBIM BBIXOIOM
0,99 (xkpuBasi 2). Ha 3anepxkke Bpemenu 1600 ric
MOXHO HabjonaTh coctossHue P*Qj (KpuBasg 3).
B PII myranTta I(M206)Q (puc. 4, 6) npu Toii ke
KOHLIEHTPALlMU BO30YXIEHHOIO MEPBUYHOIO 10-
Hopa (kpuBas /) coctosHue P*H; oOpa3syercs Ha
3ajepkKe BpeMeHu 260 1c ¢ KBAHTOBBIM BBIXOIOM
~0,6 (kpuBag 2). K sagepxke Bpemenu 1600 rmic
B PLI I(M206)Q pa3HOCTHBII CIIEKTP MONIOLIEHUS
oTpaxaeT cocTossHue P*Qj (kpuBas 3).

PasHuna B oxxugaeMoil BeImunHe KBAHTOBOTO
Bbixona (92%) u (akTUyecKoil BeIMUYMHE KBaH-
ToBOro Bbixoga (60%) oOpa3oBaHUSI COCTOSIHUS
P*Qx B PLI I(M206)Q MoxeT ObITH OOYCIOBIEHA
M3MEHEHMEM KOHCTAHT CKOPOCTU KaK IIPSMBIX,
TaK U OOpaTHBIX peakliuii MmepeHoca 3JeKTPOHa,

0,05

0,00

AA

-0,05

-0,10 +

-0,15

T T T 1 1
800 850 900 950 1000 1050

[1nvHa BOMHbLI, HM

OYDUHA u ap.

B YaCTHOCTH, PEKOMOMHALIMU 3apsII0B COCTOSTHUI
P*B;u P"Hx.

B nuteparype HEONHOKpPAaTHO OTMeYalach
OTHOCUTENIbHO BbICOKasl cTabuiabHOCTh PILI myp-
nypHbeiXx OakTtepuii [28]. Takke U3BECTHO, 4YTO
HEKOTOpbIE aMUHOKHWCJIOTHBIE 3aMEHbl MOTYT
CMOCOOCTBOBaTh KaK OCJIa0JIEHUIO, TaK U YKpeIl-
JICHUIO CTPYKTYpbl 3TOro Kowmiwiekca [13, 29].
Bnusinue mytanuii B monoxenun M206, BHeceH-
HBIX B JAHHOI pa®oTe WJIM ONMMCAHHBIX paHee s
PII I(M206)H [12] u PLL I(M206)Y [13], Ha cTa-
ounbHOCTH cTPYKTYphl PLI ObLIO MccaenoBaHo Me-
TOIOM PETHUCTPAllMi TEePMO3aBUCUMBIX H3MEHE-
HUI aMmuinTyabl nojiockl Qy B mpu temmnepatype
48 °C [24]. B cocTaBe 0ydepa nis pactBopeHust PLI
ObUT MCMOJIb30BaH ACTEPreHT XOoJIaT HaTpUsl, CIIO-
COOCTBYIOIIMI CcTaOWIM3alMK KOMILIekca [24].
CpaBHUTENBbHOE HCCAENOBaHMWE II0Ka3ajo, 4YTO
nocie 60 MUH MHKYOMPOBAHUS B JaHHBIX YCJIO-
Busix amruintyaa Qy-1mojockl MOHOMepHBbIX BXi
npu 804 um B PLI I(M206)Y ymeHblIajiach Me-
Hee, yeM Ha 5%, kak u B PII IT, B TO BpeMs Kak
B P11 I(M206)Q oHa ymeHbaiach Ha ~10%. Hau-
MEHBIIIEN YCTOMUYMBOCTBHIO K TeMMOEpaTypHOM ae-
Hatypauuu o6nanamu PLL I((M206)Q + F(M208)A
u [(M206)H, nx unkyouposanue npu 48 °C B Te-
yeHue 60 MuH mipuBomMiIo K 20%-HOMY CHUXKe-
HUIO aMIUIMTYabl nonockl Qy B (puc. 5). 9tu pe-
3yJIBTaThl COIVIACYIOTCSI C paHee MOJydeHHbIMU
JNaHHBIMU O AECTaOWUIU3UPYIOLIEM BIUSHUU 3aMe-
menust [((M206)H na crpykrypy PL C. sphaeroides,
Oosiee BbIpak€HHOM B TIPUCYTCTBUM JI€TEPreH-
ta JIJAO [14]. Takum obOpa3om, IMoKa3zaHO, YTO
nBoitHas mytanus [(M206)Q + F(M208)A, uenbio
KOTOPOI OBIJIO TIOBBIIIIEHUE TOMOJIOTUM OEJTKOBOTO
okpyxeHust mosniexkyn P u B, B P C. sphaeroides

0,05+ 5

0,00

S Xl X T XY
Cd

<
< 0,05

-0,10

-0,15 -—

T T T T 1
850 900 950 1000 1050

[1nnHa BOMHbI, HM

T
800

Puc. 4. PazHOCTHbBIE «CBET—MUHYC—TEMHOTa» CIIEKTPbI MOMJIOLIEHUS, U3BMEpEeHHbIE Ha 3anepxKax BpeMeHu 0,3 ric (1), 20 mic (2)
u 1600 ¢ (3) ms PL AT C. sphaeroides (a) n na 3agepxxax Bpemenu 0,3 mic (1), 260 ¢ (2) u 1600 mc (3) mas PLL I(M206)Q (6)

npu Bo30yxkaeHuu B Qy noyiocy P
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Puc. 5. U3menenue noriomenus B Qy B o6mactu B ciektpe PLI nukoro tuna (@), I(M206)Q (A), [(M206)Q + F(M208)A (M),
I(M206)Y (A) u I(M206)H () nyprypHoii 6aktepuu C. sphaeroides, n3amepeHHbIe B TeueHue 60 MuH mHKyOaruu npu 48 °C

B TX-0Oydepe

U Rba. capsulatus, oxazana Oosbllee AecTaOUIN-
3upylolllee BIUMSHUE Ha CTPYKTYpY KOMILIEKca, I10
CpaBHEHUIO ¢ omauMHO4YHOiT Myrtaumeir 1(M206)Q.
PesynbraThl, mpuBeneHHbIE HA PUC. 5 TTO3BOJISIOT
MPEIIOI0XUTE, 4To 3aMmelieHrue M206 lle — Tyr He
MOBIUSIIO Ha TepMocTabuiabHOCTh PLI mnu maxe
MPUBEJIO K HEOOIBbIIONH CTaOMIM3alMK CTPYKTYPbI
KOMILIEeKCa, HallpuMep, Kak ObUIO paHee IoKa3a-
Ho mig PII ¢ 3amemienuem M197 Phe — His [29].
OnHako npu HarpeBaHUU B Oydepe ¢ AeTepreHTOM
H-OKTWJI-ITIoKo3uaoM mipu 48 u 55 °C PLL I[(M206)Y
MPOSIBJISIIA  3HAYMTEJIbHO MEHBIIYI0 YCTOWYN-
BOCTb K TEpMaJIbHOM JleHAaTypalluy MO CPaBHEHUIO
¢ PII nukoro Tuma (maHHbIE He TpUBeAEHbI). Ta-
KUM 00pa3oM, OTHOCUTEIBLHO BBICOKASl TEPMOCTa-
OWJIBHOCTb CTPYKTYpbl MyTaHTHBIX PLL I(M206)Y,
OYEBUIHO, OOBSICHSIETCS CTAaOMJIM3UPYIOIIUM Jeii-
CTBUEM JETEpreHTa XoJjilaTa HaTpusl, MOKa3aHHBIM
paHee [24].

OBCYXKJIEHUE PE3YJIBTATOB

Kaxk ymomuHanochk Bo BBemeHuu, lle-M206
pacriojioXXeH B HEIMOCPENCTBEHHON OJM30CTU OT
MOJIEKYJT MpenrnojaraéMblx YYaCTHUKOB IT€PBOTO
aTana pasaejieHus 3apsaaoB (puc. 1, 6). Monenupo-
BaHMe aMMHOKHUCJIOTHOTO 3amenieHust [(M206)Q ¢
MOMOIIIbIO TporpaMmbl PyMol mokassiBaeT 16 Bo3-
MOXXHBIX MOJIOKEHUH 00KkoBoi rpynmsl Gln B mo-
JoxeHun M206. B 3aBUCMMOCTU OT MOJIOXEHUS
oToit rpymmsl 3amewieHe M206 Ile » Gln noreH-
LIMAJIbHO MOXET M3MEHUTb B3aUMOJEUCTBUS JIIO-
00Ii 13 MepeyrcAeHHbIX MOJIEKYJI C UX OKPYXKEHU-
€M, YTO JOJDKHO MOBJIMSTh Ha KBAHTOBBIN BBHIXOI
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pasneneHus 3apsaoB B MyTaHTHBIX PLI. Tak, moka-
3aHo, yTo myTauus [(M204)E B PLL Rba. capsulatus
IpuBeJIa K 00pa30BaHUIO BOJOPOIHOM CBSI3U MEX-
Iy BHECEHHBIM ocTaTKoM Glu M I'MApPOKCUJIBHOM
rpynnoit Tyr-M210, 4To MOBAMSIIIO Ha KUHETUKU
obpasoBaHus coctostHust PYHjz [16].

B naHHOI1 paboTe mokazaHO, YTO aMUHOKUC-
JoTtHoe 3aMeleHne 1(M206)Q 3aMeTHO MOBIUSIIO
Ha CHEeKTpajbHble CBOWCTBa aumepa P u MoHO-
MepHbIX bXn. UMmeroluecs B tuTepatype JaHHbIE
CBUIECTEILCTBYIOT O TOM, UTO pa3IMyHble (PaKTOPHI
MOTYT BIIMSITh Ha ITOJIOXEHWE U aMIIUTYAY TOJIO-
cbl Qy P. Cpenu Hux opuenTauust C2-aueTuabHOMN
rpynnel bXJ, pacctosiHue MexXmy MakKpoIuKiia-
MU B OUMeEpe, DJIEKTPOCTATUUECKOE OKpYXKeHHE
u apyrue [30, 31]. ComracHo TMOJIYYeHHBIM TaH-
HBbIM, OKMUCJIMTENbHBINA MOoTeHuMan P, u, oueBua-
HO, opueHTauus C2-auetwibHoit rpynnbsl bXi Py
B MyTaHTHBIX PII He mpeTreprnenu 3HAYUTETbHBIX
usmeHenuii. Gln, xak u lIle, gBasieTcsa HelTpab-
HOI aMUHOKMCJIOTOM, TO3TOMY B pe3yJibTaTe MyTa-
uuur [(M206)Q n3MeHeHHs 3JIEKTPOCTATUIECKOTO
okpyxkeHus P Taxxke He oxumaercs. Takum obpa-
30M, TIpUYMHA CIIEKTPaIbHBIX U3MEHEHUI B 00J1a-
CTU TIomToleHust numepa bXi octaercst HEsSICHOIA.
B cBsa3u ¢ nepekpoiBanueM nojioc Qy B u Qy P
yYMEHbIIIeHUE MomIolieHus B oonactu Qy B BOM3uU
800 M B myTtaHTHBIX PII, mo-BuaumMomMy, cBsI3aHO
CO CHIDXKEHUEM aMILTUTYAbI TTonockl Qy P. YuuTthi-
Basl pacIloJIoXeHUe caiitTa MyTalluu, JJIMHHOBOJI-
HOBBIIi COBUT W CHIKEHUE aMIUIMTYIbI IOJOCHI
nomtomieHuss Qy B MoxeT cBUaeTeNbCTBOBATh 00
oOpa3zoBaHMM HOBBIX B3auMopeictBuit bXn B, ¢
oenkoM. Kak ogHO U3 MpeanogoxXeHuii, B MyTaHT-
Hoix PLI 6okxoBag rpyrnmna Gln-M206 morna o6pa-
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30BaTh BOJOPOIHYIO CBSI3b C OJIU3KOI K MECTY MY-
tanuu C9-kero-rpynmnoit bXn B,. B aToM cinyuae
nepeHoc snekTpoHa ot P* Ha B, uepe3 Lienmouky
MOJIIPHBIX CBSI3€i, O KOTOPOM TOBOPUJIOCH BHIIIIE,
okaxeTcs 3aTpyaHeH. Kak mokaszaHo B 1aHHOI pa-
6ote, B myraHTHBEIX PLL I(M206)Q Bpemst XXU3HU
BO30YXIEHHOTO COCTOSIHUSI TIEPBUYHOIO JIOHOpPA
aJieKTpoHa P* coctaBnsieT ~22 1ic, YTO CBUACTEb-
CTBYIOT O 3HAYMTEJIbHOM 3aMeIJICHUU IepeHoca
anekTpoHa ¢ P* na bXn B, u comnacyercst ¢ aTum
MPEaIOJIOKEHUEM.

Panee aHamormuHoe 8-KpaTHoe 3ameie-
HUe 3aTyxaHusi coctosiHusl P* naGmomanu B PILI
C. sphaeroides ¢ 3amemienueM G(M203)L [9].
Crpykrypa storo PII mokaszana, 4To B pe3yjbraTe
MyTallMd BoOIa-A oOKa3ajlaCh CTEPUYECKHU BBITEC-
HeHa 00KoBoO# rpymnmnoii aeiiuuHa M203. B crnek-
Tpax nornoweHus P G(M203)L nHa6atomanu He-
00JIbI1I0I I KOPOTKOBOJHOBBI CABUT Moaochl Qy P
0e3 YMEHbIIIEHUs JUIOJbHOM CUJIBI 3TOI MOJIOCHI,
a TaKxke KOPOTKOBOJIHOBBIN cABUT Mojiockl Qy B
0e3 cHuxeHus ee amMruutyabl [9]. IlockonbKy
crnektpbl nonmomenus PLL 1(M206)Q, omucaH-
Hble B maHHoit pabore, u P G(M203)L, omnu-
caHHOro paHee [9], cyllleCTBEHHO OTIMYalOTCs B
obnactu nonockl Qy B (puc. 2), MOXHO Mpearnoo-
KUTb, YTO XapakTep U3MEHEHUI MeXMOJIEeKYJISp-
HbIX B3aUMOJEUCTBUI, BBI3BAHHBIA BHECEHUEM
GIn-M206, oriudaercsd OT MU3MEHEHUl, BBI3BaH-
HbIX 3amelneHueM Gly-M203 Ha Leu. s yTou-
HEHUS AeTajieil 3TUX B3auMOASHCTBUIT HEOOXOA M-
Ma MH(OpMaLKs O IPOCTPAHCTBEHHOM CTPYKType
PLI I(M206)Q.

Hna PLL 1(M206)Q 0bLIO OTMEYEHO YMEHb-
IIeHWe KBAaHTOBOT'O BBIXOJIa 00pa30BaHMSI COCTOSI-
HUS ¢ pa3neneHHbIMU 3apsgaamMu P*Qx no ~60% ot
BeJIMYMHBI KBaHTOBOTO Bhixoga B PLI JIT (puc. 4).
Hapsiny ¢ npenmoioxeHWeM O TOM, YTO JaH-
Hasi MyTalldsl MOIJIa MOBJMSTh Ha CKOPOCTH Kak
MNpsIMbIX, TaK M OOpaTHBIX peaklMil IlepeHoca
aJleKTpoHa (cM. pasnen «Pe3ynabraThl Mcciaeno-
BaHUsI»), TakKXXe MOXHO OXMIaTb, YTO BHece-
HUE aMWHOKHCIIOTHOIO 3aMElIeHUSI B YYacCTOK
D-cniupanu M-cyOobenuHMIbI BOIM3U KODaKTO-
pOB aKTMBHOM lienM (oTorepeHoca 3JeKTpOHa
MOIJIO TIPUBECTU K U3MEHEHUIO TMHAMUKHU OeIKa.
B nenaBHeit padbote Dods et al. [32] Obu1M moka-
3aHbl 3aMeTHble W3MeHeHuss KoHdopmauuii E
a-cniupanu L-cyobenuHuusl U D o-cnupanu
M-cyObenMHULIbI, MPOUCXOAAIIME B Tpolec-
ce (OoTOXMMHMYECKON peakUuuu, U, MO-BUINMO-
My, CBsI3aHHBIE C 3(M(PEKTUBHBIM IPOTEKAHUEM
3TOro Mpoliecca.

HecmoTpst Ha TO 4TO TreHeTMYecKas CHUCTe-
Ma [Jig HalpaBJIeHHOIO MyTareHe3a W CTPYK-
TYpHO-(PYHKIMOHAJIBHBIX  MccaenoBaHuii  PLI
Rba. capsulatus O6bl1a TojlydeHa paHblile, yeM s

OYDUHA u ap.

Npyrux MOyprnypHbIX Oaktepuii [33], 3akpucrai-
JIN30BaTh 3TOT KOMILIEKC M pacuindpoBaTh €ro
CTPYKTYPY [0 HACTOSIIIIETO BPEMEHU HE YAaJloCh.
B pa6ore Foloppe et al. [34] Ob1a coenaHa mo-
MBITKA TOMOJIOTMYECKOTO MOJEIUPOBAHUS CTPYK-
typbl PLl Rba. capsulatus Ha OCHOBE M3BECTHBIX
K TOMY BpeMEHHU CTPYKTYp IypPIYPHBIX OaKTepuit
B. viridis u C. sphaeroides ¢ pa3zpemenusmu 2,3 A
u 2,8 A coorBercTBeHHO. OTHOCHTEIBHO HEBBI-
cokoe paspeuieHue ctpyktypsol PLI C. sphaeroides,
HCTIONIB3YEMOM /IS TOMOJIOTMYECKOTO MOJEIUPO-
BaHMS, 3HAYMTEIBbHO OTrpaHUYMBAIO BO3MOXHO-
CcTu 3TOTO noaxona. Tem He MeHee ObLIM OOHapy-
>KEHbl HEOOJbIINE, HO AOCTOBEPHBIE Pa3INYUS
BO B3aMMHOI OpPUEHTALIMKM MOHOMEepPHBIX BXi u
B®eo B-nenm mexny PLL C. sphaeroides v mone-
nbio PL Rba. capsulatus |34]. 3Ha4UMBbIX pa3auumii
B OCJIIKOBOM OKDPYXXEHUU KO(DaKTOPOB aKTUBHOM
Lenu A, BBIXOASIIMX 3a Tpeneibl OlMOKM paspe-
mweHust crpyktypol PLL C. sphaeroides, naiineHo
He ObLIO.

J1o HeaBHETO BpeMEHU MyPITypHbIe HECEPHBIE
oaxktepuun C. sphaeroides i Rba. capsulatus oTHO-
CUJIUCH K ofHOMY poay Rhodobacter 1], a ux PILI
CUYUTAJIMCh BBICOKOTOMOJIOTMYHBIMM KOMILJIEKCa-
Mmu [35]. B Haueit paboTe mokasaHo, 4TO CBOMCTBA
PLI C. sphaeroides c 3amemenuem [(M206)Q cymie-
CTBEHHO OTIMYAIOTCSI OT CBOMCTB MyTaHTHBIX Pl
0IM3KOPOACTBEHHOU Oaktepuu Rba. capsulatus c
aHajiornuHoit 3ameHoit [(M204)Q, B KOTOpBIX 3Ta
MyTauus npuBoauiaa K yrepe bXi1 B, U3 ctpykry-
pol PLI [17]. DTu pe3yabraThl IBASIOTCS JOCTATOU-
HO HEOXWIAHHBIMU, €CJIU YYUTHIBATh BBICOKYIO
KoHcepBaTUBHOCTEL 1le-M206 B PLI mypnypHBIX
OakTepuit, 3HAUUTEIILHOE CXONCTBO OOIEH apXu-
TEKTYPhbl JBYX ITMI'MEHT-OEIKOBBIX KOMILIEKCOB,
ONIMHAKOBBIN cOCTaB KO(aKTOPOB, OCOOEHHOCTHU
B3aMMOJIEUCTBUS XpPOMOGOPOB C HMX OEIKOBBIM
OKpyxkeHHeM [36], a Takke BbICOKYI0 (77 %) 00111y10
CTEIMeHb TOMOJIOTUU OEJIKOBBIX MOC/IeI0BATENbHO-
creit atux PII [35]. OcobGeHHO BbICOKA TOMOJIO-
rusi OEJIKOBOTO OKPYXKEHMS OaKTepHOXJIOpOodui-
JIoB (byHKIIMOHAJIbHO aKTUBHBIX 1IeTeil rmepeHoca
3JIeKTpOHa, nocTurawinas 96% nns o-cnupanu D
M-cyobenunull PLI.

[MpennonoxeHre O BO3MOXHBIX TPUUYMHAX
paznauuHoro BAusHuUS 3amelneHus Ile - Gln B
aHAJIOrMYHbIX To3uumsix M206 u M204 B PILI
C. sphaeroides v Rba. capsulatus MOXeT ObITb ClIie-
JJAHO Ha OCHOBE 3KCMEPUMEHTAJbHBIX JaHHBIX,
noaydyeHHbIx paHee Wang et al. [37]. B aToii pa-
00Te ObLIO MPOBENEHO CpaBHEHUE CBOMCTB U30-
JupoBaHHbBIX Pl yeThipex mypnypHbIX OaKTepUii,
Bkitouast C. sphaeroides v Rba. capsulatus. Beinn
OTMEYEHBI pa3HbIe MOJOXEHUSI MAaKCUMYMOB T10-
noc Qy P B cnexktpe nornomeHus: atux PLI, pas-
HbIE TTOJIOKEHUSI MAaKCHUMYMOB MOJIOCHI OKUCJIEH-
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HOro JoHopa ayekTpoHa P nmpu 1250 HM, a Takxke
OTJIMYMS B OUMOJBHOI cujie 3Tux mnojioc. Kpome
TOro, ObLJIO IMTOKa3aHO Pa3jIUYHOE BIMSHUE UOH-
HBbIX JETEPreHTOB Ha IIOJOXEHUsS MaKCHUMYMOB
nonoc Qy P B PLI atux nByx 6axkrepuii [37]. On-
HOBpeMeHHO B pabotre Rautter et al. [38] ObL10
MokKa3aHoO, 4YTO OJJIEKTpOHHas CTpykTypa P B
MEeMOpaHOCBSI3aHHBIX U HW30JUpOBaHHBIX Pl
C. sphaeroides Gblna onuHakoBa, Toraa Kak B PLI
Rba. capsulatus oHa MeHsIach Mocijie BBIACICHUS
3TUX TMUTMEHT-0ETKOBBIX KOMILJIEKCOB U3 MEM-
opan. Wang et al. [37] npeanonaoxuau, uro PILI
C. sphaeroides n Rba. capsulatus oTnuyaroTcs ApyT
OT JIpyTa XapakTepoM CBS3bIBaHUS U 3JIEKTPOCTa-
TUYECKOTO B3auMOAeHCTBUS (DOCHOIUITUIOB MEM -
Oopanbl ¢ numepoMm bXi u ero okpyxeHuem. Ilo-
CKOJIbKY caiiT BHeceHHO# MyTanuu M206/M204
PacIoyiokKeH HeMOCPENCTBEHHO B OETKOBOM OKpY-
)KeHUu P, MBI mpearojaraeMm, 4To 3TU OTIWYMS
MOTJIU TIOCAYKUTh TPUUMHONM Pa3IUYHOIO BIIUSI-
HUSI aMUHOKMCIIOTHOro 3amenieHus Ile - Gln Ha
cooiictBa PII C. sphaeroides i Rba. capsulatus.
Takke Henb3s MCKIOYATh CYIIECTBOBAHUE OT-
JIMYUM B PACCTOSTHUSX MEXIY aMUHOKHCIIOTHBIM
ocTaTkoM B mojiokeHnn M206/M204 n 6auxaii-
MU KohaKTopaMM, KOTOPbIE MOTJIM TTOCTYKUTh
MPUYUHON pasHbIX TMOCIEACTBUI aHAJIOTUYHOTO
AMUHOKMCJIOTHOTO 3aMEIeHUs Y JIJIs1 BBISBICHUS
KOTOpBIX TpeOyeTcsl pacliMdpoBKa CTPYKTYPHI
Rba. capsulatus.

B nanHoii paboTe Takke MoKa3aHo, YTO AMUHO-
KucIoTHbIe 3amernenust 1(M206)Q u 1(M206)Q +
+ F(M208)A moBausiiM Ha YCTOMYMBOCTb CTPYK-
Typbl PLl K moBbIIEHHBIM TeMmepaTtypam. s
PILl nBoiiHoro MyTaHTa CHUXEHUE TEpMOCTa-
OMIBbHOCTHU OBLTIO OoJjiee BhIpaxeHo, ueM miust PLI
1(M206)Q. OnHoit 13 BO3MOXHBIX MPUYUH U3ME-
HEHUS CTAaOMJILHOCTU MyTaHTHBIX PLI MOXeT ObITh
MOBBIIIEHUE TOABUXHOCTU TpaHCMeMOpaHHOM
a-crimpanu D M-cyosenunuiisl PII (puc. 1, 6) 3a
CYET YMEHbIICHUS TapLIMaTbHOTO MOJICKYJISIPHOTO
00beMa aMUHOKUCIOTHBIX OCTATKOB B TIOJIOKEHM -
six M206 u M208 B pe3ysibTaTe BHECEHUsI MyTalIMiA.
Tak, 3amemieHue ruapododbHoro ocratka lle Ha
noJispHbiii Gln TIPUBOIUT K JIOKAJILHOMY YMEHb-
HIeHUIO oO0beMa ocTaTkKa B TMojioxkeHun M206
Ha 11,7 cM’/Monb, a 3aMelneHue ruapOdOOOHBIX
octaTkoB Phe — Ala B nmonoxenuun M208 ymeHb-
1IaeT MapluaJbHbBIi 00bEM B JAaHHOM YydYacTKe
Ha 38,6 cM?/Moob [39]. Takum oGpazom, cymmap-
HOE YMEHbIIIEHUE IaplHUalibHOIO MOJEKYJISIPHO-
ro oobema ocratkoB M206 u M208 B D-crinpa-
Ju M-cyObenuHUIIbI 3a CYeT OBOMHON MyTalluu
1(M206)Q + F(M208)A coctasnser 50,3 cm?/Mob,
YTO COIOCTaBUMO C 0OBEMOM HEOOJBIIOTO aMU-
HOKHUCJIOTHOIO ocTaTka. MOXHO oXwuaaTb, UYTO
TaKoe U3MEHEHUE MPUBOIUT K HAPYLIEHUIO TI0T-
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HOIf YITaKOBKM TPaHCMEMOpPaHHOTO yyacTKa OelKa
BOM3U O6akTepuoxiopoduios P u B,, ocnabie-
Hu1o BaH-gep-BaanbcoBbix 1 ruapodoOHBIX B3an-
MOJAEHCTBUII B 3TOil 00JaCTU M, KaK CJIEACTBUE,
K CHIXEHMIO CTa0WJIbHOCTU MyTaHTHbIX PII.
Crnenyer Takxe 3aMeTUTh, YTO 28 aMUHOKHUCIOT-
HBIX ocTaTKoB D-cnupaneit M-cyobenunuin, PII
C. sphaeroides v Rba. capsulatus oTIM4aIOTCS TOJb-
KO OIHUM OCTaTKOM B mosioxkeHuu M208 [35], u
a1oT caliT B P C. sphaeroides siBnsieTcsi MeCToM
cBsI3bIBaHUS miukoaunuaa [15]. MoxHo nipenmno-
JIOKUTb CyIIeCTBOBAaHWE pas3jiM4Mii BO B3aUMO-
neiictBuM AByX PLI ¢ 3TMM JIMIIMOOM, YTO TakKxXKe
MOIJIO TOCHYXWTb IIPUYMHON JIecTadbviIn3alnu
PLL C. sphaeroides nmocne BHeceHUs 3aMelICHUS
M208 Phe — Ala.

Takum oOpa3zom, B OaHHOI paboTe MoJy-
YyeH U oXapaKTepu30BaH HOBBIM MyTaHTHBIN PLI
C. sphaeroides ¢ aMUHOKUCJIOTHBIM 3aMeIEHU-
eM lIle » GIn B nmonoxeHuun M206 BOIM3U MOJe-
kyn1 bXn Py u B, B akTMBHOI 11Ien KOaKTOPOB.
IToxazaHo, 4TO MaHHas MyTalldsl HE MPUBOIUT K
U3MEHEHMIO IIMIMEHTHOIO COCTaBa KOMILJIEKCa,
HO 3aMETHO BJIMSIET Ha CIIEKTpajbHble CBOHCTBa
KOo(aKTOpoB, OJM3KUX K MECTY MyTalluu, Ha Bpe-
M KM3HKM P* 1 Ha KBaHTOBBIN BBIXOJ pa3nesieHUS
3apsIIoB, YTO, BO3MOXHO, CBSI3aHO ¢ 00pa30BaHU-
€M HOBBIX MEXMOJIEKY/ISIPHBIX B3aMMOICUCTBUI
B aKTUBHOW uenu kKocdakTopoB. CpoiictBa PII
C. sphaeroides i Rba. capsulatus ¢ OOIMHAKOBBIM
3aMmenieHreM lle » Gln B aHaJIOTMYHBIX TTO3ULIUSX
OTJINYAIOTCSI 3HAYUTEJIBHO, YTO, BO3MOXKHO, 00b-
SICHSIETCSI Pa3IMYUSIMU BO B3aMMOICUCTBHSIX BTUX
KOMIUIEKCOB C JIMITUAAMKU (POTOCHMHTETUYECKOM
MeMOpaHHbI.
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PROPERTIES OF MUTANT PHOTOSYNTHETIC
REACTION CENTERS OF PURPLE NON-SULFUR BACTERIA
Cereibacter sphaeroides WITH SUBSTITUTION M206 Ile » GIn

T. Yu. Fufina, O. A. Tretchikova, A. M. Khristin, R. A. Khatypov, and L. G. Vasilieva*

Institute of Basic Biological Problems Federal Research Center Pushchino Scientific Center for Biological Research,
Russian Academy of Sciences, 142290 Pushchino, Moscow Region, Russia; E-mail: vsyulya@mail.ru

In the structure of the photosynthetic reaction center (RC) of the purple bacterium Cereibacter sphaeroides the
highly conserved amino acid residue Ile-M206 is located near the primary electron donor P and the accessory
bacteriochlorophyll molecule B,, which is the nearest electron acceptor. Since Ile-M206 is close to the
C2-acetyl carbonyl group of bacteriochlorophyll Pg, the hydroxyl group of Tyr-M210, the C9-keto group of
bacteriochlorophyll B, and a water molecule near the latter group, this site is useful for introducing mutations in
order to study mechanisms of primary photochemical processes in the RC. Previously it was shown, that in the
RC of the closely related purple bacterium Rhodobacter capsulatus, the Ile ~ Glu substitution at M204 position
(analog of M206 in the RC of C. sphaeroides) significantly affected the kinetics of the P*Hjx state formation
whereas M204 Ile » Gln replacement led to the loss of BChl B, molecule from the complex structure. In the
present work, it is shown that introduction of the single I(M206)Q or double I(M206)Q + F(M208)A amino
acid substitutions in the RC of C. sphaeroides do not change the pigment composition or redox properties of
primary electron donor. However, substitution of Ile M206 by Gln affected positions and amplitudes of the
absorption bands of bacteriochlorophylls, increased lifetime of the primary electron donor P* excited state from
3.1 psto 22 ps, and decreased quantum yield of the P*Qx state to 60%. These data suggest significant changes
in pigment-protein interactions near the primary electron donor P and the nearest electron acceptor Ba.
A considerable decrease in thermal stability of the RC I(M206)Q + F(M208)A was also noticed that apparently
associated with disturbance of the dense packing of the membrane protein environment of bacteriochlorophylls
Py and B,. Possible reasons for different effects of identical mutations on the properties of the two highly
homologous RCs from closely related purple non sulfur bacteria are discussed.

Keywords: photosynthesis reaction center, Rhodobacter capsulatus, Cereibacter sphaeroides, bacteriochlorophyll,
purple non sulfur bacteria, photochemical charge separation, quantum yield, pigment composition, redox potential,
primary electron donor, thermal stability of membrane proteins
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KOMIIJIEKC LH2 I/IU3 CEPHOW BAKTEPWUW Allochromatium vinosum —
INPUPOJHBIN CEHCOP CUHIVIETHOI'O KUCJIIOPOJA
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YCcTaHOBIIEHO, YTO B IeTEPOTeHHON MOMENBbHON CHCTEMe, KOTOpasl COCTOSIa M3 JBYX THUIIOB KOMIUIEKCOB:
PEaKIIMOHHOTO LIEHTPa WX KOpP-KOMILIeKca (DOTOCUCTEMbI 2 BBICIIMX pacTeHUit u KoMmruiekca LH2 cepHoit
6akrepuu Allochromatium vinosum, TIpu OCBEIIEHUM B KPACHYIO TI0JIOCY TIOTJIOIIEHUST XJIOPO(UIIa CBETOM
C IUTMHOM BOJIHBI 662 HM perucTpupyercst okucieHue oakrepuoxiopodummia (bXim) 850 kommurekca LH2.
[TokazaHo, YTO 3TOT MPOILECC BHI3BIBACT CUHIJIETHBIN KUCIOPOI, KOTOPBIM FeHEpUpYyeTCcsl B KOMILIEKCaX
dorocucteMsl 2, a 3aTeM dyacTuuHO muddyHaupyeT B koMmruiekc LH2, rme okucmsger bXn850. MeTomom
BD2KX ycraHoBIeHO, UTO IIpU 3TOM 00pa3syeTcs NPoayKT okuciaeHus bXn — 3-anetun-xnopodusi. Ipo-
1ecc okuciaeHusi bXn850 mHrmOmupyercss TYHMIMTENSIMU CUHIJIETHOTO KHciaopoda (TpOJoKC M ackKopOar
Harpus). [Ipennonaraercs, yto kKomruiekc LH2 u3 cepHoit 6akrepuu Alc. vinosum MOXHO UCIIOJIb30BaTh
IUTST OTIpeNieNIeHHs TeHepalluy CUHIJIETHOTO KUCI0poa XJI0poduI-conepXaiumMy oopasiiamMHu.

K/IIOUEBBIE CJIOBA: cepHble (hoTocuHTe3upylolue 6akrtepuu, komrieke LH2, KoMriekcel (hoTOCUCTEMBI 2,

CUHIJIETHBINA KMCJIOPOI, CBET 662 HM, okuciaeHue BXn850.

DOI: 10.31857/50320972522100116, EDN: BDHIHQ

BBEJIEHHNE

ITypniypHbie (hOTOCHMHTE3UpYIOLIUE OaKTepuu
UMEIOT OIUH U3 CaMbIX MPOCTHIX (DOTOCUHTETHUYE-
CKMX allllapaToB, KOTOPBIl COCTOUT, KaK MPaBUIIO,
U3 ABYX cBeTocoOupariux komriekcoB (LHI
n LH2), a Takxke peakumoHHoro ueHTtpa (RC).
WX MHTEHCHUBHOE UCCIeNOBaHEe HaYaloCh BO BTO-
poli TMOJOBMHE MPOIIJIOrO BeKa C M3yYeHUs BO3-
MOKHOCTH TTOJTYYEHUS 3TUX KOMIUIEKCOB B YCTOM
Buzae. BrepBolie Takoit pesynbrar (Komruieke LH2
u cmech KomriekcoB LH2—LH1—RC) 6b11 nony-
yeH Ha MeMOpaHax (POTOCUHTE3UPYIOIIEH Hecep-
Hoii Oaktepum Cereibacter (paHee Rhodobacter)
sphaeroides TIpy WCTIOJNB30BAaHUU 1IEHTPUDYTHU-
poBaHus [1]. Ilo3oHee oauH U3 aBTOPOB JdaH-
HOIi paboThl, ucnoab3ys anekTpodope3 B [TAAT,
pazgenun kKomruiekcbl LH2 u LHI—RC u3 mem-
opan Allochromatium vinosum (cTapoe Ha3BaHUE
Allochromatium  minutissimum), 00pabOTaHHBIX
HEeUOHHBbIM neTepreHToM Triton X-100 (HeomyO-
JINKOBaHHBIE TaHHbIe). Ha ocHOBe 3THMX JAaHHBIX

ObUT co3maH ammapaT M pa3paboTaHa MeETOIMKa
st BeiaeneHust komriaekcos LH2 u LH1—-RC u3
MeMOpaH Alc. vinosum B mpenapaTUBHBIX KOJIUYe-
cTBax [2, 3]. BolaeaeHHbIE 3TUM METOI0M KOMITIEK-
cbl LHI—RC mno3Boauau KOJJIEKTUBY aBTOPOB,
B KOTOpPOM Benyulyto poiib urpan B.A. Illysanos,
BIIEPBBIE TOJIYYUTh «3KCIIEPUMEHTAJIbHbIE ITOKa-
3aTeabCTBA  (POTOCEHCUOMIU3UPOBAHHOIO OaK-
Tepuoxyiopoduiom (bXn) mepeHoca anekTpoHa
C LIMTOXpOMA ¢ Ha MUTMEHTHBI KomIuieke P-760
(c yuactueM GakTtepuodeoduTrHa-760, a TakxkKe
baxktepuoxaopodpuaia-8§00) B peaKIMOHHBIX LIeH-
Tpax Chromatium minutissimum» 1 BIIepBble BbICKa-
3aTh MPEAINOJI0XEHNE O TOM, UTO OakTepruodeodu-
THH SIBJISIETCS IIEPBUYHBIM aKLIEIITOPOM JIEKTPOHA
B RC cdoTocuHTesupywomumx dakrepuii [4, 5].
OCHOBHBIM KOMIUIEKCOM (I10 KOJIMYECTBY ITUT-
MEHTOB U KOITMIi B KJIETKE) (POTOCUHTE3UPYIOLINX
baxkTtepuit aBasieTcs komrieke LH2, koTopslii mo-
[JIOIIAeT YHEPTUIO0 KBAHTOB CBETa, NMEPEBOIUT €€ B
9HEPIrUI0 JIEKTPOHHOTO BO30OYXKIEHUS U TIepenaéT
nocienaHow K komruiekcam LH1, a nanee — k RC.

[MpunasaTHIe cCOKpameHus : AIXi — 3-aneTmwi-xiaopoduiur, bXim — 6akreproxnopoduit; X — xmopodwrt; LH1 u LH2 — cse-
Tocobuparoniye Komriekeol; RC — peakunonHsiit neHTp; @C 11 — porocucrema 2; KOp-KOMITIEKCH — KMCIOPOI-BbIICIISIOIINE

KOMITJICKCHI.
* Anpecar JiJist KOppeCIOHIeHLIVH.
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DTOT KOMILIEKC MOCTPOEH U3 JIBYX TUIIOB TUIPO-
(boOHBIX TTOMMIIENTUAOB (O U ), KOJIUYECTBO KO-
TOPBIX BapbUpyeT B Mpeaenaax 8—12 map y pasHbIX
baktepuii. C MOAUMNENTUAAMU HEKOBAJECHTHO
cBsizaHbl BXJ1 M KapOoTMHOWIBI B COOTHOIIEHUU:
2 nonunentuna/3 bXin/1 kaporuHoun. Takum 06-
pa3oM, OIMH KOMIUIEKC COIEPKUT 24—36 MOJIeKy
BXn u 8—12 monekyn kaporuHouaoB. CylleCTBEH-
HO, YTO 3TU MUTMEHTHI MOMIONIAIOT B pa3HBIX 00-
JacTsax criektpa. ITosocsl momtotienus bXi noka-
Jm3oBaHbl pu ~385 HM (mmojtoca Cope), ~590 HM
(Q,-nepexon), npu ~800 u ~ 850 HM (B OIMKHEH
NK-ob6nactu, Q,-nepexonst bXi), a kKapotuHou-
noB — B oomactu ~400—550 am [6—9].

M3BecTHO, YTO KapOTUHOWIBI SIBJISIIOTCS
BCIIOMOTaTebHbIMU MMUTMEHTAMU OaKTepUaTbHO-
ro (bOTOCUMHTE3a W BBIMOJHSIOT [N Vivo HECKOJIb-
KO (DyHKILMI, B YACTHOCTHM, CBETOCOOMPAIOIIYIO,
CTPYKTYpPHYIO, 3aluTHYIO 1 T.0. ([10—12] u npen-
CTaBJIeHHbIE TaM cCcblUIKM). Hampumep, oGienpu-
HSTO, YTO 3alllUTHBIE CBOMCTBA KapOTMHOWJIOB
in vivo OCHOBaHBI Ha MX CIOCOOHOCTH 3(Pdek-
TUBHO J1€3aKTUBUPOBATh TPUILIETHBIE COCTOSIHUS
BXJ1, a Takke TYIIUTh CUHTJIETHBINA KUCIOPOI, KO-
TOPBI 0Opa3yeTcsl TPy B3aMMOJECUCTBUM KUCIIO-
pona ¢ yKa3aHHBIMU TPUILIETHBIMU COCTOSTHUSIMU
bXn ([12—14] u npencrtaBieHHbIE TaM CCbLIKH).
3aHuMasICh U3y4yeHUEeM CBOIMCTB KoMmIuiekcoB LH2
13 CEPHBIX (POTOCUHTE3UPYIOIIUX OAKTEPUIA U BXO-

0,8

L
o)
1

[Tornomienue, ONT. €.
o
N
|

500

600

MAXHEBA u ap.

ISIIAX B UX COCTAaB MUTMEHTOB, MBI OOHAPYKUJIN
MPUHLMITHAIBHO WHYI0 (PYHKIMIO KapOTUHOWIOB
Y HEKOTOPBIX CEPHBIX OaKTepHUil, a UMEHHO UX CITO-
COOHOCTb T€HEPUPOBATh CHUHIVIETHBINA KUCIOPOL
Mpy ocCBelleHun KomruiekcoB LH2 (unm mem-
OpaH) B cMHe-3eJIEHYI0 00J1acTh CIIEKTpa, B KOTO-
poil momiomaT 3TU NUrMeHThl [15—17]. JanHas
(yHK1IMS ObLIa BhIIBIEHA Oarogapsi HEOOBIYHBIM
cBoiictBam Mmojekyn bXn850 kommaekca LH2,
Yy KOTOPBIX BO BTOPOM MUPPOJILHOM KOJIbLIE B TTO-
JiokeHUud 7° U 8" MPUCYTCTBYIOT JBa CBOOOIHBIX
nporoHa. Ilpu AelcTBUM 10O0Or0 OKUCISIONIE-
ro areHta Ha koMmruiekc LH2 u3 Alc. vinosum stn
MMPOTOHKI OTPHLIBAIOTCS ¢ 0Opa3oBaHUEM ABOMHOMN
CBSI3U, UTO, B CBOIO odepedb, MPUBOIUT K oOpa-
30BaHUI0 B Moiiekyide bXn xiaopodunan-nogo0d-
HOI CHCTEeMBI COMNPSKEHHBIX NBOMHBIX CBS3Ei, U
OHa mepexonuT B 3-aueTua-xaopopumn (AXi),
KOTOPbBIi, B MPUHLIMIIE, MOXET ObITh IPOMEXY-
TOYHBIM MPOAYKTOM OKMciaeHusi. Ha cnexktpe mo-
IOLIEHUS 3TOT 3 (EKT MPOSBISIETCSI KaK YMEHb-
lIeHUe IJIUHHOBOJHOBOI IIOJOCHI MOIJIOLIEHUS
bXn850 xomnnexkca LH2 B 6mmkHeit UK-ob6nactu
U MOsIBJIeHWE HEeOOJIbIIOro MakcuMyMa ALXi rmpu
700 M [18]. PaHee MbI peANONOXWIN, YTO CITO-
cooHocTth bXn850 B kommiekce LH2 okucnsatbes
CUHIJIETHBIM KHCJIOPOAOM O3HAyaeT, YTO OH MO-
KeT ObITh MCIIOJb30BaH KaK MPUPOAHBIA CEHCOp
aTtoro areHra [19]. JaHHoe npenmnoiaoxeHue mpo-
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Puc. 1. Criektpsl nomtomeHus komiuiekca LH2 u3 cepHoit ¢poTocuHTesupytomeii 6akrepun Alc. vinosum (1) u RC ®C 11
u3 mnuHata (2). CreKTpbl M3 Tyd4eHHsI CBETONMONOB ¢ MaKCuMyMaMu Tipu 662 HM (3) u 498 M (4)
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KOMIUIEKC LH2 — CEHCOP CUHIJTIETHOI'O KUCJIIOPOIA

CTUMYJIMPOBAIO HAC M3YyYUTh BO3MOXHOCTb MC-
noyib3oBaHus koMIiekca LH2 nng onpeneneHus
BO3MOXXHOCTU I'eHepaluu CUHIJIETHOTO KUCIOPO-
Jla B cucTeMax, KOTopble Obl BKJIFOYAJIU OOpa3libl,
CnocoOHbIe K BhIAENEHUIO TocaeaHero. B kaue-
CTBE MOJOOHBIX MpenapaToB ObLIM MCIOJIb30BaHBI
komrieKebl porocucteMsl 2 (PC I1) Bbicux pac-
teHuit. IlojlyueHHBIE pe3yabTaThl, KOTOpPbIE IIO-
3BOJIMJIY MOJIOKUTEIBHO OTBETUTh HA JAHHOE MPeJi-
MoJIOXKeHMeE, TIpeACTaBIeHbI B HACTOSIIEH padoTe.

MATEPHAJIBI U METO/JIbI

OOBEKTOM MCclieAoBaHUsl ObLIM  0Opa3lbl
u3 6axkrepuii u pacrenuit. Komrutekec LH2 Boine-
JIeH U3 CepHOUl (OTOCHHTE3UpYIOLIE OaKTepuu
Alc. vinosum, mrtamm MIY (cTtapoe Ha3BaHUe
Alc. minutissimum), Tony4eH U3 KOJJEKUMU Ka-
(enpsl Mukpobuosorun MI'Y. MeTonuku Bbipa-
HMBaHUs 0aKTEPUU, BbIACICHUS MEMOpPaH U KOM-
miekcoB LH2 nmoapo6Ho onucaHbl paHee [20, 21].
®parmeHThl MeMOpaH, obOoraméHHbix DPC 11,
Mojiydyajd U3 JUCTheB IIMUHaTa [22], U3 KOTO-
PBIX BBIACISUIM  KUCJIOPOMI-BbIICISIONINE KOM-
IUIEKChl — Kop-KoMIuieKchl [23]. M3onupoBaH-
Heie RC ®C Il Beigensiiu Ha KojoHkKe Toyopearl
DEAE 650S («Toyo Soda», dnonus) [24], ¢ Monu-
uxanusmu [25].

CrieKTpbl TTOIJIOIIEHUS UCTIOIb3YEeMBbIX MpeTia-
paroB (komriekc LH2 u RC ®C II) nokazaHbl Ha
puc. 1. U3BeCTHO, YTO CIIEKTP IMOMIOIICHUS KOM-
miekca RC @C Il omimyaercst oT KOp-KOMILIEKCa
TOJBKO COOTHOIIEHWeM moyioc B obmactu 410—
435 HM OGnarogapsi oboramieHuo nepBoro Geodu-
TUHOM, TIO3TOMY CIIEKTp IOIJIOIIEHUSI KOP-KOM-
iekca @C 11 Ha puc. 1 He TTOKa3aH.

B ombiTax Mcnosb30BaHbl KaK OTACIbHBIE 00-
paslibl, TaK U UX cMech. Bo BTOpoMm cityuae moriio-
IIEHUE KaXIO0ro KOMILIeKCa B JJIMHHOBOJIHOBOM
MaKCMMyM€ COCTaBJIsSLIO OKOJIO | ONTUYeCcKOi
enuHUIBI. B KauecTBe MCTOYHMKA cBeTa ObLIU
HCITOJIb30BaHbl CBETOAMOABI MOIIHOCThIO 30 BT ¢
MaKCUMYMOM JUTMHBI U3JTydeHUst TIpu 662 1 498 HM
(«Lcfocus green», Kwurait). [nauHa wusaydeHus
CBETOAMOMIOB MOAOMpaIach TaKUM 00pa3oM, UTO-
Obl OHU M3JIyYaiu B 00JacTH, riae rmorjaomaeT X
U MpakTAdecku He mnomioinaeT bXi (cBeTomuon
662 HM) WK B 06J1aCTU TTONJIOLIEHUST OaKTepUab-
HBIX KapOTUHOMIOB (cBeTonuon 498 HM), KOTopbie
0003HavYeHbI Kak cBeT 662 1 498 cOOTBETCTBEHHO.
CriekTpbl M3JYyYeHMSI YKa3aHHBIX CBETOAMOIOB
npeacrtaBiaeHbl Ha puc. 1. JInas 3KCrepuMeHTOB
ObLIM MPUMEHEHBI CrelMalIbHbIC IepXKaTean CBe-
TOIMOAO0B, BKIIOYAIOIINE METAUTMYECKYIO TIIaCTH -
HY, Ha OIHOI CTOpOHE KOTOPOii ObLI 3aKperiéH
0OJIBILION pamuaToOp ¢ BEHTWISITOPOM, a Ha APYroi
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MMEJINCh OTBEPCTUST s KpEIJIeHUsI CBETOAUO-
na. Jljast aydiiero oTBeneHus Terjia OT CBETOAMOoIa
ObL1a ucnojb3oBaHa TepMonacta. CaMm CBETOAMON
CBEPXY ObLI MPUKPBIT CTEKJISIHHON JTUH30M, KOTO-
past obecriedrBaia 0ojee paBHOMEPHOE CBETOBOE
MoJie U JIOTOTHUTEIBHYIO 3allluTy 00pasiia OT BO3-
MOXHOTO TeperpeBa. DKCIepUMEHThI ¢ OCBeElle-
HUEM 00pa310B MPOBOAMUINCH HEMTOCPENCTBEHHO B
KIOBETHOM OTaeaeHUU criekTpodoTtomeTpa Cary 50
(«Agilent Technology» , CIIIA) npu KoMHaTHOI
temmneparype (~24 °C). s aToro Obl1a U3roTOB-
JieHa (pajblI-KpbIlKa ¢ OTBEPCTHUEM, KOTOpas 3a-
KperJisylach Ha CHeKTpO(OTOMETPe C OTKPBITOM
COOCTBEHHOI KPBIIIKOI TaK, YTOOLI LIEHTP €€ OT-
BEpPCTUS COBIAAJ C IEHTPOM KIOBEThI. YKa3aHHOE
OTBEpPCTHE HAKPBHIBAIW TUIACTUHONW CO CBETOAMO-
JOM U paauatopoM. PaccrosHue or cBeTommona
JI0 1IEHTpa KIOBEThI cOCTaBsio 6 cM. Takast KOH-
CTPYKLMSI TIO3BOJISIIA U TIPOBOJAUTH OCBEIICHUE
obpasiia, U perucTpupoBaTh €ro CHeKTP MOIIOIIe-
HUS TOCc/ie BBIKJIIOUeHUs cBeToauona. MHreHcus-
HOCTh CBETOBOTI'O MOTOKA CBETONMOA OblIa OKOJIO
80 Bt/m2. O1mnbka n3MepeHust BO BCeX ONbITaxX He
npesbiinana 5—10%.

CKOpOCTb BBIIENEHUSI CUHIJIETHOTO KHCJIO-
pona B nipenaparax @C 1l onpenesiv 1Mo cBETO-
3aBUCUMOMY IIOIJIOIIEHUIO KMCJIOpOJda aMIlepo-
METPUUYECKUM METOAOM B SIYeiiKe C 3JIeKTPOAOM
Knapka, kak onucaHo paHee [26]. O6pasel ocBe-
1A KpacHbIM cBeToM (cBeToduasTp KC-11) uH-
TeHcuBHOCTBIO 400 BT/M? ¢ MOMOILIBIO IMATIPOEK-
topa JIDTHU 60M, namna KI'M 220-500 (Poccust)
B TeueHue 1—2 MUH B TEpMOCTaTUPyeMOIi ssueiike
npu 25 °C. U3mepeHust IpoBOAUIU TIPU MOCTOSTH-
HOM TIepeMeIIMBaHUM, YTOOBI HE TOMYCTUTh 00pa-
30BaHUs 30HBI C HU3KOM KOHIICHTpAalLMell KUCI0-
pola y moBepXHOCTHU 2ekTpoaa. OobeM obpasia
cocTaByisisl 1 MJI, a KOHLIeHTpalust XJ1 BapbupoBalia
B npenenax 1,7—2,2 MkM (RC u Kop-KOMILIEKC
COOTBETCTBEHHO). B KauecTBe KOHTPOJISI UCIOJIb-
30BaJIM BEJIMUMHY CUTHaJIa moJisiporpaca 6e3 ocse-
IIEHUs TTPOOBbI CBETOM WJIM OCBEIIEHUE KPACHBIM
CBETOM PacTBOPOB, HE COAEPXKAIIMX XJI. DIEKTPO.
KaJaubpoBaay IO CUTHAIy Npu H00aBjleHUU W3-
ObITKa NUTHMOHUTA B s1ueiiky. M3aMepeHue cBeTo-
3aBMCHMOTO TIOIJIOIIEHUST KUCIOpoa (BbIIEICHUE
CHMHIJIETHOTO KHCJIOpoJa) M3oaupoBaHHbIMU RC
u Kop-kKomruiekcoM OC 11 B mpucyTcTBUM TUCTU-
JIUHAa MPOBOJAMIN, Kak ornrcaHo paHee [27]. ITony-
YeHHBIE pe3ybTaThl MPeACTaBIeHbl Ha pUc. 2.

Hna BOXAKX-aHanuza ocBelieHUe MPOBOAU-
qu B 0,2 MM TepMOCTaTUpyeMOii KloBeTe B Teue-
Hue 45 MMH, a cUCTeMa CO CBETOAUOAOM ObLia
yCTaHOBJIEHa BepTUKaiabHO. JlJIsI 3KCrepuMeH-
Ta MCTOJIb30BaHa cMech «Kop-KoMmruieke DC 11/
komIieke LH2», mIoTHOCTb KOTOpPOIi Oblja yBe-
JIMYeHa B 5 pa3, 4yTo MO3BOJIUIO UCKIIOYUTD JIUIII-



1462

n
M
1 MuH
o(\l
=
N1
=
=

MAXHEBA u ap.

Puc. 2. Cero3aBrucHMOe MOIIOIIeHUE Kucaopoaa usonrpoBaHHbiMu RC (1) u kop-komruiekcom ®@C II (2) B mpucyrcTBUM
TUCTUAMHA. MI3MeHeHre KOHIIEHTpallMy KUCI0opoaa B fueiike ¢ aekTponoM Kiapka rmpu 1o6aBIeHUN TUTHOHKTA (J)

HUe MaHunyassuuu ¢ odbpasuom. Kommiaekesr LH2
u ®C 11 pasgensnau anekrpodopesom B [TAAT 1o
paspaboraHHoit Hamu Metoauke [3]. Komriekc
LH2 smioupoBanu u3 reiss U KOHUEHTPUPOBAIU
LeHTpUdyrupoBaHueM B mpodupkax («Millipore»,
CIIA). ITurMeHThl 3KCTparupoBaJIu CMECHIO alle-
ToH/MeTaHon (7/2, v/v) U TiepeBOAWINA B ITUJIA-
uertat. [IurMeHTHBIM aHanu3 kKomruiekcoB LH2
JI0 U TIOCJIe OCBEIEeHUS TTPOBOAMIM C MOMOIIBIO
BO2XKX-cuctembr Shimadzu («Shimadzu», frmo-
HUS), WCIIOJb3ysl KOJOHKY ¢ OOpalléHHOM a-
30i1 Agilent Zorbax SB-C18 5 Mxm 4,6 X 250 MM
(«Agilent», CIIIA). KaporuHounsl, bXn1 u ero
MPOAYKTHl OKWCIEHUS WIACHTUGULMPOBAIM II0
BPEMEHM YIepXaHMUsl Ha KOJIOHKE M IO CIEKTPY
MOTJIOIIEHMSI ¢ TIOMOIIBIO TTPOrpaMMHOTO obecre-
yeHus LC solution («Shimadzu») [28].

PE3VJIBTATHI UCCJIEJTOBAHU

Panee mpu usyyeHuu mnpoiecca (GoTOOKHUC-
nenusi bXn850 B kommiekcax LH2 u3 cepHbIX
OakTepuii Mbl MCITOJIb30BaJM pPa3Hble TUIIbI CBE-
TO(UIBTPOB: CTEKJISIHHbBIE, ITUPOKOTOJIOCHbIE MH-
Tep(epeHIMOHHBIE U Y3KOIOJOCHBIE (CTaHaapT-
Hble) uHTepdepeHmonHsie [15—17, 29]. Bce oHu
MMeEJI CYIIECTBEHHBbIE HEAOCTATKU, TaK KaK MOTJIU
00€eCIeuynTh BBICOKYIO MHTEHCHBHOCTH OCBEIe-
HUSI TOJBKO TIPU IIMPOKOM MOoJIoce MPOMYCKaHUS
(cTeksTHHBbIE (DUIBTPBI) UK OoJiee Y3KYIO IMOJIO-
Cy TIPOIMYCKaHMSI MPU CYIIECTBEHHOM CHMXEHUU
MHTEHCUBHOCTHU CBETOBOTO MOTOKA (MHTEep(epeH-

LIMOHHBIE CBETOMUABTPHI). [ToaToMy 1151 maHHOM
paboThl ObUTM TIPUMEHEHbI (OTOAUOALI C Y3KOM
MOJIOCO M3JIy4YeHUsI, KOTOpbie IO IapaMeTrpam
MOJyIIMpPUHBI (21—32 HM) ObUTM OJIU3KM K CTaH-
JApTHBIM MHTEeP(PEPEeHIMOHHBIM CBETO(MUIBTpAM
(10—15 um). Ha nepBom aTarie He0OXOAMMO ObLIO
yOEIUTHCS, YTO OCBEIEHWE CBETOM C JUIMHOM BOJI-
HBI 662 HM He BbI3bIBACT UBMEHEHUI B CITEKTPE 10~
mioieHus kommiekca LH2 (puc. 3, a).

Ha sToM purcyHke XOopolio BUIHO, YTO Jaxe
nocie 30 MMH OCBElleHHsT CBeTOM 662 HM U3Me-
HEHUs B CIIEKTpe MoriolleHus komruiekca LH?2
He3HaYuTeabHbI U He mpeBbimaT 0,05 ex. onTu-
yeckoil miaoTHocTu. Ha pazHoOCTHOM criekTpe 00-
pasia B omxkHeit MK-o61actu mosiBaisieTcst oTpu-
LaTeJibHas Mmojioca ¢ MaKCUMyMOM Tipu 864 HM 1
MOJIOXKUTEIbHAsA — ¢ MAKCUMYMOM mpu 837 HM (pe-
3yJITaThl HE TIOKa3aHbl). MOXHO MPEANOJOXUTh,
YTO MPHU OCBEIIEHUU CBETOM 662 HM OCHOBHBIM
MPOILIECCOM B KOMILJIEKCE SIBJISIETCS CMEIIEHUE He-
OosblIol YyacTy mosioc bX B KOpOTKOBOJIHOBYIO
obnactb. 11 cpaBHeHUs Ha puc. 3, 6 mMpuBene-
Hbl pe3yIbTaThl UBMEHEHUI B CIIEKTPE IMOMIOIIE-
Hus komruiekca LH2 mpu ocBemieHUM CBETOM
498 HM, Mpu IEMCTBUM KOTOPOTO HAa KAPOTUHOU-
bl UAET 0Opa3oBaHME CUHIJIETHOTO KHUCIOpOJa.
B sToM ciyyae mojioca MOIVIONIEHWSI YMEHbIIa-
ercs B 2 pa3a u cMellaercs Ha 14 HM B KOPOTKO-
BOJIHOBYIO 00j1acTb. OTHOBpPEMEHHO MOSIBISIETCS
roJjioca MomioleHus okuciaeHHoro bXi (AuXin) ¢
MakcuMyMoM mpu 700 HM. AHaJTOTUYHBIE PE3YJib-
TaThl OBUIM TOJYYEeHbI paHee MPU UCIOIb30BaHUU
CTEKJISIHHBIX U MHTEeP(GEePEHIMOHHBIX CBETODUIb-
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Puc. 3. Mi3ameHeHus B crieKTpe momioleHust Komruiekca LH2 u3 Alc. vinosum nipu ocBellieHUU CBETOM 662 HM (a) U CBeTOM

498 um (6): 1 — KoHTpOJb, 2 — 2 MUH, 3 — 10 MuH, 4 — 30 MUH

TpoB [15—17, 29]. OT™MeTuM, 4TO B HalIei padboTte u
LIUTUPYEMBIX CTaThsIX OTMEYEHO MOHOTOHHOE yBe-
JIMYEHME TOJIOCHI MOIMOIIEHUs ALIXI. DTO MOXET
CBUIETEILCTBOBATbL O TOM, YTO B paccMaTpuBae-
MOM TIpolecce 1 o0pasie AuXJ SBasieTcs epBUY-
HBIM TMPOAYKTOM OKucjiaeHus. ClieayeT OTMETUTD,
4yTO OKMCJIeHne bXI B pa3HbIX TUITAX pacTBOPUTE-
JIell TpoucXonuT uHaue: Kpome AXt (10 4eThIpEX
pa3HBIX TUIIOB), KOTOPBI B MOJEIbHBIX CUCTEMaX
SABJISIETCS TIPOMEXYTOUYHBIM TMPOAYKTOM OKUCTIE-
HUS, B oOpa3uax oOHapyKeHO MPUCYTCTBUE ellé
6 mpoaykToB okuciaeHuss bXia (6ecuBETHBIX MK
C OTKPBITHIM KoJib1ioM) [30].

IIpu ocBemeHnu cBeToM 662 HM cMecu
«RC ®C II/xommiekec LH2» orMeueHo aBa mpo-
1ecca. Bo-mepBbIX, 3TO BhIIIBETAHUE KPACHOM T10-
Jgocbl RC @C 11 Ha 60% 3a 30 MmuH, 63 cMelleHust
OCHOBHOI'O MakKCHMMyMa 3Toii mojochl (puc. 4, a).
Takoit xxe 3¢hdeKT ObLT OTMEUeH Mpu U3Mepe-
HUW CKOPOCTU BBIIEJICHUSI CUHIJIETHOTO KHCJIO-
pola B MPUCYTCTBUM TUCTUAMHA B pabdote Telfer
et al. [27] v HaIIKMX aHAJIOTUYHBIX KCIIEPUMEHTaX
(pesyabratel He ToKaszaHbl). OTMETUM, 4TO BCe
ocCTajbHbIe U3MEHEHHUS B JaHHOI cMmecu B oOja-
ct 360—650 HM TOXe CBSI3aHBI C BbILIBETAHUEM
nosioc nomtouieHus Xia B RC ®C I1. Bo-BTophix,
B OTUX YCJOBMSIX BbILIBETACT JJIMHHOBOJIHOBAS T10-
snoca bXn850 komrutekca LH2 Ha =10%, u omHO-
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BPEMEHHO €€ MaKCMMYM cMellaeTcs Ha 3—4 HM B
KOPOTKOBOJIHOBYIO 00jacTh. KocBeHHO 3TO CBU-
JETEILCTBYET O TOM, YTO MPOUCXOAUT OKUCIECHUE
bXn850. K coxaneHuto, He ynanoch 3apUKCUPO-
BaThb Ha CMEKTPE IOIJIOIICHUST TTOSBICHUS TIPO-
nykTa okuciaeHus1 bXi, Tak Kak ero mojioca Ma-
ckupyetcst KpacHoi nonocoit RC ®C II. Eciu K
komIiekcy LH2 Ob11 mo6aBieH Kop-KOMILIEKC, B
KOTOPOM MPUCYTCTBYIOT TOTOJHUTEIbHBIE MOJIE-
KyJbl XJ1, TJoKaau30BaHHbIe B KoMmIuiekcax CP43 u
CP47, To nonoca bXn850 mpu ocBellieHUN CBETOM
662 M BeiLiBeTaeT Ha ~20% (puc. 4, 6). DTO MOXeT
CBUJIETEJIbCTBOBATh O TOM, YTO JIOMOJHUTEIbHBIC
MOJIEKYJIbl XJI BHOCAT BKJAJ B T€HEpallUiO CHUH-
[JIETHOTO KMCJIOPOJA U TOCJenyollee OKUCICHNE
bXn850.

M3 cpaBHeHUsI pa3HOCTHBIX CIIEKTPOB MCClIe-
JlyeMbIX 00pa3IoB CJIeAYeT, UTO UBMEHEHUS B KOM-
mekce LH2 B cmecu ¢ npenaparamu ®C 11 nipu
OCBELIEHNM CBETOM 662 HM M B TaKOM K€ WHIM-
BUIyaJIbHOM KOMILJIEKCE MPU OCBEIIEHUM CBETOM
498 HM OMHOTUIIHBI (puUC. 5), YTO MOATBEPXKIAET
(hakT B3aMMOAEICTBUS CUHIJIETHOTO KHCIOPO-
J1a, KOTophlii obpasyercst B komruiekcax MC 11, ¢
bXn850 xommnexkca LH2. K coxaneHuio, HA Ha
OJTHOM W13 Pa3HOCTHBIX CIIEKTPOB TakxKe He ObLIO
3a(pMKCUPOBAHO TOSIBJICHMS TTOJOCHI MOTJIOIIEHUS
AuXi. OTMETHM, UTO Jaxe MPU CUJILHOM OKMC-
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Puc. 4. VsameHeHus B criekTpe nontonieHust cmecu: «komruteke LH2 u3 Ale. vinosum n RC ®C II» (a) wim «komruieke LH2
u kop-kKoMmiuiekc DC II» (6) mpu ocBerieHun cBeToM 662 HM: I — KOHTPOJIb, 2 — 2 MuH, 3 — 10 MmuH, 4 — 30 MuH
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Puc. 5. PasHocTHBIE CIEKTpbl MOMIOIIEHUS: [ — «KOHTPOIbHBIM Komiulekc LH2 — ocsemenue 5 mMuH cBetoM 498 HM»,
2 — «koHTponbHbIi KoMIieke RC @ C II + kommieke LH2» — ocBenenue 30 MuH cBeToM 662 HM, 3 — «KOHTPOJIbHBIN KOP-KOM-
miekc @C 11 + komruieke LH2» — ocBetieHue 30 MuH cBeToM 662 HM
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Puc. 6. BOXKX-Ananns nurMeHToB KoMminiekca LH2 mocie ocBeleHus ceetom 662 HM B cMecH «kop-kKomiieke D C 11 + kom-

eke LH2 Alc. vinosum» (a), xoutponbHbiit koMmuieke LH2 (6). Unentudukamms mukos: I — BXi1, 2 — nUaeruapopononuH,
3 — AuXi, 4 — pononuH, 5 — mpousBonHoe X1, 6 — X1
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Puc. 7. Crextpsl nornomenust murmeHToB: | — BXn, 2 — nqumerunpopononux, 3 — AuXim, 4 — ponornuH, 6 — Xin. Homepa
CIMIEKTPOB COOTBETCTBYIOT HOMEpaM IMMKOB Ha puC. 6

BUOXUMUSA tom 87 BemI. 10 2022



1466

JIEHUU CUHIJIETHBIM KuciiopogoM bXn850 kom-
miekca LH2 3TOT mMpoayKT MOSIBASIETCS TOJIBKO
nocie 10 MmuH ocBelieHUs1 oOpasua cBetom 498 HM
(puc. 3, 6). st Toro 4ToObI BBHISIBUTH BO3MOXHOE
npucytctBue AnXia B o0pasiie «KOp-KOMILJIEKC
®OC II /xommieke LH2» ¢ momonipio BO2XKX, 66110
YBEJIMYEHO BpeMsl OCBEIlIeHUsI oOpa3lia CBETOM
662 HM 10 45 MUH.

3aTreM KOMILJIEKCHI pa3aesisyii METOIOM 2JIeK-
Tpoopesa B ITAAI, HO MONYYUTH UMCTBINE KOM-
mwiekc LH2 He ymanoch, B HEM Bcerma MpUCYT-
CTBOBajia B HEOOJBIIIOM KOJMYECTBE IPHUMECH
kop-komiiekca ®C II. OnmHako yMmeHblIEHUE
JJIMHHOBOJIHOBOI TToJjiockl X1 B Komriekce LH2, B
oTanuue oT cMecu «kop-komrieke ®C 11 + kom-
mwiekc LH2», mo3Bomuiao 3adukcupoBaTh He-
OoJIbIlIOE YBEJIIMUEHUE TIOMIONICHUSI B 00JacTu
690—710 HM, tme moroiaer AXna (pe3yabTaThl
He ToKa3aHbl).

AHanu3 nurMeHToB MeToaoM BO2KX nmonrsep-
W TIPUCYTCTBHE B TaKOM KOMIUIEKCE MPOAYyKTa
okucaeHnust bXn850 — AuXi (puc. 6).
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MAXHEBA u ap.

M3 cnekTpoB MomIOLIEHUs, TOJXYYEHHBIX B
npoiecce pasaeneHust nurMmeHToB BOXKX, ciemny-
eT, uTo AuXJ ominMyaeTcs oT XJI MO MOJOXEHUIO
JUTMHHOBOJTHOBO#1 TIOJIOCHI: 675 1 661 HM cOOTBeT-
ctBeHHO (puc. 7). IToatomMy MaeHTUDULIMPOBATH
nx MetogoM BO2KX nmoctatouyHo mpocTo.

Ha nocnenneMm atane paboThl Oblia MpoBeaeHa
OlIEHKA BIUSHUS TYLIIUTEIEH CUHIJIETHOTO KHUCIO0-
poma — ackopbara HaTpUsi U TPOJIOKCA, KOTOPBIE
paHee YCHENIHO TPUMEHSUIMCh TPU MCCIeaoBa-
HUM mpoliecca okucieHus: bXn850 B Komruiekce
LH2 [28], Ha okucnenue Xn u bXn850 B cmecu
«apenapar ®C II + kommiaekc LH2». Btu npe-
nmapaThl Mo-pa3HOMYy B3aumoneictBoBaau ¢ RC
u kKop-komruiekcom ®C II. Tponoke s dekTun-
Hee npenoTBpaiian okucieHue Xia B RC ®C 11, a
ackop0OaT HaTpusi — B KOp-KoMruiekce. [1puanHb
HaOJIIOMaeMbIX pa3IMuuii HessicHbl. O0a aTux pea-
reHTa rnoaasssuiu okuciaeHue bXn850 B Kkomriekce
LH2 (puc. 8).

OTMETUM, YTO TIpU TaKUX KOHIICHTPALIMSX
ackopbaTa HaTpMs U TPOJIOKCA aHAIOTMYHBII TTPO-
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Puc. 8. KpuBble BBILBETaHUSI JITUHHOBOJHOBBIX hopM murMmeHToB X670 (a u ¢) u BXn850 (6 u &) pu OCBELICHUU CBETOM
662 1M B cmecu «RC DC 11 + kommuieke LH2 Ale. vinosum» (a u 6) u «kop-komiuieke @ C 11 + komrmueke LH2 Ale. vinosum» (¢ u e):
1 — xoHTpOJb, 2 — +1 MM ackopbara HaTpus, 3 — +100 MkM Tposiokca
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liecc B MHAMBUAYaJIbHOM Komriuiekce LH2 momas-
ssicst Ha 90—95% [28]. MoXHO TIpedIiooXuTh,
yT10o KoMruieke @ C I u 6akTepuaibHblii KOMIUIEKC,
KOHTaKTUPYs APYT C IPYroM, o0pa3yioT 30HbI, KO-
TOpble OIPaHUUYMBAIOT AOCTYI TYIIUTENe K CUH-
[JIETHOMY KMCJIOPOAY U, TaKUM 00pa3oM, CHMXKa-
10T 3¢ HEKTUBHOCTD UX IeHCTBUS.

OBCYXKIEHUE PE3YJIBTATOB

B nipencraBneHHoit paboTe mpoBeAeHO U3yye-
HUE B3aUMOAECUCTBUS (POTOCHMHTETMYECKUX KOM-
TJIEKCOB M3 pa3HbIX OPraHU3MOB: BBICIIMX pacTe-
HUIl U CepHBIX (POTOCUHTE3UPYIOLIUX OaKTEePUil.
Komrmnekch @C II pacreHuit crmocoOHbI K TeHe-
palliy CUMHIJIETHOTO KUCJIOpoda ToA IeUCTBUEM
cBeta 662 HM, a BXn850 GakrepuaabHOrO KOM-
iekca LH2 gaBasieTcss MUILLIEHBIO IJ1S1 CUHIJIETHOTO
KUCJIOpOAa U OKMUCISIeTCSl ¢ oOpa3oBaHUEeM AILLXI.
COBOKYITHOCTb IMOJIYUEHHBIX PE3YJBTaTOB MO3BO-
JISIET ¢ JOCTAaTOYHOM 1ojieil YBEpEeHHOCTU YTBEp-
KIaTh, UTO B M3YUYEHHBIX CHUCTeMaX MOAO0OHBIM
Mpoluecc MMeeT MecTo. MOXHO IPeaIoaoXUTh
CJIENYIOIYIO YIIPOIIEHHYIO CXeMY IOC/IeA0BaTeb-
HOCTU COOBITHIA. XJ TPU BO30YXIEHUU CBETOM
662 HM B3aMMOIENCTBYET C KUCIOPOAOM C oOpa-
30BaHUEM CHUHIJIETHOTO Kucjiopoaa. OuyeBUIHO,
YTO CYIIIECTBEHHAs 4acCTh IMOCAEIHEro pacxomyeT-
ca B komiuiekcax ®C II (TymeHne CUHIJIETHOTO
KHUCIopoaa, OKUCAeHUe X U T.O., CM. puc. 4 u 5).
OcTaBIIMIACS CUHIJIETHBIN KUCIopoa AU hyHIM-
pyet u3 komruiekcoB M C 11 u 3aTeM MM TYIIUTCS
B BOJIHOI cpelie, Uiu MpoHuKaeT B Komruiekc LH2,
r