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[MoBbiIeHUE 3(PPEKTUBHOCTU U TOYHOCTU CUCTEM T€HOMHOTO PeAaKTUPOBAHUS SIBJISIETCST aKTyaJIbHOM 3a-
navyeil COBpeMeHHOM MOJIEKYIISIPHOI OMOJIOTMY 1 TeHeTUYeCKoit MHxXeHepur. OcoObIit MHTepeC BHI3bIBACT
coznanue perynupyembix cucteM CRISPR/Cas, akTUBHOCTBIO KOTOPBIX MOXKHO YITPaBJISITh C UCITOJIb30Ba-
HUEM Pa3INYHbIX GPU3NKO-XUMUUIECKUX CTUMYJIOB, TAKUX KaK O0JTydeHHEe CBETOM, U3MeHeHue pH, Temre-
patypa, U3MeHeHe KOHIEHTpallMii onpeneJeHHbIX BellleCTB U Ap. MHOroo0eaoiuM HarmpaBieHueM B
3TOM 00JIaCTH ABJISIETCS pa3paboTKa MTOAXOIOB K PETYJISIIIMI aKTUBHOCTU Ha ypoBHe Hampasistionieit PHK
3a cYeT BBeAeHUs (DOTOUYBCTBUTEBbHBIX MOAU(DUKALIMI B CTPYKTYPY U MOCJIEA0BaTEeIbHOCTh HAIIPaBJISIIO-
meii PHK, a Takke BcrioMorarebHBIX OJIMTOHYKIICOTHUIOB. JlaHHBIN 0030p MOCBSIIEH aHAIMU3Y paboT B
ob6nactu co3maHust (POTOUYBCTBUTENbHBIX Hampapisiioinx PHK 1 ux ucroyib30BaHUS B CUCTEMax pelak-
tupoBanusa reaoma CRISPR.

Knrouesvie caosa: pecyrupyemoie cucmemovr CRISPR/Cas9, Y®D-obayuenue, nanpasasiowas PHK, gpomopac-
wienasieMolii AUHKep, homobaoKUpyrowue 0AUOHYKAeOMUdbL.

DOI: 10.31857/50006302924030012, EDN: OGPSDR

Co3nanne KOHTPOJIUPYEMBIX MOJEKYJISIPHO-0MO-
JIOTUYECKUX CUCTEM, B TOM YMCJIE CUCTEM T€HOMHOI'O
peIaKTUPOBAHUS, SIBJISIETCS MIEPCIEKTUBHBIM TTOIX0-
JIOM K TIOJTYUEHUIO PETYIMPYEMBIX B IIPOCTPAHCTBE U
BpEMEHM WHCTPYMEHTOB, KOTOPhIE MOTYT ObITH MC-
MOJIb30BaHbl B PA3IMYHBLIX OOJIACTSIX KJIETOYHOM U
MOJIEKYISIPHOI OMOJIOTUN, OMOTEXHOJOTUH, OMOXM-
MUU, arpOOU OO U OMOOPTAaHNYECKON XMMUMN.

B HacTosi1iee BpeMsl CUHTETMYECKHE OJMTOHYK-
JICOTUZIBI IIMPOKO MPUMEHSIOTCS B MOJEKYJISIPHOM
OUOJIOTUU Y OMOXUMUM JJIST PETYISIUMU TaKux hyH-
JaMEHTaJIbHbIX OMOJOTMYECKUX MPOLIECCOB, KakK
TPAHCKPUNLIMS U TpaHCAsAuusa. PoToOIOKMpPOBaH-
Hbie MoseKyel JIHK 1 PHK, cogepxaiue B cBoeit
enu ¢GoTOYyBCTBUTENIbHbIE OJIOKUPYIOIIWE TPYIIIIbI
Wi (oTopacuienisgeMble JUHKEePbl, MOTYT TIpUMe-
HATbCS JJs1 (DOTOPEryasiiMy 3KCIPECCUU TEeHOB.
Takoii TOAXO0M, OCHOBaHHBIM Ha WCIIOJIb30BAHUU

Cokpawenus: CRISPR — perynsipHO pacrnosioXeHHbIe KlacTe-
pbl KOPOTKUX TAaJMHIPOMHBIX NMOBTOpPOB (clustered regularly
interspaced short palindromic repeats), sgPHK — o0benuHeH-
Hasl HampaBJsiolasi puOOHyKJIEnHOBasI KUcoTa (single guide
RNA), crPHK — CRISPR PHK, tracrPHK — TpaHc-akTuBu-
pyiomass CRISPR PHK (trans-activating CRISPR RNA),
YV® — yapTpadroeTOBbIA.

421

GOTOIA0MIBHBIX TPYIII, TIO3BOJISICT UCCIEAOBATEISIM
MPOBOJAUTH 3KCIIEPUMEHThI C BBICOKUM TIPOCTpPaH-
CTBEHHO-BPEMEHHBIM pa3pellieHueM, TaK KakK MC-
KJTI0OYeHa BO3MOXHOCTh MPOSIBICHUSI OuoJIoTUYe-
CKOIl aKTMBHOCTM OJIMTOHYKJIEOTHIIa JO MOMEHTa
o0JIydeHUsI. DTa cTpaTerus OblJIa YCIIEITHO MCIIOJh-
30BaHa JJIsI KOHTPOJIUPYEMOI PErysiiiuu 3KCIpec-
CUU T€HOB C MOMOIIbIO (hOTOOJOKUPOBAHHBIX aH-
TUCMBICJIOBBIX OJUTOHYKJICOTUHOB [1], MaibIX WH-
teppepupyromux PHK [2, 3], mukpoPHK [4] un
aHtTu-MukpoPHK [5], 111 KoHTpoarupyeMoro peaak-
TUPOBAaHUS TE€HOMa C MCHOJb30BAaHUEM CHUCTEMBI
CRISPR/Cas (CRISPR (clustered regularly inter-
spaced short palindromic repeats) — peryiasipHO pac-
MOJIOXEHHbIE KJIaCTEPbl KOPOTKUX MaJIMHAPOMHBIX
ITOBTOPOB) [6, 7], a TakKe B APYTUX OOJIACTSIX MOJIE-
KYJSIpHOI OMojiorTuu 1 6uoxumMuu [8].

OTKpBITHE CUCTEM WMMYHHMTETa OaKTepuii, a
nMmeHHO CRISPR-cucTeM, 11o3B0oIMI0 co30aTh YHU-
KaJIbHBIII THCTPYMEHT T€HOMHOTI'O PeIaKTUPOBaHUSI.
B ywactHoctu, cucrema CRISPR/Cas9 B Hacrosiiee
BpeMsl SIBJISICTCSI MOILIMHBIM MHCTPYMEHTOM pPeIaKTH-
poBaHus TeHOB in vivo [9—11]. Bcero nBa KOMITOHEH-
Ta cucTeMbl, Hykjaea3a Cas9 1 eauHasi HampaBJsio-
masa PHK (sgPHK), dopmupyoT sddekTopHbIii



422 CAKOBUWHA u ap.
(a)
Xumnueckas peryJisiusi:
— MHTHOUTOPHI (MAJIbIe MOJICKYIIBI)
— aKTHBATOPHI (MaJIbIe MOJICKYJIIBI)
Perymsitust cucteMsl —-pH
CRISP/Cas9 — eenemudeckas pecyniayus
Pusuyeckas peryasuus:
— o0JTy4eHHe CBETOM
— AU3MEHEHHUE TeMIIepaTypbl
Heaxrusnas AKTHBHas patTyp
cucrema cucrema — 00paboTKa yIIbTpa3ByKOM
CRISP/Cas9 CRISP/Cas9
— BIIMSIHUE MarHUTHOI'O IOJIS
— BIIMAHUE JIEKTPUYECKOTO TOKa
(6)
- @oTOperynsiuus CUCTEMBI
JlononHuTeNnpHbIi e— CRISP/Cas9 ua YPOBHE DoTO6IO0KHPOBAHHBIE
Onokupyronmi LMKIINYECKUE
OJIMTOHYKJIEOTH] Hanpastomeit PHK Hanpasiomue PHK
DoTopacuierIsomui doronus doropacierisiemast
HPOTEKTOP " nporektopa nukiyeckas ctPHK
HaHpaBJISI}OHIaSI ll.:, @ PacmermeHHe crPHK 5
(oronmabunsHOrO
JITHKEpa
CDorronaGHnLHLm
JIMHKEp
®dortobnokupyomue dotopaciieruieMble
TpyNIIUPOBKU JIUHKEPBI
B Hanpasisitouieid PHK B Hanpasisirouieid PHK
<.I>0r06nom OBaHHaSI CDUTOpéé?glfﬁzﬂﬂeMaﬂ h VkopoueHHast
— 0. —* " crPHK
'/‘ \ L Yna}geﬂue crPHK * S Paciuenienue \S
CBETONAOMIIBHBIX . (oronabunsHOrO
CBCTOJ'IaGHJ‘II;Haﬂ [ PoronabrIbHbI
GIOKMpyroast m](r%];yn‘ﬁm"x JIMHKEp JIMHKEpa
rpynmna
Puc. 1. (a) — INonxons! K perynsimu cucteM CRISPR/Cas9. (6) — Bapuantsl doroperynsiunu cuctembl CRISPR/Cas9 Ha

ypoBHe HampasJsiomeit PHK.

KOMILUIEKC W BHOCST JBYIIENOYEUHbIE Pa3pbIBbl B
ornpeneneHHble nocaenoBarenbHocT JJHK. B apy-
roM BapMaHTE WCIIOJIb3YeTCsl Tapa HampaBJISIIOLINX
PHK, CRISPR-PHK u mparc-aktuupytomias PHK
(crPHK/tracrPHK), B komIuiekce ¢ Hykieasoii Cas9.
Pa3zpaboTka moaxonoB K KOHTPOJUPYEMOMY BKIIIOUE-
HuUto U BeikItoueHuIo cucteMbl CRISPR/Cas9 sBisi-
€TCs OOHOM W3 aKTyaJlbHBIX 3a4a4 CUHTETUYECKOM
OMOJIOTUM, MOJICKYJISIPHOM OMONIOTrnM, OMOOpPTaHU-
YeCKOil XMMUY U TeHETUIEeCKOM nHxXeHepuu [12].

B Hacrosimee BpeMs co3maHBl IUIAT(GOPMBI
CRISPR, peryaupyembie GpU3NIECKUMU CTUMYJIAMU:
00lydeHeM, MaTHUTHBIM TI0JIeM, TeMIEpaTypHbIM
WJIN YIIBTPa3BYKOBBIM BozaericTtBueM [13, 14]. Bos-
neiicTBre GU3NIeCKUMU (pakKTopaMH Ha TaKue CH-
CTeMbl TO3BOJISIET KOHTPOJIMPOBaTh AaKTUBHOCTD,
CTPYKTYPY, (YHKUMU, TPAHCIIOPT, DKCIPECCUIO U
BbiBenieHUe KoMIoHeHTOB CRISPR/Cas9-cuctem u3
opranmusMa (puc. la).

DOTOKOHTPOIUPYEMbBIE 3JEMEHTBI MOTYT OBbITh
BBEJICHBI B COCTaB 0EJIKOBOIT KOMITOHEHTHI CUCTEMBI,
B Hanpasistiontyro PHK unm nocraBnsionimii areHr.
Heob6xoanMo 0oTMETHUTh, YTO OOJBIIMHCTBO PadoT I10
co31aHnI0 (HOTOPETYIUPYEMBIX CUCTEM T€HOMHOTO
peIaKTUPOBAHUS B HACTOSIIIEEe BpeMsI BHITIOJTHEHO Ha
cuctreme CRISPR/Cas9 u cyuiectByeT nullb He-
CKOJIBKO palboT I10 CO3MaHUIO IPYTUX TUIIOB (poTOpe-
T'YJIUPYEMBIX CUCTEM T'€HOMHOTO peIaKTUPOBaHUS
[15].

B nutepaType onuvcaHbl MOAXOABI C UCMOJIb30Ba-
HueM ¢oroaktuBupyemoit CRISPR-cucTemsl, B Ko-
Topoii 6e1ok Cas9 KOHBIOTUPOBAH ¢ APYTMMU (HOTO-
YYBCTBUTEJBHBIMU GHoMoJieKyiamu [7, 16, 17] win
conepxuT (HoToMOIUMULIMPOBAHHBIA AMUHOKUC-
JIOTHBIN ocTaTok [18, 19]. AKTUBHO pa3pabaTbiBalOT-
Csl U UCIIOJB3YIOTCSl (POTOAKTUBUPYEMbIE CUCTEMBbI
TEeHOMHOTO pelaKTUpPOBaHUSI, peryJupyemMble Ha
YPOBHE IOCTaBIIMKOB [20—22].
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JocTtaToyHO OO0JIbIIIOE KOJIUYECTBO PabOT MOCBSI-
IMEHO CO3JaHuI0  (OTOPETYIUPYEMBIX CHUCTEM
CRISPR/Cas9, B KOTOPBIX UCHOJIB3YIOTCS ITOAXOIbI
K peryJisiuuu Ha ypoBHe Hamnpasisgomux PHK. ITaH-
HBIII 0030p MOCBSIIEH MMEHHO TaKUM PETYyIHpye-
MBIM CHCTeéMaM '€ HOMHOT'O PeIaKTUPOBAHMSI.

noaxoabl K ®OTOPETYIIALUWA
AKTHMBHOCTH CRISPR/Cas9 HA YPOBHE
HAITPABJIAIOIIIEN PHK

B HacTos111ee BpeMst B 001acTu co3nanus poTtope-
rynapyeMmbix Hampasasgiomux PHK mag cucrem
CRISPR MOXHO BBIICIUTH YETBIPE OCHOBHBIX Ha-
npaBjieHUs1: 1) HCHoJib30BaHUE OOMOJHUTEIbHBIX
OJIOKUPYIOIIMX OJUTOHYKJIEOTUAOB, O0JIyYeHHe KO-
TOPBIX MPUBOIUT K UX pa3pylIeHUIO U aKTUBALUU
Hanpasisionieit PHK; 2) BBeneHue ¢potobaoKupyto-
IIMX TPYNIHWPOBOK B cocTaB Hampapisomux PHK
st aktuBau PHK nmyrem o6ydenust; 3) BBeneHue
doTopaciensieMblx JMHKEPOB B COCTaB HaIIpaBJIsi-
romyx PHK, mo3Bosisiionux pa3pylunTh HalpaBisiio-
myro PHK oGnydyeHuem m ne3akTUBUpPOBATh CUCTE-
My; 4) co3maHuWe KOJIbLIEBBIX MU 3aMKHYTBIX Ha-
npapasominx PHK, kotopble He aKTUBHBI 40
O0JIy4YeHUSsI, a Tocjie OOMydeHUs JTUHEeapu3yloTcs U
CIOCOOHBI BBITIOJHATL CBOU (DYHKIMU B COCTaBe
CRISPR-cucrewm (puc. 10).

Kpome 3Tux yeThblpex BapuaHTOB CYILIECTBYET ellle
HECKOJIbKO €IVMHUYHBLIX paboT, TIe MCIIONb3YIOTCS
OTJIMYHEBIE OT MPEICTaBIIEHHBIX HA PUCYHKE TTOIXOIbI
K ¢otoperyisiiuu cuctembl CRISPR/Cas9.

HNCITOJIBBOBAHMWE NOITOJHUTEJBHBIX
BJIOKHMPYIOIIINX OJJUTOHYKIIEOTUAOB,
KOMIUVIEMEHTAPHBIX
HAIIPABJIAIOIIEN PHK

McTopudecku miepBbIM ITOAX0A0M K (hOTOPETYJIsI-
uuun cucteMbl CRISPR ObUT moaxon ¢ MCMoab30Ba-
HHUEM JTONOJHUTEIBHBIX OJOKHPYIOIIUX OJIMTOHYK-
JIEOTUIOB (IIPOTEKTOPOB), KOTOPHIE CBI3BIBAIOTCS CO
cneiicepom Hanpasistioneit PHK u 61okupyloT ero
B3aumogeiicteue ¢ JIHK-muiensto. Takoit moaxon,
0oJiee IPOCT B peaiM3allui B CPAaBHEHUM C XUMUYE-
CKMM CHUHTE30M JIOCTaTOYHO IPOTSKEHHBIX (h)OTOMO-
nudupoBaHHbIX Hanpasisomux PHK nnnHoit ot
42 nykneorunoB (B cimydae crPHK) u mo 102—
120 nykneotunoB (B ciaydae sgPHK). B cocraB 0110-
KUPYIOIINX OJIMTOAE30KCUPUOOHYKIIEOTUIOB B X0/
XUMHYECKOr0 CHHTe3a BBOOWIN (poTOpacIieIuise-
MBbI€ JIMHKEPHI, CITOCOOHEBIE TTPU OOJIydeHUU YIbTpa-
(brosieToBBIM CBETOM paspyiath ochoauadrupHyo
CBSI3b Y IIPUBOJINTH K TUAPOJIN3Y OJIMTOHYKJICOTHIA B
3aJaHHOM MOJIOXKEeHUM. BriepBhie TaKoii 1Toaxo ObLT
MpeIIoXKeH W anmpobupoBaH B paboTe [6]. ABTOpHI
paboTHl MCITONB30BaIN KoMInieMeHTapHble sgPHK
OJIUTOJIE30KCUPUOOHYKIECOTUIbI, KOTOPHIE CollepKa-
JI1 B ce0e OOMH MIU HECKOIBKO (hOTOpaCIICIIISIEMbIX
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JIMHKEePOB Ha ocHoBe (1-(2-HutpodeHun)-nponaH-
nuona) (puc. 2a).

Baokupyoliye oJIUroHYKJICOTUIAbI CBSI3bIBAIOTCS
¢ sgPHK, o6pa3ys KoMIuleMeHTapHBII OYIUIEKC, He
no3Boyismomunit sSgPHK cpopmmupoBaTe KOMITIIEKC C
JHK-MuieHbo u WHULIMUPOBATh padoty
CRISPR/Cas9 cucremnbl. [Ipu Bo3neiicTBUU OBYX-
OSATUCEKYHIHOTO o0mydeHus (A = 365 HM) OJIIOKUpPY-
IO OJIUTOAe30KCUPUOOHYKIICOTU TUAPOJIU3YET-
csl ¢ 00pa3oBaHMEM KOPOTKHMX OJIMTOMEPOB, 001a1a-
OIIMX MeHbIIMM cpoacTBoM K sgPHK. ABTopn Ha-
3pain  cBoit moaxon CRISPR-mitoc (puc. 2B).
IMTocne o6ayuenus Hanpapmsomas PHK x JIHK re-
Ha EGFP BpIcBOOOXHAeTCsI, CBI3BIBACTCS C MUIIIE-
Hblo U 3anmyckaeT pabotry CRISPR-cucremsbl, B pe-
3yJIbTaTe MPOoUCXonuT nogasieHue cuare3a EGFP u
yMeHblIIeHre payopeceHIInY OeJiKa B KJIeTKaXx.

AHQJIOTUYHBIN MOIXON OBUT BITOCIEICTBUU WC-
MOJIB30BaH U B paboOTe POCCUMCKUX aBTOPOB, TAKXKE
KCIIOJIb30BaBIINX (oTopaciierisieMble OJIOKUPYIO-
mme PHK mis  doroaktuBanmm  CUCTEMBI
CRISPR/Cas9 [23]. B aT0it paboTe aBTOpbI UCTIOIb-
30BaJIM aHAJIOTUYHBI (poTOpacIIerisieMblil TMHKED,
HO yXe Ha ocHOBe 1-(2-HuTpodeHum)-1,2-3ranamno-
Ja (puc. 20). B MmogenbHOI crucTeMe IIpoaeMOHCTPH -
poBaHa BO3MOXHOCTh (DOTOAKTUBALIMU CUCTEM
CRISPR/Cas9, conepxammx kak sgPHK, Tak n mapy
Hanpasisomux PHK crPHK /tracrPHK.

Hcnonp3oBanue GhOTOpacIIeTUIIEeMOTO OJTIOKUPY-
IOIIETO OJIMTOHYKJIEOTHIA, COMAEPKaIllero OCTaTOK
nupeHa Ha 3'-KOHIIe, MO3BOJIWJIO aBTOpaM pabOThI
[24] ummo6unu3oBaTh HanpasJistoiyio PHK Ha 1mo-
BEPXHOCTU YTJIEPOJHBIX HaHOYACTUL] (YIJIepOdHbBIC
HAHOTPYOKM, TapaMarHUTHBIE >KeJe3Hble HaHO4Ya-
CTHUIIBI B yIJIEPOAHOI 000JI0UKe) (puc. 2r).

o o6ayyeHust Hanpapastomas crPHK nMMo6u-
JIM30BaHA Ha IIOBEPXHOCTU YIJIEPOIHBIX HaHOYa-
CTHUILI, B pe3yabTaTe OOJIydeHUST ITPOUCXOIUT THUIPO-
JIN3 OJIOKUPYIOIIETO OJIMTOAE30KCUPUOOHYKIIEOTHIA
n BeICBOOOXIeHMe Hampasismiomeii PHK. ABTopsl
paGoThl TIPOAEMOHCTPUPOBAJIM BO3MOXKHOCTb BbI-
cBoOoXxneHus Hamnpasisomeid PHK ¢ moBepxHoCTH
YIJIEPOOHBIX HAHOYACTHII IO AeiiCTBUEM YAbTpadu-
osieToBoro (Y®) ob6nyyeHus, B pe3yJIbTaTe KOTOPOTO
npoucxoauna aktuBauus cuctremMbl CRISPR/Cas9 u
ruapos3 JHK-mummenn.

Hcnonb3oBaHe OTHOCTEHHBIX YIVIEPOMHBIX Ha-
HOTPYOOK 1 MapaMarHUTHbIX XKeJe3HbIX HAHOYACTUILL
B YIJIEPOIHOI 000JIOUKE MOXKET OKA3aThCS MEPCIeK-
TUBHBIM IIOIXOA0M K JOCTaBKE KOMIIOHEHTOB CUCTE-
MbI TEHOMHOI'O PEIAKTUPOBAHMS B KJIETKMU.

B paGote [25] onncaHO MCHOJIB30BaHUE TOMOJ-
HUTEJIBHOTO (hOTOPACHIEILIIEMOrO OJUTOHYKIIEOTH -
na mist BBeneHusi KomrnoHeHToB CRISPR/Cas9 B cu-
cteMy goctaBku Ha ocHoBe JIHK-HaHoKoab1IA. s
3akperuieHus1 komruiekcoB sgPHK /Cas9 B cTpykrype
JHK-HaHoKonbIa B mocienoBaTeabHOCTh SgPHK
JO00ABIISUIM OJIUTOHYKJICOTUIHBIN (DparMeHT, KOM-
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Puc. 2. (a) — CrpykTypa (poTopaciieruisieMoro JuHKepa Ha ocHoBe (1-(2-Hutpodenmn)-nponanauoina). (6) — CTpykrypa
doTopaciiernsieMoro JMHKepa Ha ocHoBe 1-(2-Hutpodenwn)-1,2-stananona. (B) — Konuenumss CRISPR-mmoc. (r) —
doroperyaupyemoe BbIcBOOOXKIeHUe Harpabisionieii crPHK ¢ moBepxHOCTH YIrjiepogHBIX HAHOTPYOOK M aKTWUBALIMS

cucteMbl CRISPR/Cas9. (1) —

TUIEMEHTAPHBIN JOMOIHUTEIbHOMY (hOTOPACIIETISI-
€MOMY OJIMTOAE30KCUPUOOHYKIIeOTURyY (pUc. 21).

DTOT IONOJHUTEIBHBINA OJIMTOHYKJICOTH, COAEp-
KUT pparMeHT, KomriemeHTapHbiii sgPHK n JIHK -
«IKOPI0» (SIKOpHasl II0CJIeI0BaTeIbHOCTh) B COCTaBe
JHK-nanokonbp11a. B coctaB HaHOKOJIBIIA BBOIWITN
12 JHK-«skopeii». [Ipu 001ydeHUM JOMOTHUTEb-
HbIA OJIMTOHYKJIeOTHHd, cBa3biBapluii sgPHK wun
JAHK-«s1kops» B cocTaBe HAHOKOJIbIIA, pa3pyliaics
u komruiekc sgPHK/Cas9 BeicBoGOXIaCS.

HpyruM  BapuaHTOM  PETYJISIIUM  CUCTEMBI
CRISPR/Cas9 sBnsieTcst MCIOJb30BaHUE TOMOTHU-
TEJILHOTO (POTOOIOKUPOBAHHOTO OJUTOHYKJIEOTHUIA,
KOTOPHBII MOXKeT B3aumozaeictBoBarh ¢ sgPHK Tosb-
KO Tocje OOJiydeHUs W yJaJleHUsT OGIOKUPYIOIINX
rpynnupoBok (puc. 3). B kauectBe poTOOI0KHPYIO-
IIMX TPYMIl B COCTaBE OJUTOHYKJIEOTUIA UCIIOJIb30-
BaJld 6-HUTPOIMUIIEPOHNIOKCUMETHUIBHBIE TPYIIIN-
pPOBKM, BBEIEHHBbIE TIIO0O OCTaTKaM TUMUIWHA
(puc. 3B).

DTOT MoAX0oI GBUT ITPeIIOKEH B paboTe [26] B ABYX
BapuaHTax: JJIs aKTUBAlLlUU U JJIs1 UHAKTUBALMU CU-
creMbl CRISPR/Cas9. B ciiyyae akTuBaum B COCTaB
sgPHK Ha 3'-koHell n100aBisJIM OJIMTOHYKJICOTHU/I -
HbIIl (pparMeHT, KOMITJIEMEHTApPHO B3aMMONEHCTBY-
IOIIUIA CO CIEeHMCepOM U OOMOJHUTEIbHBIM OJIMTO-
HyKJIeoTuaoM (puc. 3a). JIj1st BO3BMOXXHOCTH UHAKTU-

Cucrema CRISPR/Cas9,
doTopaciieIuIsieMoro JMHKepa X IpeIcTaBIeHa Ha MaHeau (a).

3akioueHHass BHyTpb JIHK-naHokonbua. Crpykrypa

BalMu cucteMbl Ha 5'-koHen sgPHK nmoGasnsuiu
OJIUTOHYKJICOTUIHbIN Yy4aCTOK JIJIsl B3aUMOJEHCTBUS
C JONOJHUTEIBHBIM OJIMTOHYKJICOTHAOM (puc. 30).
JonoaHUTeIbHbIE OJUTOHYKJIEOTUIbl KOHCTPYMPO-
BaJid TaKUM 0Opa3oM, 4ToObl OHU MOTJIM pa3pylliaTh
B MIEPBOM CJIyyae BHYTPUMOJIEKYJISIPHbIN KOMILIEKC
sgPHK, a Bo BTopoM ciiyyae — DyTjIeKC MEXIy CIieii-
cepom sgPHK u mpoTtocnieiicepom B JIHK -Mumenu.

IMonxom K OTOPEryasiiuM ¢ MCITOIb30BaHUEM
doropacierisieMblx OJOKMPYIOIINX OJUTOHYKJIEO-
TUIOB OBLI amanTUpOBaH K cucTeMe
CRISPR/Cas12a, koTopast oTinyaeTcs 60oJjiee KOpoT-
Koii HanpaBisomeit PHK u nykiteasoii [ 15, 27]. Uu-
TepecHoit  ocobeHHocThio PHK-nampasisiemoit
JHKa3zer Casl2a gBisgeTcsT ee CITOCOOHOCTH TOCIE
y3HaBaHUS " Tunpoimsa IeiaeBoil JIHK-mumenn
(yuc-paciieryieHue) TUAPOIU30BaTh JIIOOLIC OOHOLIC-
novyeuHble JIHK He 3aBUCHMMO OT MX ITOCJIeI0BaTEIb-
HocTU (mpanc-paciueruieHue) [28, 29]. IxxeHHudep
HaymHoii ¢ KojuieraMu ObLI IIPEIIOXKEH ITOIX0d K Ae-
TeKILIMY BUpYCa NAaNWLIOMbI B KIMHUYECKUX 00pa3-
nax ¢ ucronb3oBanueM Casl2a HykJeassl, IeiiCTBUE
KOTOPOI1 OCHOBAHO Ha 3TOM HEOOBITHOM CITOCOOHO-
cTu Hykieaspl. Takoifi moaxonm ObLI Ha3BaH
DETECTR (DNA Endonuclease-Target CRISPR
Trans Reporter) [30].
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Puc. 3. [Nonxonsl K BKIIIOYEeHWIO/BhIKITIOUeHWIO Hampasiisitolieit PHK ¢ ncnons3oBanmeM (hoToakTMBMpPYyeMOTO 3aMeleHUsT
nenu uist pyHkimoHanbHoro KoHtposisi cuctreMbl CRISPR/Cas9: (a) — aktuBauusi cuctemsl, (6) — MHAKTUBALIMS CUCTEMBI.
(B) — CtpyKTyphl (POTOOIOKMPOBAHHBIX a30TUCTBHIX OCHOBAHUIA ypaluia, TAMUHA U TyYaHUHA ¢ (POTOOTIIETUISIOIINMUCS 6-
HUTponunepoHwiokcuMmetTwibHbiMu (HITOM) rpynnupoBKaMu M HYKJIEOTHAA, coaepxKailero B 2'-moyiokeHuun 1-(4-(2-

TUMETUIAMUHO)3TOKCH)5-MEeTOKCH-2-HUTpodeHU)aTuiakapoboHmwibHylo  (AMH3K)

rpynmy. (r) — Cxemarnueckoe

u3o0paxkeHue BaprMaHTOB akTuBaLMK Hanpasisgionux PHK B pesyabrare obyyeHus.

B pabGorax [15, 27] omucaHa pa3paboTKa U HC-
MOJIb30BaHUE TaKOi CUCTeMBbl AETEKIIUU C BO3MOX-
HOCTBIO ONTHUYECKO aKTuBalMMu. Takoit momxon
MO3BOJISIET YBEJIUYUTh CEUMPUIHOCTh PabOThI CU-
crembl DETECTR.

DOOTOBJIOKMPOBAHHBIE
HAITPABJIAIOIIME PHK

B npyrux BapuaHTax poToperyasuuu paboThl Cu-
crembl CRISPR/Cas9 ucnonab3yioT mMoauduimpo-
BaHHble sSgPHK unu crPHK, conepzkaiue potod10-
KUPYIOLIME TPYHITUPOBKYU B Pa3IMYHbBIX MOJIOXKEHUSX
OJIMTOPUOOHYKJICOTUAHON 1enu. B aurepatype
npenctabieHbl BapuaHTel SgPHK u crPHK, conep-
Kaiue hOoTOOTIIETIsIEMble OJIOKUPYIOIINE TPYITITH-
POBKM B T€TePOIUKINYECKUX OCHOBAHMUSIX, MO 2'-T10-
JIOXKEHUIO pUOO3bI WU IO MEXHYKICOTUIHBIM (hOoC-
datubeM rpyrmam [12]. Takue ¢poTodnoKrupoBaHHEIE
Harmpasisionine PHK He akTUBHBI BIIJIOTH 10 00Ty~
yeHUs1 YO-cBeTOM M ynajeHus: (OTOOJTOKUPYIOIINX
TpYIII.

Hamnpumep, B pabote [31] aBTOpBI BBOIMIN (POTO-
OTLIEIISIEMbIE 6-HUTPOIMUIEPOHUWIOKCUMETUILHEIE
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rpyniupoBku B N3-monoxeHue ypuaruHa v B N 1-mo-
JIOXXEeHNE TyaHO3MHa B obJiacTu creiicepa (puc. 3B).
OMropnOOHYKJICOTHABI ITOJIydaln TBepmoda3HbIM
dochuTaMuIHBIM METOOOM cuHTe3a. Ilocne neii-
crBUsd Y®-u3IydeHUsI MPOMCXOAWIIO OTIIEIJICHNUE
OJIOKMPYIOIINX TPYNITMPOBOK 1 BOCCTAHOBJICHUE aK-
TuBHOCTU KoMmriuiekca Cas9:sgPHK, uto nmpuBoauio
K ruapoansy JHK-MuilleHr B KJIeTKax 3apoblieit
pu10 Danio rerio. AKTUBHOCTh CUCTEMBI T€HOMHOTO
peIakTUPOBAHUS PETUCTPUPOBAIU C UCTTOJIB30BAHU -
€M PEIOopTEePHOIl CUCTEMBbI C ydacTueM IeHa (iayo-
pecuenTHoro 6eaka EGFP. Ilpu aktuBaiium cucre-
Mbl CRISPR/Cas9 Habmionanu ymMeHblIeHue (iayo-
pecueHIu 0ejika B KJIETKaXx.

AHaJloTu4YHBIC pe3yJbTaThl ObUIM IIOJYyYEHBI B
pab6ote [32], rme aBTOpbI TaKXKe HCIIOJb30Baiu (o-
TOOJIOKUPYIOIIIME TPYIIUPOBKMU, BBEIEHHBIE TIO
reTepOLMKINYECKOMY OCHOBAHUIO B XOIE TBEPIO-
¢azHoro pochuTaMUIHOTO CUHTE3a OJIMTOPUOOHYK-
JICOTHUIIOB B cOCTaBe Moan(pUIIMPOBaHHEIX pochnTa-
MUIOB (puc. 3r). PaboTy mpoBOoAWIM HA HECKOJbKUX
JIMHUSX KJIETOK ¥ Ha 9MOpUoHax peIook Danio rerio.

B pa6ore [33] aBTOpBI MOIM(UIIMPOBAIN HAlpaB-
Jsomyto sgPHK mo 2'-mosioxxeHuto pubo3bl He
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Puc. 4. (a) — Cucrema CRISPR/Cas9, comepxamasi ¢oTopaclienisieMblii JUHKEP U CIIOCOOHAsI «BBIKJIOYATHCS» IO
nevictBueM cBeta. (0) — Cxemarmdeckoe M300paxeHWe MOHO- W Ounumkinueckux Hampaastommx PHK u crpykrypa

MOZ[I/I(I)I/IKEIHI/II‘/'I, HCIIO0Jb30BAHHbIX JIA UX ITOJTYYCHMU.

TOJIKO B y4yacTKe, OTBevalollleM 3a CBSI3bIBAHUE C
JHK-MumeHso, HO M B OCTaIbHOIM YaCTH MOJIEKYIBI
(puc. 3r). Moaudukamno IIPOBOIUIN IIOCT-CUHTE-
TUuecku, ooOpabateiBasi sgPHK axkTuBrpoBaHHBIM
OpOM3BOMHBIM  1-(4-(2-IMMEeTUIIAMUHO)3TOKCH )5~
METOKCHU-2-HUTpodeHUT)3TaHoMa. Moaudukanus
MpoXoauJia CTAaTUCTUYECKU II0 BCEM JOCTYIHBIM
2'-TUAPOKCUJIBHBIM Tpyrnam. [IpoaemMoHcTprpoBa-
Ha BO3MOXHOCTb MCHOJb30BaHUS IPEIJIOXKEHHOM
cTpaTeruu B cucreMax ¢ Hykiiea3oit Cas9 u Casl3a.

OOTOPACLIEITVIAEMBIE
HAITPABJIAIOIIME PHK

BBeneHue ¢oropaciierisieMblx JUHKEPOB HETlO-
CpeacTBEeHHO B cocTaB Hamnpasistoieid PHK mo3so-
JISIeT pa3pyluTh 3Ty Hampapmsomyio PHK myrem
00JIy4eHHUST B HEOOXOANUMBIIT MOMEHT BpEMEHU U TEM
CcaMBbIM TTPEKPaTUTh pabOTYy CUCTEMbI TEHOMHOTO pe-
makTtupoBaHUs. Tak, B paborax [34, 35] aBTOpBI BBO-
Iuan (poTopacuieIuIsieMblid JIMHKEp B COCTaB Ha-
npasismwolieil crPHK B obiacts crieficepa, 4To 1mo3-
BOJWJIIO UM 3(@EKTUBHO OTKIIIOYaTh CHUCTEMY B
onpeaelIeHHbIA MOMEHT BpeMeHU (puc. 4a).

BBeneHue nByx doTopaciiierisieMbIX JUHKEPOB B
coctaB Hanpasistolieit crPHK nosBouisier 6osee adh-
(eKTUBHO «BBIKJIIOYATH» CUCTEMY PeIaKTHPOBAHUSI
reHoMa nyrem Y®-o6nyueHust [36]. Bo3amoxxHoCTH
TakKol peryJisiliiu MNPOAEMOHCTPUPOBAHbI Ha MO-
IeNbHBIX Ia3Muaax, cogepxaimux red EGFP.

B pa6orte [37] aBTOpBI pabOTHI B X01€ TBepaodas-
Horo ¢ocUTaMUIHOTO CUHTE3a BBOAWIIU ABa (hOTO-
pacuieruisieMbIX IJMHKepa B 001aCTh B3aUMOIeiCTBUS
sgPHK c Hyknea3zoit Cas9 (rosoxenus 57 u 74). I1pu
o0yaeHUM Takoit poropacmeruisieMoii sgPHK Ha-
6mronany obpaszoBaHue Tpex pparmeHToB PHK. Bo3-
MOXHOCTb MHakTuBauuu cucteMbl CRISPR/Cas9,
conepxariieit 3Ty poropacueruisiemyto sgPHK, 6b11a
npoaeMoHcTpupoBaHa B KieTkax HEK293 u U20S.

OOTOBIIOKMPOBAHHBIE HNMKIITNMYECKHWE
HAITPABJIAIOIIME PHK

HMHTepecHBIM ITOAXOO0M K CO3MaHUIO (hOTOAKTH-
BUpyeMbIx Harpasisionux PHK sBiasercsa nomyye-
HHUEe LUKJINYEeCKUX (hOTOopacIIeIUIsIeMbIX HaIlpaBiIsi-
fomnx PHK, xoTtopele ipn neiicTBNM cBeTa CIIOCo0-
HbI JIMHEApU30BaTbCsl U 00pPa30BbIBATh KOMILIEKC C
Hykieas3oit Cas9 nu JHK-mumensto. ITogxon K cuH-
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Puc. 5. (a) — IIpuHUMII TIOJy4eHUs] U MCIIOJb30BaHMUS (poTopacllernsseMbIX HUKIMYecKUX Hamnpasisomux PHK ¢
ucrionb3oBanneM TPHK-ryanuaTpancriuko3wiasel (TGT) u crenmanbHO CKOHCTPYMPOBAHHBIX (POTOUYBCTBUTEITBHBIX
JIMHKEPOB, coAepXalux |[7-(Iu3TUiaMUHO)KyMapuH-4-ui]-metuioBbiii (IDAKM) nunkep (doTopaciierisgseTcs mnpu
O0JIydeHUN CBETOM C IJIMHOM BOJIHBI 405—456 HM) Wi JTUHKep Ha ocHoBe HUTpobeH3ona (HB) (dotopaciernnsiercss mpu
OOJyYEeHHMU CBETOM C UIMHON BOJHBI 356—390 HM). (6) — PoroaktuBammsi cuctembl CRISPR/Cas9, comepxaiieit

5'-momupuimpoBannyo Tokodepoaom crPHK. (B) —

Perymsumsa nanpasnstomieit PHK, conepsxaieit mocienoBaTeibHOCTb,

crnoco6Hy10 hOopMHUPOBATh KBAAPYILIEKC, B TPUCYTCTBUM JIMTaHAA U TTPU OOJYYeHUU CBETOM OIpPeleIeHHOM JUIMHBI BOJIHBI.

Te3y Takux Hanpasistiomux PHK npenioxeH B pa-
ootax [38—40] (puc. 40). JIas1 cuHTE3a UCII0Ib30BaIN
Mo (UIIUPOBAHHBIE alKUIbHBIMU TpyriiiaMu PHK
U OW- Wiv TpUDYHKIIMOHABHBINA a3Wjl, MO3BOJISIO-
LU TTPOBOAUTh HMKIn3aLuio Takux PHK.
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s nuknusauuun Hanpasisiiommx PHK moxer
OBbITh HCITOJIB30BaH U (DEPMEHTATUBHBINA TTOAXOM C
HCIOJIb30BAHUEM OakTepUaabHOM TPHK-rya-
HuHTpaHcraukosunasbl (TGT), onvcaHHbIi B pabo-
Te [41] (puc. 5a). ABTOpbI pabOTHI pa3padoTaau JUH-
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Kephbl, obecrieyuBaIe caiT-cnenuuieckoe
¢epMEHTAaTUBHOE CBSI3bIBAaHUE [BYX BBIOPAHHBIX
OCTaTKOB T'yaHMHa B IIOCJIeIOBAaTeIbHOCTA HAIlpaB-
Jsirotieit PHK. Hanbostee ymauHbIM oKa3zajicsi Bapu-
aHT, KOIJIa IBa CIIMBAaeMbIX T'yaHMHA OBLJIM PacIiojio-
JKeHBI B IeTJISIX muiaedHbIX cTpyKTyp sgPHK. Takas
BHYTPUMOJIEKYJIIpHAsT ~ LUKJIM3ALMS  HapylIaeT
dyukumoHanbHylo aktTuBHOCTH PHK, a Bo3moxk-
HOCTb (DOTOpPACIIEIUIEHUS BBEASHHOTO JIMHKEepa I103-
BoJIsIET BoccTaHOBUTH hyHKIIMM PHK mytem obiyue-
HUsA. B cocTaB IMHKEpOB BBOAMIIM IIPOU3BOIHEIC KY-
MapuHa WM HUTPOOEH30j1a, KOTOPHIC BHI3BIBAIOT
(oTopacieruieHue JMHKepa Mpu 00JIydeHUU B pas3-
JIAMYHOM IMana3oHe UIUH BOaH: 405456 wiu 356—
390 HM cooTBeTCTBeHHO. TakuM 00pa3oM, 3TH Bapu-
aHThl (doTtoakTuBupyembix cucreMm CRISPR/Cas9
MOXKHO HCITOIb30BaTh IS MYJIbTUILICKCHOM aKTUBa-
1IMU CUCTEM T€HOMHOTO peJaKTUPOBaHUS B KJIETKaX.

JIPYTUE BAPUAHTBI
®OTOAKTUBUPYEMBIX CUCTEM
CRISPR/Cas9

HNHuTepecHsIM BapnaHToM (POTOOIOKMPOBAHHOIM
Hanpasisomein PHK sasnstercs PHK, conepxxaias
Ha 5'-KOHIIe O0BEeMHYIO THAPOMOOHYIO MOJIEKYIY,
BBEICHHYIO Uyepe3 hoTopaciiernisseMblii TnHkep. Ha-
JIMYKe OIpeeICHHBIX OOBEMHBIX MOJIEKYJI, HAIlpH-
Mep, Tokodepona, Ha 5'-KOHIIE HarpaBISIOMICH
PHK o6mokupyer nx aktuBHOCTH [42]. O0GydeHure Ta-
kot PHK Y®-cBeToM mmo3BoIIsIeT pa3pylnTh (OTO-
pacIIeIUISIEMbIi IMHKEP W BBICBOOOIUTDH HAIIPaBIISI-
romyo PHK. Panee Takoit moaxom ObLT MCTIOJIB30BaH
TSI co3MaHusT (POTOOJIOKMPOBAHHBIX MaJIbIX MHTEP-
depupyrommx PHK [43—45], a 3atrem Obu1 ymadyHo
npuMeHeH u K cucteMe CRISPR/Cas9. ABtopsl pa-
60T1sI [43] npemnoxunu crPHK, x 5'-KoHIly KoTopoii
Jepe3 PoToIa0MIbHBINA JUHKEP Ha OCHOBE 1-(2-HUT-
podenmnn)-1,2-sTaHanona OblIa IIPUCOSANHEHA MO-
JIeKyJia ToKodepoJia 1JIsI BpeMEHHOTO OJIOKMPOBAaHUS
TPOMHOTO PUOOHYKJICOIIPOTEUIHOTO KOMILIEKCca
Cas9:crPHK:tracrPHK u yayuiieHuss npoHUKHOBe-
Husa Hanpasisomeii PHK B ompeneineHHBIE THUIIBI
KJIeTOK (puc. 50). Moiekyily Tokodepoiia BMeCTe C
(hbOoTOIAGMIILHBIM JIMHKEPOM YIAJISIIN ITyTeM Y D-00-
JIydyeHUs1. DPGeKTUBHOCTH JTaHHOTO ITOAX01a IIPOAe-
MOHCTPHPOBaHAa KakK in Vitro ¢ UCIIOJIb30BaHUEM MO-
nenbHbix JIHK-nyruiekcoB, Tak U in vivo 1151 BO3O€eH-
crBug Ha JIHK rena dakropa pocra KIETOK
suporenus cocynoB (VEGFA-A — Vascular Endothe-
lial Growth Factor A) B ki1etkax HEK293T.

B pa6ore [46] Ha 5'-koHe1nr Hanpasistioneit PHK
BBOJIWJIM JOMOJHUTEJBbHYIO ITOCJIeIOBATEIbHOCTD,
CITOCOOHYI0 GOPMUPOBATH KBAIPYILIEKC.

ITpucyrcTBHE KBaapyruiekca MHTMOUMPOBAJIo Aei -
ctBUe HykJeassl Cas9. Mcnonb3oBaHMe IMraHaa, oo-

CAKOBUHA u np.

paTUMO M3MEHSIONIETO CBOIO CTPYKTYpPY MOM HAeii-
CTBUEM OOJIydeHUs YJIbTPa(pUOJIeTOBBIM WU BUIU-
MbIM CBE€TOM, TTO3BOJIUJIO BJIUMSITh HA CTAOMJIBHOCTH
KBaJpyIjieKca M, COOTBETCTBEHHO, HAa aKTUBHOCTb
cucteMbl (puc. 5B). MHTEepecHO, 4TO HOoOaBieHUE
G-kBanpyruiekca Ha 3'-koHel sgRNA He BiIusIIO Ha
3 HeKTUBHOCTH peIaKTUPOBAHWS MUILIEHU U TTOBbI-
majo BpeMms ku3Hu Hanpasisoieinr PHK B 5 pas
[47, 48].

Takum ob6pasom, coszgaHue CRISPR/Cas9-cu-
CTEM C YJIY4IIEHHBIMU XapaKTepUCTUKAMU, a UMEH-
HO C JJIUTEJILHBIM BpEMEHEM XXU3HU B KJIETKAX U Op-
raHmM3Max, BBICOKOM 3(p(PEeKTUBHOCTHIO U CITe Y-
HOCTBIO [JEWCTBUA, a TakKXe C BO3MOXHOCTBIO
PETYJISALINY aKTUBHOCTH — SIBJISIETCS aKTyaIbHBIM Ha-
MpaBJicHUEM B 00J1aCTM T€HOMHOIO peIaKTUPOBa-
HUSI. MHOroo0emamoIiIuM MOAX0A0M IJISI pelleHUs
3TOi 3a7aun SABJISIETCS MCIOJIb30BaHME MOIUGUIIM-

poBaHHbIX Hampamstionux PHK B cocrase
CRISPR/Cas9 cucrem.
BJIATOJAPHOCTH
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OMHAHCHUPOBAHUME PABOTHI

O0630p HammcaH npu (UHAHCOBOM TMOIIEPKKE
Poccuiickoro HayyHoro ¢donHaa (mpoekt No 22-14-
00294), a Takke 3a cueT 6a30BOro OIOMXKETHOTO (hu-
HAHCUPOBAHMUSI B paMKax TOCYIapCTBEHHOIO 3ama-
Husi MHcTUTyTa XMMUYECKOM OuoJioruu u (hyHaa-
MmeHTanbHOM MemuuuHbel CO PAH (2021-2024 rr.,
npoexTt Ne 121031300042-1).

CITMCOK JIMTEPATYPbBI

1. Tang X. and Dmochowski I. J. Controlling RNA diges-
tion by RNase H with a light-activated DNA hairpin.
Angew. Chemie. Int. Ed., 45 (21), 3523—3526 (2006).
DOI: 10.1002/anie.200600954

2. Matsushita-Ishiodori Y. and Ohtsuki T. Photoinduced
RNA interference. Acc. Chem. Res., 45 (7), 1039—1047
(2012). DOI: 10.1021/ar200227n

3. AxmeroBa E. A., Kum 1. B., lome A. C., MemanuHo-
Ba M. 1. u Hosommammna /1. C. HoBBlit TOaX01 K CUH-
Te3y (OTOOIOKMPOBAHHBIX MAaJIbIX HHTEePPEpUpPYIO-
mux PHK nna aktuBupyemoii cesetom PHK-unHTep-
depeHuun. buoope. xumus, 48 (5), 580—588 (2022).
DOI: 10.31857/S0132342322050037

4. Shen Y., Li Z., Wang G., and Ma N. Photocaged
nanoparticle sensor for sensitive microRNA imaging in
living cancer cells with temporal control. ACS Sensors,

BUODU3MUKA Ttom 69 Ne3 2024



11.

13.

14.

15.

®OTOPETYJIMPYEMbBIE HA YPOBHE HATIPABJIAIOLIEN PHK CUCTEMBbI

3 (2), 494-503 (2018).
sors.7b00922

DOI: 10.1021/acssen-

. Griepenburg J. C., Ruble B. K., and Dmochowski 1. J.

Caged oligonucleotides for bidirectional photomodula-
tion of let-7 miRNA in zebrafish embryos. Bioorg. Med.
Chem., 21 (20), 6198—6204 (2013). DOI:
10.1016/j.bmc.2013.04.082

Jain P. K., Ramanan V., Schepers A. G., Dalvie N. S.,
Panda A., Fleming H. E., and Bhatia S. N. Develop-
ment of light-activated CRISPR using guide RNAs
with photocleavable protectors. Angew. Chemie Int. Ed.,
55 (40), 12440—12444 (2016). DOI: 10.1002/
anie.201606123

Nuifiez J. K., Harrington L. B., and Doudna J. A.
Chemical and biophysical modulation of Cas9 for tun-
able genome engineering. ACS Chem. Biol., 11 (3),
681—688 (2016). DOI: 10.1021/acschembio.5b01019

O'Hagan M. P., Duan Z., Huang F., Laps S., Dong J.,
Xia F., and Willner 1. Photocleavable ortho-nitroben-
zyl-protected DNA architectures and their applica-
tions. Chem. Rev., 123 (10), 6839—6887 (2023). DOI:
10.1021/acs.chemrev.3c00016

Jinek M., Chylinski K., Fonfara 1., Hauer M., Doudna
J. A., and Charpentier E. A programmable dual-RNA-
guided DNA endonuclease in adaptive bacterial immu-
nity. Science, 337 (6096), 816—812 (2012). DOI:
10.1126/science.1225829

. Wang J. Y., Pausch P., and Doudna J. A. Structural bi-

ology of CRISPR-Cas immunity and genome editing
enzymes. Nat. Rev. Microbiol., 20 (11), 641—656
(2022). DOI: 10.1038/s41579-022-00739-4

Makarova K. S., Wolf Y. 1., Iranzo J., Shmakov S. A.,
Alkhnbashi O. S., Brouns S. J. J., Charpentier E.,
Cheng D., Haft D. H., Horvath P., Moineau S.,
Mojica F. J. M., Scott D., Shah S. A., Siksnys V.,
Terns M. P., Venclovas C., White M. F., Yakunin A. F.,
Yan W., Zhang F., Garrett R. A., Backofen R., van der
Oost J., Barrangou R., and Koonin E.V. Evolutionary
classification of CRISPR-Cas systems: a burst of class 2
and derived variants. Nat. Rev. Microbiol., 18 (2), 67—
83 (2020). DOI: 10.1038/s41579-019-0299-x

Brown W., Zhou W., and Deiters A. Regulating CRIS-
PR/Cas9 function through conditional guide RNA
control. ChemBioChem, 22 (1), 63—72 (2021). DOI:
10.1002/cbic.202000423

Galizi R. and Jaramillo A. Engineering CRISPR guide
RNA riboswitches for in vivo applications. Curr. Opin.
Biotechnol., 55, 103—113 (2019). DOI: 10.1016/j.cop-
bi0.2018.08.007

Zhuo C., Zhang J., Lee J.-H., Jiao J., Cheng D.,
Liu L., Kim H.-W., Tao Y., and Li M. Spatiotemporal
control of CRISPR/Cas9 gene editing. Signal. Trans-
duct. Target Ther., 6 (1), 238 (2021). DOI:
10.1038/s41392-021-00645-w

Chen Y., Xu X., Wang J., Zhang Y., Zeng W., Liu Y.,
and Zhang X. Photoactivatable CRISPR/Cas12a strat-
egy for one-pot DETECTR molecular diagnosis. Anal.

BUODU3UKA TomM 69 Ne 3 2024

16.

17.

18.

19.

20.

21.

22.

23.

24.

25.

26.

27.

429

Chem., 94 (27), 9724-9731 DOI:

10.1021/acs.analchem.2c01193

Nihongaki Y., Yamamoto S., Kawano F., Suzuki H.,
and Sato M. CRISPR-Cas9-based photoactivatable
transcription system. Chem. Biol., 22 (2), 169—174
(2015). DOI: 10.1016/j.chembiol.2014.12.011

Manna D., Maji B., Gangopadhyay S. A., Cox K. J.,
Zhou Q., Law B. K., Mazitschek R., and Choudhary A.
A singular system with precise dosing and spatiotempo-
ral control of CRISPR-Cas9. Angew. Chem. Int. Fd., 58
(19), 6285—6289 (2019). DOI: 10.1002/anie.201900788

Hemphill J., Borchardt E. K., Brown K., Asokan A.,
and Deiters A. Optical control of CRISPR/Cas9 gene
editing. J. Am. Chem. Soc., 137 (17), 5642—5645 (2015).
DOI: 10.1021/ja512664v

Zhou W. and Deiters A. Conditional control of CRIS-
PR/Cas9 function. Angew. Chem. Int. Ed., 55 (18),
5394—-5399 (2016). DOI: 10.1002/anie.201511441

Lyu Y., He S., Li J., Jiang Y., Sun H., Miao Y., and
Pu K. A photolabile semiconducting polymer nano-
transducer for near-infrared regulation of CRIS-
PR/Cas9 gene editing. Angew. Chem. Int. Ed., 58 (50),
18197—18201 (2019). DOI: 10.1002/anie.201909264

Chen X., Chen Y., Xin H., Wan T., and Ping Y. Near-
infrared optogenetic engineering of photothermal
nanoCRISPR for programmable genome editing. Proc.
Natl. Acad. Sci. USA, 117 (5), 2395—2405 (2020). DOLI:
10.1073/pnas.1912220117

PengH.,Le C.,Wul., LiX.-F., Zhang H., and Le X.C.
A genome-editing nanomachine constructed with a
clustered regularly interspaced short palindromic re-
peats system and activated by near-infrared illumina-
tion. ACS Nano, 14 (3), 2817—2826 (2020). DOI:
10.1021/acsnano.9b05276

AxmetoBa E. A., I'oneimes B. M., Boxranues U. I1.,
MemanuHoBa M. U., Benbssmunona A. I'. u HoBomna-
mmHa . C. ®ortoaktuBupyemasi cucrtema CRIS-
PR/Cas9. Buoope. xumusa, 47 (2), 276—286 (2021).
DOI: 10.31857/50132342321020020

Semikolenova O. A., Sakovina L., Akhmetova E.,
Kim D., Vokhtantsev 1., Golyshev V., Vorobyeva M.,
Novopashin S., and Novopashina D. Photoactivatable
nanoCRISPR/Cas9 system based on crRNA reversibly
immobilized on carbon nanoparticles. Int. J. Mol. Sci.,
22 (20), 10919 (2021). DOI: 10.3390/ijms222010919.

Abe K., Sugiyama H., and Endo M. Construction of an
optically controllable CRISPR-Cas9 system using a
DNA origami nanostructure. Chem. Commun., 57 (45),
5594—5596 (2021). DOI: 10.1039/d1cc00876¢

Wang Y., Wu C. Q., Zhang Q. L., Shao M., Liu Y.,
Wang L.-L., Wang Z.-Y., Du J., and Xu L. Switching
on/off of guide RNA by photoinduced strand displace-
ment for functional control of CRISPR/Cas9. CCS
Chemistry, 6 (5), 1338—1351 (2024). DOI:
10.31635/ccschem.023.202303379

Hu M., Qiu Z., Bi Z., Tian T., Jiang Y., and Zhou X.
Photocontrolled crRNA activation enables robust
CRISPR-Casl2a diagnostics. Proc. Natl. Acad. Sci.

(2022).



430

28.

29.

30.

31

32.

33.

34.

35.

36.

37.

38.

CAKOBUHA u np.

USA, 119 (26), 2202034119
10.1073/pnas.2202034119

Aman R., Mahas A., and Mahfouz M. Nucleic acid de-
tection using CRISPR/Cas biosensing technologies.
ACS Synth. Biol., 9 (6), 1226—1233 (2020). DOI:
10.1021/acssynbio.9b00507

Wang Y., Yang T., Liu G., Xie L., Guo J., and Xiong W.
Application of CRISPR/Casl2a in the rapid detection
of pathogens. Clin. Chim. Acta, 548, 117520 (2023).
DOI: 10.1016/j.cca.2023.117520

Chen J. S., Ma E. B., Harrington L. B., Da Costa M.,
Tian X., Palefsky J. M., and Doudna J. A. CRISPR-
Casl2a target binding unleashes indiscriminate single-
stranded DNase activity. Science, 360 (6387), 436—439
(2018). DOI: 10.1126/science.aar6245

Zhou W., Brown W., Bardhan A., Delaney M.,
IIk A. S., Rauen R. R., Kahn S. I., Tsang M., and De-
iters A. Spatiotemporal control of CRISPR/Cas9 func-
tion in cells and zebrafish using light-activated guide
RNA. Angew. Chemie Int. Ed., 59 (23), 8998—9003
(2020). DOI: 10.1002/anie.201914575

Moroz-Omori E. V., Satyapertiwi D., Ramel M.-C.,
Heagset H., Sunyovszki 1. K., Liu Z., Wojciechowski J. P.,
Zhang Y., Grigsby C. L., Brito L., Bugeon L.,
Dallman M. J., and Stevens M. M. Photoswitchable
gRNAs for spatiotemporally controlled CRISPR-Cas-
based genomic regulation. ACS Cent. Sci., 6 (5), 695—
703 (2020). DOI: 10.1021/acscentsci.9b01093

Wang S., Wei L., Wang J.-Q., Ji H., Xiong W., Liu J.,
Yin P., Tian T., and Zhou X. Light-driven activation of
RNA-guided nucleic acid cleavage. ACS Chem. Biol.,
15 (6), 1455—1463 (2020). DOI: 10.1021/acschem-
bi0.0c00105

Zou R.S., Liu Y., Wu B., and Ha T. Cas9 deactivation
with photocleavable guide RNAs. Mol. Cell., 81 (7),
1553—1565 (2021). DOI: 10.1016/j.molcel.2021.02.007

Zou R.S., Liu Y., and Ha T. CRISPR deactivation in
mammalian cells using photocleavable guide RNAs.
STAR Protoc., 2 (4), 100909 (2021). DOI:
10.1016/j.xpro.2021.100909

HoBonammnua /1. C., AxmetoBa E. A., MemanuHo-
Ba M. U., Boxranues U. I1., XKapkos /1. O. u Beuns-
muHoBa A. I'. Moduguuuposannas nanpasrsrowas
PHK, ob6nadarowas cnocoOHOCHbIO UHAKMUBUPOBAMb
cucmemy pedaxmuposarnus eevoma CRISPR/Cas9 u
cnoco6 ee noaywenus. Ilatent P® 2765159 or
26.08.2020.

Carlson-Stevermer J., Kelso R., Kadina A., Joshi S.,
Rossi N., Walker J., Stoner R., and Maures T. CRIS-
PRoff enables spatio-temporal control of CRISPR ed-
iting. Nat. Commun., 11 (1), 5041 (2020). DOI:
10.1038/s41467-020-18853-3

Sun Y.-J., Chen W.-D., Liu J., Li J.-J., Zhang Y.,
Cai W.-Q., Liu L., Tang X.-J., Hou J., Wang M., and
Cheng L. A conformational restriction strategy for the
control of CRISPR/Cas gene editing with photoacti-
vatable guide RNAs. Angew. Chem. Int. Ed., 62 (5),
€202212413 (2023). DOI: 10.1002/anie.202212413

(2022). DOI:

39.

40.

41.

42.

43.

44.

45.

46.

47.

48.

Miiller P., Seyfried P., Friithauf A., and Heckel A.
Phosphodiester photo-tethers for the (multi-)cyclic
conformational caging of oligonucleotides. Methods
Enzymol., 624, 89—111 (2019). DOI:
10.1016/bs.mie.2019.04.019

Seyfried P., Eiden L., Grebenovsky N., Mayer G., and
Heckel A. Photo-tethers for the (multi-)cyclic, confor-
mational caging of long oligonucleotides. Angew. Chem.
Int. Ed., 56 (1), 359-363 (2017). DOI: 10.1002/
anie.201610025

Zhang D., Liu L., Jin S., Tota E., Li Z., Piao X.,
Zhang X., Fu X.-D., and Devaraj N. K. Site-specific
and enzymatic cross-linking of sgRNA enables wave-
length-selectable photoactivated control of CRISPR
gene editing. J. Am. Chem. Soc., 144 (10), 4487—4495
(2022). DOI: 10.1021 /jacs.1c12166

Zhang Y., Ling X., SuX., Zhang S., Wang J., Zhang P.,
Feng W., Zhu Y. Y., Liu T. and Tang X. Optical control
of a CRISPR/Cas9 system for gene editing by using
photolabile crRNA. Angew. Chemie Int. Ed., 59 (47),
20895—-20899 (2020). DOI: 10.1002/anie.202009890

Yang J., Chen C., and Tang X. Cholesterol-modified
caged siRNAs for photoregulating exogenous and en-
dogenous gene expression. Bioconjug. Chem., 29 (4),
1010—1015  (2018). DOILI: 10.1021/acs.biocon-
jchem.8b00080

JiY., YangJ.,Wu L., YuL., and Tang X. Photochemical
regulation of gene expression using caged siRNAs with
single terminal vitamin E modification. Angew. Chemie
Int. Ed., 55 (6), 21522156 (2016). DOI: 10.1002/
anie.201510921

Yu L., Jing N., Yang Z., Zhang L., and Tang X. Caged
siRNAs with single folic acid modification of antisense
RNA for photomodulation of exogenous and endoge-
nous gene expression in cells. Org. Biomol. Chem., 16
(38), 7029—7035 (2018). DOI: 10.1039/c80b01952¢

Deng H., Xu H., Wang Y., Jia R., Ma X_, Feng Y., and
Chen H. G-quadruplex-based CRISPR photoswitch
for spatiotemporal control of genomic modulation.
Nucl. Acids Res., 51 (8), 4064—4077 (2023). DOI:
10.1093 /nar/gkad178.

Filippova J., Matveeva A., Zhuravlev E., and
Stepanov G. Guide RNA modification as a way to im-
prove CRISPR/Cas9-based genome-editing systems.
Biochimie, 167, 49—60 (2019). DOI: 10.1016/j.bio-
¢chi.2019.09.003

Nahar S., Sehgal P., Azhar M., Rai M., Singh A., Siva-
subbu S., Chakraborty D., and Maiti S. A G-quadru-
plex motif at the 3' end of sgRNAs improves CRISPR-
Cas9 based genome editing efficiency. Chem. Com-
mun., 54 (19), 2377-2380 (2018). DOI: 10.1039/
c7cc08893k

BUODU3MUKA Ttom 69 Ne3 2024



®OTOPEIYJIUPYEMBIE HA YPOBHE HAMPABJISIFOLLEN PHK CUCTEMBbI 431
CRISPR/Cas System Photocontrolled at the Guide RNA Level
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Improving the efficiency and precision of gene editing systems is of utmost importance for modern molecular
biology and genetic engineering. Of particular interest is the design of controlled CRISPR/Cas9 systems, the
activity of which could be regulated using different physico-chemical stimuli such as light irradiation, pH
change, temperature, change of molecule concentration and so forth. A promising direction in this area is the
development of approaches to control activity at the level of guide RNA through photosensitive modifications
to the structure and sequence of guide RNA, and additional oligonucleotides. This review is devoted to the
analysis of publications on design of photosensitive guide RNAs and their applications in genome editing sys-
tems using CRISPR.
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IMomdeHon pacTUTETBHOTO TTPOUCXOXKACHUST — TEHUCTEMH — 00J1aaeT BBICOKOM OMOJIOTMYEeCKO aKTUB-
HOCTBIO, UTO CTUMYJIMPYET U3yUYeHUE €ro MPUMEHUMOCTH ISl MPODUIAKTUKU U JIEYEHUS! OMYyXOJIeBBIX,
CepIEeYHO-COCYIUCTBIX U HEMpOIeTeHepaTUBHBIX 3a6oieBaHuii. C y4eTOM CITOCOOHOCTH TeHUCTEMHA CBSI-
3piBaThcsl ¢ JIHK B HacTosileit pabote uccienoBaHO B3aUMOAEHCTBYE INEHUCTEMHA ¢ HyKJIeocoMaMu U
KOMILIEKCaMU HyKjieocoM ¢ nonu-(AJd-pubosa)-nonumepasoii 1 (PARP1). YcraHoBI€HO, YTO B IIMPO-
KOM JIMana3oHe KOHIIEHTpalluii TEHUCTEUH He BJIMSET Ha CTPYKTYpy HykieocoMmHoit JIHK, Ho mpu Brico-
KOl KOHIICHTPALIMM BBI3BIBaeT N3MeHeHMe CTPYKTYphI TnHKepHoit JIHK, commkas cnupanu JJHK mexmy
c060i1. B xpoMaTocoMax reHUCTEUH He BbI3bIBA€T NUCCOLUAIUU TUHKEPHOTO TMCTOHA U UBMEHEHUIT KOH-
¢opmannu B obsactu tmHkepHoit JIHK. ITpu BeicoK0Oif KOHIIEHTpallMd TEHUCTEWH 3aTPYIHSIET 00pa3oBa-

HUe KOMILIeKcoB HyKjaeocoMm ¢ PARPI.

Knrouesvie cnosa: eenucmeun, xpomamun, kaemrku A549, nykaeocoma, PARPI, H1.0, H1.5, spFRET.

DOI: 10.31857/50006302924030024, EDN: OGHMOC

I'enucTenH (puc. 1a) sABasIeTCS BTOPUYHBIM MeTa-
0OJIMTOM pacTeHMI U3 TPYHIThI n30(aaBoHOB [1]. I'e-
HUCTEUH COAEPXKUTCS BO MHOTUX YITOTPEOISIEMbIX B
OUIIY MPOAYKTaX PaCTUTEIbHOIO IPOMCXOXKICHMSI,
HauboJjiee UM OoraThl COeBbIe KYJBTYpHI [2]. Mccie-
MOBaHMsS MOKAa3ajiu, YTO T€HUCTENH IIPOSIBIISIET BHI-
COKYI0 OMOJIOTUYECKYIO aKTUBHOCThH (puc. 10),
OKa3bIBasl IIPOTUBOBOCIIAJIMTENbHOE [3—5], aHTHMOK-
cuaaHTHOE [6—8], aHTMAHTMOTEHHOE W aHTUIIPOJIM-
¢depatuBHoe [9—11] meiictBue. IlogoOHast akTUB-
HOCTb T€eHUCTEeNHA OJIaroIIPHUsITHA ST NPOpUIaKTH -
KU M JiedyeHUs1 3aboJjieBaHUiIi, CBSI3aHBIX C
HapyLICHUSIMHA MeTab0I13Ma ¥ pa3BUTUEM XPOHUYE-
CKMX BOCHAJIMTENIbHBIX MpolieccoB. I[TpoaeMoHCTpu-
poBaHa moTeHIMaIbHasE 3POEKTUBHOCTh T€HUCTEU -
Ha B Ka4eCTBE MPOTUBOOITYX0JIEBOTO areHTa Ha KJIeT-
Kax paka Jerkmx [12], MomouHoii xene3bl [13],
npeacTare/ibHOM Xenesbl [14], nedenu [15], penpo-
JIYKTUBHBIX XE€HCKUX opraHoB [11], mouyek [16], Mo-

Cokpawenus: Hoechst 33342 — cbiyopeclileHTHBIII KpacuTelb
oucoensumun, AMCO — mumeruncynbbokcuna, EGCG —
rajijiaT SMUTaJIJIOKaTeXuHa.

yeBoro my3bips [17] u ZKKT [18]. B ocHOBe MpoTHUBO-
OITYXOJIEBOTO JEUCTBUS T€HUCTEMHA JIEXUT CIOCO0-
HOCTb MOJYJIMPOBaTh MHOXECTBEHHBIE CUTHAJIbHbIE
MyTU B KJIETKE, MPUBOMSAIIME K OHKOTpaHchopMma-
ouu [17, 19, 20], perynupoBaTh KJIETOYHBIN ITUKI,
MHTUOMPOBAaTh MATPUKCHBIE METaJUIONPOTEUHA3HI
[21], unaynupoBath anomnTos [12, 22], 6JlokupoBaTh
U o0pallaTh SMUTETbHO-ME3eHXUMAIbHBIN Mepexo
[15, 18], mpemnsATCTBOBAaTHh MPO-OMYXOJIEBbHIM U3MEHE-
HUSIM BNUTeHeTUYecKoro JaHmimadTa KieTku [23].
HMccnenoBanusi mokasaau MOTEHIIMAJIBHOE TeparieB-
TUYECKOE NEHCTBUE FEHUCTEUHA TIPU CEPAEYHO-CO-
CYIMCTBIX 3abosieBaHMsIX [24]. MonekyasipHast
CTPYKTypa reHMCTerHa CXOJHa CO CTEPOMIHBIM TOp-
MOHOM MO3BOHOYHBIX 3CTPAAUOJIOM, YTO OIPEnesi-
€T TOPMOHOIIOTO0OHYIO aKTUBHOCTh T€HUCTEWHA [5].

st appekTMBHOTO UCIOJIb30BaHUSI TEHUCTEMHA
B MEAMIIMHE HEOOXOAUMO YIYUYIIUTh €r0 OUOIOCTYII-
HOCTB [25, 26] 1 moKa3aTh 6€301aCHOCTD €r0 IIPUME-
HeHwus [27]. OgHUM 13 BaXKHBIX IIOKa3aTeleil TOKCH-
KOJIOTUYECKOW 0e30MacHOCTU JIEKapCTB SBJISIETCS
onenka ux JIHK-tpornHoro noreHiuana. Ilokasano,
YTO TEHMCTEMH CMOCOOEeH B3aMMOJENCTBOBATH C
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Puc. 1. Ctpykrypa (a) 1 BUABl GMOJIOrMYECKOI aKTUBHOCTH (6) reHMCTEerHa.

JHK [28, 29]. 3 3KcniepuMEHTOB IT0 KOHKYPEHTHO-
My cBsizbiBaHUIo ¢ JIHK ayopecumnpyommnx uHtep-
KaJISITOPOB U TEHUCTEUHA CJIeAyeT, YTO FeHUCTEUH
appexTrBHO B3aumoaeiictByet ¢ JIHK mpu koH1IeH-
Tpauusax okoyio 100 MxM [28], a usaMepeHHas1 KOH-
craHTa aucconmanmm Komiuiekca JIHK-reancrenn
paBHa 50 MxM [29]. Tlockonbsky JJHK yrnakoBaHa B
SIpe KJIETKM Ha HYyKJIeocoMaxX U XpoMaTocoMax U
(byHKIIMOHMPYET B COCTABE XpOMAaTUHA, BaXXHO Olle-
HUTb BO3JEMCTBUE TEHUCTEMHA Ha AaHHbIe MOp(O-
(byHKIIMOHAJIbHBIE €IMHUIIBI XPOMATHHA.

C uenbio M3yyeHUs BIMUSHUS TEHUCTEWMHA Ha
CTPYKTYPY XpOMaTWHA MCCIEIOBAaHA CIIOCOOHOCTH
reHUCTEeUHa ITPOHUKATh B SIIPO KJIETOK, a TAK3Ke MPO-
BeJlcHAa OlleHKa B3aMMOACHCTBUS TeHUCTEMHA C HYK-
JIeOCOMaMM 1 XpOMAaTOCOMaMU, WU3Yy4eHO BIIMSIHUE
TeHUCTeHA Ha B3auMOJIefiCTBUE U aKTUBALIMIO sIIepP-
HOro (pepMeHTa CUCTeMbl pacro3HaBaHUs TMOBpe-
xkaenuii u penapauuu JIHK monu(AdP-pudosa)-
nonuMepassl 1 (PARP1). Bbuio ycraHOBIEHO, UTO Te-
HUCTEUH HE BJUSIeT Ha CTPYKTYPY HYKJIEOCOM B KO-
pOBOIi 001aCTU, HO TIPU 3TOM B BBICOKOI KOHIIEH-
TpallMd CIOCOOEH COMMXKaTh JIMHKEPHbIE Y4acTKU
JHK mexnmy co6oii. IIpy BbICOKOI KOHIIEHTpAIIN
TEHUCTEWH 3aTpyIHSET OOpa3oBaHUE KOMILJIEKCOB
HykiieocoM ¢ PARP1, Ho He BBI3BIBaeT AUCCOLINAIINHA
JmHKepHoro rucrtorHa H1.0.

BUODPU3UKA Ne 3

TOM 69 2024

MATEPHAJIbBI 1 METO/1bI

KiteTku aneHOKapLMHOMBEI YenoBeka A549 Bripa-
muBanu B cpeae DMEM/F12 («[Tan®ko», Poccus) ¢
nob6asneHeM 10% sMOpMOHATBHOM TeISTIYbe CHIBO-
porku HyClone defined (GE Healthcare LifeScienc-
es, CIIIA) u 2 MM rnyramuna («ITanDko», Poccus).
IlepeceBbl KJIETOK IIPOBONIUIM 2 pa3a B HEACIIO.
Kietkn BbIceBayim B 96-7TyHOUHBIE TNTOCKOTOHHBIE

IJIaHIIETHI (TNIOTHOCTH II0CeBa — 2-10% KJIETOK/TTyH-
Ka) 1 BbIpawmBany cytku mpu 37°C u 5% CO,. Kner-
KU UHKYOUpoBaiu ¢ 2 MKM TIpOHUKAIOIIETO B KJIeT-
K1 (IIyOPECLIEHTHOTO KpacuTteis OucOeH3nMuaa
(Hoechst 33342) B TeueHue 2 4, 10OABISIIN T€HUCTE-
WH B OuMamna3oHe KoHueHrtpauuii 25.0—0.8 MKM ¢
JBOMHBIM IIarOM pa3BeleHUs] U MHKYOUPOBaJU elle
B TeueHUe 4 4. ['eHUCTEMH U3 CTOKOBOIO pacTBOpa
(62.9 MM B numeTuicynbdokcnne (IMCO)) nodas-
JISITIA K KJIETKaM yepes3 MpoMeXXyTOUHOoe pa3baBjieHue
BJAMCO no 2.5-0.08 MM. KoHeuHast KOHLIEHTpaLUs
JAMCO B nyHKax ¢ KjeTkaMu cocTaBisgia 1%. B ka-
YyecTBe KOHTPOJISI UCTIOJb30BaIN KJIETKU, MPOUHKY-
GupoBaHHEIe TONILKO ¢ 2 MKM Hoechst 33342 u 1%
AMCO, a Takxke KICTKM, HIPOMHKYOMpPOBAHHbIC
TOJIbKO ¢ TeHucteuHoMm (25.0—0.8 MKM), 4TOOBI
YYECTh BO3MOXHYIO COOCTBEHHYIO (hJIyOPECLIEHIIUIO
nonudeHosa. M306pakeHus1 KIETOK B MPOXOASIIEM
06esioM cBeTe U (hIyopeclieHTHbIe U300paXkeHus pe-
TUCTPUPOBAJIU C TIOMOIIILIO MHBEPTUPOBAHHOTO (hJTy-
opecueHTHOro Mukpockoria ZOE Fluorescent Cel-
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IImager (Bio-Rad, Singapore). ®ayopecueHIUIO
Hoechst 33342 Bo30y:knajii B 1uaIta3oHe JUIMH BOJH
335—375 uM, perucTpupoBanan B nuana3zoHe 415—451
HM. PyopeclieHTHbIC N300pakKeHUs KIETOK aHaI1-
3UPOBAIIN C TOMOIIBIO TIPOTPAMMHOTO 00eCTICYEeHUS
ImageJ (National Institute of Health, CIIIA) ¢ nc-
noJib30BaHMEeM Iu1aruHa “Analyze particles”. Pazmep
BeIOOpKU 400—600 KIIETOK. DKCIIEPUMEHTHI BBITIOJN-
HEHBI B TPeX HE3aBUCUMBIX TTOBTOPAX.

®nyopecuenTHo-MeueHble JIHK-Matpulibl nim-
Hoi1 187 1m.H. monydanu MetoaoM ITLP ¢ ncrons3o-
BaHueM miaazMunabl pIZ57R, comepxaiueit Hykie-
OCOM-TIO3UILIMOHUPYIOIILYIO Mocaea0BaTeTbHOCTD
603 [30]. g aMrutnduKauy UCIOIb30BaIM CUHTE -
TUYECKUE OJIMTOHYKJIEOTUIbI, MEYEeHHbIe (Iyopo-
dopamu Cy3 u Cy5 (OO0 «Jliomunpo6 PYC», Poc-
cus). HykineotuaHsble mocieaoBaTeIbHOCTH NpaiiMme-
poB mist cuHTteda Matpull JJHK, meyenHsix Cy3 u
Cy5 1o TuMuHaM B TiojioxkeHusix 13 u 91 m.H., 35 u
112 n.H. unu 57 u 135 11.H. OT HayaJja rnocjaenoBaTeab-
HocTu 603, 66K OITyOTMKOBaHBI paHee [31, 32]. s
nonxydenust matpuiibl JIHK mmmnaoi 227 11.H., MedeH-
HOIi B nMuHKepHbIX ydyactkax JJHK Ha pacctossHum
10 m.H. OT Hayaja M KOHLIa HYKJIEOCOM-TTIO3UILIMOHU -
pylollieidi  MOcCJeI0BaTebHOCTU,  MCIOJIb30BaIU
npaiiMepsbl, onyoJimKoBaHHbIE B padoTe [32]. COopKy
HYKJIEOCOM C HCITOJIb30BaHMEM OKTamepa TMCTOHOB
YyeJIoBeKa MPOBOJAUIM METOIOM CTYNEHYaTOro aua-
Ji3a C TIOHMUXKAIOIIECSI NOHHOM CUJION MO METOIM-
Ke, OImyOoIMKoBaHHOI paHee [33]. PeKoMOMHAaHTHBIE
ructoHBI 9esmoBeka H2A, H2B, H3 1 H4, imakepHbBIe
ructoHsl H1.0 nmarymku u H1.5 yenoBeka, a Takxke
PARPI1 4yenmoBeka moiydanud, Kak OMNKWCAHO paHee
[34].

HccrenoBanne HYKIIEOCOM M MX KOMIUIEKCOB C
TEHUCTEMHOM TIPOBOIWIM METOIOM MMKPOCKOIIMH
ONVMHOYHBIX 4YacTull Ha ocHoBe MEpcTepoBCKOro
PE30HAHCHOTO IIepeHOoca SHepruu (MUKPOCKOITUU
spFRET) ¢ ncronp3oBaHNEM ITOAX0Aa, OIMMCAHHOTO
B ctaThe [32]. KoHlIeHTpUpOBaHHBIN pacTBOpP reHU-
crenHa (Sigma, CIIA) rotoBunu B 25% pactBope
AMCO. Hykineocombl (1—2 HM) uHKyOHMpoBaiu C
TeHUCTEMHOM B Pa3JIMYHBIX KOHLEHTpauusix (48—
400 MmxM, xoHueHTpanust JIMCO He 6onee 1%) B Te-
yeHue 20 MUH B IIpOOMpPKaxX ¢ HU3KOM anare3ueii B 0y-
depe TB150 (20 MM Tpuc-HCI (pH 7.5), 5 MM
MgCl,, 150 MM KCI, 1 MM B-mepkanToaTaHoa)
Mpy KOMHATHOM TeMmepaType. PaHee MeTomoM sp-
FRET-Mukpockonuu 66110 TokazaHo, uto JIMCO B
KOHIICHTpaluu MeHee 2% He oKa3bIBaeT BIMSHUE Ha
CTPYKTYpPY HyKjicocoM [34].

B skcnepuMeHTax ¢ XxpoMaTocoMaMu HYKJIEOCO-
Mbl (1—2 BHM) umHKyOuMpoBanu ¢ ructroHamm HI1.0
(15aM) wm H1.5 (7.6 uM) B 6ydepe TB150 B Teye-
HUe 15 MUH MpU KOMHATHOM TeMIiepartype, IeJINin
pacTBOp Ha JIB€ YaCTU U OJIHY U3 HUX MHKYOUpOBaIn
¢ renucternHoM (100 MxM) B TeueHue 20 MmuH. B akc-
nepumeHTax ¢ PARP1 Hykneocomsbl (1—2 HM) UHKY-

AHJPEEBA u np.

OUPOBAIU C TCHUCTEMHOM B pa3IMYHbBIX KOHIIEHTpa-
ousx (100, 200, 400 MxM) B 6ydepe TB150 rmpu koM-
HaTHOW Temreparype B TeuyeHue 20 MUH, BHOCWIU
PARP1 (20 unmu 40 HM) um WHKyOUpOBaIu ellle
30 MMH IIpU KOMHaTHO# Temriepatype. s oueHKu
BJIMSIHMSI TEHUCTEMHA Ha KaTaJIMTUYECKYIO aKTUB-
HocTh PARPI npoObl TOTOBMIN CIEAYIOIIMM OOpa-
30M: HyKJ1IeOCOMEI (1—2 HM) MHKYOMpPOBaJIH C OJIN-
¢deHoOM B pa3nudHbIX KoHHeHTpauusx (100, 200,
400 MmkxM) B O0ydepe TB150 mpu KOMHATHOI TeMIIie-
patype B Teuenue 20 muH, BHocuiin PARP1 (40 HM)
BMECTE C [-HUKOTMHAMUAANEHUHAUHYKIECOTUAOM

(NAD+, 20 mxM, Sigma, CIIA) 1 nHKyOMpoOBaIu
elle 45 MUH IpU KOMHATHOM TeMIlepaType.

OO0pa31pl NepeHOCWIN B JYHKNA CHMIIMKOHOBOI
kwoBeThl (Ibidi, 'epMaHusI), IpUKpPETUIEHHON K TTO-
KpOBHOMY cTeKiy (Assistent, I'epmaHusi), 1 IIpoBO-
IV U3MEPEHMSI Ha Ja3epHOM CKaHUPYIOIIeM KOH-
dokanbHOM MuKpockorie LSM710 ¢ monynem Con-
focor3 151 KoppensIMOHHOM CrieKTpocKoIuu (Zeiss,
I'epmanust). KoHiieHTpalys HyKJI€0COM B pacTBOpe
(1—2 HM) 6b11a MOmOOpaHa Tak, YTOOkI B (poKyce Ja-
3epa HaXOIWJIOCh He 0ojiee OOHOI CBOOOOHO mUQ-
dysonpylomein HykiieocoMbl. Bo BpeMst nuddysun
HykJieocoM (<6 Mc) yepe3 dokyc nazepa diyopec-
LEeHIIUIO BO30YKIaJIM IIpU JJINHE BOJIHEL 514.5 HM, a
PETUCTPUPOBAJIM C MOMOIIBIO JIABUHHBIX (hOTOIMO-
JIOB B IMana3oHax JiuH BoH 530—635 um (dayopec-
neHuus Cy3) u 635—800 aM (dnyopecueHuus Cy5).
N3mepennnie mHTeHCUBHOCTHU (hiryopecueHmm Cy3
n Cy5 ucrnojib30BaIid UIST pacueTta KoahduirmeHTa
6nm3octu E, kak ommcaHo paHee [35]. Koadduim-
eHT E — 310 BenmumHa 3 dpektuBHocTH FRET 06e3
KOPPEKIIMM HAa KBAHTOBBIC BBIXOIbI (PIyOpeCcUEHT-
HBIX METOK 1 Ha YYBCTBUTEJILHOCTh CUCTEMBI AETCK-
IOMA B pa3HBIX AWaNa3oHax UIMH BOJH. Beioopkm
3HaueHuM F n3mepeHHbIx yacTtull (He MmeHee 3000 ya-
CTHUI) TIPEACTABIISIIIA B BUIE YaCTOTHBIX pacIipeaciie-
Huit, nan E-ipoduneit. U3MepeHUs BHITIOIHSIIN HE
MeHee, UeM B TpeX He3aBUCUMBIX SKCIIEpUMEHTaX, a
paccuuTtaHHbIe E-TpoduiIn yCpeIHSIJIN U aIllIPOKCH -
MUPOBaIU JIMHEHHOM Cynepno3ulMeil HEeCKOJbKHUX
raycCoOBBIX pacIipefe/ieHUii, ONTUCHIBAIOIINX OTJINYA-
IOIIMECS 10 CTPYKTYpe CyOnonyJISIIUU HyKISOCOM.

OuLEeHKy BJIMSHUS T€HUCTEUMHA Ha CBSI3bIBAaHUE U
akTuBHOCTh PARP1 mpoBoauau mMeTogamMu aHajliu3a
2JIEKTPODOPETUUECKOM MOABUKHOCTHA HYKJIEOCOM U
UX KOMIUIEKCOB B TeJjie MNPy HEASHATYypUPYIOLIUX
YCJIOBUSIX U C TIOMOIIbIO BeCTepH-010TTHHTa. O6pa3-
1LIbl JU1S1 UCCIEAOBAHUI TOTOBWIM TaK Xe, KaK 1 ISt
spFRET-mukpockonuu. Daektpodope3 B 5% 1io-
JIMakpujiaMuaHoM Tejie ipoBoauau rpu 100 B B Oy-
depe 0.2XTBE, conmepxasmem 3.6 MM Tpuc
(pH 7.5), 3.6 MM 6GopHoit kuciaotel u 0.08 MM
BOIATA, B reuenue 1.0—1.2 9y mpu 4°C. I'enb 10 BHece-
HUs TIpo6 momBepraym Ipedopedy. DayopeceHT-
HBI aHAJIU3 TeJei IPOBOAUIU C TOMOIIBIO JIA3€PHO-
ro ckanepa Typhoon RGB (Amersham, CIIIA) mipu
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JUIMHE BOJIHBI BO30Y:XKIeHMs 532 HM 1o (pryopeciieH-
1mu Metku Cy3.

ITpo6bl 1T BecTepH-OJOTTUHTA HArpeBaid 10
95°C B Teuenue 5—10 MuH ¢ nobasieHuem Oydepa
mst HaHeceHMs (5% Oydep: 312 MM Tpuc-HCI,
pH 6.8, 10% nomenmicyiabdara HaTpus, 25% B-Mep-
kanToataHoma, 0.05% GpoMdeHOIOBOTO CHHETO).
ITpo6Gbl HaHOCWIM Ha TpamgWeHTHBIN renb (4—12%,
Mini-protean gelsTGX, Bio-Rad, CIIIA) 1 mpoBoau-
I 3JeKTpodope3d B TPHUC-TIMIMHOBOM Oydepe
(25 MM Tpuc-HCI, 192 MM rnumuna u 0.1% none-
muicynbdara Hatpust, pH 8.6) mpu 130 B B Teuenue 1
Y TIpu KOMHaTHo# TeMriepatype. [lepeHoc 6enka Ha
MOIIOXKKY M3 HUTPOIEIUIIOI03HOM MeMOpaHkbI (Bio-
Rad) ocymectBisiiu B Oydepe ajs nnepeHoca (50 MM
MOPS, 50 MM Tpuc-HCI, 1 MM BITA, 3.5 MM mo-
menuicyiabgara Hatpust) ¢ 20% staHonoM Tipu 4°C
(350 MA, 2 4). Jlastee MeMOpaHy MTHKYOMPOBAJIU B Te-
gyeHue 4aca B pactBope PBS-T (2,7 MM KCI, 8 MM
Na,HPO,, 2 MM KH,PO4, 37 MM NaCl, 0,5%

TsuH 20), 1oTTOJJHEHHOM 5% 006€3:KMPEHHBIM MOJIO-
KOM, 1 TIPOMBIBJIM IBaXbl pacTBopoM PBS-T mo 5
MUH. 3aTeM MeMOpaHy MHKYOUPOBaJIN C MBIIIUHbBI-
MU MOHOKJIOHAJIbHBIMM aHTUTEJIaMU TIPOTUB MOJIU-
AIl®-puodo3sl (10H, ab14459, Abcam, CIIIA) B Teue-
Hue 1 4 B pactBope PBS-T, comepxaBiiemM 5% mono-
Ka, IPOMbIBAJIM, UHKYOUPOBaJIU 1 4 CO BTOPUUHBIMU
AHTU-MBIIIMHBIMU aHTUTEJIaAMU, KOHBIOTUPOBAHHBI -
MU ¢ nepokcupazoii xpeHa (Bio-Rad, Hercules,
CIIIA), u cHoBa TpoMbIBaIM. MIMMyHOOETEKIINIO
MIPOBOJIUJIN C UCITOJb30BaHUEM cucTteMbl Chemidoc
(Bio-Rad, CIIA) 1 XeMWJIIOMUHECIEHTHOTO CYyO-
crpara SuperSignal™ West Pico PLUS Chemilumi-
nescent Substrate (Thermo Fisher, CIIIA) B TeueHue
3 MUH.

PE3YJIbTATDBI

BzanmopeiictBue renucrenHa ¢ JJHK wusyganu
in vitro [28, 29], onHaKo ero ClocOOGHOCTb MPOHUKATh
B KJIETKM W HaKarjuBaThCs KJIETOUHOM SIpe MaJlo
usydeHa. Panee HaMu ObLI TIpeajioXXeH HOBBIM MO -
X04 K u3ydyeHuro INpoHuKHoBeHUs JIHK-TpormHbix
HedyopecHupyolIuX U c1abdo (hayopecunpyonmx
COeNMHEHUN B s1pa KJIETOK, OCHOBAaHHbIM Ha HUCCJIE-
JIOBAaHUM BJIUSIHUSI JAHHBIX COEOIUHEHMI Ha IIyo-
pecueHuuio Kpacurens Hoechst 33342, mosiBistionry-
1ocs mpu ob6pa3zoBaHuU UM KoMIuieKcoB ¢ JIHK B sku-
BbIX KieTkax [34]. MHKybGaumsi ¢ TeHUCTEUHOM
kieTok A549, JIHK B KOTOpBIX MpenBapuTeIbHO Obl-
J1a okpamieHa Kpacutenaem Hoechst 33342, BeisgBuia
KOHILIEHTPallMOHHO-3aBUCUMOE yCcuJieHue dyopec-
nennuu Hoechst 33342 B sopax (puc. 2). DToT pe-
3yJIbTaT MO3BOJISIET 3aKJIIOUUTh, YTO TEHUCTEUH, N10-
0aBJICHHBIN K KJIeTKaM B Cy0- U MUKPOMOJISIPHBIX
KOHILIEHTpalusX, crnocobeH 3(hEdEeKTUBHO TPOHU-
KaTh Yepe3 MHTAKTHYIO T1a3MaTU4ecKylo MeMOpaHy
W HaKaruiMBaThCsl B KJIIETOUHOM siipe, obecreunBast
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TEM CaMbIM BO3MOXKHOCTb B3aUMOJICHCTBUS C Xpoma-
THUHOM.

IMockonbky 3HauuTtenbHast yactb JIHK cymectBy-
€T B siipe B BUJIE HYKJIEOCOM, ObLIIO U3YUYE€HO BIUSTHUE
T€HUCTEMHA Ha CTPYKTYPY HYKJIEOCOM U KOMIIJIEKCOB
HYKJIEOCOM C siiepHbIMM Oenkamu. C 3TOM LieJIbIo
ObLIM MOJYyYeHbl HECKOJBKO BUIIOB HYKJIEOCOM, OT-
JIMYAIOLIUXCS TIOJIOKEHUEM Napbl (hJIyOpeCLIEHTHBIX
METOK (IOHOpa M aKlenTopa): B KOpOBOW 00JacTu
BOJIM3M rpaHUI HyKJIeocoMbl (Hykiieocombl 2LN P
n 2LN D c MeTKamMM COOTBETCTBEHHO B IMTOJIOXKEHUSIX
+13/4+91 u +57/+135 n.H.), B KOpOBOi1 06J1aCTH, OT-
JIAJICHHOM OT rpaHUllbl HYKJI€OCOMBI (HYKJIEOCOMbI
2LN_M c MerkaMu B TojiokeHUsIX +35/+112 m.H.)
(puc. 3a), u B mHKepHbIX yuyacTkax JIHK (Hykieoco-
Mbl 2LN_ O ¢ meTtkamMu Ha paccrossHuu 10 1.H. oT
rpaHULIbI HYKJI€OoCOMBI) (puc. 4a). PaznuuHbie moJjio-
JKEHUSI METOK MO3BOJISIIOT U3y4aTh CTPYKTYPHbIE U3-
MEHEHMS, BbI3bIBacMble TMOJUdEHONIaMU B pa3iny-
HbIX 00JIACTSIX HYKJIEOCOMBI 110 U3MEHEHUSIM B TIPO-
¢busix pacrnpenesieHUs yacTuil 1o BeauunuHe E [34].

Metonom spFRET-Mukpockonuu OblIa U3ydeHa
KOHIIEHTpallMOHHAsl 3aBMCUMOCTb BJIMSIHUSI T€HU-
CTEMHA Ha CTPYKTYpy HyKJeocoM. E-mipodunu Bcex
BapHMaHTOB HYKJIEOCOM, MEUEHHBIX B KOPOBOii 00J1a-
CTM, XapaKTepU3YIOTCS MUKOM B OOJIACTHM BBICOKMX
3HaueHuil £ (puc. 30—T), xapakKTepHbIM IS HyKJIe-
OCOM C HATUBHOM YKJIAAKOW CYIEPBUTKOB HYKJIE-
ocomHoit JIHK Ha okramepe rucroHoB. MHKyOaLus
HYKJIEOCOM C TeHHWCTEMHOM B KOHIIEHTpauum 48—
400 MKM He MPUBOIUT K CYIIECTBEHHOMY U3MEHE-
Huio FE-npodwuneit: Ha puc. 30—T IIpencTaBiIeHBI
E-tipodunu, naMepeHHble TpyU MaKCUMAJILHOM MC-
CJIeIOBAaHHOW  KOHLEHTpalUM TeHUCTeMHa  —
400 MxM. DTO CBUACTEILCTBYET 00 OTCYTCTBUM W3-
MEHEeHUl B CTpyKType HykKiaeocomHoii JIHK, BwI-
3BaHHBIX B3aMOAEHCTBUEM C TEHUCTEUHOM.

B T0 e BpeMsl reHMCTEeMH BIMsIeT Ha KOH(pOpMa-
LU0 IMHKEpHbIX ydacTKoB JAHK mpu KoHLIeHTpaLu-
sax Beime 100 MxM (puc. 4). B cornacum ¢ panee
OITyOJIMKOBAHHBIMU TaHHBIMU [36] mjIsT HyKJIeocoM
XapaKTepHbl 10 MeHbllieli Mepe ABe KOHdopMaluu
JIMHKEPOB, OTJIUYAIONIMECd PACCTOSSHUEM MEXIY
cnupayisimu JIHK (puc. 4B), KoTopbiM B E-Tpoduisix
COOTBETCTBYIOT JiBa TTMKa B 00J1aCTU HU3KUX U Cpe/l-
Hux 3HadyeHuii F (puc. 40). 'eHnCcTeMH BHI3BIBACT 13-
MeHeHUe CTPYKTypbl JiuHKepHoi JIHK, cOnvxkas
criupanu JJHK mexay coboit, 1 iepeBoaUT OOIBIITYIO
4acTb HYKJIEOCOM B KOH(POPMAIIMOHHOE COCTOSIHUE,
MpY KOTOPOM BeJIMYMHA E 3HAUYUTETbHO BO3pacTaeT
(puc. 406). ITo naHHBIM BaeKTpodope3a odpa3zoBaHUE
KOMILJIEKCOB HYKJIEOCOM C TEHUCTEMHOM U CTPYKTYp-
Hble U3MeHeHUs B obactu JuHkepHoi JJHK mpaxk-
TUYECKU HE BJIMSIOT Ha MOABUXHOCTb HYKJIEOCOM B
reje (puc. 4B).

Kak nokazaHo paHee, yBeMYeHUE BeJIUUUHbI F,
BBI3BAaHHOE COJIMDKEHUEM CITUpajieil JIMHKSPHOM
HAHK, xapakTepHo 1151 06pa3oBaHUsI XPOMAaTOCOM C
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Puc. 2. smeHenue nnteHcuBHoctu (uyopecueHuuu Hoechst 33342 B simpax kietok A549 rociie MHKyOaluy KJIeTOK C pa3-
JIMYHBIMU KoHIIeHTpanvsiMu TeHuctenHa (GEN). (a) u (6) — PiryopeciieHTHBIe N300pakeHUsI KIIETOK, TPOMHKYOUPOBAHHBIX
¢ 2 MKM Hoechst 33342 B oTCyTCTBUE U B IPUCYTCTBUU 25 MKM TeHUCTeHA COOTBETCTBeHHO. Macitad — 100 Mmxm. (B) — Ya-
CTOTHBIE paclipefie/ieHus KJIETOK 1Mo MHTeHcUBHOCTH (ryopecuieHimun Hoechst 33342. Kiletku mHKyOMpoBasim ¢ 2 MKM
Hoechst 33342 B oTCyTCTBHE T€HUCTEMHA WIX B IIPUCYTCTBUM €TI0 Pa3IMYHbIX KOHIIeHTpaluii. COrjaacHO KOHTPOJbHBIM 3KC-
nepuMeHTaM, COOCTBEHHasl (hyopeclieHIIUsI TeHUCTeMHa BKJana B U3MepsieMylo MUHTEHCUBHOCTD (iryopecueHiimu Hoechst

33342 He nmaer.

yJacTueM JIMHKepHOoro ructoHa [34, 36]. M3BectHO,
YTO B pe3yjbTaTe CBSI3bIBAHUS JIMHKEPHOIO I'MCTOHA
B 00JacTU JMATHON OCU HYKJIEOCOM IPOUCXOAUT
KOHJEHCcaIUsl MOJNHYKJIEOCOM B CTPYKTYphI OoJjiee
BBICOKOTO TIOpsIIKa, a JUHKEPHbIC yJ4acTKU HYKJIe-
OCOM CTaHOBSITCSI HEAOCTYIHBI JIJIsT KOMMYHUKALIUU
C IPYTUMU PETYISATOPHBIMU SJIEMEHTAMU XpOMaTHUHA
[37, 38]. Hamu ucciemoBaHO BIMSIHUE T€HUCTEWMHA
Ha CTPYKTYpPY XpOMaTOCOM, 0Opa30BaHHbIX TMCTOHA-
mu H1.0 u H1.5 (puc. 46). ITo nanHsiMm spFRET-
mukpockonuu, tuctonsl H1.0 u H1.5 dopmupyior
XpOMAaTOCOMBbI, OTJIMYaIOLIMeCs 1O KoHdopMaluu
ymuakepHoii [IHK, Ha 4TO yKaspIBalOT OTIMYMS II0
BeIMYMHE FE-TTMKOB XpOMaTocoM B E-mpoduisax
(puc. 46). Cyns no BenuuuHe £, rucron H1.5 conu-
Xkaet crimpanu tnHKkepHoi JIHK B obimacTu pacnosio-
JKEHMS METOK TaK XK€, KaK U TEHUCTEUH, U TTPEBOCX0-
IWUT 110 3ToMy Itapametpy ructoH H1.0. 'enncrenH B
KoHueHTpauuu 100 MmxM He BiuseT Ha E-nipoduan
000X TUITOB XpoMaTocoM (puc. 40). I3 aToro cieny-

€T, YTO TeHUCTESUH HE BHI3bIBACT TUCCOLMALIAY JIH-
kepHoro ructoHa H1.0 u uaMenenunii KongopmMmaiumu
B obmactu nuHkepHou JJHK B H1.0-xpomaTocomax.
BosgaeiicTBue TeHMCTEWHa, I0-BUIUMOMY, HMEET
aHAJIOTMYHBIN XapakTep 1 B ciaydae HI1.5-xpomaro-
COM, HO M3-3a coBHaiecHUS FE-mpoduieil mTaHHBIX
XpPOMAaTOCOM M KOMILJIEKCOB HYKJIEOCOM C T€HHCTEH -
HOM CJIeJIaTh OJHO3HAYHbII BBIBOJ, CIIOKHO.

BzanmogeiictBue reHuctenHa ¢ JIHK B xpomatu-
He, O-BUAVMMOMY, JIEXUT B OCHOBE OOHAPYKEHHOTO
paHee MHTMOMpoBaHUS 3TUM TmojmdeHonom JHK
toniouzomepasbl 11 [39]. AHaTIOTMYHO MOXHO OXU-
J1aTh, YTO TEHUCTEUH CIIOCOOEH OKa3biBaTh BIUSIHUE
Ha (YHKUIMOHAIBHYIO aKTUBHOCTL u npyrux JHK-
3aBUCUMBIX (hepMeHTOB. 11 MpOBEepPKU 3TOil TUIIO-
Te3bl HCCIAENOBAHO BJIMSIHHME TeHUCTeMHAa Ha KOM-
IUIEKChI HykJeocoM ¢ epmeHTOM PARP1 — ceHco-
poM pas3priBoB JIHK, nHUIMupytommumM c60pKy KoM~
iekca penapauuu nospexaeHuii JJHK.
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Puc. 3. Bnusguue renucrenna (GEN) Ha cTpyKTypy KOpoBoii 061acTi HyKjieocoM. (a) — CxeMbl Hykieocom 2LN_ P, 2LN M
u 2LN_D, ommyaronuxcs mojoxXeHneM (hIyopeclieHTHBIX METOK (3Be3M0YKM) B KOpOBOit obiacth. (0)—(r) — E-npoduamn
HykieocoM 2LN P, 2LN_M u 2LN_D cooTBeTCTBEHHO A0 U Tocie nHkyoauuu ¢ 400 MKM reHucTenHa.

Panee Obl10 mokazaHO, 4YTO MpU OOpPa3OBaHUU
koMmiieKcoB PARP1 peopranusyer cTpyKTypy HYK-
JIEOCOMBI, YBEJIMYMBAsI PACCTOSIHUE MEXKIY COCEIHM -
mu cyniepsutkamu JJHK Ha okTaMepe rucTOHOB, UTO
IEeTEKTUPYETCSI KaK KOHIIEHTPAaIlMOHHO-3aBUCHMOE
MOSIBJICHUE CYOIOITYJISILIUM HYKJIEOCOM, KOTOPOil B
E-tipoduie cooTBeTCTBYET MUK C MAKCUMYMOM B 00-
smactn 3HadeHn E ~ 0.35—0.45 [40]. B cormacum ¢
3TUM pe3yJibTaToM B HacTosueil padbore PARP1 BbI-
3bIBaJl CXOOHBIE M3MEHEHUS B E-TIpopMIISIX HYKIIe-
OCoOM, CBS3bIBas Ipu KoHueHTpauuu 20 HM 4acTh
HyKjieocoM (puc. 5 a), anpu 40 HM — Bce HyKJI€OCO-
MBI (puc. 5 0). KoHlleHTpalluOHHO-3aBUCUMOE 00-
pa3zoBaHre KoMILIeKCOB HykKiaeocoM ¢ PARPI mon-
TBEPKIAIOT U JaHHbIEe 3JIeKTpodope3a B HATUBHBIX
yciaoBusax (puc. 5B). DaekrtpodoperpamMma CBUAEC-
TenabcTBYeT, uTo PARP1 oOpa3yeT HeCKOJIBKO TUIIOB
KOMILIEKCOB C HYKJIEOCOMOM (pHUC. 5B), KOTOPHIE, CO-
TJIacHO pe3yibTataM padoThl [40], oTamyaoTcs 9nc-
JIOM CBsI3aHHBIX MoJieKysI PARPI.

Metonom spFRET-MuKpockonuu yCTaHOBJIEHO,
YTO FeHUCTeUH Tpu KoHueHTpauu 100 u 200 MM
HE OKa3bIBAa€T CYIIIECTBEHHOrO BIUSHUSI HAa 00pa3o-
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BaHME U CTPYKTYPY KOMIUIEKCOB HyKyieocoMm ¢ 20 HM
PARPI, a npu koHlieHTpauuu reuucternHa 400 MkM
OH BbI3BIBACT 3aMETHbIe M3MeHEHUsI B E-Tipoduie
KoMILIeKcoB (puc. 5a). Mamenenust B F-nipoduiie
BKJIIOYAIOT B Ce0sl YMEHbIIIEHUE MHTEHCUBHOCTH ITH-
Ka B obnactu 3HadyeHUt E 0.35—0.60 v mosBiIcHUE
HOBOTO ITMKa ¢ MakcuMyMoM E = 0.8. AHanorndabie
n3MeHeHus1 B E-ipoduie HabMomaau mpyu KOHIIEH-
Tpauusix reHucrenHa U PARP1, cooTBeTcTBEHHO
400 MmxM u 40 HM (puc. 56). C yuyeToM omyOIMKO-
BaHHBIX paHee TaHHBIX [40] 1 JaHHEBIX 37eKTpodope-
3a (puc. 5B) 9TU U3MEHEHUSI MOKHO WHTEPIIPETUPO-
BaTh KaK CHIDKEHUE B MPUCYTCTBUU BBICOKOIT KOH-
HEeHTpallMM  TeHUCTEeMHa  JOJM  KOMILIEKCOB
HYKJICOCOM, CBSI3aHHBIX C HECKOJIBbKMMU MOJIEKYJa-
mu PARPI1. Ha 3To yka3bIBaloT yMEHBIIICHUE KA C
MakcuMyMoM B obiract £ ~ 0.45 (puc. 5a,0) u xa-
pakTepHbIC U3BMEHEHUS B dJIeKTpodoperpamme (puc.
5B). OMHOBPEMEHHO B paCTBOPE YBEIUUIMBACTCS JOJISI
CBOOOIHBIX HYKJIEOCOM, Ha YTO YKa3bIBAaIOT JaHHEIC
anekTpodopesa mpu 40 HM PARP1 B npucyrcrBumn
200 v 400 MxkM reHucteuHa (puc. 5B), TIpU Ya-
CTUYHOM COXpaHEHUM OOpa30BaHUSI KOMILIEKCOB
HYKJIEOCOM C ofiHOI MoJjiekyioit PARP1 (puc. 5a—B),
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TFRETI%'

na H1.5-
XPOMATOCOMBI

HlS

Cxema

HyksieocoM 2LN_O, MmeueHHbIX B oosactu tuHKepHoit JIHK. TTonoxenus ¢uryopeclieHTHBIX METOK TTOKa3aHbl 3BE€3I0YKaMU.

©) —
reHucrernHoM (100 MxkM). (B)
JHK. (r) —

E-nmpodounu Hykneocom, H1.0-xpomatocom (cimeBa) m HI1.5-xpomaTocom (crpaBa) OO U TIOC/IE WMHKYOAlUU C
— CxeMa, TTosICHSTIoIIasl BJIMSITHUE TEHUCTEWHA Ha CTPYKTYPY HYKJIEOCOM B O0JIaCTH IMHKEPHOI
CxeMa, TIOSICHSIIONIAsI CTPYKTYpHBIe U3MeHEeHUsT B obactu auHKepHoit JIHK mpu o6pazoBanum H1.0- 1 H1.5-

XpoOMaToCOM U OTCYTCTBUE BJIIMAHUA TCHUCTCMHA HA 3TU XPOMATOCOMBI.

IUIST KOTOPBIX B E-IIpOMIIAX XapaKTepeH MUK ¢ MaK-
cumymoMm E ~ 0.8 [40]. TakuM oO6pa3oM, TeHUCTENH
MPpY BBICOKOM KOHIIEHTpALIMU 3aTPYIHSIET 00pa3oBa-
HHe KOMILIEKCOB HyKjieocoM ¢ PARPI1.

O6pa3oBaHe KOMIUIEKCOB C HYKJICOCOMHOI

JHK aktuBupyer PARP1 u B npucyrctBun NAD*
BeneT K nojn-AP-pubo3nIMpoBaHUIO THCTOHOB U
camoro PARP1 [40]. YBennyeHMe ynciia U UIMHBI
nerodyek Toanu-AJP-prubo3sl, TPUKPETUICHHBIX K
depmeHTy, criocoocTByeT auccouuauuu PARP1 u
BOCCTaHOBJIEHUIO UCXOJHOM CTPYKTYpPbl HYKJIEOCOM,
COOpaHHBIX HA JOHOPHOM XpOMaTUHE U3 3PUTPOILIU-
TOB Kyp [40]. AHaJIOTUYHO B cllyyae HYKJIE€OCOM, CO-
OpaHHbBIX Ha OKTaMepe PEKOMOWHAHTHBIX THCTOHOB

JeJioBeKa, NAD ™" -3aBucumoe aBTOo-nonu-Add-pu-
ooswnupoBaHue PARP1 mpuBoauT K yBeIWYEHUIO
JIOJIU CBOOOTHBIX HYKJIEOCOM (pUC. SB) U MOSBICHUIO
B E-tipodmiie mnka ¢ MakCuMymMoM B oonactm 0.70—
0.75, KOTOpBI CBUAETENHCTBYET O BOCCTAHOBJICHUU
UCXOJHON CTPYKTYpbl Yy 4YacTU HYKJIEOCOM MOCe
nuccouuanuu PARPI1 (puc. 56). IIpu atom B obna-
CTM HU3KUX 3HauyeHuil £ HabawomaeTcsl MUK, KOTO-

pBIi1 yKa3bIBaeT Ha TO, YTO YaCThb HYKJIEOCOM B TPO-
necce nonnu-AJdP-pubo3nanpoBaHusl MOABEPraeTCs
CTPYKTYPHBIM TIepecTpoiikaM, MPUBOASIIMM K 3Ha-
YUTEJIbHOMY YBEJIMYEHUIO PACCTOSTHUSI MEXIy Cy-
nepBuTKaMu HykiaeocomHoi JIHK B obiacTir pacmo-
JIOXXEHUS METOK, BO3MOXXHO, OTKPYYUBAHUIO HYKJIE-
ocomHoit JHK or okramepa THUCTOHOB. OTu
CTPYKTYPHbIE U3MEHEHUSI OOHApYKeHbI JJIs1 HyKJie-
0OCOM, COOpaHHBIX Ha PEKOMOMHAHTHBIX TMCTOHAX
genoBeka (puc. 50), 1 He HaOJIIOJAIMCh ST HyKJIe-
OCOM, COOpaHHBIX Ha JOHOPHOM XpOMaTUHE U3
aputpoluToB Kyp [40]. Bo3MOXHO, OTCYyTCTBUE TTO-
CTPaHCJISILIMOHHBIX MOAUMUKALIMIT B PEKOMOMHAHT-
HBIX THCTOHAX CITOCOOCTBOBAJIO Oos1ee 3(P(PeKTUBHO-
My ToJn-AP-prOO3UINPOBAHUIO IO HEKOTOPBIM
caliTaM THCTOHOB, YTO B UTOTE BbI3BAJIO PEOpPraHu3a-
1IAIO CTPYKTYPbl OTPAHUYEHHO CYyOIOMYJISILIMU HYK-
JIEOCOM.

B cnygae BHeceHUS NAD"' B pacTBOpP C KOMITJIEK-
camu <«reHuctemH—Hykieocoma—PARPI» E-mpo-
GMITL MeHsIETCS HEe3HAUNTENIbHO, a 3(PPEKTUBHOCTD
00pa3oBaHus IMHHBIX Noau-AP-prubOO3HBIX 1ie-
Mei, Kak ToKa3biBaloT JaHHbIe BECTEpH-OJOTTUHTA,
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Puc. 5. Uzyuenue Bnusuusi renuctenHa (GEN) Ha oOpa3oBaHue u cTpykTypy KomruiekcoB «PARP1—nHykineocoma» u Ha
cnocobHocTh PARP1 k monu-A1®-pubosuiupoBaHuio. (a) — E-poduin HyKJIEOCOM U KOMILIEKCOB HykKJieocoM ¢ PARP1
(20 HM) nmo m mocne wHKy6auuu ¢ reaucrenHoMm (100, 200 u 400 MmxM). (6) — E-mipodwim HYKJIEOCOM M KOMIUIEKCOB
HykieocomM ¢ PARP1 (40 HM) no u nocie uHky6auuu ¢ 400 MkM reHucrerHa u/wiv 20 MKM NAD™. (B) — AHanus
aneKTpO(bopeTW{CCKOI/I MOIBMKHOCTU KOMIUTIEKCOB HyKJieocoM ¢ PARPI1 mo w mocne mHKyGammm ¢ TeHUCTEMHOM /WU
20 MkM NAD™. (r) — BectepH-0110T ¢ ucnosb3oBanreM aHTUTed 10H Ha monu-Ald-pubo3y 1ist KOMILIEKCOB HyKJIeOCOMa-
PARPI1 B nipucyrcteur NAD™ 10 1 rociie MHKy6aImm MHKYGAINY ¢ TeHUCTENHOM: OpoxKa / — HykieocoMmsl + PARPI +
+ NAD+ IOpOXKKa 2 — HYKJIEOCOMBI + 400 MxM renucrenHa + PARP1+ NAD+, nopoxka 3 — HykieocoMbl + 200 MKM +

+ renncrenHa + PARP1 + NAD™, noposxka 4 — GeKoBbIe MAPKEpBL.

CHMXaEeTCs TI0 CPAaBHEHUIO C KOMIUIEKCAMM «HYKJIe-
ocoma—PARPI1» B oTcyTcTBHE reHUCTeMHA (puUcC. 5T).
OTMmeTuM, 4YTO OOpa3oBaHME IIOJMMEPOB IIOJIU-
AJ1®-pr6036I M3ydaar ¢ TOMOIIBIO MOHOKJIOHATh-
HeIX aHTUTeN 10H, KOoTOpHIe CBSI3BIBAIOTCS C TTOJINUME-
pamu ginHoi 6ojtee 10 octatkoB AJIMD-pr6o3s! [41].
OmHa 13 BO3MOXKHBIX IPUYNH CHIKEHUS 3(PhHeKTUB-
HocTu mnoau-A/lD-pubo3uInpoBaHus B IPUCYT-
CTBUM TEHUCTEMHa — 4YacCTUYHOE WHTUOUpPOBaHUE
oOpazoBaHus KoMmiuiekcoB PARP1 ¢ Hykineocomamu.

OBCYXIEHWE PE3VJIBTATOB

I'eHucTenH gBAsETCS TPEACTAaBUTENIEM OOJBIION
TPYMIlbl OMOJIOTUYECKU aKTUBHBIX MOJM(DEHOJOB,
crocoOHBIX B3anMopeiictBoath ¢ JJHK. I1poBoau-
Mble HaMU uccienoBaHus [34, 42—44] noka3bIBaloT,
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YTO TOJUMEHOJBI MOTYT 3HAUYMTEbHO OTJIMYATHCS
MO BO3IEHCTBUIO Ha XpoMaTUH. Tak, moarudeHOJ bl
KBepueTuH U rajiar snurauiokarexuHa (EGCQG)
IpyY MUKPOMOJISIDHBIX KOHLIEHTPALMSIX BBI3bIBAIOT
obpaTtumMoe oTKpyyuBaHue HykjaeocoMHoil JTHK ot
OKTaMmepa T'MCTOHOB, HE BbI3bIBasl P 3TOM JUCCO-
MaInio HyKJieocoM. OCHOBHBIM TUIIOM B3auMO/Ieii-
crBus kBepuetuHa 1 EGCG ¢ IHK sinsteTcs ux nH-
TepKaJISIINsI MEXIY ITapaMy ocHoBaHUM [45—48].

I1o BO3meCTBUIO HA CTPYKTYPY HYKJIEOCOM T€HU-
CTEeWH TTOXO0X Ha Mo EeHOJ PECBEPaTPOII, KOTOPHIM
TaKke HE BIMSET Ha CTPYKTYPY KOpPOBOM 006acTu
HYKJIEOCOM, HO COJIIDKaeT CIUpaii JMHKEPHOM
JdHK [42]. U3BecTHO, UTO pecBepaTpOJI CBI3BIBAETCS
B y3Kkoii 6oposnke [IHK [49—51]. ['eHucTenH oTau-
YaeTcs 10 BO3AecTBUIO Ha XxpoMaTocoMbl oT EGCG,
KOTOpbIil BBbI3BIBAET 3HAUUTEJbHBIC U3MEHEHUS B
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CTPYKType XpoMaTOCOM B JIuHKepHo obnactu JHK
IPY MUKPOMOJISIPHBIX KOHILIEHTPAIUIX, HO TAKXKE He
OPUBOIUT K AWCCOLMALIMM JIMHKEPHBIX TMCTOHOB
[34].

IlonydyeHHBIE JaHHBIE MO3BOJISIIOT MPEAIIOI0-
KUTbh, 9TO TUII B3aumoaeiictBus noaudenona ¢ JHK
MOXKET OIIpeNessTh XapakKTep ero BO3AEHCTBUS Ha
xpoMaTuH. IloaupeHonbI-uHTepKaIITOPHI, IO-BU-
IVMOMY, CIOCOOHBI PEOPraHM3OBBLIBATH CTPYKTYPY
HYKJIEOCOM M XpOMaTOCOM B XpoOMaTHHE, a ToJinde-
HOJIBI, CBSI3bIBaKOLIMeCs B y3Koi bopo3ake JJTHK, Ha
CTPYKTYPY HYKJIEOCOM 1 XpOMAaTOCOM BJIMSIOT CJIa0o0.
B T0 ke Bpems oba Tura moangeHoJI0B BCIIEACTBHUE
B3anmoneiicteusi ¢ JIHK wMoryr MomynupoBaTh
(YHKIIMOHAIBHYI0O aKTUBHOCTH SIIEPHBIX OEIKOB,
cesasbiBaroiuxcs ¢ JIHK. Hanmpumep, EGCG, He me-
mas cesa3biBaHu0 PARP1 ¢ Hykieocomamu, rmogas-
ngeT nonn-AJ®-prubo3naupoBaHue COCeTHUX Oen-
KOB[52], HO He BiugeT Ha noaun-AJld-pubo3nnpo-
BaHue camoro PARPI1 [34]. MccrnenoBaHHbBIN HaMU
TeHUCTEMH MOXET OCHalJsITh B3aUMOIECTBHUE
PARPI ¢ IHK, Tem cambIM 3aTpymHsIsl paclio3HaBa-
Hue nospexaeHuii JIHK stum hepmMeHTOM U UX T10-
clienylolnylo penapanuio. Bo3amMoxHO, 4TO BO3meii-
CTBME T€HUCTEMHA Ha paKOBbI€ KJIETKU, IPU KOTO-
poMm HabOmogaeTcss obOpazoBaHue paspbiBoB JIHK,
OTYACTHU BBI3BAHO 3TUM CBOMCTBOM mojMpeHoIa 1
SIBJISIETCSI OTHOM M3 MPUYUH T€HUCTEUH-UHIYLIUPO-
BaHHOTIO anornTo3a [12, 22].

ITonyyeHHbIE JaHHbBIE CBUAETEIbCTBYIOT, YTO OT-
JIMYMsI OMOJIOTMYECKM aKTUBHBIX ITOJM(MEHOIOB I10
CTPYKTYpEe MOTYT pa3HOHAIpaBJICHHO U3MEHSITh Xa-
pakTep MX B3aMMOICICTBUS C XpPOMAaTUHOM U SIIEP-
HBIMHM O€JKaMM, 4YTO IIpemOoIIpeAcisseT HeoOXOomau-
MOCTb JIeTaJIbHbIX MCCeIOBAaHUM TaXe OYeHb OJIMn3-
KMX T10 CTPYKTYpe MoanceHOJ0B.
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Influence of Genistein on the Structure of Nucleosomes and Formation
of Complexes With PARP1

T.V. Andreeva*, A.V. Efremenko**, A.V. Feofanov*> **  A.V. Lyubitelev*, A.N. Korovina*,
V.M. Studitsky*> *** N.V. Malyuchenko*

*Faculty of Biology, Lomonosov Moscow State University, Moscow, 119234 Russia

**Shemyakin-Ovchinnikov Institute of Bioorganic Chemistry, Russian Academy of Sciences, ul. Miklukho-Maklaya 16/10,
Moscow, 117997 Russia

***Fox Chase Cancer Center, Philadelphia, Cottman Ave. 333, Philadelphia, PA 19111, USA

The plant-derived polyphenol genistein has high biological activity, which stimulates the study of its applica-
bility for the prevention and treatment of cancer, cardiovascular and neurodegenerative diseases. Given the
ability of genistein to bind DNA, the present work examined the interaction of genistein with chromato-
somes, nucleosomes, and nucleosome complexes with poly(ADP-ribose) polymerase 1 (PARP1). It has been
established that over a wide range of concentrations, genistein does not affect the structure of nucleosomal
DNA, but at high concentrations it causes a change in the structure of linker DNA, bringing DNA helices
closer together. In chromatosomes, genistein does not cause dissociation of linker histone and changes in
conformation in the region of linker DNA. At high concentrations, genistein hinders the formation of nucle-
osome complexes with PARP1.
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M3ydyeHune HU3KOI030BBIX 3(PPHEeKTOB aKTyaIbHO B CBSI3U C paclIMpPEeHUEM PaiiloHOB C aHTPOIIOTeHHOM Ha-
rpy3koii. Topuit — onquH U3 OHOOOPA3YIOIIMX JIEMEHTOB B IMPUPOIHBIX 3KOCUCTEMAX, ero CoaepkaHue
MOKET IMOBBIIIATHCS B OKPYXKaIoIell cpelie B XoIe JOOBIYM MPUPOIHBIX pecypcoB U padoThl TOLI. OcoObbrit
MHTEpEeC MPeACTaBISIOT 6103 dEeKTH TOPUS B TPUCYTCTBUU TYMUHOBBIX BEIIIECTB — MPUPOTHBIX JETOKCH -
KaHTOB. Llenbio paGoThI SABJISIETCS BBIIBIEHUE HEUTpaau3ylolero 3¢ dekra T'yMUHOBBIX BEIIECTB B YCJIO-
BUSIX HU3KOI030BOTO Bo3neiicTBust Topusi-232 (< 0.04 I'p). B kauecTBe MOAEIbHOTO OMOJIOTMYECKOTO 00b-
eKTa BbIOpaHa OMOJIIOMUHECIIEHTHAs cucTeMa (pepMEHTAaTUBHBIX peaKinii, BKIIIoUYaloliasi 6akTepuabHYIOo
nmotmdepasy 1 HAI(®)H:@MH-okcunopenykrasy. BeisiBieHa akTUBalMsI OMOJIOMUHECIICHIIUM Ha Ha-
YaJIbHOM 3Tamne Bo3naeiicTBus Topusa-232 (mo 50 MUH) U yBeJIMYEeHUE CoAepKaHUSI aKTUBHBIX (hOPM KHMCJIO-
pona niocyie 50 MUH ero Bo3zaeiicTBus. [TokazaHa CBSI3b MTHTEHCUBHOCTH OMOTIOMUHECIICHIIMM U COolepXKa-
HUSI aKTUBHBIX (popM Kuciopoaa (KoadduuueHt koppensiiuu —0.86). [IpucyrcTBrie 'yMUHOBBIX BEILICCTB
HEUTpaM3yeT akTUBUPYIOIIIee NeCTBUE TOPUSI U YMEHbBIIIAET COiepXXaHUe aKTUBHBIX (hOPM KMCIIOpoIa 10
KOHTPOJILHOIO 3HauYeHus. [IponeMoHCTprpoBaHO BAMSHYE T'YMUHOBBIX BelllecTB Ha ckopocTh HAJIH-3a-
BUCUMOTO (hepMEHTATUBHOTO pefoKc-Tipoliecca. [TojlydeHHbIe pe3ybTaThl BHOCST BKJIAA B TIOHUMaHUE
MOJIEKYISIPHBIX MEXaHU3MOB BO3[ECTBUS TOpuUsi-232 M HEUTpalIu3aluy ero BIUsSHUS Ha (hepMeHTaTUB-

HbIC ITPOLICCCHI.

Knroueevie cnosa:
2YMUHOBbLE Belecmed, AKmuHble opmbl KUCA0POOa.

mopuii-232, 6uosromuHecueHyus,

hepmenmamugHblii.  Ouomecm, paduoOnpomexKyus,

DOI: 10.31857/50006302924030034, EDN: OGGZWU

Bo3zaeiicTBue HU3KOM030BOTO OOJIyYeHUs Ha XKU-
BbIe OPraHMW3MBbl B HACTOSIIEe BpeMsl TIPEACTaBIISICT
0COOBI MHTEpEC B CBA3M C paclpOCTpaHEHUEM pa-
IMOAKTUBHOTIO 3arpsisHeHus [1]. [IpooyKThel pacmaga
PaaoOaKTUBHBIX 3JIEMEHTOB MOTYT BO3IACUCTBOBATh
Ha COMNpSDKeHHbIE XUMUYECKHWe M OuojIoruvyeckue
MpOoIEeCChl B MPUPOAHBIX IKOCUCTEMAaX; 3TU MpPOoIeC-

Cokpawenus: PMH — dnaBunmononykineorna, ADK — ak-
TUBHBIE (OpMBI Kuciiopoga, I'B — rymMumHOBBIE BellecTBa,
KPAB — KOMIUIEKT peaKTUBOB ISl aHATMTUIECKOM OMOTIOMU-
HECLEHIIUH.

Cbl COITPOBOXKIAIOTCA €CTCCTBCHHLBIM M3MCHCHUHEM
OajlaHCa SKOCHUCTEMBI B LICJIOM.

Topuii-232 mpencrasisgeT co0OM IIPUPOTHBINA
ambda-n3nydarenb. OH IBIsSETCI OJHUM M3 HanMOO-
Jiee paCIpoCTpaHEHHBIX paMOaKTUBHBIX (hoHOOOpa-
3YIOLIUX 3JIEMEHTOB B MPUPOJHBIX 9KOCUCTeMax [2].
IIpuponHbBIii TOpUiT — MITKHI cepeOpUCTO-OeITbI
MeTaJlJI, OH COAECPXKUTCSI B CJIEIOBBIX KOJIMYECTBAX B
OpUPpOIHBIX hocdaTax, MOJUOKCUAAX U CUJIMKATAX.
B Hacrosiiiee BpeMsi TOpuii paccMaTpuBaeTCs Kak
MEPCIIEKTUBHBIA SHEPTETUYECKUNA MaTeEpUAIT; OH SIB-
JISIeTCsl SIIEPHBIM TOTUIMBHBIM ChIPbEM, MPHU TIOTJI0-
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IIEHWUW HEUTPOHOB MpeBpalaeTcs B ypaH-233, KOTo-
pbIii, B CBOIO ouepelb, SIBISIETCS OCHOBOM ypaH-TO-
pHEBOro TOIUIMBHOTO LMKIIA [3, 4].

Topuit ”MeeT HeCKOJIbKO U30TOITOB, KaK MPUPO.-
HBIX, TAK U UCKYCCTBEHHBIX;, BCE€ OHU SIBJISIIOTCSI pa-
OTUOAKTUBHBIMU. [IpUpPONHBINA TOPUIL CONEPKUT
2 uzoToma: Topuii-232 — HauboJiee pacIpoOCTpaHEeH-
Has ¢opma TOpHUS, HAOJTOXMBYIIUN MaTepUHCKUIA
WCTOYHUK ajibda-u3aydeHus (BpeMs mojypacrana —

1.4-1010 JIET), pOolOHAYaJbHUK PaJMOaKTUBHOTO Ce-
MeicTBa TOpus; BTOPOd M30TON — TOpUii-228, Haxo-
JSIIIUICS B paBHOBECUM C TOpueM-232, TakKe SIBJISI-
eTcsl anbda-nu3yJyaTesieM ¢ MepUoaoM Toaypacnana
1.91 rona [5].

OnacHOCTb TOPUS KaK BHELTHETO UCTOYHUKA ajlb-
(¢a-u3nTydeHUsT HEBBICOKA, HO, MOCKOJBKY TOPHUN
MpPUCYTCTBYET B BO3[yXe, BOJE, IIOUBE U OMOJIorhye-
CKUX MaTepuaiax, CyleCTBYET PUCK €TO TTOMaIaHus
B OPTaHU3M BO BpEMSI MpUEMa MUIIUA WA TPU KOH-
TakTe ¢ Koxeil. MHKoOpmopupoOBaHHBIN TOpUIA KaK
TUMWYHBINA anbdha-usiydyaTeab MpeacTaBisieT 00Jib-
11IYI0 OMACHOCTb JUJISl XXUBOTO opraHusma. [lonanas B
KPOBb, OH MOXET MPUBECTHU K 3a00JIeBaHUSIM KPOBe-
TBOPHOI CHUCTEMbl U K OOpa3oBaHMIO creluduie-
ckux omnyxoJyieii. PaiuoHyKIua BBICOKOTOKCUYEH U
UMEET TEHICHUMWIO K HAKOIUICHUIO B TKaHIX Opra-
Hu3Ma [6, 7].

IToBBIIIECHHOE BHUMaHWE K BO3JIECHCTBUIO TOK-
CUYHBIX BEIIIECTB Ha BOOHYIO 9KOCHUCTEMY 1 YeJI0BEKa
MPUBEJIO K MCIIOJIb30BAaHUIO YYBCTBUTEIBHBIX Opra-
HM3MOB B KayeCTBe OMOMHIMKATOPOB IS MOHUTO-
pUHTa W YIIPaBJICHUS 3arpsSi3HEHUEM OKpPYXKaIoIIeH
CpEJbl.

MuKpoopraHu3Mbl SIBJISIIOTCSI OCHOBHOM U MpPO-
CTeiileil 4acThl0 BOJHBIX 9KOCUCTEM, BHOCSI 3HAYM -
TEJIbHBIN BKJIaa B OaJlaHC 9KOCHUCTEMEBI, a UX (hbU3H0-
JIOTMYECKUE MoKa3zaTeJIM CIy>KaT MHAMKATOpaMu CO-
CTOsIHMSI 611ocephl B LieJ10M. bruomoMuHeCLIeHTHBIS
CHCTEMBbI, OCHOBAHHBIE Ha CBETSIIMXCS OaKTEePUSIX,
SIBJISTIOTCSI YIOOHBIMM OMOOOBEKTAMU JIJIST U3YYSHUS
TOKCUYHOCTU BOIHBIX cpen [8—15], a Takke 61010~
rudeckux apdexros paguanuu [ 16—18].

O MOHMTOPMHTA TOKCHUYHOCTH OKpYXKaloIIeH
Cpelbl IIMPOKO paclpocTpaHeH (epMeHTATUBHBIN
OMOJIIOMUHECIEHTHBI OMOTEeCT, OCHOBAaHHBIII Ha
CHCTEME IIBYX COIPSIKEHHBIX (DePMEHTAaTUBHEIX pe-
aKIIMii, OMHA U3 KOTOPBIX — peaKIyvs, KaTaIu3upye-
Masi 6akTepuaibHOU Mouudepaszoil. [TpuHIMNI JT10-
nudepa3HbIX OMOTECTOB 3aKIIIOUAETCSI B OOHapyKe-
HUM  WHTHUOUPYIOIIMX  CBOWCTB  TECTUPYEMBIX
BEILIECTB U CMeCei Mo UX BAUSIHUIO Ha OUOJIIOMUHEC-
IEeHTHBIE (hepMEHTAaTUBHBIC PEaKIIMU, YTO TTO3BOJIS-
eT OoJiee MeTaTbHO WM3YYUThb MEXaHWU3M JIeHCTBUS
TokcukaHTa [19]. buomtomMuHeclieHTHasi Oudep-
MEHTHas CHCTeMa BKJTIOYaeT ABe (hepMeHTaTUBHEIE
peakimu:

q)MH+HA,HH HAJ(®)H:®MH-okcunopeiyKkrasa CDMHH7+ HAHJr, (1)
®OMH-H +RCHO+O0, —moundepasa__y NfH+RCOO~ +H,0 + hv. (2)

B pesynabrare peakuuu (1), Kartaiusupyemoii
HAJI(®)H:@PMH-okcunopenykrazoii, MpouCXoauT
BoccTaHOBJIeHUEe (iaBUHMOHOHYKJIeotnaa (ODMH)
C TTOMOIIbIO BOCCTAaHABIMBAIOIIIETO peareHTa — BOC-
CTaHOBJIEHHON (OpMbl HMKOTUHAMUAANCHUHIM-
nykieoruna (HAIH). ITpu stom HAJIH niepexonut
B OKUCJICHHYIO (hOpMY HUKOTUHAMUIAACHUHINHYK-

JleoTrIa (HAI[+), nepenabast monekyie @MH mpo-
TOH ¥ JIBa 3JIEKTPOHA, C 00pa30BaHUEM JETIPOTOHM-
poBaHHOIT (POPMbI BOCCTAHOBJICHHOIO (hJIaBUHMO-

HoHykJeotuaa (PMH-H™).

Peakius (2), xatanusupyemasi Joludepasoi,
SIBIISIETCS] OMOJIIOMUHECIICHTHON. B 3Toit peakimu
BOCCTAHOBJIEHHbI! (bJJTABUHMOHOHYKJIEOTUIL U ajlv-
datnyeckuii anpaerua (RCOH) okucasiroTest Kucio-
pomom Bo3nyxa. B pesysbrare peakiiuu ucmyckaeTcs
KBaHT cBeTa. [Ipu 5TOM HaGIIOmaeTcs IIUTEIBHOE
CBedeHUEe, 0OYCIIOBIIEHHOE MHOXECTBEHHBIMU 000-
poramu pepMeHTa.

B HacTosiiiee BpeMs1 onurcaHHas OakTepuaibHas
OudepMeHTHasI CUCTeMa aKTUBHO MCIIOJb3YyeTCS B
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OUOJIIOMUHECIEHTHBIX aHalliu3aX B 9KOJOTUU, CEb-
CKOM XO3STICTBE M Apyrux ooaactsax [20—22].

Bronornueckue 3cdexThl HU3KOA030BOM paaua-
LIMM B HACTOsIIIee BpeMsl CBSI3bIBAIOT C 0Opa30BaHU-
€M aKTUBHBIX (popM Kucinopona (ADK) [23, 24]. ITox
TEPMUHOM «aKTHBHbIE (DOPMbI KMCIOPOJa» TIOHUMA-
IOT COBOKYITHOCTb B3aMMOIIPEBPALLAIOIINXCS peak-
LIMOHHOCMOCOOHBIX (pOopM Kucjiopoaa [25], y KoTo-
PBIX TIEPUOIBI MOJIYIPEBPAIIeHNUST HAXOASTCS B AUa-
Ma30He OT HAHOCEKYHI 0 4acoB [26]. Dtu dbopmbl
MOTYT BO3HMKATh BO MHOTUX XMMUYECKMX U OMOJIO-
TMYEeCKHUX IIpoleccax B BUAE MOJIEKYJ, HOHOB U CBO-
6onHbIX pagukanoB. K rpynme AD@K otHocsTCS Cy-
nepokcuy aHuoH-panukai (O, —), IEPOKCUL BOIO-
pona (H,O,), rumpokcwibHblii pagukan (‘OH),

CUHTJIETHBIN KMCJIOPO., (102), runioxsoput (HOCI),
ruaporniepokcuibHbiil pagukan (HOO-), a Takxke
okuch azota (NO) u nepokcuHuTpuT (ONOO—), 06-
JIaJalolie BLICOKOM OKMCINTEIbHOM aKTUBHOCTBIO.

TpamumuonHo ADK paccMaTpUBarOTCS KaK UHU-
LIMATOPbI OKUCIUTETBLHOTO CTPECCa U MOBPEXICHUIA,
YTO MPUBOAUT K M3HOCY TKaHEil U OpraHoB, cTape-
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HUIO U 601e3HsIM [24]. ADPK MoCTOSTHHO TeHepupy-
IOTCSI, UBMEHSIIOTCS U MOTPEOIISIIOTCS BO BCEX XKUBBIX
opraHu3Max B pe3yjbTare Ux adpoOHOro yHKIIMO-
HupoBaHUs. CylIeCTBYIOT HaHHBIE O TMOJOXUTEb-
HoM BiustHIU ADK Ha dusnonoruio. [Tokazano, 4to
B HU3KMX U yMepeHHBIX no3ax ADPK croco6eTByIOT
PeTYJISIIU KU3HEHHO BaXXHBIX (PU3UOTOTMYECKUX
¢dyukumit [3]; OHM OTBETCTBEHHHBI 3a IIpoardepa-
U0, MUTpauio, TuddepeHINPOBKY U META00JIMU3M
[27, 28]. UX ponu 3HAYUTEBHO PA3JINYaIOTCS B 3aBU-
cuMocTu oT TunoB ADK, peakiinii, B KOTOPbIX OHU
Y4acTBYIOT, U MOJIEKYJI-MUILIEHEH, C KOTOPbIMU OHU
pearupyot. B ouonornueckux mpoueccax ADK gB-
JISIIOTCSI €CTeCTBEHHBIMM TMOOOUYHBIMU MPOAYKTaMU
METa00IUYECKUX OKUCITUTENbHBIX MPOIIECCOB U UT-
paroT BaXXKHYIO POJIb B Iepeaaye KJIeTOYHOTO CUTHaJIa
u roMeocTtase. Yuactue ADK B 6nosddexrax HaHO-
CTPYKTYP Pa3HOTO THUIIA B HACTOSIIIEE BpeMs aKTUBHO
uccnenyercs [29—31].

M3BecTHO, UTO paIMOaKTUBHBII paciiaa B BOTHBIX
pacTBopax NpUBOIUT K obpazoBanuio ADK [32—34],
KOTOpBIE MOTYT BO3JIEMICTBOBAaTh Ha OOUTATEJICi BOJI-
Holi cpenpl. CyllecTBYeT B3aUMOCBSI3b MEXIY COllep-
xkaHneM ADK B pagroakKTUBHBIX PAaCTBOPaX U U3Me-
HeHueM (u3nogorndeckux (pyHKIIMN OpraHU3MOB.
Tak, B paborax [33—36] paccMmaTpuBaiack poib ADK
B BO3IEUCTBUSIX PAIMOHYKINIOB Ha JIIOMUHECIIEHT-
HBIE OaKTepn U NX PepMEHTATUBHBIC PEAKIINH.

B pa6orte [37] ObUIO U3YYEeHO BIMSIHME PaTUOHYK-
JInaa TOpUsl Ha OUOJIIOMUHECIEHIIMIO MOPCKUX OaK-
Tepuii U ux (pepMeHTaTUBHYIO cucTeMy. bplio moka-
3aHO, YTO HUTpAT TOPUSI YMEPEHHO aKTMBUPOBAI
OUMOIIOMUHECIHIEHIINIO OakTepuii U (pepMeHTaTUB-
Hylo cucteMmy. (1o 50%) mpu MaJbIX ITO3axX BO3IEi-
ctBus ( < 0.1 I'p). IToMumo 3TOro0, B yCIOBUSIX IKCIIE-
PUMEHTOB HabJI01a7I0Ch CHUXKEHUE COIepXKaHUS aK-
TUBHEBIX (DOPM KHMCJIOPOAA.

buosnoruueckue peakuuud Ha OOJydyeHUE MOTYT
MEHSITbCSI B 3aBUCUMOCTHU OT MOJIEKYJISIPHOTO OKpY-
KeHusl. JlobaBjieHUue OpraHNYeCKUX MOJICKYJI MOXET
U3MEHSTh MOHHOE U PaJuKaIbHOE COCTOSIHUS BOJ-
HbIX PacCTBOPOB ajibdpa- 1 OeTa-n3ydarolmux n30To-
OB, U3MEHSISI TEM CaMbIM OKPY>XEeHHE BOTHBIX O0U-
TaTeneil u, ciaeaoBaTeIbHO, X PeaKLIM Ha paCTBOPbI
pagroHykauaoB. I'ymuHoBeie Bemecta (I'B), mpo-
JIYKTbl €CTECTBEHHOM OKMCIUTEIbHOI TpaHChopMa-
1IMU OpPTaHUYECKUX BEIIECTB B MOYBE U JOHHBIX OT-
JIOKEHUSAX, SIBJISIIOTCSI Ba>XHBIMU KOMITOHEHTAMU
OKpY:Kalollleil cpeabl U 3eMHOI KOpbl B L1eJJoM. OHU
OKa3bIBAIOT pelllaloliiee BIMsSHME Ha Ha3eMHbIE KO-
CHUCTEMBI, T.K. BO3ICHCTBYIOT Ha CJIOKHBIC XMMUYE-
cKue mpoliecchl B TouBe [38], a TakxKe peryjiupyror
r1o6abHbIE 1MKJIBI YIJIEpOoJia U a30Ta, POCT pacTe-
HUf 1 MukpoopranuismMon [39]. I'B comepxarcs B
nouBe (60%), Boge M BO3MyXe, COOTBETCTBEHHO B
TBEPIAOM COCTOSIHWU, B BUJI€ PACTBOPOB U a3PO30JIEA.
OCHOBHBIMU Ha3eMHBIMU McTOYHMKamu I'B sgBis-
IOTCSI IPUPOAHBIE PYIbl, TOP®, IUTHUT.

POXKKO wn np.

I'yMuHOBBIE BellleCcTBa U3BECTHBI KaK MPUPOIHBIE
HeUTpaan3aTopbl TOKCUYHOCTU 3arpsi3HSIONIUX Be-
miectB. MIx crmocobHOCTh NETOKCULIMPOBATh BOIHbIE
pacTBOpPHI SIBISIETCS MPEAMETOM MHTepeca ISl UC-
ciienoBaTeseil. ['yMrHOBBIE BelllecTBa MPEACTaBISIOT
CcO0O0i cynpaMoJIeKyIsIpHble CTPYKTYPbl T€TepOreH-
HBIX MOJIEKYJI, COCTOSIIIIMX U3 CaXapoB, SKMPHBIX KUC-
JIOT, TIOJIUTIETITUIIOB, aJiu(aTuyecKux Lierneil u apo-
MaTUYECKUX KOJIEell, YAEeP>XXUBAEMbIX BMECTE TUIPO-
(oOHBIMU B3aMMONEHCTBUSIMU U  BOJOPOIHBIMU
ces3samu [40]. IIpenmonaraercst, YTo paguOIIPOTEK-
TopHBI 3 dekT I'B cBsI3aH ¢ X KOMITIIEKCOOOPa3yIo-
IIUMU U OKWUCIUTEIHbHO-BOCCTAHOBUTEIbHBIMU CITO-
COOHOCTSIMU, TIPUBOASIIIIMMU K CHUXXEHUIO KOHIIEH-
TpallMi CBOOOMHOTO TOKCHYECKOTO COEAVMHEHUS B
BOIHBIX pacTBopax [41, 42]. Kpome Toro, I'B crioco6-
HBI MHTeHCU(ULIMPOBaATh (U3NOJIOrnIecKue (QyHK-
1LIMU OPTaHU3MOB, TIO9TOMY B IMOCJIETHEE BPEMS UX A€~
TOKCULUPYIOIINA 3 deKT paccMaTpuBaeTcsl Kak 00-
Jiee CJIOXHBIA, WMEIOLIWNA [IBOMHYIO IIPpUpPOLY —
BHEIIHIOIO M BHYTPEHHIOIO IO OTHONLIEHUIO K Op-
raHusMmy [42—44]. B Hacrosiiee BpeMsl pearupoBaHue
OpPraHM3MOB Ha TOKCUYHbIE COCIUHEHUS] B MPUCYT-
crBun I'B siBiisieTcst mpenMeToM BHMMaHUS Omodm-
3UKOB Y TOKCUKOJIOTOB, B YaCTHOCTH, TIPU U3YYEHUU
pagnoIpoTeKTopHOt aktuBHOCTU I'B [36, 45—47].

Llenpio maHHOIT paOOTHI SIBJISIETCS BBISIBIICHUE €-
Tokcuumpymomiero agdexkra I'B B pacTBopax Topusi-
232 B yCJIOBUSIX HU3KOIO30BOTO OOJIyYeHUsI; MOTJI0-
nieHHasg no3a He mpeBbimaia 0.04 I'p. B xagecTtBe
MOJEJIBHOTO OMOJIOTMYECKOTO O0O0BeKTa BBIOpaHa
OuoIIOMUHECLIEHTasE (epMeHTaTUBHAs CHUCTeMa,
KOTOpasli OTBETCTBEHHA 3a CBEUYEHNE MOPCKUX Oak-
tepuii. PaccMorpeHo Bmusitnue I'B Ha uHTEHCHUB-
HOCTh OMOJIIOMUHecHeHIUM, comepxkanne ADK u
ckopoct HAJIH-3aBucmmoit  (epMeHTaTUBHOMN
peaxkuuu (1).

MATEPUAJIBI U METO/ bl

PeakTuBbl 1 MaTepuansl. B pabote ncnoib3oBaIN
BOCCTaHOBJIEHHbI!# HUKOTUHAMMIAAEHUHINHYKJIEO-
tun (LLC, CIIA), ¢pnaBuHMOHOHYKJIeOTH I (Sigma,
®panuus), terpagekaHanb (RCHO) (Serva, I'epma-
HUS).

NcTtounukom anbda-usaydeHus CIyKUiI a30THO-
kucnslii Topuii-232 (Th(NO5)44H,0) co crnenyto-
UMW TACIOPTHBIMU JaHHBIMU: CoAepXXaHUe OcC-
HOBHOrO BellecTBa (He MeHee) — 98.6%, cynbdarthl

SO4_2 — 0.005%, xmopunsr CI~ — 0.002%, xene3o
(Fe), uepwnii (Ce) — 0.05%, okcun pocopa (P,05) —
0.005%, Al, Ca, Mg — 0.05%.

KoMILIeKT peakTUBOB 1Jis aHAJTUTUYECKOM OMO-
momuHecueHInu (KPAB) BkitouaeT mnodpunmnsnpo-
BaHHbIE Tpenaparbl Jouudepassl Photobacterium
leiognathi (0.5 t/m) n HAJL(®)H:®MH-okcunope-
nyktassl u3 Vibrio fischeri (0.15 en. aktuBHOCTH). J11s1
MPUTOTOBJIEHUsI pacTBopa Iperapata (GepMeHTOB

BUOD®U3UKA Ne 3
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KPADB Bo ¢yakoH BHOCUIM Kanuii-docdaTHbIi Oy-
dep (0.05M, pH 6.8).

B pabote uncnonb3oBaiu yrojibHbIE TYMWHOIO-
nobHble BemectBa (mpenapatr «['ymar-80» (OOO
«I'ymar», Upkyrck, Poccus)). IlpenapaTt moayyeH
MeXaHOXMMMYECKOM peaklreil 0yporo OKMCIEHHOIO
yrst (YepeMxoBckoe MecTtopoxkneHne, Poccus) co
menoubio (KOH, NaOH) [48]. XapakTepucTUKu
Tperapara: TYMUHOBEIE KUCIOTHI = 85%, pacTBOpH-
mbrit kammit (K,0) — 9%, Fe — 1%, Bona — 5%, pH 8—
9 B 1% BOmHOM pacTBoOpe. DJIeMEeHTHBIM COCTaB MC-
noabs3dyemoro mpemnaparta: C — 64.5%, H, — 4.2%,

N, —2.3%, 05— 29.0%.

st perucTpaliii KWHETUKM OMOJTIOMUHECLICHT-
HOTO U XeMUJIIOMUHECLIEHTHOTO CUTHAJIOB ObLI MC-
MOJIL30BaH TUIAHIIETHRIN JIoMruHOMeTp Luminoskan
Ascent (Thermo Electron Corp., CILIA).

Ckopoctu okucieHust NADH onpenensiiuy mmo us-
MEHEHUIO OITMYECKOl IUIOTHOCTM pacTBOpa Ha
cnexkrpodoromerpe UVIKON-943 (KONTRON In-
struments, Italy).

AHanm3 o0pa3loB NPOBOMMIN TIPU KOMHATHOM
temneparype (20°C). Kaxmnoe usmepeHue mpoBOaU-
1 B 15—20 mOBTOPHOCTSIX.

PerncTpauusa OHOJIOMUHECHEHIIMM TP  BO3Eii-
cTBUM TopHuA-232 Ha depMeHTATHBHYIO cucTeMy. JIis
MOHUTOPUHTA BO3JAEMCTBUSI TOPHUSI HMCIOJb30BaIU
OMOIIOMUHECLIECHTHYIO CUCTEMY JIBYX CBSI3aHHBIX Pe-
aknuit, katanusupyeMblix HAJ(D®)H:DOMH-okcu-
JOpeayKTa30ii u moludepas3oii.

KoHTponbHBIll  (HEpamuMoakKTUBHBIN) obOpasels
UMeJT CAeAyIoInii cocTaB: 6 MKJ IIperapata dep-
meHTOoB «KPAB», 25 Mk 0.0025%-ro pacTtBopa TeT-
pagekanansgs RCHO, 50 mxu 0.05 M kanuii-gpocdart-

Horo oydepa (pH 6.8), 25 Mk 541074 M pacTBopa
®MH, 100 Mk 4-10~* M pactopa HAJTH.

PanunoakTuBHBIE 00pas3lbl MMEIMU CJIEIYIOLIUA
cocraB: 6 MKJI nipenaparta ¢pepmeHTOoB «KPAB» B pac-
TBOpe Topus-232 (Ctp, = 10_9, 10_7, 102 u 1073 M),
25 mxi1 0.0025%-10 pacTtBopa TerpanekaHaist RCHO,
50 mxan 0.05 M xkanuii-pocatHoro Oycdepa
(pH 6.8), 25 MK 54107% M pactBopa P®MH,
100 Mk 4-10~* M pactBopa HAJTH.

[J1s1 olleHKW BJIMSIHUSI TOpUSl Ha (pepMeHTaTUB-
HYIO CUCTEMY MCMOJIb30BAIM OTHOCUTEILHYIO BEIU-

YUHY — e, st ee pacyeTa MaKCUMAaJIbHYIO MH-
TEHCUBHOCTh OMOJIIOMUHECHEHIIMA B PacTBOpax TO-
pua-232, Itp, COIOCTaBISAIN € MaKCUMaJIbHOM

MHTEHCUBHOCTBIO KOHTPOJIBLHOTO (HepaanoaKTUBHO-
ro) obpasua, f:

[rel :i

I
Peructpamusi OWOIOMUHECHEHIIMA TP BO37Eii-
cTBuM TOpusi-232 Ha hepMEHTATHBHYIO CCTEMY B IIPH-
BUODPU3UKA Ne 3
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CYTCTBMM TYMHMHOBBIX BemiecTB. [Ipu uccrenoBaHumn
JeCTBUSI TYMUHOBBIX BE1IECTB Ha (DepMEHTATUBHYIO
CUCTEMY B IIPUCYTCTBUU TOPUSI UHTEHCUBHOCTb O1O-
JIIOMUHECIUEHIIMU U3MEPSIIA B CMECSX CJICIYIOIIETO
cocTaBa: 6 MKJT npernapara  (epMeHTOB

«KPADB» B pactBope Topna-232 (Cyy, = 10_9, 10_7,
1072 u 103 M) B nmpucyrcteuu I'B (Crg = 10~ r/i),

25 Mk 0.0025%-ro pacrBopa terpanekadanss RCHO,
50 mxa 0.05 M xkanwmii-pocdatHoro Oydepa

(pH 6.8), 25 MK 541074 M pactBopa DMH,
100 M1 4-10~4 M pactBopa HAIH.

Z[JIH OLCHKHM BJIMWAHMHA TOPHA HaA d)CpMeHTaTI/IB-
HYIO CUCTEMY UCITIOJJb30BaJIM OTHOCUTCIIbBHYIO BCJIN-

anny — I, Jlst ee pacueTa MaKCHMATBHYIO HHTEH-
CUBHOCTb OMOJIIOMUHECLIEHLIUN B paCTBOPax TOPUsI-
232 ¥ TYMMHOBBIX BEILECTB, [T+, COMOCTABIISIN C

MaKCHUMaJbHO! WHTEHCUBHOCTBIO KOHTPOJBHOTO
(HepaIMOaKTUBHOIO) 0bpasua, f:

e :[Th+rB
1y

Hccaenosanne conep:xkanuss ADK npu Bo3neii-
CTBUM PAIMOHYK/IMIA TOPUA-232 HA (pepMEHTATHBHYIO
CHCTEMY B OTCYTCTBHUE U MPUCYTCTBUU T'YMHUHOBBIX Be-
mectB. 1151 oueHkM conepxxanust ADK B pepMeHTa-
TUBHOM CUCTEME IPU BO3AEHCTBUU TOpusi-232 B OT-
cyrcTtBue M nipucyrctBuu I'B mcrmonp3oBanm xeMu-
JIOMUHECHEHTHBINA JIOMUHOJBHBI METOH. BDTOT
METOA OINpenessieT WHTerpajibHOe colepxXKaHue
ADK.

Perucrpaumnio MakcuUMajibHOM WHTEHCHUBHOCTU
XCMUWJIIOMUWHECHCHIINU B KOHTPOJIBHBIX (Hepaxuzloa](—
TUBHBIX) U PAAO0aKTUBHBIX 00pa31ax B OTCYTCTBUE U
B ripucyTcTBuM I'B mpoBoauim cpasy ke mocjie peru-
cTpaluy HMHTECHCHUBHOCTHU 6I/IOI1}OMI/IH6CU,CHLII/II/I B
OIHUX U TeX Xe g4eikax godasiieHrneM 50 MKII BOJI-

HO-IIIEJI0YHOro pacTBopa JoMuHojia (C = 1074 M) n
75 mxut pactBopa K;[Fe(CN)¢] (C= 1073 M).

st onipenesieHUs1 coliep>KaHUsl aKTUBHBIX (hOpM
KHCJIOpOa B paCTBOpax pa3HOTO COCTaBa, IIpeaBapu-
TEeJIbHO ObIJIa ITOCTPOSHA KaJTMOpPOBOYHAsI KpUBas 3a-
BUCUMOCTH MaKCHUMaJIbHOM MHTEHCUBHOCTU XEMMU-
JIIOMUHECIIEHIINN OT KOHIIEHTPAIIMY TIEPOKCHIA BO-
noponga (H,O,) kxak omHOro M3 mnpencraBUTENEH
aKTUBHBIX popM Kuciopoaa. KaamubpoBouHasi Kpu-
Basl TIpMBENeHAa paHee B cTaThe [37].

JJ1st OLIEeHKY colep>KaHUsl aKTUBHBIX (DOPM KHC-
Jiopoaa IIpy BO3ACUCTBUU TOPUSI-232 B OTCYTCTBUE
TYMMHOBBIX BEIIIECTB UCITOJIb30BAIM OTHOCUTETHLHYIO

Bemunny — ADK™, KoTopyio onpenensin Bhipaxe-
HUEM:

ADK™ = ,
ADK,
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rae APKry, — conepxanne ADK B pagnoakTHBHOM
pactBope, ADK) — conepxanue APK B KOHTpOJIb-
HOM (HepaauoaKTUBHOM) oOpasIie.

Takum Xe oOpa3oM OILIEHMBaJIM coAcp>KaHue

A®K npu Bo3aeicTBUU TOpUsI-232 B MPUCYTCTBUU
I'B:

ADK™ = APKryirp

ADK,
rae ADKyy+rp — conepxxanue APK B pagnoakTus-

HOM pacTBOpE€ B MPUCYTCTBUM TYMUHOBBIX BEILIECTB;
ADK; — conepxanue APK B KOHTPOJIBHOM (Hepa-

JIMOaKTHBHOM) OOpas3lie.
HN3mepenune ckopoctu okucaenuss HA/TH B pacTBo-
pax Topusi B OTCYTCTBUE U NPUCYTCTBHH TYMUHOBBIX Be-

mecTB. Bimustnue Topus-232 Ha CKOpOCTh OKUCIICHUS
HAJIH uccnenoBaiiv ¢ UCIOJb30BaHMEM PaCTBOPOB,

pimouatoutnx: HAJTH (C = 4-10~* M), kammii-doc-
datnsbIii 6ydep (C=0.05 M, pH 6.8), ipemapat dep-
MmeHTOB KPAB, ®MH (C= 51074 M), Topuii-232 (C
=10"" M), rymuHOBHIe BemnecTBa (C = 1074 r/m).

Ckopocts okucinenuss HAJIH (V) paccunteiBanm
KaK:

_AC

At’
rae At — nuamenenue Bpemenu (10 mun), AC — nzme-
HeHue KoHueHTpaumu HAJIH, BeicumMTBEIBAaEMOE T10

dopmyiie:

V=

_AD
el’

AC

rne AD — u3MeHeHUe ONTUYECKOI MJIOTHOCTHU, € —
MOJISIDHBIIT KO3(MOUIMEHT 3KCTUHKIWM Ha IJIMHE

BoaHBI 340 HM (8250 M~! CM_l), [ — onrTmyecKMiA
myThb cBeTa B pacTtBope (1 cm).

Craructayeckas oopadoTka. YToObI OLICHUTH 3a-
BUCUMOCTb MCECXKOY OTHOCUTEJIbHOW WHTEHCUBHO-

cThio GuomomuHecueHunn (I u comepxanuem

ADK (A CDK“’]), ObLTa MpoaHaIU3UpPOBaHa CTaTUCTU-
yeckasi KOppeasslMOHHAasl CBSI3b MEXIY 3TUMU TIPU-
3HaKaMW: pacCYMTaHbl PaHTOBbIe KO3(hOUIIMEHTHI
Koppensiuu CriupmeHa — r [49]. [IpumeHeHue paH-
TOBOr0 MeTolia ObLJIO OMpaBIaHO OTCYTCTBMEM HOP-
MaJIbHOTO pacnpeieeHus] UHTEHCUBHOCTU OMOJIIO-
MUHecHeHIIMU U coaepxaHus ADPK, a Takxke orpa-
HUYEHHBIM HaO0opoM naHHbIX. CeTbl JaHHBIX
pacripefieJieHUs1 BO BPEMEHM MO KaXXJOMY TUITy 00-
pasua (JUist Kaxkaoi KOHLeHTpaluy Topusi-232) mpo-
BepsJICh B mporpamMMme Statistica 6.0 meromamu Illa-
nupo—Ywunka u Jlunnuedopca (pacueTHbIE TUIIBI TE-
CTOB, TTO3BOJISIIOIIME OLIEHMBATh HOPMAaJIbHOCTD JIJISI
Majoro oobema BbIOOPOK), a TakKe MOCTPOEHHUEM B
3TOl Xe TporpamMmMe HOPMaIbHO-BEPOSITHOCTHBIX
rpacdrkoB (KOCBeHHO-Tpaudeckuii Tect). Bece Tpu

POXKKO wn np.

METOda JAJIN OTCYTCTBME HOPMAJIbHOI'O pacCIipeacic-
HHUA.

B pesynbTate pacuera HemapaMeTpUYECKOro KO-
s punmenTa Koppensgsuuu CrmupMeHa B IIporpaMme
Statistica 6.0 moJy4eHbI 3HaYE€HUS ¥ U YPOBEHb 3Ha-
YUMOCTHU HYJICBOI TUTIOTE3HI p; TOPOTrOBOE 3HAUCHIE
p ObL10 ycTtaHoBJIeHO Ha ypoBHe 0.05, cpaBHeHUe
MPOBOAMUIJIOCH aBTOMAaTUYECKH.

st mipencTaBlieHUs] TaHHBIX HA PUCYHKaX pac-
CUMUTHLIBAIM MEIWAHBI 1 MHTEPKBAPTUIILHbIE UHTEP-
Basiel Me [0.25;0.75]. Paznuumus cuyuTand CTaTUCTU-
yecku 3HaUMMbIMU Tipu p < 0.05.

CraTtucTUYecKylo o0pabOTKy pe3yabTaToB U TO-
cTpoeHMe TpadUKOB ITPOBOIMIIN C UCITOIb30BAaHIEM
MakeToB NpUKIaaHbIX ITporpaMm MS Office (Micro-
soft, CIIIA).

PE3VJIBTATBI 1 OBCYXIEHHUE

Bo3saeiictBue Topusi-232 Ha OHOJIOMHHECIIEHIMIO
thepMeHTATHBHOI CHCTEMbI B OTCYTCTBHE W TIPHCYT-
CTBUM TYMHHOBBIX BemiecTB. IIpoaHanu3MpoOBaHO
BAUsTHUE Topusa-232 n ryMmuHOBHIX BelecTB (I'B) Ha
OMOJIIOMHUHECIICHIINIO (PepMEHTATUBHON CHUCTEMBI
(puc. 1). Bo Bcex ciyvasix 1o3a o06aydeHust hepMeH-
TaTUBHOM cucTeMHbl He TipeBbiana 0.04 I'p. Mcnosb-
30BaHUe Oosiee KOHIICHTPUPOBAHHBIX PACTBOPOB TO-
pUst ObLIO OrPaHUYEHO HEOOXOAMMOCTBIO MOIAepKa-
HUS  ONTHMAaJIbHON  KHUCIOTHOCTH  Cpeobl B
depmeHTaTuBHOI cucteme [37].

M3 puc. 1a BUgHO, 4YTO KMHETUYECKNE KPUBEIC B
orcyrctBue I'B HeMoHOTOHHBI. Ha HauanbHOM 3Tare
BO3ACMCTBUSI TOPUS HAOMIOOAETCS CTaausl aKTUBa-

LMY OMOTIOMUHECLIEHIIUU (Irel > 1). Hamuume aktm-
BalluU yKa3blBaeT HAa MPUMEHUMOCTb MOJIEIV TOpMeE-
3uca [50, 51] K apdekTy Topusi. CXoxKyro aKTUBAIIUIO
OMOIIOMUHECLIEHIIMY B IPUCYTCTBUU TOpUsI-232 Ha-
OJTroaIy paHee M JUIST TIOMUHECILICHTHBIX OaKTepuiA,
T.e. ISl KJIeTOUHOM cuctembl [37]. BeposiTHO, akTH-
Balus (pepMEeHTaTUBHON CUCTEMbl BHOCUT BKJIAJ B
HU3KOKOHIIEHTPALIMOHHbIE aKTUBALIMOHHBbIE 3(d-
exTbl TopUsi-232 1j1sl KIEeTOYHbIX OpraHU3MOB.

Ha puc. 16 npuBeaeHbl KWNHETUKU OMOJIIOMUHEC-
HeHUUU (hepMEeHTAaTUBHOM CUCTEMbI B pACTBOpPAX TO-
pusi-232 B nipucyrctBum I'B. I sKcriepyMeHTOB

BbIOpaHa KoHIeHTpauus I'B, paBHas 10~ I/, He
BJIUSIIONIASI HA UHTEHCUBHOCTH OMOIIOMUHECIICHIINU
OndepMEHTHON CHUCTeMBl KOHTPOJILHOTO pacTBOpa
(0e3 pamuoHykimuaa). Kak BUIHO U3 CpaBHEHUS
puc. la 1 16, ryMHUHOBBIE BelllECTBA CMEILAIOT KUHE-

TUYECKHE KPUBBIE K KOHTPOJIIO (1rel =~ 1, puc. 10), Tem
caMbIM HeHWTpanusyss BO3IelcTBUE TOpUsS Ha dep-
MEHTATHUBHYIO CUCTEMY.

Conepxkanue aKkTHBHBIX (hOpM KHCJI0pPO/IA NP BO3-
aeicTBun Topusi-232 Ha (epMEHTATHBHYIO CHUCTEMY B
OTCYTCTBUE M IPUCYTCTBUM TYMUHOBBIX BellleCTB. V13y-
yeHo coaepxxaHue ADK B thepMeHTaTUBHOM CUCTe-

BUODU3UKA Ne 3
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TYMUHOBBIX BelecT (C = 107 r/n). KoHuentpauuu Topus: kpusast I — 1077 M, kpuBast 2 — 10~ M, kpuBasg 3 — 107° M,
KpuBas 4 — 1073 M. J1n4 3Ha4eHuit I™ OTKIIOHEHMS OT MeauaHbl 1 U 3 KBapTuieii He rpesblaloT 1%.

Me€ B IIPMCYTCTBUU TOPUS PA3TUIHON KOHIIEHTPAIIUT
(puc. 2).

W3 puc. 2a BuIeH HETMHEHHBIN OTKITUK COIepKa-
Husg ADK B epMeHTATUBHOM CUCTEME: IIPU BpeMe-
HU perucTpauuu 90 MUH HaOIIOOANMU yBEJIUYEHUE
conepxkannst ADK 10 cpaBHEHHMIO ¢ KOHTpPOJIEM
(ADK™ > 1). TIpy 5TOM TP BBICOKMX KOHLIEHTDA-

LUSIX TOPUST (10_5 u 1073 M) conepxanue ADK yse-
JnyrBaeTcs B 12 pa3 Mo CpaBHEHUIO C KOHTPOJIEM,
IpY KOHILIEHTpAILIUU 1077"M -84 pa3a, a HaMUMEHb-
11ast KOHIEHTpaLsI (10_9 M) He u3MeHseT cofepKa-
Huss ADK B TeueHme Bcero BpeMeHM BO3IEHUCTBUS
topust (ADK™ 6nusko k 1). TIpu Manbix BpeMeHax
Bo3aciicTBUsT Topus (mo 50 MuUH) HaOMOTaIM yMme-
perHoe (10 30%) cHixeHue coaepkanust ADK.
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W3 cpaBHeHMd puc. 1a m 2a BUgHO, 9YTO 3 (PEKTHI
Topusi-232 B (pepMEHTATUBHOI CUCTEME pa3HECEHBI
BO BpEMEHM: TOPMIi YBEJIWUYMBAET MHTEHCUBHOCTH
OUOTIOMUHECIIEHIIUU (Irel) B HaYaJIbHBIA ITPOMEXKY-
TOK BpeMEHU Bo3deicTBUsA, a comepxaHue ADK
(ADK™) — noce 50 mun HaGmOneHUS. 062 3 deK-
Ta SIBJISIIOTCS JIOKAJIbHBIMM, T.€. CTPEMSTCS K KOH-
TPOJIbHBIM 3HAYE€HUSIM C YBEJIMYEHUEM BPEMEHU BO3-
JIEUCTBUS.

Kak BumHo m3 puc. 20, Bo3aeiiCTBUE TOpUS Ha
(bepMeHTATUBHYIO CUCTEMY B MPUCYTCTBUU TYMHHO-
BBIX BEIIECTB MPaKTUYECKM HEe M3MEHSIET comepiKa-
Hust AOK (AQK™ 61u3ko K 1). Takum 06pasom, Kak
W B ClIy9a¢ WHTEHCUBHOCTH OHOJIOMHWHECIICHIINU
(puc. 16), Mbl HaOMIOMaeM HelTpaauzauio 3ddexra
TOPYSI TYMUHOBBIMU BEIIIECTBAMM.
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Puc. 2. OTHOcuTeabHOe comepxkanue ADK (AtDK"el) B (DepMEHTAaTUBHOM CUCTEME MPU BO3ACICTBUU TOpUsi-232 B OTCYTCTBUE

(a) u B ipucyTcTBUHU (6) ryMrUHOBBIX BetlecTB (C = 10

—4 r/n). KoHuenTpatmu Topusi: Kpubast [ — 107 M, xpuBas 2 — 1077 M,

KpuBas 3 — 107> M, KpuBas 4 — 1073 M. KonueHrpauust AOK B KOHTpObHOM (HepaauoaKTUBHOM) 00pasiie — 9.1-10~7 M.
st 3HaYeHUiA ADK™ orknonenns ot MenuaHbl 1 1 3 KBapTHUiIeii He TIpeBbIIaloT 5%.
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POXKKO wn np.

Ta6muma 1. KoshduimeHTbl KOppensiiui I MeXAY 3aBUCUMOCTSIMM MHTEHCUBHOCTM OUOJIIOMUHECLICHIMU U
conepxanust ADK ot BpeMeHU B (DepPMEHTATUBHOM CUCTEME B IIPUCYTCTBUU TOPUsI-232

Konuenrpanus Topusi-232, M 0 (KOHTpPOJIb)

107° 1077 1073 10-3

r —0.86

—0.79 —0.64 —0.64 —0.43

CrienyeT oTMeTHUTb, U4TO KoHIeHTpamus ADK B
¢dbepMeHTAaTUBHOI CHCTEME B OTCYTCTBUE TOpUSI-232
He u3MeHsieTcs Ipu nodasieHuu I'B u crabuibHa BO
BpPEMEHH.

Koppensuyun Mexay HMHTEHCHBHOCTBIO OHOJIIOMM-
HecueHnuu u cogepxanneM ADK. boutn paccunTaHbl
paHroBble KoadduiimeHTsl Koppeasiuuu CnupMeHa,
7, MEXIY 3aBUCHUMOCTSIMH OTHOCUTEIHbHON WHTEH-

CUBHOCTH OMOJIIOMUHECLIEHIINH (Irel) U coJepKaHUsA

ADK (A@Krel) OT BpeMEHU B HepaauOaKTUBHBIX
(KOHTPOJILHBIX) Y PaIMOAaKTUBHBIX PaCTBOPaX.

3Ha4yeHUs ¥ B pacTBOpax Topusi-232 B OTCYTCTBUE
TYMWHOBBIX BEILIECTB YKa3aHbI B Ta0OI. 1.

PesynpraThl mokassiBaioT 3HaunMyio (p < 0.05)
OTPULIATENIbHYIO KOPPESIIIUIO, T.€. OOpaTHYIO CBSI3b

MeXIy MHTEHCUBHOCTBHIO OMOTIOMUHECIIEHIINN (fel)

u conepxannem APK (ADK™) B pepmeHTaTHBHOI
cucreMe. BeJM4uHbI r CBUICTEIBbCTBYIOT O BHICOKMX
¥ YMEPEHHBIX KOPPEISIUIX. DTOT pe3yabTaT MOXHO
CBS3aTbh CO CIIEAYIOITUMU TIPOIeCCaMi B OMOTIOMU-
HEeCILIEHTHOI (hbepMEeHTAaTUBHOM cucteme [52, 53]:

(1) TToTpebieHue MOJIEKYJSIPHOTO KHUCI0Opoaa B
peakumny 0aKTepruaabHON Mouurdepa3bl CO CABUTOM
paBHOBecus1 B cucteme «O, — APK». Dot npouecc,
BEPOSITHO, OTBETCTBEHEH 3a aKTHMBALIMIO OUOIIOMU-
HECLICHIIMM Ha HadYaJlbHOM 3Tarle BO3IeiCTBUSI TO-

pust (20 50 mun, I > 1, puc. 1a) 1 OAHOBPEMEHHOE

cHmkeHue Ha 30% comepxanust AOK (APK™ < 1,
puc. 2a).

(2) Hakonnenue mepokcuna Bogoponaa (Ipeacra-
Butenss ADK) B GHoMOMUHECLIEHTHOM (epMeHTa-
TUBHOMI CHCTEMe B TEMHOBBIX ITyTSIX, HE CBSI3aHHBIX C
W3TydeHeM KBaHTa cBeTa. IMeHHO 3TOT Tpoliecc,
BEPOSITHO, SIBJISIETCSl TIpUUMHOM HakorieHuss ADK
(A(D](rel > 1, puc. 2a) nocyie 50-MUHYTHOTO BO3/eii-
CTBUSI TOPUSI TIPU OMHOBPEMEHHOM CTPEMJICHUM UH-
TEeHCHUBHOCTU OMOJIIOMHHECIICHIIN K KOHTPOJIBHO-

My 3Hauenuio (I - 1, puc. la).

JlobGaBneHne TYMUHOBBIX BellleCcTB (puc. 10 u 20)
HEWTpaan30Bajio BO3NeCTBUE TOPUSI-232 HA UHTEH-

CUBHOCTb GromoMuHecteHunn (I°) u conepxanme
ADK (A(DKrel), MPUOIU3UIIO 3TU XapaKTEPUCTUKU K
KOHTPOJBHBIM 3HAUYCHUSIM, CEJIaB OTJIMINS OT KOH-

TPOJISI CTATUCTUYECKU HeAOCTOBEepHBIMU. [1pu aTOM
BCe 3HAUCHMSI ¥ YKa3bIBAJIM Ha BBICOKME OTPULIATEIb-

Hble KOpPeJsLUM MeXay 3aBucumoctamu I u
ADK™ o1 Bpemenu.

Takum obOpa3oM, TYMHUHOBBEIE BellleCTBa HEWTpa-
JIN30BaJIv Bo3lelicTBrEe TOpUsI-232 Ha (pepMeHTATUB-
HYIO CUCTEMY: OHU YMEHBIIWIN aKTUBALINIO OUOJTIO-
MUHecueHIMu 1 nonasieHue APK Ha HavyaiabHOM
aTamne Bo3neicTBus Topus-232 (mo 50 MuH), a Takxke
yMeHbIIIN cofepxkanue ADPK mpu 6oJbiieM Bpe-
MeHU BozaelcTBus Topusi-232 (90 muH). [TocnenHuii
3 dEKT 'YMUHOBBIX BELLIECTB SBJISIETCS TPOSIBICHU -
€M UX aHTUOKCUJIAHTHOM aKTUBHOCTH.

Cxkopoctb oxkucienus HA/IH B pacTBope Topus B
OTCYTCTBHE ¥ IPUCYTCTBUH F'YMHHOBBIX BemlecTs. V13y-
YEeHO BJIMUSTHIE TOPHUS U TYMHUHOBBIX BEILIECTB Ha CKO-
poctb okuciaeHuss HAJIH — sHIoreHHOro BocCTaHO-
BUTEJISI B OMOJIOMUHECHEHTHON (epMEHTAaTUBHOM
cucreme. Oxmcimenne HAJH ocymecrsnsierca B
(bepMeHTaTUBHOI CHUCTEME B COOTBETCTBUU C peak-
nueii (1), mpencraBiaeHHOM Boile. OIIpenensii CKO-
poctu okucinenns HAJIH B depmMeHTaTUBHOI cCHCTe-
M€ C pa3JIMYHBbIM COJEepPKaHUEM KOMIIOHEHTOB — B
OTCYTCTBUE U B IpucyrctBuu Topus-232 u I'B. Pe-
3yAbTaThI IIPUBEACHBI B TA0. 2.

M3 T1abn. 2 BUOHO, 9YTO CKOPOCTHh aBTOOKMCICHMS
HAIH noctatouHo mana — 2.0 M/n. JobGaBieHue
sHporeHHoro okucaureas OMH k  HAJIH
(peakuust (1)) yckopsier okucienne HAJIH B 8 pas
(mo 16.2 M/n).

ITpu nob6asneHn Topusi-232 CKOPOCTb aBTOOKHUC-
nmeauss HAIH yBenmmuuBaetcst no 6.1 M/n. Jlo6aBie-
Hue Topusa-232 B peakuio (1) 3HAYUTEIIBHO yBEIM-
yuBaeT cKopocTh okuciaenust HAJIH — no 26.7 M /.
IMocnenHuit pe3yabTaT yKasblBaeT Ha TO, YTO TOPUii-
232 noBbmiaeT 3(pHEeKTUBHOCTH OKMCINTEIILHO-BOC-
CTaHOBUTEJILHOTO (DepMEHTATUBHOTO mpoliecca (pe-
akuusi (1)), BBITIOJIHSIS POJIb AOTIOJHUTEIBHOTO KaTa-
JIu3aTopa, 4YTO MNPUBOAUT K YBEJIUYEHUIO BbBIXOIA
OUOJIIOMUHECIEHIIMM B peakluu OaKTepualibHOM
Joudepassl (peakius (2)). DTOT pe3yabTaT 00bsiC-
HSIET BO3MOXHOCTb aKTUBallUM OUOJIOMUHECIEH-
LIMM B MPUCYTCTBUU TOPUSI-232, TIPOAEMOHCTPUPO-
BaHHOI Ha puc. la.

Taxke 6bLIO IpoaHaIU3NpPOBaHO BausHUEe I'B Ha
n3MeHeHne ckopoctn okucneHns HAJIH B mpucyT-
cTBUU Topusi-232. Kak BUIIHO U3 CpaBHEHUSI BTOPOTO
U TpeTbero cToibuoB Tadi. 2, I'B momomHMTEIHHO
YBEJIMUMBAIOT KaK CKOpOCTh aBTookuciieHnss HAJIH,
TaK U CKOPOCTh OKUCJICHUST 3TOTO BEIIEeCTBA B MpPHU-
cyrctBu DMH (peakuust (1)). I1pu 3TOM B COOTBET-
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Ta6auna 2. Ckopoctu pacxogoBanust HAJIH B (pepMeHTaTUBHOI cUCTEME C pa3IMYHBIM COJEPKaHUEM KOMITOHEHTOB B

OTCYTCTBUE U IPUCYTCTBUM TOPUSI-232

Ne CocTaB CUCTEMBI V-108, M/n
B orcyrcTBue Topusi-232 |B nmpucyrctBuu Topusi-  |B ipucyrcrBuu Topusi-232
232 uTB
1 HAIOH 2.0x0.3 6.1+0.5 8.8+ 0.6
2 HAIH+®MH 16.2 £ 0.4 26.7+0.7 36.8 £ 0.8
(peakuus (1))

I[Ipumeuanwne. JIanHa BOJHEL perucTpanny ontudeckoii rmotHoct 340 uMm. Konuientpauust Topusi-232 paBHa 10—7

M, xkonnenTpauus I'B — 10—4 r/m.

CTBUU C ITOM peaKHHeﬁ CcucTreéMa yBCJIMYHNBACT CKO-

pocTb HapaboTku cyoctpatra ®MH-H™ nnas aomu-
HECLIEHTHOM peakuuu (2) U, CIeoOBaTeIbHO,
yBEJNYMBAET MHTEHCUBHOCTh OMOJIIOMUHECLICHIIUN
B 6udepMeHTHOI cucteme. OqHaKoO MbI HabI01aeM
yMEeHbIIIeHEe NHTEHCUBHOCTH OMOTIOMUHECLICHIINI
T'YMUHOBBIMMU BelliecTBaMU (HelTpanuzanuu 3ppex-
Ta aKTUBaLIMM TopueMm-232, cMm. puc. 1a,0). Beposr-
HO, IpyTHe MPOLIECCHI OTBETCTBEHHBI 32 HEMTpaan3a-
oo 3¢ddeKkTa Topusi TYMUHOBBIMHM BellIECTBAMU B
(bepMeHTaTUBHOI OHOJIOMUHECIIEHTHOI CHCTEME.
DTO MOXeT OBITh, HAIIpUMEDP, paccolpskeHne dep-
MEHTOB Jionudepasbl U peayKTasbl B MPUCYTCTBUU
TYMUHOBBIX BellleCTB [54—56].

Takum o6pa3oM, yBeIMYeHHE WHTCHCUBHOCTU
OMOIIOMUHECLHIEHIMY (pepMEHTAaTUBHOII CUCTEMEI B
TIPUCYTCTBUU TOPHUSI-232 MalabIX KOHIECHTPAIIN MO-
KET OBITh CBSI3aHO C €ro KaTaIUTUYCCKON aKTUBHO-
CTbIO B OKUCIUTEIBHO-BOCCTAHOBUTEIIBHOM peak-
ouu okcuaopenykrasnl (peaknus (1)). Heiitpanu3sa-
nus a¢pdexra Topusi-232 TYMUHOBBIMU BEIIIECTBAMU
(puc. 1a,0) He cBsizaHa ¢ ycKopeHueM peakuuu (1), a,
BEPOSITHO, OTIpeesIsieTCsl HapYyLIEHUEM COTIPSIKEHUST
¢epMeHTOB B OM(pEpPMEHTHOM CHUCTEeMe B IIPUCYT-
CTBMU TYMUHOBEIX BEIIICCTB.

3AKJIIOYEHHME

N3yyeHne HM3KOOO30BBIX OMOJIOTMYECKUX -
(bexTOB B Hacrosllee BpEMSI YpE3BbIYAMHO aKTyaslb-
HO B CBSI3U C paclIUpPEeHUEM PailOHOB palMOaKTUB-
HOTO 3arpsisHeHus. Topuii — OIMH U3 caMbIX pacIpo-
CTpaHEHHBIX (POHOOOpA3yIOIIMX 3JIEMEHTOB B
MPUPOJHBIX 3KocucteMax. HecMmoTpsi Ha pacrpo-
CTPaHEHHOCTb IAaHHOTO BJIeMEHTa, B HacTosIIIIee Bpe-
Msl €r0 BJIMSIHUE Ha XWBblE OPraHU3Mbl U3YYEHO He-
noctaTodyHo. JI1s1 mporHo3upoBaHusi 6Mo3(hHEKTOB
TOpusl B MPUPOJHOI cpelie OcOObIid UHTepeC Mpel-
CTaBJISIET BJIMSIHUE TOPUSI HAa OMOJIOrMYecKre 00beK-
Thl B IPUCYTCTBUU AETOKCUKAHTOB IMPUPOIHOTO MPO-
UCXOXIEHUS, TAKMX KaK TYMUHOBbIE BelllecTBa. bro-
JIIOMUHECUEHTHbIE  (DepMEHTAaTUBHbBIE OUOTECThI
SIBJISIIOTCSI  ONITUMAJILHOI OMOTECTOBOW CUCTEMOIA

BUODPU3UKA Ne 3

TOM 69 2024

JIJISI BBISIBJICHUSI OMOXMMUYECKNX MEXaHU3MOB HU3-
KOI030BOTO BO3IECHCTBUS TOpHUA.

B pabGore ucnojb3oBaHa OMOJIOMWHECLEHTHAas
cucteMa IBYyX (DEpMEHTATHMBHBIX peakllvii, OTBET-
CTBEHHAasl 3a CBeUYeHME MOPCKMX OakTepuii. Bapbu-
poBajiu KOHLIEHTpaLUIO Topusi-232 B (hepMeHTATUB-
HOM cHCTeMe, ONpeaeIsyIi MHTEHCUBHOCTh OMOJIIO-
MMHECLICHLIMY W COJepXXaHUe AaKTUBHBIX (opM
Kucyiopona. BreisgBiieHa akTuUBalUsi OWOJIIOMUHEC-
uneHunu (o 100%) Ha HayaJdbHOM 3Talle BO3Ieii-
ctBus Topusi-232 (no 50 MuH), a Takxke 12-KpaTHoe
yBesmueHure copepxaHust ADPK mocie 50 MuH ero
BO3IeliCTBUs. BhisiBlieHa oTpumatenbHast KOppelsi-
LIMSI MEXIY MHTEHCUBHOCTBIO OMOTIOMUHECLIEHIINN
u coaepxaHuemM ADK; koahduliMeHT Koppeasiuu
CnupMeHa okaszajics paBHbIM —0.86. [Toka3zaHo, yTo
I'B HeliTpanu3yoT aKTUBUPYIOIIlee BO3IeCTBUE TO-
pusi Ha OMOJIIOMUHECHEHIIUIO U YMEHBIIIAIOT CONEep-
kaHue A®K 10 KOHTPOIBLHOTO 3HAYEHUSI, TIPOSTBISIS
AHTUOKCUJIAHTHYIO aKTUBHOCTb. IIpoaeMoHCcTpupo-
BaHO BnussHue I'B Ha ckopocts HAJ/IH-3aBucumMoro
¢epMEeHTaTUBHOTO pelOKC-IIpoliecca.

ITonyyeHHbIe pe3yabTaTbl BHOCST BKJad B MOHU-
MaHUEe MOJIEKYJSIPHBbIX MEXaHW3MOB BO3JIEUCTBUS
TOpUsi-232 ¥ BO3BMOXHOCTU HEUTpaTU3alliM €ro BO3-
JIeicTBUil Ha (pepMeHTATUBHbBIE MPOLECCH C TTOMO-
11IbI0 TYMaTOB — BELIECTB MPUPOIHOTO MPOUCXOXKIIE-
Hus. JIormdeckuM MpoaoKeHueM JaHHOM padoThl,
ee CJIeAYIOIIUM 3TaIroM, 10JIKHO CTaTh U3yYeHue 3¢h-
¢dekTOB TOpHUA-232 Ha Oo0jee CIOKHBIC OMOJIOTHYE-
CKUue CUCTeMBbl (KJIeTKM, TKaHW, OpraHbl, OpraHu3-
MbI), a TaKxKe BO3MOXHOCTW HelTpaau3aluud 3TUX
3 HEKTOB TYMUHOBBIMU BEIIIECTBAMMU.

OMUHAHCHUPOBAHUME PABOTHI

HccnenoBaHue BBIMIOJTHEHO B paMKax rocymap-
CTBEHHOTO 3agaHuss MUHUCTEepCTBa HAYKU 1 BBICIIIE-
ro obpasoBanus P® (mmpoext Ne FWES-2024-0018).
Pabora yactuuHo moaaepxkaHa PoccuiickuMm Hayy-
HbIM oHOoM (TpaHT Ne 23-26-10018) u KpacHosp-
CKMM KpaeBBIM (poHIOM HayKH (TTpoeKT «I1porHosm-
pOBaHUE PeaKIUU CEIbCKOXO3SIIMCTBEHHBIX KMBOT-
HbIX Ha HU3KOMHTCHCUBHYIO paavalui U
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NpUMEHEHNUE pPaguoIpPOTEKTOPOB. DKCIIPECCHBIN
GUONIIOMUHECIEHTHBIN CKPUHUHT Paguo0noIornye-
cKux 3¢ PEeKTOB»).

KOH®DJIMKT MHTEPECOB

ABTOpHI 3asIBISIIOT 00 OTCYTCTBUU KOHMDIJIMKTa
WHTEPECOB.

COBJIIOAEHUE STUYECKHUX CTAHIAPTOB

Hacrosias craTbst He COOCPXKUT KaKuX-JI100 UC-
CJIEDOBaHUIA C ydyaCcTuem JIIONEHN MJIV JKUBOTHBIX B Ka-
YeCcTBE 0OBEKTOB UCCICIOBAHUINA.
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Effects of Thorium-232 on the Bioluminescent Enzymatic System and Radioprotective
Activity of Humic Substances
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Research into the effects of low-dose radiation exposure is relevant due to an increase in the number of areas
to which anthropogenic loading has occurred. Thorium is one of the radioactive elements naturally occurring
in ecosystems; the amounts of thorium in the environment may be increased due to the activities related to
the extraction of natural resources and operation of thermal power plants. Special interest focuses on the bi-
ological effects of thorium in the presence of humic substances as natural detoxicants. The aim of this study
is to explore whether humic substances exert "mitigating” effects during exposure to thorium-232 at low-doses
(<0.04 Gy). A bioluminescent system of the enzymatic reactions including the bacterial luciferase and NA-
DH:FMN-oxidoreductase has been chosen as a biological object. It was found that the activation of biolu-
minescence occurred in the initial stage of the exposure (up to 50 min) and production of reactive oxygen spe-
cies increased after the 50 min exposure of this system to thorium-232. The relationship between the intensity
of bioluminescence and the level of reactive oxygen species (correlation coefficient is —0.86) is shown. The
addition of humic substances helps to neutralize thorium activity and reduce the level of reactive oxygen spe-
cies to the control value. The effects of humic substances on the rate of NADH-dependent enzymatic process
including redox reactions are shown. The results obtained contribute to the understanding of the mechanisms
of the effects of thorium-232 at molecular level and its neutralization effects on the enzymatic processes.

Keywords: thorium-232, bioluminescence, enzyme bioassay, radioprotection, humic substances, reactive oxygen

species
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Ha ocHOBe maHHBIX MO HeCTallMOHAPHOI KMHETUKE OMOJIIOMUHECIIEHTHON peaklMu, KaTaau3upyeMoit
monudepasoit P. leiognathi, B cpenax ¢ moJIMOJIaMU M caxapaMy C TIOMOIIbIO MAaTEMaTUIECKOTO MOIEJINPO-
BaHUsI ObUT OTIpeie/IeH OTHOCUTEIbHBII KBAHTOBBIN BBIXOJT OMOJIIOMUHECIICHIIMY B 3TOM peaklMU Ha MO-
JIeKyny cyoctpartoB. [TosrydeHo, YTO B HEKOTOPBIX cpefaX OTHOCUTENIbHBIN KBAHTOBBIM BBIXOI HA MOJIEKYITY
aJbJeruaa pacTeT 110 CPaBHEHMIO CO 3HaUeHUEeM B Oydepe: Ha 18% B nmpucyTcTBUY IiMLiepyuHa U Ha 33% —
B IIPUCYTCTBUM caxapo3bl. MeTomaMu MOJIEKYJISIPHOM TMHAMUKY OblJIa MpoaHaIM3MpoBaHa KOH(bOpMAaIIus
60koBoit lenu otHis44 — BaxkHOTO JIJIsI KaTaiM3a OCTaTKa baKTepUalbHBIX JIIoludepas3. YCTaHOBIEHO, UTO
B IIPUCYTCTBUHU BCEX COPACTBOPUTENICi HAOI0MAeTCs TTOBBIIICHNE BEpOSITHOCTA 00pa3oBaHMSI ONTUMAIb-
HOM JU1sT KaTayim3a KOH(MOPMAIIMU 3TOT0 aMUHOKMCIIOTHOTO OCTaTKa, YTO MOXET CITOCOOCTBOBAThH HA0JTIO-
JlaeMOMY YBEJIMYEHUIO0 KBAHTOBOTO BBIXO/Ia OMOTIOMUHECIIEHIINY U3yJYaeMOi peakIliM B BIA3KUX Cpenax.

Karoueswie crosa: 6axkmepuanvHas OUONOMUHECUEHUUS, K8AHMOBbLI 8bIX00 OUOAOMUHECUeHYUU, MouUdepasa,

aghghexm cpedol.

DOI: 10.31857/S0006302924030047, EDN: OFZRCR

M3nydyeHue cBeTta XKMBBIMU OpraHu3Mamu (Ouo-
JIIOMUHECIICHIINS) TTPOUCXOONUT B pe3yabTaTe OKMC-
JINTEJIbHO-BOCCTAHOBUTEBHBIX peaKIINii, KaTaaIu3M-
PYEMBIX CIeIIMATbHBIMU (hepMEeHTaMU — JIiolmdepa-
3amMi. buogoMuUHecCHeHTHAsI peaklusl OaKTepuii
NpPEeACTaBASIeT CO00I MPOXOAIIee Yepe3 HECKOIbKO
CTaauii OKUCJIIEHHE BOCCTAaHOBJIIEHHOIO (DJIaBUHMO-
Honykineotnga (FMNH,) ¥ nnMHHOLENOYEYHOTO
anprernna (RCOH) kucioponom Bosnyxa (O,), ¢ 00-
pazoBaHUEM OKMcJIeHHOI hopmbl hitaBuHa (FMN),
kapoonoBoii kuciaorel (RCOOH) m kxBaHTa CcBeTa
(hv) (puc. 1) [1]. KiroueBbIMM UHTEpMEAUATAMU pPe-
aAKIIMK CYUTAIOTCS KOMILIEKCHI 0aKTepUaIbHOM JII0-
uudepassl ¢ FMNH, (Mutepmenuar I), 4a-runpo-
nepokcudaaBuHomM, FMNOOH (Mutepmenuar II),
4a-nepokcurronyaieraib-piaaBuaom (MHTEepMennar
ITA), u 4a-runpokcucdiasunom, FMNOH (MHTep-
menuar 1) [2]. FMNH, n Untepmenuar I1 asnsior-

Ccs HEYCTOMYMBBIMU COCOAVMHEHUSIMU U B HPUCYT-
CTBMU MOJIEKYJIIDHOTO KMCJIOpOAa IIOABEPKEHBI
TEeMHOBOMY pacriany ¢ oopazoBanneM FMN u miepe-
KucHu Bomopoga [1].

Db GeKTUBHOCTh OMOJIIOMUHECILIEHTHBIX peaKLnii
OLIEHMBAIOT C ITOMOIIBIO TAaKOTO IapaMmeTpa, Kak
KBAaHTOBBII BBIXOI OMONMIOMUHECUEHUNU (), KOTO-

PHIif paBeH KOJIMYECTBY KBAHTOB CBeTa, U3JIy4aeMbIX
Ha OJHY MOJIEKYJy Jironudepa3sl uWiaM cyodcTpara,
BCTYMUBIIMX B PeakIUiO, JTUOO Ha OJHY MOJIEKYIY
NpOOyKTa, oOpa3oBaBIIerocss B peakumm [3, 4].
In vitro peakuusi, Karaausupyemasi 6akTepraibHOMN
moLrdepasoil, xapaKTepu3yeTcsl JOBOJILHO HU3KUM
KBAaHTOBBIM BBIXOJOM OMOJIOMUHECHIEHIINHU, YTO, BE-
POSITHO, OOYCJIOBJICHO CJIOXKHOM KMHETUYECKOM CXe-
MOM U HaJIW4MeM TEMHOBBIX cTaguii. Tak, Iiis peak-
1Mu, Katanusupyemoil mioidepasoit Photobacte-
rium phosphoreum, c AeKaHajeM ObUIO TIOJy4eHO
Oy = 0.13 (Ha MOJIEKyJly I€eKaHOBOI KUCIOTH) [5], a
IJIsl peaklnu, KaTaausupyeMmoit monudepasoii Pho-
tobacterium leiognathi, c TeTpageKkaHajieM ObLIO OIpe-
neneHo Qp = 0.21 (Ha MoJsieKysly MUPUCTHUHOBOM
KucioTel) [6]. Huskuit KBaHTOBBIN BBIXOI OHOJIIO-
MUHECIEHTHOI peakluy OakTepuil 3aTpyIHSIET ee
IpUMeHeHUe TS GUOIIOMUHECIIEHTHOM BU3yaan3a-
LIMM KJIETOK M 3acTaBjsieT UCCedoBaTeseii ucKaThb
MyTHU YBEJIMYEHUSI €€ IPKOCTH, HAaIIpuMep, IIyTeM CO-
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Puc. 1. Kunetnyeckass cxemMa OMOJIOMHMHECUEHTHOM peakumu Oakrtepuii: E — moumdepasa, ocTaabHble 0003HAYCHMS

pacibpoBaHbI B TEKCTE.

30aHUI XUMEPHOI mouudepasbl ¢ IIPUCOSINHEH-
HBIM aHTEHHBIM OeJIKoM [7].

Bapoupyst GpU3MKo-XxuMn4uecKue yCIOBUS TIPOBe-
JIIeHUsT OMoIIOMUHECILIEeHTHOI peakiuu (pH, Temmne-
paTypa, COCTaB CpelIbl, U IpyTrue), MOXHO HaOJII0daTh
yBelIMUeHNE WM YMEHBIIICHEe MHTEHCUBHOCTU W3-
JiygaeMoro cBeta. OmHaKo TaKWe U3MEHEHUSI MOTYT
OBITh OOYCJIOBJIEHBI KMHETUYSCKUMU MEXaHU3MaMU
M He OTpaxaTbh U3MEHEHNE KBAHTOBOTO BBIXOIa GUO-
JIIOMUHECLIEHIIMU B peakliuM Kak TakoBoro. B padote
[6] OBLTIO MOKA3aHO, YTO JJIsI peaklUuU, KaTaJIu3upye-
Mot monudepasoit P. leiognathi, ¢ TeTpameKaHalieM
MPUCYTCTBHUE B cpelle HeOOMbIIMX KOHLIEHTpalMid
OpraHMYeCKHUX pacTBOpUTEJIeil MPUBOAUT K U3MEHe-
HUIO OTHOIIIEHUS UCITYCKAeMBIX KBAHTOB CBETa K KO-
JIMYECTBY MPOMYLUMPYEMBIX MOJEKYJ KapOOHOBOIA
KHCJIOTBI: B IPUCYTCTBUH 1% muMeTHICyabdoKcuaa
n 0.15% aueToHa KBaHTOBBINM BBIXOA Ha MOJIEKYITY
MUPUCTUHOBOM KUCJIOTHI cHMKaeTcs oT 0.21 mo 0.13
¥ 0.04 COOTBETCTBEHHO.

B o0miem ciyyae BAMSIHUE KOHIAEHCUPOBAHHBIX
cpen Ha (010)XMMUYECKIE PEaKIIMU MOXKET pealn30-
BaThCs Yepe3 U3MEHEHME TMHAMUKNA MOJIEKYJ (CKO-
pocTy KOHGOPMAIIMOHHBIX MEPEXOI0B) BCIICICTBUE
BSI3KOCTHOTO COIPOTHUBJIEHUs cpeabl. [ToaTomy Ba-
pUALMIO BI3KOCTHU IIMPOKO MCITOIB3YIOT JIST UCCIIE-
JOBaHUSI TOHKOCTEM MEXaHU3MOB MOJIEKYISIPHBIX
TpaHchopMaLrii Y ABMKEHUIT MOJIEKYJISIPHBIX (ppar-
MEHTOB B CaMbIX Pa3HOOOpAa3HBIX CHUCTEMax — OT
¢hepMeHTaTUBHBIX TIpolecCOB [8] 10 MOJIEKYISIPHBIX
MOTOPOB [9] 1 cTepeoCeTeKTUBHBIX XMMUYECKIX B3a-
nmopeiicteuit [10, 11]. DPDEKTUBHBIM CITOCOOOM
pazaesieHUsT BIUSIHUSI COOCTBEHHO BSI3KOCTU M JIPY-
TUX CBOMCTB Cpedbl OKa3hIBaeTCsl IIPUMEHEHUE 1IN~
POKOIO CIIEKTpa COpPacTBOpUTEIIC, M3MEHSIOIINX
BSI3KOCTh pacTBopa. B HallIux nmpeablaylinx padoTax
[12—14] 6611 u3yuyeH 3¢ heKT BI3KUX Cpell Ha OCHOBE
psiza IIOJIMOJIOB M CaxapoB Ha CKOPOCTb OTIEIbHBIX
CTaIui peaklnu, KaTaJIu3upyeMoil Jouudepas3oit
P, leiognathi, npenctapiieHHbIX Ha puc. 1. C moBbIlIe-
HHEM BSI3KOCTH cpelbl ObUTA BBISIBIIEHBI TN PY3U-
OHHBbIE OTPAaHUYEHUSI CKOPOCTEM HEKOTOPbIX CTaaui
(ky, kg, kqq), HO KaTaIUTUYECKas KOHCTAHTa k4 OKa-
3aj1ach He 3aBUCSIIIEH OT BI3KOCTH, MPOSIBIISISI POCT B
cpemax ¢ COpOUTONIOM, TIIIOKO30i M caxapo3oit. On-
HaKoO MPOBEASHHOE JeTaIbHOE MCCIeI0BaHNEe KIHE-
TUYECKUX XapaKTepUCTUK peaklMd He TMO3BOJIUIIO

MOJYYUTH B IBHOM BHJIE OTBET Ha BOITPOC, KaK U3Me-
HEeTCS KBAaHTOBBIM BBIXOI OGakTepHabHOII GUOIIO-
MUWHECLIEHLIMU B BSI3KUX Cpelax.

ILenbio maHHOI pabOTHI OBLIO OLICHUTH BIMSIHUE
BSI3KMX Cpeld Ha OCHOBE IOJMOJIOB M CaxapoB Ha
KBaHTOBBII BBIXO]] OMOJIOMUHECIIEHIINY B PEAKIINH,
KatanusupyeMoit moumndepasoit P leiognathi. s
9TOr0 Ha OCHOBE OIpele/IEHHBIX paHee KOHCTAHT
CKOpPOCTEN OTHEIILHBIX CTagWii peakiiiy ObLIO pac-
CUMTAaHO KOJIMUYECTBO (epMeHTa U CyOCTpaToB,
YY4acTBYIOIIMX B peaKIU B pa3HBIX Cpeaax, U COOT-
HECEHO C KOJMYECTBOM MCITyCKaeMOro CBeTa. DTO
MO3BOJINJIO OLIEHUTh U3BMEHEHHE KBAHTOBOTO BbIXO/a
OMOJIIOMUHECLICHIIMM DPEaKLMKW II0 CPaBHEHUIO CO
CTaHIAPTHBIMU ycJIoBUSIMU (OydepHbIi pacTBOD).

MATEPUAJIBI U METO/bI

OnpenesieHHe KOJIAYECTBA CBETA, HCIYCKAEMOTO B
OMO/TIIOMUHECIIEHTHOI peakuuu. /{J1s pacueTa OTHOCU-
TETFHOTO KBAHTOBOTO BHIXOJA OUOTIOMUHECIICHIINT
B  peakluu, KaTtaausupyemoii  monudepasoi
P. leiognathi, B BI3KUX cpelax C STWICHIJIUKOJIEM,
TJIMIIEPUHOM, COPOUTOIIOM, TIIIOKO3011, caxapo3oil u
JEKCTPaHOM OBbLITU MCIIOJIb30BaHbI JaHHBIE IO HeCTa-
LIMOHAPHOU KMHETUKE PeaKlNu, MOJIyYeHHbIC paHee
[13, 14]. KopoTko, MeTOIMKA ITOTydeHUST KWHETUIe-
CKHMX KPUBBIX METOJOM OCTAHOBJIEHHOTO IMOTOKA CO-
CTOsUIa B CJENYIOLIEM: MPU MOMOIIM aHajau3aTopa
K1HEeTUKH 0bIcTphiX mponeccoB SX-20 (Applied Pho-
tophysics, BeankoOputanus) cmemmBaiu 1.9 MmxM
mouudepassl P, leiognathi (Mb® CO PAH) ¢ pac-
TBOpoM cyoctpatoB — 30 mxkM FMNH, u 20—
100 MkM pekaHajsd — ¥ perUCTPUPOBAIIM U3MEHEHNE
VHTEHCUBHOCTU OuooMuHecueHuun (I,) B BUIe
BCIIBILLIKM, 3aBepliatolieiics 3a <15 ¢ (mpuMepsl Ku-
HETUYECKUX KPUBBIX TIPUBENIEHBI HA pUC. 2a). DKce-
puMeHTbI poBoansu nipu 20°C B K-Na-dochaTHoM
oydepe (pH 6.9, 0.05 M) u B Ba3kux cpenax (6ydep-
HBbIX pacTBopax ¢ 10—40 Bec. % 3TUICHTIIMKOJIS, TV -
1ieprHa, copOomTONA, TIOKO3Bl U CaXapo3bl, WU S5—
15Bec. % pmekcrpaHa €O cpegHell MOJIEKYJSIpHOM
maccoii 70 k1a).

MHTEeHCUBHOCTH OMOJIIOMUHECICHIINU PETUCTPU -
poBaiu ¢ nmomoisio ®DY R6095 (Hamamatsu Pho-
tonics, JnmoHus), 3aKpEeIICHHOTO HEIOCPEACTBEHHO

BUODU3MUKA Ttom 69 Ne3 2024



BJIMSIHUE BA3KUX CPEJl HA KBAHTOBBIM BbIXO/1

- —— LBOybepe
1.0 —Iy® gwbepe 1
. — /fB Oydepe 50
5 N -——— L B caxapose -
o NN, I B caxapose |
E ****** A caxapose | %
<05 it
% =
= )\ T
00 — 49
0 2 4
Bpewms, ¢

457

(6)

I:Lll’l’l
b
Isum r
1.0 '-'%;:-———————— _________
r -- e ®
s ‘" e a
L \‘ ~ < ’ X B (l)ep
r \ - - - + [ mepun
0.5 \ - - - + CopOwuron
f : --& - + JlekcTpaH
- ] - -# - + DTHJICHIJIUKOJb
b --& - + ['moko3a
L -8- + Caxapoza
00 L | L | L | L | L | L | L |

0 1 2 3 4 5 6 7
Bsskocts, cll

Puc. 2. (a) — VI3MeHeHME MHTEHCUMBHOCTM OWOIIOMMHECLHEHIMM [; (HOPMHPOBAaHO Ha MAaKCUMYM) M KOHLEHTpalUW

monudepasbl (Mo JeBOi OCU OpaIMHAT) U AeKaHajs (1o MpaBoil ocM OpAWHAT) B PeakIMOHHON CMeCU B XOJIe peakilnu,
KaTanmsupyeMoit depmerntom P. leiognathi, B 6ydepe n B caxapose (40%); npuBeaeHbI JaHHBIC 1T dKcIepuMeHTa ¢ 50 MKM

1
nexkaHais. (0) — OTHOCUTENbHAsA UHTETpaIbHasA MHTEHCUBHOCTh OMOJIIOMUHECLIEHTHOM peakiuu —,

Ha U3MEPUTENTBHOM sTueiike rpudopa, 6€3 orpaHrye-
HUS  CIIEKTPAJbHOTO JHWala3oHa PEeTHCTPaIliu.
TakuMm oOpa3oMm, 3a Mepy KOJIMUECTBA CBETa, U3IIy-
YEeHHOI'0 B peakliu, NMPUHUMAJIoCh 3HaUYCHUE WH-
TEHCHUBHOCTH JTIOMUHECIICHITNH (B YCTOBHBIX €IMHM -
1ax), MOJIYIYeHHOE BO BCEM CITEKTPaTbHOM AMAara3o-
He (450—550 uM). MHTerpaibHYy10 MHTEHCUBHOCTb,
WCMYIIEHHYIO PeaKlIMOHHON CMeChlO 3a OAWH 000-
poT depMeHTa, [y, PACCUUTBHIBAIA KaK IUIOLIAIb

MO, KWHETUYECKOM KPUBOM.

OnpeneieHne OTHOCUTEIHLHOTO KBAHTOBOTO BbIX0/1a
OMOJTIOMHHECIIEHIINY B BA3KMX cpeaax. KommaecTso
monudepassl (L) 1 cyoctparoB (F — BoCCTaHOBJIEH-
Horo (JIaBUHMOHOHYKJIeOoTHIa U A — JIeKaHals),
BCTYIIMBIIIEE B PEaKIIMIO B pa3HBIX Cpelax, ObLIO pac-
CUMTAHO MO M3MEHEHUIO MX KOHIIEHTPALUii B XOIe
peakiiu, YTO CTaJI0 BO3MOXKHBIM OJlaronapsi 3HaHUIO
KOHCTaHT CKOPOCTEi OTOEIbHBIX CTaauii peakuyu. B
Halleu npenpiayiieii padote [ 13] neranbHO oImcaHoO,
4TO IJIs ONpeeieHsI KOHCTAaHT CKOPOCTEM OTIenb-
HBIX CTaIUi peakKlIM1 KUHETUYECKUEe KPUBBIC, TTOJTy-
YeHHbIC B KAXXIOM 13 Cpell IIPH IISITU KOHIIEHTPALIUSIX
nexkanais (10, 20, 30, 40 u 50 MmxM), ObUIM alIIIPOK-
cuMupoBaHbl B makeTe Scilab (Scilab Enterprises,
@dpaHuysa) ¢ IIOMOIIBI0 MaTeMaTUYECKOl MOIEH,
pa3paboTaHHOI Ha OCHOBE CXEMbI, IIPUBEIEHHOMN Ha
puc. 1. B nanHoif paboTe KMHETUYECKHE TTapaMeTPhl
OBLTM MCITOJIb30BaHbI IJIsI OMpPEeAeIeHUS] U3MEHEHUS
KOHIIEHTPALlI KOMITOHEHTOB B XOJIe peakKlnu (puc.
2a), Ha OCHOBE Yero ObLIO pacCUYNTAHO KOJIUIESCTBO
Joludepassl U alibeThaa, BCTYIUBIIMX B PEaKIIUIO
(L; 1 A,), KaKk pa3sHOCTb MEXIy Ha4aJIbHOI (B MOMEHT

BpeMeHU 0 ¢) U KoHeuHOoM (B MOMeHT BpeMmeHu 10 c)
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4
sum

B Pa3HBIX Cpeaax.
sum

KOHIIEHTPALUSIMA 3THUX KOMIIOHEHTOB. B ycnmoBusix
MOCTOSTHHOTO 00beMa peaKIIMOHHOI CMeCU OTHOIIe-
HUE KOHILEHTpAllMii KOMIIOHEHTa B BSI3KOM cpelie U
Oydepe ObUIM paBHbBI OTHOILIEHUIO €ro KOJWYECTB.
KomnuectBo FMNH,, BCTYyNmMBLIETO B peakluIo,
CYMTAJIU PABHBIM KOJINYeCTBY (pepmeHTa: F, = L, 4TO

MO3BOJIWJIO MCKJIOYUTh BIMSIHUE He(hepMeHTaTUB-
Horo okuciaeHuss FMNH, (mpouecc k4 Ha puc. 1) Ha

OLIEHKY F;.

Jnas KaxImoil KOHIEHTpallid COPacCTBOPUTEIIS
ObLI paccuudTaH OTHOCUTEJIbHBIIA KBAHTOBBIN BBIXOJ,
OMOJIIOMUHECIICHLIMHM Ha OJHY MOJIEKYJTy Jifoumdepa-

3Bl (Qf’l) U IeKaHaJIs (Q;el) 1o hopMyJIaM:

re. Isvum Isbum Isvum L‘r)
Ql:LV:Lbzlb I W
e _ Lom . Lo _ L . A
QA = AV . Ab _Ib 'Z, (2)

rne IY,, u IS, — WHTerpajbHble MHTEHCUBHOCTU
OMOJIIOMHHECIICHIINHM B BSI3KOI cpesie 1 Oydepe co-
OTBETCTBEHHO (puc. 26); L’ u I’ — KonudecTBoO Jio-
uudepassl, ceazasuieii FMNH,, B BA3Koil cpene u
Oydepe cOOTBETCTBEHHO; A% U A% — KonmuyecTBo
anpaeruaa, cBszasuierocs ¢ MHtepmennarom 11, B
BsI3KO# cpene u Oydepe cooTBeTcTBeHHO. OTHOCH-
TeJIbHBbIII KBAHTOBBIM BBIXOJ HA OJHY MOJIEKYJY
FMNH, Obu1 paBeH napameTpy, paCCYMTaHHOMY Ha

OIHY MOJIEKYJY JIOLU(epassl: ( }e') = ( f'). s

o o 1
K0 cpe/ibl ObLIO MOIYYEHO MATh 3HAYEHUIA ( N )
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(nnsg koHueHTpaumit gexkaHans 10, 20, 30, 40 u
50 MKkM), Ha OCHOBE KOTOPBIX OBUIM paccUMTaHbI
cpelHee 3HaYeHUEe U CTaHIApPTHOE OTKJIOHEHNE.

Pacuer MoJieKyJisipHOi TUHAMMKH Jonugepasbl B
pa3audHbIX cpenax. TpexMepHas CTpyKTypa OaKTepu-
anpHOI moundepasbl P. leiognathi Oblna ToJlydyeHa
METOAOM PEKOHCTPYUPOBAHUS IO TOMOJIOTUM C TI0-
momibio Beo-cepBruca SWISS-MODEL [15], kak ne-
TaJIbHO OITMcaHo B padore [14]. IIlabioHoM sgBnsIIach
KpHUCTaJIndecKasi CTpyKTypa qouundepassl V. harveyi
(PDB ID 3FGC) [16]. PacueT MOJIEKyAsIpHOI TUHA-
MUK PEKOHCTPYUPOBAHHOM CTPYKTYPHI JTIoLndepa-

36l 1ipu Temmnepatype 300 K u gaBieHnn 10° Ta 6bL1
npoBedeH B mnporpamMmMmMHOM Trakete GROMACS
2020.4 [17]. Monenupyemasi cucTeMa IIpeacTaBisijia
co00ii OOKC ¢ MOJIeKYJIOl moundepas3bl, OKPYKeH-
HOIT IMOO TOJIBKO MOJIEKYJIaMH BOIBI, TMO0 CMECHIO
BOIBI C COPACTBOPUTEISIMU:  ATWICHIIMKOJIEM
(30 Bec. %), rmuuepunoM (40 Bec. %), copOoUTOIIOM
(40 Bec. %), rmokosoit (40 Bec. %) m caxapo3oit
(40 Bec. %). s omrcaHus TOIOJOTHU BCEX TUITOB
aTOMOB B MOJETUPYEMBIX CHCTeMaX OBbLIO UCTIOIb30-
BaHo croBoe ntojde CHARMM36 [18]. [Toaroroeka
cucTeM (HeWTpanm3anus 3apsma, MUHUMU3AIUS
SHEPIUY METOIOM HAMCKOPEMIIEero CIrycka, pejlak-
calliy CUCTEMBI MPU NU30XOPHO-MU30TEPMUUYECKUX U
M30TEPMO-N300apUUECKNX YCIOBUSX) IIOJPOOHO
onucaHa B pabore [ 14]. Pacuet MoneKyIsipHOIT mMHA-
MUKW KaXnoit u3 cucteM TpoBommm mist 100 He, ¢
TpeMsI He3aBUCUMBIMHU 3aIyCKaMM, BKJTIOYAsl STAITbI
MWHWUMU3ALWU U pejlaKcallui. AHaAJIN3 3HAYeHU yT-
JIOB )| U X, OOKOBO# 1IN aMUHOKHUCJIOTHOTO OCTaT-

Ka aHis44 mpoBoauan ¢ MOMOIIBLIO TPOrPaMMHOIO
nmaketa MDanalysis [19,20].

PE3YJIbTATBI 1 OBCYXIEHHUE

HN3MeHeHne KBAaHTOBOrO BBIXO/Ia OHOJIOMHHECIIEH-
UM B BA3KuX cpenax. C MCIojib30BaHUEM MaTeMaTH-
4yeCKO MOAEe/Nu, OIMUCHIBAIOIIE MHOTIOCTaaUHYIO
KWHETUKY peaklMM, KaTaJu3upyemoil mronudepa-
3011 P. leiognathi, GBLIO onipenelIeHO BIMSHUE BSI3KUX
cpell Ha KOoJM4yecTBO (haKTUUECKU YYaCTBYIOLIUX B
peakuuu moJiekyn pepmenta, FMNH, u nekanans.
PaHee ObLTIO yCTaHOBJIEHO, YTO B BSI3KMX Cpefax 3a-
MEJISIFOTCSl KaK HEKOTOPbIe CTalu OCHOBHOTO (CBe-
TOBOI0) TyTH, TaK U KOHKYPUPYIOIIME TEMHOBbIE
npoiiecchl [12—14], moaToMy BOMIpOC O pe3yabTUPY-
I01lIeM BJIMSIHUM CpeJl Ha KOHLIEHTpalMIo o0pa3yro-
IIMXCS WHTEPMENMATOB peaklMyd He sBJISeTcs
TpUBHAJIbHBIM. PacuyeThl moKa3ajau, 4TO HECMOTPS Ha
3aMelyieHne  He(epMEeHTaTUBHOTO  OKMCJICHUS
FMNH, Ba3knMu cpegaMu HaOII0AAeTCH CHUKEHUE

konu4dectBa MIHTepMennara I B peakunm (paBHoOTO F)
" L,) no cpaBHeEHNIO ¢ Oy(EepHBIM PacTBOPOM (pHcC.

JIMCHULA u np.

3a). B mpucyTcTBUM OOJIBIIMHCTBA COPACTBOPUTEIEH
a1oT 3(pPekT He npeBbimaeT 30%. OgHAKO 3TUIIEH-
IIMKOJIb B MaKCcUMajbHONM KoHueHTpamuu (30%)
3HAYUTENIbHO CHUXaeT Fr u L, (Ha 66%).

B Hammx npenpiayinmx padborax ObUIO HOIYyYEHO,
YTO KOHKYPHUPYIOIINE CTAANN C KOHCTAHTaMU CKOPO-
CTU k| U kg aBnsiorcsd 1ubdy3nOHHO-KOHTPOJIUAPYE-
MBIMHU, TO €CTh 3aBUCUMOCTb X 3HAUEHMIA OT BSI3KO-
CTM cpelbl T ONMUCHIBAETCSl CTeNeHHOU (yHKIInei
[12—14]. OgHaKo TToKa3aTeab CTEITIEHHBIX 3aBUCUMO-
CTel BapbUpYeT I Pa3HbIX cpel: M ky(n) oH pa-
BeH oKoy10 —0.84 mj1st Bcex M3y4eHHBIX COpacTBOPU-
TeJeld, B TO BpeMsI KaK JJst k(1)) B cpefax ¢ 3TUJIEH-
MIMKOJIeM U TJAWLEPUHOM MoKas3aTesib MpUHUMAaeT
3HaYeHUs oKoyio —1.80, a B ocTaIbHBIX — 0K010 —1.00
[14]. Cyns o BceMy, pa3inume mokKas3artesieii CTereH-
HOM 3aBHCHMOCTM KOHCTaHT CKOPOCTEil 3TMX IpO-
LECCOB OT BSI3KOCTHU IIPUBOIUT K TOMY, YTO B IIPUCYT-
CTBMHU COPACTBOpUTEJIEll MEHbIlIee KOIUIECTBO MO-
JieKya Jioldepasbl CBSI3bIBAET BOCCTAaHOBJIEHHBIN
(bITaBUHMOHOHYKJIEOTUT ¥ BIOCJIEICTBUM (POPMHUPY-
€T 3JIEKTPOHHO-BO30YXKIEeHHbIII MHTEpMeaaT peak-
WU,

Cxoxast kKapTuHa HabJIIogaeTcs ISl KOJIMYecTBa
cBA3aBlIerocs anpaeruna A, (puc. 36): B BA3KUX cpe-
Jax B peakuuu ydactByeT Ha <20% MeHbIlE 3TOro
cybcTpaTta, yeM B Oydepe (3a MCKIIIOUEHHEM Cpel C
MaKCUMAaJIbHBIM COAEpXKaHUEeM IJIUIepuHa W 3TH-
JICHTJIMKOJIS, The 2(¢heKT BbIpaxeH cuibHee). Pas-
JIMYMST MEXIY JaHHBIMM I (yiaBUHA M ajbIeruaa
(puc. 3a,0) OOBSICHSIIOTCSI TeM, UYTO KOHCTaHTa acco-
Maluu anbaeruaa (CKopocTb oOpazoBaHus WMHTep-
menuata IIA) 3aBUCHUT OT KOHLEHTpAIlUM COPACTBO-
puUTesieil CIOXHBIM 00pa3oM U He oObsICHsSIeTCS Aud-
Gy3MOHHBIMU OTpaHnIeHUIMH | 14].

ITo popmynam (1) u (2) ObLT paccyrTaH OTHOCH -
TEJTbHBII KBAHTOBBIN BBIXOJ OMOJIOMUHECIIECHIIUY B
peakiiuyu Ha MoJieKyay ¢dhepMeHTa U CcyOCTpaToB —
FMNH,; u nekanans. ITonyyeHHble 3HAYEHUS TIPEN-
CTaBJIcHBI Ha puc. 3B,r U B Tabj. 1. YcraHOBIIEHO,
4TO OTHOCUTEJbHBIN KBAHTOBBIN BBIXOJ U3MEHSIETCS
Ha <33%, 1 5TO N3MEHEHNE He 3aBUCUT OT BI3KOCTH
cpenbl Kak TAaKOBOM.

ITpucyrcrBUe copacTtBopuTelieii B cpeqHEM yBe-
JIMYMBAET OTHOCUTEIbHBII KBAHTOBBII BBIXOI HA MO-
JIEKYJIy ajibIeTruaa, IIpu 3TOM HauOomblumii 3ddexT
HabOmomaeTcss Wit cpenbl ¢ 40%-ii  caxapo3soit
(puc. 3r). OTHOCUTENILHBIN KBAaHTOBBIM BBIXOI OMO-
JIIOMUHECUEHIIMU Ha MOJIEKYJTy JtolMdepasbl 1 diia-
BHHA JIJII HEKOTOPBIX Cpell TpUHUMaeT 3HaueHus <1
(puc. 3B), HO 3TO JUIIb KaXylIuicsa adpdexT, mo-
CKOJIbKY (hbaKTUUECKU TOJbKO YacTh MHTepmenuarta I
B JaJIbHE111eM CBSIKETCS C aJIbAETUI0OM.

Panee 6bIT0 MOKa3aHO, YTO KOHCTAHTa CKOPOCTHU
GopMUpPOBAHUS BJICKTPOHHO-BO30YXIESHHOTO WH-
TepMearaTa OUOJIIOMUHECIIEHTHON peaKliuu OakTe-
puii (k4) HE 3aBUCHUT OT BA3KOCTU CpPeAbl U IEMOH-

BUOD®U3UKA Ne 3
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Puc. 3. 3aBucumMocTs oTHOCUTENBHOTO KonmyectBa FMNH,, —’b (a) u nexaHass, —’b (6), BCTYNMUBIIIMX B PeaklINIo, a TaKXkKe

r r
OTHOCHUTEJIBHOTO KBAHTOBOTO BBIXOAA OUONIOMUHECLEHLMK Ha Moiekynly FMNH,, Qrf:l (B) U IeKaHans, Qrfil

(r) or

BSI3KOCTH CPEIbl B MPUCYTCTBUHU Pa3HbIX MMOJMOJIOB U caxapoB. [lapaMeTpbl paccuMTaHbl OTHOCUTEJIBHO 3HaUeHUiT B Oydepe

(Bs13kocTh 1 cIl).

CTpUpPYeT cHeunGUuKy OTHOCUTEIHLHO BBLIOPAHHOTO
copactBoputend [13, 14]. Tak, B cpegax ¢ STUJICHTIN -
KOJIEM U JEKCTPAHOM HAOJI0AAIIOCh YMEHBILEHUE k4,

B cpeliaxX C IMIIEPUHOM BJIMSTHUE OTCYTCTBOBAJIO, a B
MIPUCYTCTBUU COPOUTOIIA, TJIFOKO3bI M CaXapo3bl MPO-
WCXOJWIO YBEJIWYEHUE CKOPOCTU JaHHON CTaauu.
Hanpuwmep, B pactBope 40%-ii caxapo3bl k, yBenu-

YUBaeTCs Ha MOPSIAOK IO CpaBHEHUIO C 3HAYCHNEM B
oydepe. OTCyTCTBHE KOPPEIAIINI MEXITy KaTaTuTH-
4YeCcKOM KOHCTaHTOW (epmeHTa (k4) M KBAaHTOBBIM

BBIXOAOM OUOIIOMUHECIEHIIUU B IIPUCYTCTBUU CO-
pacTBOpPUTEJICH MOXKET TOBOPUTH O TOM, UTO CTPYK-
TYpHBIE (DAKTOPHI, OIIPEAE/ISIONINE BBICOKYIO CKO-
POCTb PeaKkIUM U €€ BHICOKYIO 3(P(OEKTUBHOCTD, pa3-
Hble. B yacTHOCTH, Ha (PyHKLIMOHAJIBHBIE CBOIICTBA
GakTepuaJibHBIX JIOLM(epa3 BIUSAET UZMEHEHHE
cpenoit MoABMKHOCTU MOOMJIbHOM NEeTIn epMeHTa,
Y4acTBYIOIIEl B CTAOMIM3allMU MHTEPMEAUATOB pe-

BUODU3UKA TomM 69 Ne 3 2024

akuuu [21, 22]. IToay4daeTcsi, YTO B YCIIOBUSIX ITOBBI-
IIeHUS BI3KOCTH [IUTOILIA3MbI OaKTEpHUiA IToaIe pxKa-
HUE BBICOKOTO YPOBHSI CBEUEHMS NPOUCXOIUT B
OOJIBINEHT CTeTIEHH 3a CYET YBEJIMICHUS Yrciia 000po-
TOB JTIo(depasbl, YeM 3a CUET MOBBIIICHUS 3P deK-
TUBHOCTU KakKI0T0 KaTAIMTUYECKOTO aKTa.

B o01iemM ciaydyae KBaHTOBBIM BBIXOH OMOJIIOMU-
HecueHUUU, Oy, IPEACTaBISIET COOO BEPOSITHOCTD

BBICBEUMBAHUS KBAHTA CBETA B TEUEHUE OHOTO KaTa-
JIMTUYECKOTO aKTa moundepasbl. OH 3aBUCUT OT Be-
POSITHOCTU 00pa30oBaHUsl TIPOJAYKTa peakluu, oIpe-
JIeJISIEMOMA COOTHOIIIEHUEM CKOPOCTEI OCHOBHOIO
CBETOBOTO MYTU U «TEMHOBBIX» NMPOLEcCOB, (Ochem)>
BEpPOSITHOCTA 0Opa3oBaHUsI MNPOAYKTA peakUWu B
3JIEKTPOHHO-BO30YXXIEHHOM COCTOSAHUH (Qees) U BE-

POATHOCTU H3J1yanean0ﬁ J€3aKTUBallMM SJICK-
TpOHHO-B036Y)KI[CHHOI‘O OMUTTEPA, YTO I1O CYTU B-
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JIMCHULA u np.

Tab6auma 1. OTHOCUTEIBbHBIN KBAHTOBBIM BBIXOI OMOJIOMUHECHEHLIMU B PeakiMM, KaTalu3upyeMoil momudepasoit

. . 1 I 1
P. leiognathi, Ha Monekyny dbepMmeHTa (QZe ), FMNH, (Q,rf) W JeKaHaus (Q;e ), B BSI3KMX Cpelax C pa3HbIMH
copacTBopuTe sIMU. [lapaMeTphl pacCUMTAHBI OTHOCHTEIBHO 3HAYCHNIT B Oydepe

Ne CopacrBopurelib, Bec. % OTHOCUTEIbHBII KBAHTOBBI BHIXOH OMOJIIOMUHECLICHIINT
Q;EI = Qzel, OTH. el Q;el, OTH. e1I.
1 [DTUICHIIMKOIb:
10 0.88 +0.02 1.06 = 0.07
20 0.90 £0.01 1.02 £ 0.04
30 1.02 £ 0.05 0.98 £ 0.05
2 |nmuuepun:
10 1.04 £ 0.04 0.98 £ 0.06
20 1.02 £ 0.06 1.03 £0.05
30 1.05 £ 0.06 1.04 £0.07
40 0.92 +0.03 1.18 £ 0.11
3 |CopOurom:
10 1.02 £0.03 1.07 £ 0.04
20 1.12 £ 0.05 1.04 £ 0.04
30 1.17 £ 0.06 1.08 £0.06
40 1.26 £ 0.09 1.11 £ 0.08
4 |I'moko3a:
10 1.09 = 0.07 1.05 £ 0.07
20 1.12 £ 0.06 1.12 £ 0.08
30 1.05 £ 0.06 1.02 £ 0.07
40 0.99 + 0.07 1.03 £0.12
5 |Caxapo3a:
10 1.01 £0.03 1.07 £ 0.07
20 0.98 +0.02 1.11 £ 0.11
30 1.00 £ 0.03 1.24 £ 0.16
40 1.08 £ 0.05 1.33 £ 0.10
6 |dexcrpan 70 x/a:
5 0.97 £ 0.03 1.18 £ 0.15
12.5 1.06 £ 0.08 1.17 £ 0.15
15 1.02 £ 0.07 1.19 £ 0.16

JIIeTCSI KBAHTOBBIM BBIXOAOM (POTOTIOMUHECLICHIINI
amutrepa (Qp):

le = Qchem'Qees'Qﬂ' (3)

Kunernueckasi mopaeib OUOJIOMUHECIIEHTHOMN
peakiiuu, Kataiusupyemoi moundepasoit P. leiog-
nathi, KOTOPyI0 MBI MCITOJIb30BaIM [IJISI UCCIIeI0Ba-
HUS BJIMSIHUSI BSI3KOCTU cpenkbl (puc. 1), He mMo3BOJISI-
€T Pa3neIUTb BKJIAAbl YCIOBHBIX XUMUYECKON (OQcpem

A Qyes) U PoTodpusnueckoii (Qf) cTanuil B MUHTEH-
CUBHOCTb UCITYCKaeMOTO CBeTa.

B Ttabawuie 2 mpeacrTaBiieHbl OIYyOJMKOBAaHHBIE K
HACTOSIIIIEMY MOMEHTY a0COIIOTHBIE 3HAYeHUST KBaH-
TOBOTO BbIX0OJa OMOJIIOMUHECIIEHIIMM B peaKIInn, Ka-
Tanusupyemoil mwouudepaszoii 0aktepuit. BumHo,
4TO HanboJiee pa3HOCTOPOHHE M3ydyeHa peaKIus, Ka-
Tanau3upyemas moundepasoit A. fischeri: s anbae-
TUI0B C JJIMHOM Lienu 8— 14 yriaepoaHbIX aTOMOB ObI-

JIN MOIy4YeHbI KBaHTOBBIE BhixoAnl oT 0.091 mo 0.164
[4]. HecMOTps Ha TO, 9TO 3TOT (DEPMEHT TaKKEe OTHO-
CUTCS K IOACEMEIMCTBY «OBICTPBIX» JIIoLMdepas, Kak
Jmotudepassl P phosphoreum v P. leiognathi [23], nnst
MOCJIEAHMX ObUI 3apETUCTPUPOBAH YyTh 60JIee BBICO-
KMI1 KBAHTOBBIN BbIXoJ OnoiromuHecueHuuu (0.20 u
0.21 coorBercTBeHHO). ECin mcIiob30BaTh 3T JaH-
HBIE, TO MOXHO OLIEHUTb, YTO IJIS M3Yy4EHHOU HaMU
peakiu B cpene ¢ 40%-i1 caxapo30ii KBAHTOBBIH BbI-
X0J1, OMOJIIOMUHECLIEHIIUU cOCTaBIseT oKoJio 0.28.

Bausnue copactBopuTelieil Ha KoHGopManuw Ka-
TAJIUTHYECKH BA2KHOTO TUCTUIMHOBOTO OCTATKA JIIOIU-
¢epasbl. Haiy npeapinyiue uccieqoBaHUsI CTPYK-
TYPHO-TUHAMUWYECKUX XapaKTEPUCTUK OaKTepUallb-
HOU moumdepa3bl B MPUCYTCTBUM TIOJHOJIOB U
caxapoB [12—14] moka3zanu, 4TO BCce COpacTBOPUTE-
JIV, 32 UCKJIIOYEHUEM 3TUJIEHTJIMKOJSI, HE OKa3bIBa-
I0T 3aMETHOrO BJMSHUS HU Ha YKJIAAKy OeJKOBOi
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Tabauna 2. AGCOIIOTHBIE 3HAYEHUSI KBAHTOBOTO BHIXO/a OMOIIOMUHECIIEHITNH, OIIPeIeICHHEIE K HACTOSIIIEMY BpEMEHU
TSI pa3HBIX BUIOB OaKTepHaIbHBIX JIIOIU(pepas

Ne Jhoumdepaza KomMrtoHeHT, 110 KOTOpOMY OIIpe e IsLIn Oul
KBaHTOBBI BBIXOT
1. Aliivibrio fischeri FMNH, 0.3 [26], 0.28 [27], 0.047* [28]
H,0, 0.12* [28]
JlekaHOBast KMCJIOTa 0.13* [5]
I'ekcananp 0.002 [4]
OkTaHalib 0.091 [4]
Hownananb 0.161 [4]
HexaHaib 0.155 [4], 0.10* [28]
YHaekaHab 0.144 [4]
JonexkaHaib 0.150 [4]
TeTpanexkaHalib 0.164 [4]
2. P. phosphoreum Jhroumdepaza 0.2% [3,29]
3. P. leiognathi MupucTruHOBas1 KMCJIOTa 0.21* [6]
4. Vibrio harveyi Hurtepmenuar 11 0.16%, 0.2@ [30]

IMpumMeyanue. * — ITo IIOMUHOILHOMY CTAHAAPTY; * — IO paXMoaKTHBHOMY CTAaHIApPTY; & — U1 MHTEpMenuaTa,

BBIIEJIEHHOTO IIPU OTPULATEIbHBIX TEMIIEpaTypax; @ — g nHTepMeaurara, BbiaeeHHoro mpu 0°C.

r100yJIBI (IO TaKMM MapaMeTpaM, Kak paauyc UHep-
LMK OeyKa, MIoNIaab IIOBEPXHOCTH, JOCTYITHOI pac-
TBOPUTEJIO, U JIP.), HU HA TUHAMUKY (TT0 TAKOMY T1a-
paMeTpy, Kak cpenHekBaapaTuyHasi GIyKTyalus
C,-aToMOB). AHaNIM3 KOH(POpMal GOKOBBIX LieTIEi

AMWHOKMCJIOTHBIX OCTaTKOB, YYaCTBYIOIINX B CBS3BI-
BaHWU CyOCTPaTOB, TaKKe HE BBISIBIUI BIMSHUS CO-
pactBopuTteieii [24]. DTO BBIIISAUT 3aKOHOMEPHBIM
pe3yJIbTaTOM, TOCKOJIbKY MCCIeIOBAaHHBIE COPACTBO-
puTenu SIBISIIOTCSI MPUPOIHBIMU OCMOJIMTAMU — MO-
JIEKyJIaMH C 3allIATHOM (PYHKIIMEM, KOTOphIE HaKall-
JINBAIOTCST KJIETKAaMH B HEOJIArOMPUSTHBIX YCIOBUIX
cpens [25].

B nanHoOi1 paboTe ¢ MOMOIIBIO METOAOB MOJIEKY-
JIIpHOW AMHAMUKM IS JIoldepasbl, OKpYy>KeHHOMN
MOJIEKYJIaMM BOJIBI U CMECHIO BOJIbI C COPACTBOPUTE-
JISIMH, MBI IIPOaHAJIM3UPOBaIN KOH(MOPMAaIIIO O0KO-
Boii uenu oHis44, pacnonaratoiierocsi riyooko B
MOJIOCTH aKTUBHOTO IIeHTpa ¢epMeHTa. B HenaBHet
pabote [31] ObL10 MOKa3aHO, 4YTO oOpa3zoBaHuUE 4a-11e-
poxcurnonyaieTtaib-paaBuHa (MaTepmenuara I11A) B
aKTUBHOM 1IeHTpe OakTepuajibHON mouudepasbl
MPOUCXOAUT C YYaCTHEM 3TOTO aMHHOKMCJIOTHOIO
ocTarkKa, KOTOpbIif BMECTE C MOJIEKYJI0i BOAbI BLICTY-
maeT B pOJIM akilenTopa mpoToHa. PacmpeneneHue
NBYTPAHHBIX YIJIOB X U X, 00His44 B xone MoJiekynsap-
HOM IWHAMWMKM B pPa3HBIX MOIEIbHBIX CHCTEMax
npeacTaBjieHo Ha puc. 4. bbLio roJjiyueHo, 4To, Koraa
0eJIOK OKPYXEH TOJbKO MOJIEKYJIaMU BOIbI, TUCTU-
JIUH MOXET HaXOAUTHCS CO CXOTHOI BEPOSITHOCTHIO B
IBYX KOH(popManusax: KoHGopmauus 1 ¢ yrmamu x; u
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%o okosio 200° 1 90° cooTBeTCTBEHHO U KOH(OpMa-
sl 2 — C yIraMu ) 1 X, okoJjo 280° u 270° cooTseT-

ctBeHHO (puc. 4a). otHis44 sBnsieTcsl BBICOKO KOH-
CepBaTUBHBIM aMUHOKVCIOTHBIM OCTaTKOM JIJIST OaK-
TepualdbHBIX JIronudepas [23], UrparoiuM BaxKHYIO
pOJIb B X OMOJIIOMHHECIEHTHOI aKTUBHOCTHU [32].
Kondopmariust 1 cooTBETCTBYeT OpUEHTALIMU OOKO-
BOI LIEMU 3TOr0 OCTAaTKA B KPUCTAJIMYECKOM CTPYK-
type mouudepassl V. harveyi (PDB ID 3FGC), otMme-
YyeHHOIl Ha puc.4 TpeyrojabHbIM Mapkepom [16].
QM/MM pacueThl IjIsi 3TOil CTPYKTYpPhl MOKAa3aju,
4TO TaKOe MOJIOXKEHHUE SIBIISIETCS Hauboyiee OITH-
MaJIbHBIM JJIS TIpoliecca oOpa3oBaHUST JIEKTPOHHO-
BO30Y>XXIEHHOTO 4a-ruapokcudiaaBuHa u3 4a-1mepox-
cunoayaleTrajib-daaBuHa [33].

MBI yCTaHOBHUIIM, YTO B TIPUCYTCTBUHU BCEX COpAC-
TBOpUTeJiell HaOJMIOAaeTCs CHUXKEHUE BEPOSTHOCTU
oOpa3oBaHus KoHpopMaluu 2 (puc. 46—e). B nipu-
CYTCTBUM XK€ ITUJICHTJIMKOJIS TTPOUCXOIUT PACIIIETI-
neHue KoHpopMmannu 1 Ha ABe MOATPYIIIBI IO YIIIY X

(puc. 46). YuuTteiBasi, 4To UMEHHO KOHdopmanus |
SBJISIETCS HanboJiee ONTUMAJIbHBIN JUIS1 KaTATUTUYE-
CKOU aKTUBHOCTH Jitoliidepasbl, MOXKHO MPEATIONO-
JKUTb, UTO 0oJiblllasi BEPOSITHOCTb 3TOTO COCTOSIHUS B
cpellax ¢ COpacTBOPUTEISIMU IO CPABHEHMIO C BO/I-
HBIM OKPYX€HUEM CIIOCOOCTBYET HaOII01aeMOMY
YBEJMYEHUIO KBAHTOBOTO BBIXO/Ia OMOTIOMUHECLIEH-
11U B U3ydyaeMoii peakiiuu. Hai npeapiayiiuii aHa-
JIN3 TIPUCYTCTBUS MOJIEKYJI COpacTBOpUTEeil B MO-
JIOCTU aKTUBHOTO 1IEHTpa MMoKa3aJj, 4YTo KO JHY MOJI0-
cTH, rae pacnojoxeH oHis44, MMEIOT TOCTYH TOJILKO
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Puc. 4. Bapuauus nByrpaHHbIX yriioB x; 4 X, 0His44 mouudepasst P. leiognathi B xone MOJIEKYJIIPHOI IMHAMUKU B Pa3HbIX
MOJE/IbHBIX CUCTeMaX B IBYMEPHOM IPeICTaBICHUU (TOYKHM) U B BUIE YAaCTOTHOTO pacrpeeeHus: (JMHUU OKOJIO KOHTypa
pucyHka): (a) — Boaa; (6) — 3TWIeHIIMKONb, 30%; (B) — ruuepuH, 40%; (r) — copouron, 40%; (o) — rmoko3a, 40%; (e) —
caxapo3a, 40%. Insa kaxnoit Moieny nokasaHbl pe3yJibTaThl Tpex noBropHocteil (3000 dpeiimoB). TpeyroabHbIM MapKepom
OoTMeYeHa KOH(popMalys TUCTUINHA B KPUCTAJUINYECKOH cTpyKType Jiouudepasst V. harveyi (PDB ID 3FGC) (x; = 185°,
%o = 90°). CuHue mosst — NOCTYIMHOE TOJ0KEHNE OOKOBBIX LIETIEl JIIOOBIX aMUHOKHMCIIOTHBIX OCTATKOB COTJIACHO OMOJINOTEKE

[34].

caMble MaJICHbKME COPaCTBOPUTENIM — STUJICHIJIM-
Kouib 1 ruuepuH [14]. CopOUTOI U TII0KO3a MOTYT
NoJI0NTU O0IM3KO (Ha pacCTOsIHUE OOpa30BaHUSI BO-
JOPOOHOI CBSI3W) TOJNILKO K MeHee YIriayOJeHHBIM
y4yaCTKaM CBsA3bIBaHUA (I)HaBI/IHa, a caMasl MaCCBHas
MOJIEKYJla caxapo3bl HEe CIIOCOOHA ITPOHUKATh B I10-
JIOCTb aKTUBHOTO LIEHTPA 1 pacIioyjiaraeTcsi OKoJIo ee
Bxona [14]. Takum obGpa3oM, 0Ka3ajioCh, YTO (pU3U-
yecKoe IIPUCYTCTBUE MOJIEKYJ COpacTBOpuUTelieil B
HETIOCPEICTBEHHOM OJM30CTU OT HCCAEAOBAHHOTO
TUCTUIMHA HE SIBISIETCS HEOOXOOUMBIM YCIOBUEM
JUTST BIMSIHUSL Cpelibl Ha ero KoHdopMmaluwo. Baus-
HUE MOXKET ObITh OMOCPEIOBAHHbBIM, Yepe3 LEMOUKY
B3aMMOACUCTBYIOIINX AMWHOKHUCIOTHBIX OCTAaTKOB
WJIU ITyTeM BO3IECTBUS HA MOOMJIBHOCTD U CTPYKTY-
Py BOOOPOMHBIX CBSI3€i MOJIEKYJ BOIABI B aKTUBHOM
LIeHTpe.

Cpeln U3ydeHHBIX COPACTBOPUTEIIC HaMOOJIb-
muii 3¢pdexkT Ha OMOTIOMUHECHECHTHYIO pPEaKIINIo
OKa3bIBajl STWJICHIJIMKOJIL. IIPU €T0 MaKCUMaJIbHOM
KoHueHTpanuu (30%) HabI0AaI0Ch 3HAUUTEIHLHOE
CHUXXKEHUE KOJIMYeCTBa 00pa30BaBIINXCSI WHTEpMeE-
nuaTtoB (puc. 3a,0) u, Kak cjeJCcTBUe, MHTerpajibHOM
MHTEHCUBHOCTU OMOIOMUHeCLIeHIIMU (puc. 20). Pa-
Hee MbI ITOKAa3aJIv, YTO B MMPUCYTCTBUH 3TOTO MOJIUO-
JIa IPOUCXOAUT U3MEHEHUE CTPYKTYPhl OaKTepuaib-
Ho monudepasbl (YBEJIMUMBACTCS paguyC MUHEPIIUU
W TUIONIAIb ITOBEPXHOCTHU, MTOCTYITHOM pPacTBOPUTE-
mo) [14], uTo, BEpOSITHO, CBSI3aHO C MaJIEeHBKUM MO-
JIEKYJISIPHBIM pa3MepOM M BBICOKOM HONEH THUAPO-
¢oOHOII MOBEPXHOCTU 3TOro coeauHeHus. Kpome
TOTO, OBUIO TI0KA3aHO, YTO STUJICHIVIMKOJIb JIyYlle
BCEX OCTaJIbHBIX COPACTBOPUTENEI TPOHUKAET B T10-
JIOCTh aKTMBHOTO LIeHTpa ¢epMeHTa, TOCTUTasl TIIy-
0OKO JeXKalllnX CaiTOB CBA3BIBaHUS (iaBmHa [24],
YTO TaKXe BHOCUT BKJaJ B 3(dEKThl 3TOro copac-
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TBOPUTEJISI HA OMOJIOMUHECLIEHTHYIO peakiuio 0aK-
TEPUM.

3AKITIOYEHME

B nanHoit paboTe MBI CpaBHUIIN BIIMSIHUE BSI3KUX
cpell Ha OCHOBE MOJIMOJIOB M caXapoB HAa KUHETUYe-
cKue CBOMCTBa OMOIIOMUHECLIEHTHOM peakiu 0akK-
Tepuii (CKOPOCTU OTIAEJbHBIX cTaauii) U 3 PEeKTUB-
HOCTh 00pa30BaHUsI CBETA B XO/e KaTajqnza (KBaHTO-
BBII BBIXOH, OMOJIIOMUHECHeHINN). 151 3Toro 010
pacCYMTaHO OTHOCUTEJIbHOE KOJIWYECTBO CyOCTpa-
TOB, YYaCTBYIOIIIMX B peaKIIN, KATAIU3UPYEMOii JTt0-
nudepasoit P. leiognathi, B pa3HbIX cpenax, U MpoBe-
JIeHa OlIeHKAa KOJIMYeCTBa CBETa, M3JIy4CHHOTr0 Ha O -
HY MOJIEKYJ1y cyOcTpaTta, OTHOCUTEJIbHO peakluy B
HeBsI3KoM OydepHoM pacTBope. PaHee ObLIO MoKa3a-
HO, UTO B BSI3KHMX Cpeliax C COpOUTOJIOM, TJIFOKO30i 1
caxapo30ii HabJIloIaeTCsl YBeJIMYCHUE CKOPOCTU Ka-
Tanu3a. OmHaKO OlLleHKa KBAHTOBOTO BBIXOAa OMOJIIO-
MUHECHEHIIMHY TI0Ka3ajia ropa3no OoJiee ciaboe ero
yBeJIUYeHHUE B McCCledoBaHHBIX cpenax. Haubosb-
muit 3¢ppeXT Ha OTHOCUTEIbHBIA KBAHTOBBII BBIXO
Ha MOJIeKyny anbaeruaa (yBenmueHue Ha 33%) oka-
3bIBaeT Cpella ¢ caxapo30il — caMbIM MacCCUBHBIM U3
HCIIOJIb30BAHHBIX HU3KOMOJEKYISIPHBIX COPacTBO-
puteneit. J1as1 olleHKM BIIMSIHUS COPaCTBOPUTEIICH Ha
KOH(OpMaLIMIO KaTAIMTUYECKU Ba>KHBIX aMUHOKUC-
JIOTHBIX OCTaTKOB aKTMBHOTO LIeHTpa JIIoLudepassl ¢
TMOMOIIIBIO METOAOB MOJICKY/IIPHOM TMHAMUKM ObLIa
paccMoTpeHa opueHTalusi 60koBoii rpynmbl aHis44
¢depMeHTa B pa3HBIX cpefax. AHaJIM3 IT0Ka3al, 4ToO B
MPUCYTCTBUM BCEX ITOJIMOJIOB M CaXxapoB HaOJrogaeT-
csl yBEJIMUEHUE BEPOSTHOCTU HAXOXIEHUS TUCTUIM -
Ha B 00Jiee BBITOMHO IJIsI KaTajan3a KOHMOpMaIuu.
IIpm 3TOM He BaxXHO, MPUOJIMKAETCS JIM COPACTBO-
puTesb K TUCTUAMHOBOMY OCTaTKy Ha pacCTOsSIHUE
BOIOPOIHOM CBSI3U (KaK 3TUJICHIINKOJIb VWIX TJINALIE-
PUH) WX HE UMEET HUKAKOIO JOCTYIa B ITOJIOCTh aK-
THUBHOTO LIeHTpa (KakK caxapo3a).

B uenoMm, pe3yabTaThl IPOBEAEHHOIO MCCIeN0Ba-
HMS TOBOPSIT O TOM, UTO B YCJIOBUSIX IOBBILIIEHUS BSI3-
KOCTU LIUTOIIJ1a3MbI 6aKTepm'71 nmogacpKaHMe BbICO-
KOTO YPOBHSI CBEYCHUST MOXET IIPOUCXOIUTH B 0OJIb-
IIE CTEIIEHM 3a CYET YBEJIUYCHUS 4rcia 00OpPOTOB
mourdepasbl, YeM 3a cueT yaydiieHus1 3¢pOeKTUB-
HOCTM KaXXIO0T0 KaTaIUTUYECKOTO aKTa.

OMHAHCHPOBAHUME PABOTHI

HMccnenoBaHre 4acTUYHO BBIMOJHEHO TIpU bu-
HAHCOBOW TToaepkKe MUHUCTEPCTBA HAYKH U BBIC-
miero oopazoBaHusi P (rocymapcTBeHHOE 3a1aHue
Ne FWES-2024-0018).

KOH®JIIMKT MHTEPECOB

ABTOpBI 3asIBJISIIOT 00 OTCYTCTBMU KOHGJIUKTA
MHTEPECOB.
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COBJIIOAEHUE OTUYECKHUX CTAHIAPTOB

Hacrosias padoTa He COASpXKUT OMUCAHUS COO-
CTBEHHBIX UCCJIEIOBAHUI C UCITOJIb30BAHUEM JIIONEN
U JKMBOTHBIX B KAYECTBE OOBEKTOB.
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Effect of Viscous Media on the Quantum Yield of Bioluminescence in a Reaction
Catalyzed by Bacterial Luciferase

A.E. Lisitsa*, L.A. Sukovatyi*, V.A. Kratasyuk*: **, and E.V. Nemtseva*- **

*Siberian Federal University, Svobodnyi prosp. 79, Krasnoyarsk, 660041 Russia

** [Institute of Biophysics, Federal Research Center “Krasnoyarsk Science Center” of the Siberian Branch
of the Russian Academy of Sciences, Akademgorodok, 50/50, Krasnoyarsk, 660036 Russia

Based on previously obtained data on the transient kinetics of the bioluminescent reaction catalyzed by
P. leiognathi luciferase in media with polyols and sugars, the relative quantum yield of bioluminescence per
substrate molecule was determined using mathematical modeling. It was found that in some media the rela-
tive quantum yield per aldehyde molecule increases compared to the value in the buffer: by 18% in the pres-
ence of glycerol and by 33% in the presence of sucrose. The conformation of the side chain of aHis44, which
is the functionally important and conservative in all bacterial luciferases, was analyzed using molecular dy-
namics methods. It has been established that in the presence of all cosolvents there is an increase in the prob-
ability of formation the optimal for catalysis orientation of this amino acid, which may contribute to the ob-
served increase in the quantum yield of bioluminescence in viscous media.

Keywords: bacterial bioluminescence, quantum yield of bioluminescence, luciferase, effect of medium
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INpencraBneHbl JTaHHBIE O TOM, YTO MPU U3MEHEHUH YCIIOBUIA BEreTallii pacTeHUl U3MEHSIOTCS YPOBHU
SKCIIPECCUM TEHOB, KOIMPYIOIINX KapOOoaHTUAPa3hbl XJIOPOTIJIACTOB, a TakKXke KapOOaHTUApa3Hasl aKTUB-
HOCTb KOMITAPTMEHTOB XJIOpoIiacTa. Pe3ynbTaThl 5KCIEPUMEHTOB C MyTaHTAMU MO T€HaM XJIOPOILIACT-
HBIX KapOOaHTUApa3 CBUIETEILCTBYIOT, UTO AaKTMBHOCTh KapOOAaHTHIpa3 XJIOPOTIJIACTOB OTpenesseT
XapakTep M3MEeHEeHUil peakinii GoTOCUHTE3a B OTBET HAa U3MEHEHUS yCIoBUi BHelIHell cpenbl. [1penno-
JKeHbI BO3MOXHBIE MEXaHU3MbI yJyacTUsl KapOoaHTUIpa3 B MPOTEKAHUN CBETO3aBUCUMBIX TPOIIECCOB B
xyioporuiacte. Ha ocHOBaHUYM MOJIyYeHHBIX PE3YJIbTaTOB BhICKAa3aHa TMIOTE3a O B3aMMOCBSI3aHHOM (DyHK-

IIMOHHNPOBAHUU Kap6oaHer[pa3 B XJIOpoIuiacTax.

Karouegnie crosa: pomocunmes, gvicuiue pacmenus, adanmayus, X10poniacmeol, KapooaHauopasoi.

DOI: 10.31857/S0006302924030055, EDN: OFYQAS

BzauMomnpeBpalieHue $opM HeopraHUYECKOTro
ymiepogna — yraekuciuoro rasa (CO,) u 6ukapboHata

(HCO357) — urpaer BaxXHyIO poJib IIPU OCYILIECTBIIE-
HUU OYE€Hb MHOTUX OMOJIOTMYECKUX IMTPOIIECCOB KaK B
JKMBOTHBIX, TaK U B pacTeHUsix. B pacTeHusix cko-
pOCTb 3TOTO B3aMMOIPEBPAIIEHNUSI MOXET OTrpaHU-
yuth pukcaunio CO, 1 BKIIIOYEHUE €r0 MOJEKYI B
OpraHM4YecKue COeAWHEHUS, T.€. OTPaHUYUTH MPO-
IYKTUBHBINA (POTOCUHTE3, SIBIISIOIINIICS OCHOBOI HeE
TOJIBKO TTUTAHUS W XKU3HU PACTEHUI, HO U BaXKHEM-
MM OuochepHbIM mpoleccoM. Peakiiuu mpespa-
1LIEHUs YIJIEKUCIIOTo ra3a B OukapooHaT U 6ukapo6o-
HaTa B YIJIEKUCIIBIA ra3 B XHUBbIX OpraHuM3Max Kara-
JM3UpPYIOT (BepMEHTHl KapOoaHTUApas3bl (KapOoHaT
runponuassl, EC 4.2.1.1). Kapbooanrunpassr (KA)
CMOCOOHBI 3HAYUTENLHO YCKOPUTH MPOTEKAHUE pe-

akunit rugparauun CO, u nermaparauuu HCO5™:

CO,(p) + H,0 © H,CO; “HCO5;™ + H™,

Cokpawenus: KA — xap6oanrunpasa, ®DTL — ¢poTocuHTETH -
yecKasl 3JIEKTPOH-TpaHCIopTHad uenb, AP — dotocuHTeTH-
yecku aktuBHas paguaius, @CI — dortocucrema 1, ®CII —
dorocuctema 2, HOXT — HedoTOoXxuMmdeckoe TyleHue (y-
opeciieHIIUM xjopoduiia a, Pyoucko — pubynozo-1,5-6uc-
docdarkapbokcuiaza/okcureHasa.

rne CO,(p) — pacTBOPEHHBIN YITIEKMCIBII ras.
H,CO3; — yrosnbHast KMCI0Ta, HECTOMKOE COEIUHE-
HMUe, JierKo pacnagatoleecs Ha CO, 1 Bonly, TO3TOMY

€€ YacTO He BKJIIOYAIOT B YPAaBHEHMS 3TUX PEeaKIIMii;
H,CO3; B BOOHBIX pacTBOpax IUCCOUUNPYET B COOT-

BercTBuU ¢ pK |, paBHbIM 6.35. KA 3HauuTEIHHO YBE-
JIMYMBAIOT KOHCTAHTBI CKOPOCTH 00EUX PEAKLIWNA: K ot

MOXET OBIThb B THICIYM pa3 BHIIIE, YeM KOHCTAHTa
CIIOHTAHHO, HeKaTaIU3NUPYEeMOI peaKLu, IpuIeM
B OOJIbIIIEI CTENIEHN YBEJINYMBAETCS KOHCTAHTA CKO-
pOCTH peaKIy TUAPATALIIH.

KA, oGHapy:XeHHBIE K HAaCTOSIIEMy BpEeMEHH,
y4eHbIE pa3elisiioT Ha BOCeMb CEMEICTB, U CUMTAET-
CsI, YTO OHM BO3HUKAJIM B IIPOLIECCE IBOIIOLINH K-
BBIX OPraHM3MOB HEe3aBHMCUMO APYr oT apyra [1, 2].
CemeiicTBa 0003HaYalOTCs OyKBaMU I'pedyecKoro aj-
¢daButa. KA nmeBsiToro cemeiictBa, £-KA, obHapy-
KEHHbIe Yy IIMaHOOaKTepuii, B HaCToOsIlee BpeMs
MpU3HAHbBI CUJIbHO MoaUpUuIIMpoBaHHbIMY [3-KA [3].
B BrICIIINX pacTeHUSIX HAliIeHBI IPEACTaBUTEIN TPEX
ceMeicTB, a, B, u y [1]. KA NpuCyTCTBYIOT BO BCEX
KJIETOYHBIX OpraHm3Max Ha 3emyie U MOTYT MMETh
pa3HbIe IIEPBUYHYIO, TPETUYHYIO M YETBEPTUUHYIO
CTPYKTYpPY, pa3jinyaTbCcsl opraHu3alueii akTMBHOTO
LEeHTpa, HO MOAaBJIsSIoNIee OOJILIIMHCTBO 3TUX dep-
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MEHTOB KaTaJU3UPYEeT OJMHY M Ty XK€ peakiiio, 1uc-
MOJBb3ysd CXOOHbIe MexaHu3Mhbl [4]. MckmoueHnEM
SABJISIIOTCS HEKOTOpble mpenactaButenu KA, Ttak Ha-
3bIBAEMOTO |-CEMEMCTBa, KOTOpble HE colepxkKar
MOHOB METAJJIOB B aKTMBHOM 1IEHTpPE U, KaK ObLIO
MPEaNoJIOKEHO [5], IenpOTOHMPOBAHUE BOIBI B aK-
TUBHOM LIEHTPE OIOCPEIYIOT OCTaTKU aMUHOKHUCIIOT
ruapochoOHOro KapMaHa akTUBHOTO lieHTpa. Kpome
TOTO, MPEACTABUTENIN 3TOTO ceMeiicTBa, MO-BUANMO-
My, HE KaTaJu3UpYIOT peakIiuio oOpaTUMMOM Aerui-
pataluu bukapboHaTa, Tak ke Kak U peacTaBUTeNn
B-KA 6aktepuanbHoro tuna [6] u HekoTopbie 0-KA
[7, 8].

B nucThsx Beiciux pacteHuit KA GyHKIIMOHUPY-
IOT Ha BCeM MYTU HEOPraHMYECKOTO yIjiepoa U3 Bo3-
JyIITHOM Cpe/ibl K LIEHTpaM KapOOKCUIUPOBaHUS, T.€.
K MecTaM, rae MoJieKyiabsl CO, BKIIIOYAIOTCA B COCTaB

OopraHUYecKMx coeguHeHu. OHU OBIIM OOHaApYyXKe-
HBI B IUIa3MajieMMe, B LIUTOIJIa3Me, B 00OJI0YKEe U
CTpOMeE XJIOPOILIACTA, a4 TAKXKE B TMJIAKOUIAX XJIOPO-
IJ1acTa, B KOTOPBIX COCPEOOTOYEHBLI ITMTMEHTHBIN
ammapaT (OTOCUHTE3a U (POTOCUHTETUUECKAS IJIEK-
TpoH-TpaHcnopTHast uenb (PATLL). Ha Bcex aTanax
aToro nytu KA obecrieunBaloT uUjiud MepeBod MoJie-

kyn CO, B monekysnsl HCO3 ™, ntnbdyHaupyomue B

BogHOU (aze, wuim Monekyn HCO;™ B MoOJeKyJssl
CO,. B oboux ciryyasax npeodbpasoBaHUe OCYILIECTB-

JIsieTcs B Ty (hopMy HEOPraHMYECKOro yriepoaa, Ko-
Topast HeoOXoauMa B TaHHOM MECTE B JAHHOE BpeMsI.
ITo MHEHUIO aBTOPOB CTAaTbM, OOHA M3 BaXKHBIX
¢yakumnit KA — obecrieumBaTh OBICTPOE B3aMMOIIpE-
BpalieHre (POpM HeOpraHu4YeCKoro yriiepoaa oukap-
O6oHaTHOTO Oydepa ST co3maHMs HEOOXOOUMOI B
TOM MJIM MHOM KOMITapTMeHTe peakuuu cpeabl (pH)
JIJTST 0OecIieYeHUsT ONITUMAaJIbHOM CKOPOCTH IPOTEeKa-
IOIIMX TaM OMOXMMUYECKHUX PeaKlInii, a TAKXKE B I10-
Jadye WIM OTBOIE IPOTOHOB, YYAaCTBYIOIIUX B 3THUX
peaxkumsIx.

B xnopomacrax, opraHeiax KiIeTKH, B KOTOPBIX
OCYIIECTBIsIETCSI (POTOCUHTE3, OOHapyxXeHBl KA,
NpuHaIIexXalye 1ByM cemelicteaMm, o u 3. Cormac-
HO JIMTepaTypHBLIM JAaHHEIM, B XJIOPOILJIACTaX HaXo-
mutcsa detbipe KA a-cemeiictBa: a-KAl, a-KA2,
a-KA4, n a-KAS, Tpu dopmer B-KALl: B-KAIL.L,
B-KA1.2 u 3-KAL.3, atakke 3-KA5 [9, 10]. B pabote
OyIyT, B OCHOBHOM, OIIMCAHBI pe3yJIbTaThl UCCIIEI0-
BaHUi, TPOBEASHHBIX B JabopaToprM (POTOCHHTETH -
YeCcKOTO DJIEKTPOHHOTO TpaHcropTa MHcTUTyTa
¢dyHmaMeHTaIbHBIX IpobiieM Oouosoruu PAH, xoro-
prie ObuTH TIpeacTaBiaeHbl Ha X Cohe3ne Poccuiickoro
¢$0oTOOMOIOrNYECcKOro oodiiecTBa. MHOroJIeTHUE UC-
clienoBaHMs JabopaTOpuM IIPUBEIM K OOHapyxKe-
HUIO, B yacTHOCTU, KA B JIlIOMEHE TUJIaKOUIOB BbIC-
X pacTeHMii, Topoxa, IIMUHATa U apabuaoIIcuca
[11, 12] u ycTaHOBIEeHMIO pacnoaoxeHus psama KA B
KoMITapTMeHTax xioporuiacta [13—15]. Huxe OymyT
OIMMCaHbl Pe3yJbTaThl, CBUIACTEJILCTBYIOIINE O TOM,

BUODPU3UKA Ne 3

TOM 69 2024

467

yto KA xjJ0pomiacToB MOTYT OBITh y4aCTHUKaMU
aJanTallMOHHBIX TIEpPeCcTPoeK (POTOCUHTETUUECKUX
peakuuii npu U3MEHEHUHU YCJIOBU BeTeTallu pacTe-
HUI, a TakKe MpeacTaBieHbl TUIoTe3sl o poiau KA B
mpolieccax, MPOTEKAKIIUX B TUIIAKOUIHBIX MeEM-
OpaHax.

PEAKILIM KAPBOAHI'MIPA3
XJIOPOIVTACTOB HA UISMEHEHUE
BHEIIIHMX YCIIOBUN

VYuactne KA xjoporjiacToB B aganNTallMOHHBIX
M3MEHEHUSIX (POTOCHMHTETUYECKUX PEeaKIIMii MOIJIO,
B€POATHO, OTPA3UTHCA B UBMECHCHHNU UX COACPKAaHUSA
IIpU MIEpEeHOCEe PacTeHUil B HOBbIE YCJIOBUSI BereTa-
nuu. HeogHo3HayHBIEe M IIPOTUBOPEYMBEIC JaHHBIE
61)1)11/1 ITOJIYYEHBI B XO04€ MHOI'OYMCJICHHBIX UCCJICI0-
BaHUI 110 ompeAeieHuo ndMeHeHnii KA-akTuBHO-
CTH WJIW WHTEHCHUBHOCTH 3KCIPECCHU T€HOB fSKkal,
Pra2u Pra4, B paCTeHUSIX pa3JIMUYHBIX BUIOB, B 3aBU-
CUMOCTH OT BO3JIeMICTBUS TaKMX (DAKTOPOB, KaK 3aCy-
Xa, 3acoJIeHne, XOJIOMOBOM cTpecc n Npyrux. Pe3yn-
TaThl 3TUX MCCIEAOBAHUM OMNMCcaHbl B 0030pax [16,
17].

Hamu Ob110 TIpOBemeHO OOIIMPHOE MCCIIenoBa-
HUE U3MEHEHUsI MTHTEHCUBHOCTU 3KCIIPECCUU T€HOB
KA B oTBeT Ha MI3BMEHEHUST OCBEILIEHHOCTU PaCcTeHUIA
B YCJIOBUSIX pa3INYHOM IJIMHBI cBeTOBOro IHS [18].
HccnenoBanusi npoBOIWIY ¢ pacTeHUsIMU Arabidop-
sis thaliana BclIenCTBUE BO3MOXHOCTH ITOJIyYEHUS
MHOTOYHCJIEHHBIX MYTAHTOB 3TOTO PACTEHUS 10 1Ie-
JIEBBIM Te€HaM, KOIUPYIOIIMM OEJIKU MHTepeca. Y Cio-
BUS «IJIMHHOTO» THH, 16 4 1eHb/8 4 HOUb, OJIU3KU K
NPUPOIHBIM, a YCJIOBUS <«KOPOTKOTO IHS», 8 4
JIeHb/ 16 4 HOYb, UICKYCCTBEHHO CO3[aBacMbI€ B KJTH-
MaTHYEeCKMX Kamepax, OOBIYHO MCITOJIb3YIOTCS IJISI
M3y4YeHUs JOJITOBPEMEHHON aganTalluy pacTeHUN K
TOMY WJIM WHOMY BHELIHeMY (aKTOpy, ITOCKOJIbKY
MO3BOJISIIOT IIOMIePXMUBAaTh apaOUOOIICHC B Berera-
TUBHOM COCTOSTHMM B T€YECHUE HECKOJIbKUX HENEb.
Apabugoricuc — TeHeJII00MBOE pacTeHUE, U IJISI HEro
onTUMalabHAa WHTEHCUBHOCTH CBeTa OKoylo 70—

150 mxmonb kBaHToB MAP M2 ¢! (DAP — doro-
CUHTETUYECKM aKTUBHAas paguanus) [ 19]; uHTeHCuB-
HOCTM CBeTa mNOpu BblpamuBaHuu, 80 MKMOJIb

kBanToB MAP M 2 ¢! u 400 MxMonb KBaHTOB

DAP M2 c_l, 0003Hava M KaK HU3KUIA CBET U BLICO-
KU1 CBET COOTBETCTBEHHO.

B pacTteHMsIX 1 «<KOPOTKOTO», U «IJIMHHOTO» THSI
yBeJIMUeHUE OCBEIIEHHOCTU MPUBOIUT K WHTEHCH-
dukanmu ¢porocuHTe3a AUCTheB. IIpu 3TOM pasHas
JIUINTEJIbHOCTh ITpOTeKaHUs (pOTOCUHTE3a B TCUCHUE
CYTOK MOXKET TPEeNbIBISTh pa3HbIe TPEeOOBAaHUS K
opraHmzanuu  (GOTOCMHTETUYECKOro  amrapara
BCJIEICTBYE 00JIee IJINTEIILHOIO IIOCTYIICHUS CBETO-
BOIi 3Hepruu, 6oJiee JIUTETLHOTO (PYHKIIMOHUPOBA-
HUSI CUCTEM CUHTEe3a U TPaHCIOpTa MeTabOJUTOB B
XJIOpoIlIacTax, 0oJbllIeil MPOAYKIIMY B HUX BCEX aK-
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TUBHBIX (POPM KHUCJIOPOJa, KOTOPHIE HA CBETY UMEH-
HO B XJIOpoTlIJlacTaXx 00pa3yrTcsl ¢ BbICOKOI CKOpO-
ctblo. [Ipu nepeHoce pacTeHUit ¢ HU3KOTO Ha BBICO-
KUIi CBET 3aMETHO U3MEHSIMCh MOpdoaornyecKkue 1
(byHKIIMOHAJIbHBIE XapaKTePUCTUKU, COOTBETCTBYIO-
1Me oObHapyXXeHHbIM paHee aKKJIUMAllMOHHBIM U3-
MEHEHUSIM BBICIIIMX PACTEHUI K MOBBIIIIEHHOU OCBe-
meénHoctu [20, 21]. B Teuenue 14 cyTok mis pacre-
HHUI «KOPOTKOTO» NIHS M S5 CYTOK IJISI pacTeHUM
«IJIMHHOTO» THSI MIPOUCXOAMIIO 3aMETHOE YMEHBIIIe-
HUE COJeP>KaHUs B JIUCThSIX OEJIKOB CBETOCOOUpaIO-
mero komrurekca orocucremsl 11 (OCII) — Lhebl,
Lhcb2, Lheb3 u Lheb6 [18]. DddeKTuBHEBI KBAaHTO-
BbIii Bbixoa PCII craHOBUJICS HUXKE B pacTEeHUSIX Ha
BBICOKOM CBETY, YEM B PACTEHUSIX HA HU3KOM CBETY,
a HedOoTOXMMHMYECKOe TylleHue (ayopecueHIInn
xnopodwmnia a (HOXT) Bo3pacTano. DTa xapakTepu-
cTrKa (QIyopecleHIIMN XJI0poduijia OTpaxKaeT IIpo-
1ecc, KOTOPHhIi 3aluiaeT GoTOCUMHTETUYECKUI am-
napat oT (OTOMHTUOUPOBAHUS, T.€. YMEHbIIEHUS
3(PEKTUBHOCTH €Tro padoOTBHl NPU NOCTYIUICHUH
KBaHTOB CBeTa B KOJWYECTBE OOJIbIIIEM, YEM MOXKET
ObITh Mcnoab3oBaHo B ®OTII. Beuto o6HapyXkeHO
[18], uto pasHuia B HOXT Ha cBeTy pa3HOIl MHTEH-
CUBHOCTH O0YyCJIOBJIEHAa TEMU MpPOILIeCCaMU, KOTOPhIE
XapakTepusyeT OBICTPO PeJaKCUPYIOIIUN KOMIIO-
HeHT HOXT, 3aBucSIIMii OT IPOTOHUPOBAHUS OeJI-
Ka PsbS [22]. DTOT KOMITOHEHT 00YyCJIOBJIEH pejlakca-
11elt TaK Ha3bIBaeMOT0 3HEPro3aBUCUMOTO TYIIEHUS
GbayopeclieHIIMY, 3aBUCSIIETO OT HAKOIJIEHUS MPO-
TOHOB B JIIOMEHE TUJIAKOUIOB, U OTpaxkKaeT IUCCUIIA-
1IMIO0 DHEPTUM CBeTa, Mpexie Bcero, B Teruio. B Ha-
IIMX PKCIIEPUMEHTAaX B PACTEHUSIX «KOPOTKOTO» AHS
YBEJIMUEHUE OCBEIEHHOCTU TIPUBOAMIO K 0OoJjee
3HAYMUTEJILHOMY OTHOCUTEJIbHOMY YBEJMYEHUIO 3TO-
ro KOMIIOHEHTa, YEM B PACTEHUSIX «JIMHHOTO» JTHS,
YTO YKa3bIBaeT Ha pa3jinyusl BO BIUSTHUU UHTCHCUB-
HocTu cBeTa Ha pasButue HOXT npu pasHoit 1Ipo-
JTOJKUTETBHOCTU JTHSI.

B OIMTMCAaHHBIX OKCIICPUMECHTAaX agaritTalus pacTte-
HUIT K TTOBBILIEHHOW MHTEHCUBHOCTU CBETA IIPUBO-
IWIa K U3BMEHEHUIO YpOoBHel akcrnpeccun reHoB KA
XJIOPOIIaCTOB, IPUYEM 3TN USMCHCHUA IJId psiga Ire-
HOB 3aBUCEJIN OT IJIMHEI (DOTOIIEPHOAA IIPU BhIpAIIU-
BaHUU. B pacTeHUsSIX «<KOPOTKOro» THS YPOBEHb 9KC-
npeccuu 00abIIMHCTBA reHOB KA XJ10poIiacToB 4e-
pe3 2 HedenW aganTallid K BBEICOKOMY CBETY ObLI
BBIIIIE, YeM Ha HU3KOM cBeTy [18]. CpaBHEeHME ypOB-
Hel 3KCIpeCcCUm reHOB CTPOMAJIbHBIX KA BBISIBIISLIIO
paznuumns Mmexny 3tuMu KA B aganraliny K BEICOKOM
OCBEIIIEHHOCTH TOJILKO B YCJIOBUSIX «IJIMHHOTO» THS.
YpoBeHb 3Kcnpeccur TeHa TuiakounmHoili KA,
a-KA4, B yCI0BUSIX «<KOPOTKOIO» JHSI ITOCJIE HAYaJTb-
HOTO MaJcHUS Ha BHICOKOM CBETY YBEJIMUUBAJICS U
yepe3 14 cyToK cTaHOBMJICS B 2 pa3a BbIIIE, YeM Ha
HU3KOM CBETY. B yCI0BUSIX «IJIMHHOTO» THSI COIEp-
KaHUEe TPAHCKPUIITOB 3TOTO FeHa Ha BBICOKOM CBETY
yXKe 4epe3 5 CYTOK CTAaHOBIUIOCH B 16 pas BhIllle, YeM
Ha HU3KOM CBeTy. Takoe IOBelleHME COTJIacyeTcsl C
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onucaHHoOU HuXe ¢yHKIuMelh aToii KA B pazButuun
sHepro3zaBucuMoit yactu H®XT, samminarolei
¢GOTOCUHTETUYECKUI annapaT OT (POTOMHIUOUpPOBa-
HUS, BEPOSITHOCTh KOTOPOTO BO3PACTAET HA BBICOKOM
CBETY, O YEM CBUIETENIbCTBYET 0OJiee BHICOKUIT KOM-
nmoHeHT H®XT, xapakTepusyloiiuii pazsutue ¢poTo-
WHTUOMPOBAHUS, HAa 3TOM cBeTy. I3MeHeHue ypoBHS
BKCIpeccuu reHa nIpyroi tunakouaHoit KA, a-KA?2,
B YCJIOBUSIX «KOPOTKOTO» JTHS TOXOAMUJIO HA U3MEHe-
HUe YpOBHSI 3Kcnpeccuu reHa a-KA4, Ho B ciiyyae a-
KA2 Bo3pacTaHue ypoBHSI 9KCIIPECCUM €€ T'eHa Ha
BBICOKOM CBETY ObLIO CylIECTBEHHO OoJbliiie. OmnHa-
KO B YCJIOBUSIX «IJIMHHOTO» HOHSI HE IPOUCXOMMIIO
BO3pacTaHUEe ypOBHsS 3KcIipeccuu TreHa o-KA2 Ha
BBICOKOM CBETY.

Conepxanue CO, B BO3IYIIHOM (ha3e TaKXKe BIU-

si1o Ha KA xoporiactoB. beuto oOHapy:XeHo, 4To B
3aBUCUMOCTH OT 3TOTO (PaKTOpa cpelbl U3MEHSIaCh
KA-akTUBHOCTh KOMMApTMEHTOB XJOPOILIACTOB B
JCcThsIx apabumoricuca [23]. KA-aktuBHOCTH TIpe-
HapaToB CTPOMBI U TUJIAKOUAOB XJIOPOILIACTOB, a
TakKXXe YPOBHU DBKCIIPECCUU TEHOB, KOIMPYIOIINX
a-KAl, a-KA2, B-KA1l u B-KAS 0bu11 n3MepeHH B
JIMCTBSIX pACTeHU, aKKJIMMATU3MPOBAHHBIX K pa3-
JnyHOMy conepxkaHnio CO, B BO3myXe: HU3KOMY

(150 ppm), HopMasibHOMY (450 ppm) U BBICOKOMY
(1200 ppm). bruio oGHapyxeHo, uto KA-akTuB-
HOCTh CTPOMBI U TUJIAKOUIOB, M3MEpPEHHAas IMOcCJe
JIBYX HelleJIb aKKJIMMaTU3alluy, ObLJIa TEM BbIIIIE, YEM
Huxe KoHueHTpauusa CO, B Bo3ayxe. DTOMy Ipen-

IIECTBOBAJIO MOBBIIIEHWE YPOBHEM 3KCIPECCUM Te-
HOB, Komupytoiux xjioporuiactHeie (KA, B-KAS) u
crpoManbHbie popmbl B-KA1 (B-KAlL.1l u 3-KA1.2)
yepe3 OHU-IBOE CYTOK MOCJe Havyasaa aKKJIuMaluu
pacteHuit. 3aBUCUMOCTB OT copepkaHusi CO, B BO3-

nyxe Oblla Hambojee 3amMeTHa it KA-aKTUBHOCTHU
CTPOMBI — OHa ObLJIa Ha JBa MOpPsAKa BbIIIE B pacTe-
HUSIX, aKKJIMMAaTU3UPOBAHHBIX K HU3KOMY COIepKa-
uuio CO,, yeM B BbIcCOKOMY. KA-aKTUBHOCTH THJIA-

KONIOHBIX MCM6paH Tak>Ke ObLjIa BBIIIIE B paCTCHUAX,
AKKJIIMMAaTU3NPOBAHHBIX K HU3KOMY CO2, OJHAaKO B

STUX PACTEHUSIX He HAOJIoNaIu 3HAYMTEIBHOIO T0-
BBILLIEHUSI YPOBHEIl 3KCIIPECCUM T€HOB, KOIMPYIO-
mnx Kapooanruapassl a-KA2 u a-KA4, pacrono-
KEHHBIE B TWJIAKOUIHBIX MEMOpaHax.

Bonee 3HauuTeNbHbIC U3MEHEHUSI YPOBHEM 2KC-
npeccuu reHoB KA xJjiopomniiacToB ObLIN BEISIBJICHBI B
6ojiee MOJIOOBIX PACTEHMSIX, BO3PacTOM 26 CyTOK
[23], yeM B 06GbIYHO HccienyeMbix 50-60-CyTOYHBIX
pacTeHUsIX. B MolompIXx pacTeHMsIX YMEHBIIEHHOE
conepxanue CO, B BO3AyXe B TeUEHUE ABYX HEIeEJb

MPUBOAUIIO K HEOOJbIIIOMY BO3pAaCTAHUIO IKCIpPEC-
cun reHa KA a-KAl, Bo3pacranuio B 1.5—2.0 pasa
akcripeccun reHoB KA a-KA2 u B-KAS, Bo3pacra-
Huto B 9 pa3 skcnpeccuu reHoB KA B-KAl.l u
B-KA1.2. TonbKO ypOBEeHb 3KCIIPECCUM TeHA, KOIM-
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pyroiero a-KA4, ymMmeHbIIaics MOYTH B 2 pas3a Ipu
ajanTaluy K HU3KoMmy conepxkanuio CO, B Bo3ayxe.

Takum o6pa3zoM, U3MEHEHME YPOBHEH 3KCIIpec-
CUM TeHOB xjoporuiacTHbix KA mpoucxommio pas-
JIMYHBIM 00pa3oM MpHU U3MEHEHHWHU yCIOBUIl BereTa-
U1, U 3TO OTPaXajaoch B U3MeHeHUN KA-aKTMBHO-
CTH KOMIApPTMEHTOB XJIOPOIUIACTa. DTU Pe3yIbTaThl
CBUIETEJILCTBYIOT O TOM, YTO aKTUBHOCTh KA B mpo-
11eccax, B KOTOPbIX OHU y4acCTBYIOT, 3aBUCUT OT YCJIO-
BUI OKPYXaIOIIEH Cpelibl.

BIUSAHUE OTCYTCTBUS
XJIOPOITJIACTHBIX KAPBOAHTU/IPA3
HA UBMEHEHUE ®OTOCUHTETUYECKUX
XAPAKTEPUCTHUK TP UBSMEHEHUU
BHEUIHUX YCJIIOBUM

M3MeHeHus ypoBHEl 9KCIpPecCUM TeHOB XJIOPO-
miaacTHeIX KA B 3aBUCHMMOCTHU OT YCIOBUIA Cpedbl, O -
HaKo, €llle He CBUIAETEIbCTBYIOT 00 MX BO3MOXHOM
y4acTUHM B aJanTallMOHHBIX MEeXaHU3MaxX pacTeHUi,
MOCKOJBKY TaKOT'O poia U3MEHEHUSI IIPOUCXOISIT OIS
MHOTHMX (pepMEeHTOB NPU U3MEHEHUH YCIOBUM OKpY-
XKamwleid cpeabl. YToObl OOHApYyXUTh BO3MOXXHOE
yJyacTue xjoporuiacTHbiX KA B aganTallmOHHBIX Me-
XaHM3MaXx, ObLIO IIPOBEACHO CpaBHEHUE U3MEHEHMIA
MIpY U3MEHEHUU YCIIOBUI BhIpAIIMBAHMS XapaKTepU-
CTUK (pOTOCHMHTE3a B PacTEHUSIX OUKOrO TUMA U B
pacTeHUsIX ¢ HoKayToM xioporutacTHeIX KA. Beuio
OOHapyXeHO, YTO BHIKJIIOUEHUE CUHTE3a OTACIbHBIX
KA, a umenHo, TiiakougHoi o-KA4, a Takxke cTpo-
manbHBIX KA, a-KAl n 3-KAIl, npuBoanio K ToMy,
YTO U3MEHEHUS XapaKTEPUCTUK PACTEHUM, CBSA3aH-
HBIX C IIpOTeKaHueM (pOTOCHUHTE3a, a UMEHHO, U3Me-
HEHMs B NHUIMEHTHOM ammapare (OTOCHMHTEe3a U
dyukumonupoBanuu ®IOTILI, paznuuanucek B pacte-
HUSIX TUKOTO THIIA ¥ MyTaHTaXx IIpU MHepexoie K HO-
BBIM YCJIOBUSIM.

OmHUM M3 BaXXHBIX MapKepOB OKMCIUTEIHLHOTO
cTpecca B pacTeHMSIX, COCTOSIHUSI, BOSHUKHOBEHUIO
KOTOPOTO B MOCJIEMHNE TOIbI YIEISIETCS] MOBHIIICH-
HOE€ BHMMAaHUE, CIYXWT HaKOIJICHHE B PAaCTCHUSIX
nepokcuga Bopopona, H,0,. OxucnuTenbHbIN
CTpEeCC YacTO BO3HUKAET IMPU YBEJIUUYCHUU OCBEILIECH -
HocTU pacteHuii. Ero passurtue, B 3HAUYMTEIHLHOM
CTEMEeHM, CBSI3aHO C TMCcOaTaHCOM MEXKIY ITOBBIIIICH -
HBIM oOpasoBanueM H,O, npu yBeauyeHUn CKOpo-
CcTu BoccTraHoBJIeHUsT kuciiopona B ®OTIL u Bo3-
MOXXHOCTBIO Ie3aKTHUBALIMM 3TO aKTUBHOI (hOPMBI
KHCJIopoaa B CTpoOMe XJIoporuiacta. Mul HallTA, 9TO

Ha HU3KOM cBeTy (50 MKMOJIb KBaHTOB DAP M_ZC_I)
Hakoruienne H,O, B JMCTBbAX pacTeHuMil apabu-
JloTIcrca MUKOTO TUIIa U MyTaHTOB C HOKayTOM F€eHOB
crpoManbHBIX KA, a-KA1 nin 3-KAl ObUIO He3HA-
YUTEIbHO Bblllle B MyTaHTax o obeum KA. ITpu BbI-
COKOli MHTeHCUBHOCTHU cBeTa (400 MKMOJIb KBAaHTOB

DAP M_zc_l) €T0 COIEpXKaHUE B PACTEHUSIX JTUKOIO
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THUITIa HE UBMEHAJIOCh, HO B MyTaHTaX CTaHOBUJIOCH B
TPU pa3a MeHblIe (JaHHbIe He OIyOyMKoBaHbl). Ta-
KUM 00pa3oM, yBEJIMYEHUE MHTCHCUBHOCTU CBeETa
I10-pa3sHOMY IOBJIMAIO Ha HakorieHue H,O, B pac-

TEHUSIX JUKOTO THUIIa U B MyTaHTax 1o 3TuM KA.

IMonpoOHO OBIIM M3Y4YEeHBI pPa3IMuMs B M3MEHe-
HUSIX B MUTMEHTHOM armmnapare (OoTOoCUHTe3a U B
dyuknuonupoBannn ®OTL B pacTeHUsSIX AUKOTO
TUIA Y1 HOKAyTHOTO MyTaHTa IO TWUJaKOUIHON «-
KA4 nipu uameHeHuu ocBellieHHOCTH [24, 25]. Oka-
3aj10¢h, YTo HOXT, KoTOpoe OhLI0 OIM3KKUM B pacTe-
HUSIX TMKOTO TUIIA M MyTaHTaX IpU HU3KOU MHTECH-
CUBHOCTHU CBeTa, TMPU YBEJIWYEHUU MHTEHCUBHOCTU
cBeTa BO3pacTajio 0ojiee 3HAYUTEIBHO B PACTEHMSIX
JIMKOTO TUTIA, YEM B paCTCHMSIX MyTaHTOB 110 a-KA4.
BbI10 ycTaHOBJIEHO, YTO 3TO MPOUCXOIWJIO BCJIE-
CTBHE OOJIBIIIETO BO3pacTaHUSI B PACTEHMSIX ITUKOTO
TUIIa, YeM B MyTaHTaX, KomnoHeHTa HOXT, cBs13aH-
HOTO CO CTETIEHbIO MPOTOHUPOBaHUs 6eyika PsbS [24,
26], 0COOEHHO B paCTEHUSX, BBIPAILLIEHHBIX TIPU BbI-
cokoii ocBemieHHOCTH [24]. [Tpu 3TOM B TUCTBIX My-
TaHTOB Mo a-KA4 conmepxaHue O6eynka PsbS Ha Hu3-
KOM CBeTYy ObLT0 BhItie Ha 20%, 4eM B pacTeHUSIX T -
KOro THUIA, a Ha BBICOKOM CBETY CTAaHOBWJIOCH BIBOE
BhILIE [25].

IMapamerp H®XT, oTrpaxaromuii (poToMHrnom-
poBaHuUe, B paCTeHUSIX MyTaHTOB Mo a-KA4 6b11, Ha-
TNIPOTUB, BBILIIE, YEM B PACTCHUSIX TUKOro Tuiia [24],
YTO COIIPOBOXIAJIOCHh YMEHBIICHUEM COIep>KaHUsI
KopoBoro oenka ®CII, D1 [25], KkOoTOpHIii, KaK U3-
BECTHO, XapaKTepU3YyeTCsl BBICOKMMM CKOPOCTSIMU
CBETO3aBHMCUMOIO CUHTe3a U Aerpagauuu [27]. Kpo-
M€ TOTO, B PACTEHUSIX, HOKAyTUPOBAHHBIX 10 a- KA4,
MpY YBEJIMYEHUU OCBEIIEHHOCTU Habjoaaioch 60-
Jiee 3HAUUTEJbHOE YMEHbIIIEHUE COACPKAHUS TJIaB-
HBIX aHTeHHbIX 0e1koB, Lhcbl 1 Lhcb2, yem B pacre-
HUSIX TUKOro Tuna. Takoe ymeHbllleHue O0IIero Ko-
JuyectBa 6enkoB Lhcbl u Lhcb2 mpuBomuio m K
CHIKEHUIO B 9TUX MyTaHTax coaepkaHus ux pocoo-
pWIMPOBaHHBIX (hOpM, 0Opa3ylolIUXcs BCIEACTBUE
akTuBalMu kKruHa3bl STN7, paciooXeHHOI B TUa-
kougax. MmMeHHO dochopunrupoBaHHble (HOPMBI
3TuX O€JIKOB yUacTBYIOT B I€peMEeIIEeHU M YacTu CBe-
tocobuparleit aHteHHbI oT @CII k poTocucreme 1
(DCI), T.e. yuacTBYIOT B OIHOM 13 (pa3, TaK Ha3bIBA-
€MBIX U3MEHECHMI COCTOSHUS (state transitions), ere
OIHOTO MeXaHW3Ma, MPUBOASAIIETO K YBEJIUYECHUIO
H®XT [28, 29]. B myranTax mo a-KA4, BBIpalieH-
HBIX KaK Ha HU3KOM, TaK 1 Ha BLICOKOM CBeETe, laH-
Has ¢aza ObLIa MEHBIIIE, YeEM B PACTEHUSIX JTUKOTO
tuna [25], HecCMOTpsI Ha CyIIeCTBEHHOE, IByKPaTHOE
yBeJIMUeHne conepkannsg KMHa3sl STN7 B 3TUX My-
TaHTaXx, IO CPAaBHEHUIO C TUKUM TUIIOM.

OmnucanHoe cHuxkeHne HD®XT komIiieHcHpoBa-
JIOCh TaK:Ke yBeJIMYeHueM B MyTaHTax 1o a-KA4, o
CpaBHEHUIO ¢ MTUKUM TUITOM, napametrpa HOXT, or-
paxarolero crerneHb Ie3MOKCUIAIUN TTUTMEHTOB
BUOJIAKCAHTUHOBOTO LIUKJIA; 3TO OTJIUYME ObLIO HAu-
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Puc. 1. Tunoretruveckass mMonenb (PYHKIIMOHUPOBAHUS
Kap6oanruapasbl a-KA4 B tunakounax. PsbS — Genok,
CBSI3aHHEBIN ¢ oTocuctemoii 11, peryaupylommii Bem-
YUHY He(MOTOXMMMYECKOTro TyIIeHUus (yopecueHInu
xinopodmuta, LHCII — aHTeHHBIN CBETOCOOMpPAIOIINIA
komiuieke dorocucteMsl 11, dC 11 — dotocucrema 11,
BOK — BOZOOKUCISIONINIT KOMILJIEKC.

0osiee BBIpaXEHHBIM B YCJIOBMUSIX BBICOKOTO CBETa
[24]. TIpu 3TOM B TaKUX MyTaHTax, BbIpAIlIEHHBIX Ha
BBICOKOM CBETYy, COJEp>KaHWE COOTBETCTBYIOIIUX
MUTMEHTOB U CTEIEeHb MX AE3TMOKCUIAIMKU ObUIM Ha
20—30% O6oble, YeM B pacTeHUSX TUKOrO THUIA B
TeX K€ YCIOBUAX [25].

Takum o6pa3oM, OMMCAHHOE BIUSHUE HOKAyTa
reHa TwiakougHoii KA, a-KA4, 1 HoOkayToB reHOB
crpoManbHbiX KA Ha M3MeHeHUE XapaKTEPUCTUK
(boTOCUHTE3a CBUOETEILCTBYET, UTO B MPUCYTCTBUMN
3TUX XJIOpoIacTHbIX KA myTH aganTalimy K HOBbIM
YCIOBUSIM (DYHKIIMOHUPYIOT B pACTEHUSIX MHAYE, YEM
B UX OTCYTCTBUE.

OYHKILMU TUITAKOUAHDBIX
KAPBOAHI'MIPA3

OueBUIHO, UTO BIUATH Ha MPUCIOCOOICHUE TeX
VIV UHBIX (POTOCMHTETUUECKUX peaKIINii K MpoTeKa-
HUIO B U3MEHEHHbLIX YCJIOBUSIX cpenbl KA moryr B
TOM cJlydae, €ClIu KaTaJau3 peakiliili B3auMoIpeBpa-
mwenusa CO, u 6ukapOoOHATa CyIIECTBEHEH IS TTPO-

TeKaHud 3TUX peakuuii. C UCIojb30BaHMEM HOKAYT-
HBIX MYTAHTOB ITO OTACJIbHBIM KA HaMUu 6]31.)1[/1 BBISIB-
JIEHBI XapaKTEepUCTUKU (POTOCUHTE3A, KOTOpPHIE
3aBucaT ot Ham4uu 3tux KA. Takke nccienoBaHus
C 3TUMU MYTaHTaMHM ITO3BOJMIN IIPEAITIOIIOXHNTDL, B
KaKMX IIpolleccax, BaxKHBIX IJIsI MpOoTeKaHUs1 (hOTo-
CUHTE3a M 3alIUTHI €TO anrapara, OH! y9acTBYIOT.

o-KA4. YuuTeiBasi, 4TO B MyTaHTaX, CO3IaBaeMBbIX
¢ nmomomipio T-JIHK mHcepmmoHHOTO MyTareHesa,
BO3MOXHO BO3HMKHOBEHHE (DYHKIIMOHAJbHBIX W3-
MEHEHWI1, He CBSI3aHHBIX C HOKAYTOM 1IeJIEBOTO I'eHa,
HaMU OBLJT CO31aH HOKAyTHBIM MYTAHT IO IeHy, KO-
nupylomemy a-KA4, MeTogoM reHOMHOTO peTaKTy-
poBanuss CRISPR/Cas9 [30]. UccinemoBaHue 3TOrO
MYTaHTa TIOATBEPIWIO OOHApY:KEHHBbIE B HAIIMX
OpeAbIIYIINX paboTax ¢ MHCEPLIMOHHBIMU MyTaHTa-
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MU U3MEHEHMUS XapaKTEPUCTUK (DOTOCUHTETUYECKO-
ro anmapaTa pacTeHHUI apaOuIoIICKCa, BEI3bIBaeMbIe
orcyrctBueM 310l KA. [ToMrMMoO yKazaHHBIX BBIIIE
n3MmeHenniit B HOXT u kBantoBoM Bbixome PCII,
OBLIIO IIOATBEPXKACHO, YTO B 3TUX MyTaHTaX YPOBEHb
CHMHTE3a KpaxMaJia B CBETOBOI epro, a TAaKKe ypo-
BEHb Aerpajgaluy KpaxMaja B TeMHOBOI IIepuo/I 3Ha -
YUTENIbHO BBIIIE, YEM B PACTCHUSIX TUKOIO TUIIA.

Takke ObUIO TIOATBEPXKICHO 1 pa3jInYKe B XapaK-
Tepe U3MEHEHUST DKCIIPECCUN TeHOB, KOIUPYIOLINX
Bce Oesiku cBeTocooupatonux aHteHH P®CII. Oco-
OCHHO BaXXHO, YTO B MyTaHTaX, KaK ITOJIY4EHHBIX C
ucnojb3oBanueM CRISPR/Cas9, Tak n B nHcepLu-
OHHBIX, TIPOUCXOIUT 3HAYUTEILHO OOJblliee, YeM B
pacTeHUsIX OJUKOrO THUIA, YBEIWYEHHE SKCIPECCUU
reHa, Kogupyloliero 6eigok PsbS, uro Koppempyer ¢
OIMMCaHHBIM BHIIIE YBEIUUCHUEM COACPKAHUS OelKa
PsbS [25]. Brot 6e10K, pacnofiokeHHbI B KOHTaKTe
¢ a"HTteHHoil ®CII, B BbICHINX pACTEHUSIX HUIPAET
KJIIOYEBYIO pPOJIb B MHUIUMPOBAHUM U Pa3BUTUU
sHeprozaBucumoro HOXT [22]. Takoe «3amelaro-
1ee» yBeJMYeHNEe MTOTEHIINAIbHON IPOXYKIIUHA 3TO-
ro 6enka B orcyrcTBue o-KA4, Korga yMeHbIIaeTCs
sHeprozaBucumoe HOXT [24], yka3biBaeT Ha HAJIU-
ype in Vvivo TPSIMOM CBSI3M (PYHKLIMOHUPOBAHUS
a-KA4 ¢ pynkuueii 6enka PsbS. MoxxHO nmpenrono-
XKUTh, 4TO 0-KA4 yyacTByeT B 3TOM Mpoliecce Kak
IMOCTABIIUK ITPOTOHOB, OCBOOOXKIAIOIINXCS TIPY THI-
pataunu CO, B KaTanu3upyemoi eto peakuuu. Mc-

MOJIb3Y LIEJbIN PsiA 9KCIIePUMEHTATBHBIX TTOIXOI0B,
MBI TToKa3aju, 4to o-KA4 pacrosoxeHa B rpaHallb-
HBIX TWJIAKOMOHBIX MeMOpaHax Ha JIIOMEHAaJILHOM
cropoHe 3tux MeM6pan Bosm3u @CII [13]. C yuyeTtom
Takoro pacnojioxeHust 3toii KA u HabIromaeMbIX
3 eKTOB ee OTCYTCTBMS HaMU MpeIIoXKeHa MOACTb
e€ (PYHKIMOHUPOBAHMS B TUJIAKOWIAX XJIOPOILIa-
ctoB (puc. 1). Ilpu BKIIIOUEHUU CBETa IMPOTOHKI BO-
IIbI, OCBOOOXKIAIOIINECS TIPU €€ OKMCIICHUM Ha HO-
HopHoil cTtopoHe DCII, BcTynmaioT B peaklvio C
OMKapOOHATOM, CBSI3aHHBIM C TWJIAKOMIHON MeM-
OpaHoii (TIe ero KOHLIEHTpalMs B pacuyeTe Ha 00beM
MeMOpaHbI coctapiseT 0.15—0.20 M [31]), yTo mipu-
BOJIUT K PE3KOMY yBeJIndeHuIo KoHueHTpauuu CO,.

Takoe yBeaudyeHUe CTUMYJIUPYET T’MAPATa3HYIO peaK-
U0 C ydacTueM KapboaHruapassl a-KA4, 1 mporto-
HBI, ITOJTy4YalOINeCs B pe3ybTaTe 3TOM peakiiiu, I10-
crynaioT oT KA k 6enky PsbS, nperepneBatoiiemy B
pe3yabTaTe 3TOro KOH(MOpMaIUOHHBLIE W3MEHEHMUS
[22], mepenaroninecss CBETOCOOMparolleii aHTeHHE, B
KOTOPOM YCUJIMBAETCSl AUCCUNALINASI SHEPTUU B TeTl-
J10, yTto oTpaxaercda B yBermueHun HDOXT. Ilo-
ckonbky HOXT pa3BuBaeTcd B CBETOCOOMpalOLIEii
aHTEeHHE, CTAHOBUTCS TTIOHSTHBIM, TOYEMY B MyTaHTe
MPOUCXOASAT U3MEHEHMsI B 3KCIIPECCUM T€HOB 1 CO-
JIepXaHuU OEJIKOB CBETOCOOMpaloIieil aHTEeHHBI (CM.
BBIIIIE).

I1pu cpaBHEHMM pacTeHUIT TUKOTO TUTIA U MyTaH-
TOB 10 0-KA4 ObUT TaKXe MCCIeI0BaH BaXXHBIN ac-
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TIEKT MpoOJaeMbl MIPUCITIOCOOISHUSI paCTeHU K HO-
BEIM YCJIOBUSIM CpeIbl, a UMEHHO, BIIMSIHUE OTCYT-
ctBUs 3101 KA Ha TOpMOHAIBHBIN CTaTyC paCTECHUIA.
MoneKkyabl TOPMOHOB pacTeHUI, aOCIIM30BOM, XKac-
MOHOBOM 1 CAJIUIIMJIOBOM KHCIOT, aKTUBUPYIOT Kac-
Kaabl peakiuii, IPpUBOISIIINX, B TOM YUCIIE, K U3ME-
HEHUIO MHTEHCUBHOCTH TPAHCKPUITIIUY TaK HAa3bIBa-
€MBIX <«MapKepHBIX» TI€HOB, YyYacCTBYIOIIUX B
nepenaye CUTHAJIOB O CTPECCE U B Pa3BUTUU ITPHUOO-
peTaeMoii CHCTeMHOII PEe3UCTEHTHOCTH K HOBBIM
ycaoBusiM [32]. Hokayr a-KA4 moBiusiii He TOIBKO
Ha ypOBEHb 3KCIIPECCHUM T€HOB, KOAUPYIOIIMX BCE
6enku cBetocoouparomieii anteHHbl DCII, Ho U re-
HOB O€JIKOB, aKTUBUPYEMbIX UMMYHHBLIMY CUTHAaJIa-
MU PACTEHUU: TEHOB, MHAYLMPYEMBIX CAUTULIMIOBON
KucioToit (At1g64280 (nprl) v Atlg74710 (icsl)), vi re-
HOB, MHAYOUPYEMBIX KACMOHOBOI  KHCJIOTOM
(Atl1g17420 (lox3) u At5g42650 (aos)) [30]. Boamox-
HO, CUTHAJIOM K YKa3aHHOMY U3MeHEeHUIO0 UHTEHCUB-
HOCTU D3KCIIPECCUM TE€HOB, KOIMPYIOIINX OEIKu
DCII, gapngoTcs UMEHHO U3MEHEHUST YPOBHSI MOJIe-
KYJI, y4aCTBYIOIIMX BO BHYTPUKJIECTOYHON 1 MEXKKIIe-
TOYHOI Iepeaavye curHanoB. OKa3ajaoch, YTO B OObIY-
HBIX YCJIOBHMSIX BEreTallMy apaOumoIicuca, T.e. IIpU
KOPOTKOM JHE M HEBBICOKON OCBEIIEHHOCTHU, YPOB-
HU 3KCIIPECCUM T€HOB, 3aBUCSIIUE OT COACPXKAHUS
CaJIULIMJIOBOM KMCIOTHI, ObLIM HIKE B MyTaHTaX, TO-
r1a KaKk ypoBeHb BKCIIPECCUU T€HOB, 3aBUCSIINX OT
colepKaHUsI XaCMOHOBOII KMCJIOTBI, OB BBIIIEC B
3TUX MyTaHTaX, YeM B pacTeHUsIX mukoro Tuma [30].
IToxoxe, 4To B MyTaHTax MyTb CUCTEMHOI TproOpe-
TEHHOM PE3UCTEHTHOCTH, WHIYLIMPYEMBIN KacMO-
HOBOM KHCJIOTOW, aKTUBUPYETCSI, B TO BpeMs Kak
IyTh, UHAYLIUPYEMBII CAJTULIAIIOBON KUCJIOTOM, KO-
TOPBINA SBIISIETCSI AaHTAarOHUCTOM IIEPBOIO, MOAABJISI-
ercsa. OOHapy:XXeHHOE BIMSHHNE OTCYTCTBUS o-KA4
Ha TOPMOHAJIBHBIA CTaTyC pacTeHUil, OYEBUIHO,
JIOJDKHO 3aMETHO CKa3bIBAThCS B PA3/IMUMSIX, BO3HU-
KaloIIuX IIPY afganTaluyd TaKWX MYTAaHTOB M pacTe-
HU JUKOTO TUIIA K HOBBIM YCJIOBUSIM CPE/IbI.

a-KA2. WHccrmenoBaHue MYTAHTHBIX pacTeHUA
apabugoricuca, B KOTOpPbIX OblLia MOJaBJeHA 3KC-
mnpeccus reHa, kogupyiomiero a-KA2 [15, 26], noka-
3510, 9T0 3P (HEeKTUBHBIC KBAHTOBBLIC BBIXOIBI KakK
DCII, Tak u1 ®CI ObUIM B HUX BHIIIIE, a CTEIICHb BOC-
CTaHOBJIEHUS MyJia MIACTOXMHOHA HUXKE, YeM B pac-
TEHUSX IMKOTO TUIIA, TPU TOM YTO COJIEp>XKaHUE pe-
AKIIMOHHBIX IIEHTPOB 00enx (POTOCUCTEM OBLIO OAU-
HakoBbIM. HM3MepeHUs] 3JIEKTPOXPOMHOIO CIBUTa
MOTJIOIIEHUS KADOTUHOWJIOB MTOKAa3aJIu, UTO CBETO3a-
BUCUMBI rpagveHT pH uyepe3 TWMIAKOUIHYIO MeM-
opany (ApH) ObL1 HIKE B TUCTBSIX PAaCTEHUIT MyTaH-
ToB. CoziepxkaHue KpaxMajia B JIMCTbSIX, KaK MHTeE-
rpajbHbIi TIOKa3zaTedb (DOTOCHMHTE3a, B MYyTaHTaX
ObLIIO HUXE, YEM B PaCTEHUSIX TUKOTO TUIIA.

Benmuunna HOXT B MmyraHTax Oblla HIKE, YEM B
pacTeHUsIX JUKOTO TUIAa B Hayajie OCBEIIeHUSs, HO
CTAaHOBWJIACh CJIErKa BBIIIIE MTPU JOCTUXKEHUY CTallU-
OHApHOTO cocTosiHUS [15]. YKa3aHHBbIC BhILIE CBO-
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CTBa HOKayTHOTO MyTaHTa 1o a-KA2, B 4acTHOCTH,
Oosiee HM3Kasd BeanyrHa ApH u 0Gojiee BBICOKMIA
kBaHTOBBII BbIxon @CII, yeM B pacTeHUSIX TUKOIO
tina, 1 usMmeHeHust HO®XT B 3aBUCMMOCTH OT Bpe-
MEHHM OCBEllleHUs] OKa3aJuChb OYeHb IIOXOXHW Ha
CBOIICTBA pacTeHUI apabWIOIICHca C YBEJIMUYEHHOMN
MPOAYKIIMEN MYTUPOBAHHOTO TPaHCMEMOPAHHOTO

K+/H+ aHtumnoprtepa, KEA3, nMeroliero To4e4Hyo
MyTaluuio B TpaHncMeMOpanHoM nomeHe, DPGRox,
KOTOpasi TpUMBOAWJIA K YBEIWYEHHOW NPOTOHHOM
MPOBOAUMOCTU TUJIAKOUIHONW MeMOpaHbl B JAHHOM
myTtaHTe [33]. Ha ocHOBaHNM BBISIBICHHBIX B MyTaH-
Te 1o a-KA2 n3amMeHeHuit mpolieccoB, MPOTEKAIOIINX
B ®OTILI 1 TMakonagHOM MeMOpaHe, U C Y4ETOM yKa-
3aHHOTO CXOJICTBAa CBOMCTB 3TOT0 MYyTaHTa CO CBO-
ctBamu mytanTa DPGRoX 051710 BEICKa3aHO MpeaIto-
JioxeHue o [15] cTpyKTypHO-(hYHKIIMOHATBHOM CBSI-
3u a-KA2 ¢ kaHajloMm, peryJupylolInuM yTeuKy
MPOTOHOB Yepe3 TUIaKOUIHYIo MeMOpany. Ilpenrmno-
JloxeHue o cBs3u KA ¢ MOHHBIM KaHaJOM He He-
OOBIYHO, TaK KaK MMOKa3aHO, YTO B (KUBOTHbIX TKaAHSIX
KA y4acTByIOT B Iiepegayue IIpoOTOHOB M/ OUKap-
OoHaTa MOH-TPAHCHOPTHBIM CUCTEMaM B KJIETOUHBIX
MmemOpaHax [34]. 11 oObsICHEHUS TTOTYyYeHHBIX pe-
3yJIBTAaTOB BaxKHO TO, YTO OMKapOoHaT, cyocTpart KA,
SIBJISIETCSl TIpeoOanatonieit popmoil HeopraHuye-
CKOTO yIjiepojia B CTpoMe Ha cBeTy. [Ipu ocBelieHnun
pacteHnii BeanunHa pH B ctpoMe mosbiraercs ot 7.0
no 7.7—8.0, u ipu BenmunHe pH 8.0 B paBHOBecuu ¢
Bo3nyxoM, cogepxammm 400 ppm (0.04%) CO,,
KOHIIEHTpallMsl 3TOTO rasa B BOIHOW (pa3e paBHa
15.5MkM, a konuentpauua HCO;~ — mpumepHO

700 MxM. B cnydae TecHoit accomuanuu o-KA2 c
MOHHBIM KaHajioM 3Ta KA, KaTanusupyrouias nerui-
paTaluio OukapOoHaTa B peaklMU C IPOTOHAMMU,
MOXET MCIIOJIb30BaTh MPOTOHBI, MOCTYIAIOIINE U3
JIIOMEHa Yyepe3 MOHHBIIM KaHall, J1eMCTBYs KaK CBOEro
polla peryaupylomuii KjiarnaH, Opu4yeM TpeaBapu-
TeJIbHbIE Pe3yJbTaThl MpearnojarapT, 4yto a-KA2
pacrnojioxkeHa Ha CTPOMaJIbHON CTOpOHE TUJIAKOW/I-
HbIX MeMOpaH (puc. 2). B orcyrctBue a-KA2 Hop-
MajibHOe (PYHKIIMOHMPOBAHUE MOHHOIO KaHajla Ha-
pYILIEHO, U TTIOTOK NMPOTOHOB CTAHOBUTCSI HEKOHTPO-
JIUpDYeMBbIM, W, CyOs IO MOJYyYEeHHBIM JIaHHbBIM,
Bo3pacTtaeT. MMeHHO 60see Hu3Kasa BeanunHa ApH
OOBSICHSIET U 0OJIbIIIME BETUUYUHBI KBAHTOBBIX BBIXO-
0B (DOTOCUCTEM, U O0JIee HM3KYIO CTEIIeHb BOCCTa-
HOBJIEHUSI MyJIa TUIACTOXWHOHA.

TaxuMm obpaszom, pyHKIImoHnpoBanne o- KA?2 He-
MMOCPEACTBEHHO CBS3aHO ¢ OMOBHEPTreTUKOM XJIOPO-
TU1aCTOB, B KOTOPBIX 3HEProTpaHCHOPMUPYIOIIUMU
(compsraommMmn) MeMOpaHaMM CIyxKaT MeMOpaHBbI
TWJIAaKOUIOB. MOXHO yKa3aTh ellle Ha OIHO CJIeH-
CTBHE U3 MPEAI0KEeHHOI Moaen GyHKIIMOHUPOBa-
Hus a-KA2, a UMeHHO, yBeJIM4eHUEe B e€e¢ IIPUCYT-
CTBMM CKOPOCTM TpaHchopmalmu OuKapOoHaTa B
CO, B cTpOoMe BCJIEICTBUE TOTO, YTO CKOPOCTh peak-
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Puc. 2. I'umotetnyeckast Mozesb (yHKIIMOHUpOBaHUs KapooaHTuapasbl o-KA?2 B Tmnakounax. AT — mukwit Tum, a-KA2-KO —

MYTaHT ¢ HOKayTUPOBAaHHBIM TeHOM KapOoaHTUapas3sl a-KA?2.

MHOTO MOPSIIKOB BHILIIE CKOPOCTU CITOHTAHHOI pe-
aKILIMK, KOTOpasi MOXET MPOUCXOAUTH IPU BBIXOJIE
MPOTOHOB M3 JIIOMEHA B CTPOMY, HE KOHTPOIIMpPYE-
mMoMm KA. CO, cnyxur cybcrpatom pubynoso-1,5-

oucoocharkapbokcuaaspl/okcureHassl (Pyoucko),
KJII0oUueBOro epmMeHTa (POTOCUHTE3a, PACIIOJIOKEH-
HOTO B CTpOME XJIOPOIUIACTA M KaTaJIU3UPYIOILIETO
coennHeHne Moiekyal CO, ¢ Monekynoil puOy-

Jio3obucdocdara, T.e. peakinio BKIIOUYEHUs Heopra-
HUYECKOTO YIJIepoJia B OpraHNYecKoe COSAMHEHUE.
Hamu Obuto HaiimeHo, 4To B MyTaHTax mo a-KA2
ckopocTb ¢pukcaunu CO, HUXKE, YEM B PACTEHUSX

IUKOTO THTIA (TaHHBIE He OITyOJIMKOBAHBI).

a-KAS. Ponb a-KAS B xjiopormiactax BbISIBJISITIACH
nocterneHHo. CHavana HaMu ObLta oOHapyxkeHa KA-
AKTHMBHOCTb B CTPOMAaJIbHBIX TUJIAKOMIHBIX MeMOpa-
HaX, BBIAEJICHHbBIX KaK U3 JIMCTheB ropoxa [35], Tak u
W3 JIUCTheB apabumorncuca [36]. CBoiicTBa 3TOil aK-
TUBHOCTU OTJIMYAJIUCH OT CBOiiCTB KA-aKTUBHOCTHU
rpaHajbHbIX TWJIAKOUIHBIX MeMOpaH. [To3nHee MbI
YCTAaHOBWJIM, UTO M3BECTHBIN elle ¢ Havyana 60-X ro-
JIOB MPOILIOro Beka 3(P(eKT yBeIUYSHUSI CKOPOCTHU
doTodochopusinpoBaHUs IpU J100aBKe OMKapOoOHa-
Ta B CYCIICH3MIO M30IMPOBAaHHBIX THJIAKOUIOB, KOTO-
pBIit HAOmMonanu B TWiakougax imuHara [37], oBca
[38] u ropoxa [39], 3aBUCUT OT (PyHKLIMOHATBLHOM aK-
tuBHOCTU HeKoit KA [39]. [Ipu aToM 1o6aBKM aHHO-
HOB IPYTUX cJ1a0bIX KMCJIOT (ameraTa, (pymapara uiu
cynbduTa) He CTUMYJIMPOBaIN (poTodochopruiimpo-
BaHMe. bbI10 moka3zaHo, 4To MadeHna, BOZOPacTBO-
PUMBII MHTUOUTOP KapOoaHTHApa3, TMOAABIISIII CTH-
MYJISILIAIO TIpU Jo0aBKe OMKapOoHaTa; B OTCYTCTBUE
oukapboHaTa MadeHUI NPaKTUIECKM HE BIMSI HA
cKopocTh poTtodochopunupoBanus. belio ooHapy-
JKEHO TaKXKe 3aMeTHOE MOAaBJICHUE COTPSIKEHHOTO
BJIEKTPOHHOIO TPAHCIIOPTa B YCIOBUSX, KOTma Ou-
KapOoHaT CTUMyIUpoBall poTodochopuanpoBaHe.
Macgenun 3ameTHO MHru6uponan KA-aKTMBHOCTh
TWJIAKOUIOB, XOTS M HE MOJHOCTHIO, UTO MOTJIO CBH-
JIeTeJIbCTBOBATh O TOM, UTO He Bce KA, Haxonsiuecs
B TWJIAKOUIAX, OTBETCTBEHHBI 33 3Ty CTUMYJISIIIUIO.

B Tuirakougax, n301MpoBaHHBIX U3 JTUCTHEB apa-
Ougorcuca IMKOro TUIIA, TaK 3Ke KaK U B TUJIaKouaax
ropoxa, HaOMIOJAIM YBEIWYEHHE CKOPOCTU (hOTO-
dochopunmpoBaHUs IIPU BBEICHNN OMKapOOHAaTa B
cycrnieH3u1o [14]. MadeHun Takxke He mogaBisti (Qo-
TodochopuiinpoBaHue B OTCYTCTBUE OMKapOoHaTa,
HO MOJTHOCTBIO JTUKBUINPOBAJI CTUMYJISILIAIO OUKap-
OoHatoM. bukapboHaT He BIUSI Ha CKOPOCTH Oa-
3aJIbHOTO M Pa300IIEeHHOr0 TPAHCIIOPTOB BJIEKTPO-
HOB B OIThITaX C METUJIBUOJIOTEHOM KaK aKIeNTOPOM
3JIEKTPOHOB, HO, KaK 1 B OIbITaX C TUJIAKOUIAMMU TO-
poxa, YaCTUYHO MOJABIISII DJIEKTPOHHBIN TPAHCIIOPT
B npucyrctBuu AJI® u Heopranuyeckoro ¢ocdara,
T.e. B yciaoBUsix ¢ochopuarpoBaHusi. ITocKoIbKY
ctumyJisinys (porodochopyimpoBaHusl, KaK IIpaBr-
JIO, COTIPOBOXIAETCS YBEIUUCHUEM CKOPOCTH DJICK-
TPOHHOTO TpaHCIIOPTa, TocaeaHue 3(PpHeKThl yKa3bl-
BaJd Ha OOIOJIHUTENLHBLIA MPOLIECC CTUMYISIIAU
doTodochopuimpoBaHUS B IPUCYTCTBUHN OMKapOO-
HaTa, He CBSI3aHHBIN C 2JIEKTPOHHBIM TPAaHCIOPTOM
o O@OTLI.

B oTnuume oT ctumynsauuuy npu 1odaBke OMKap-
OoHaTa K TWIaKouJiaM pacTeHUI TUKOTOo TUTIA, TaKasi
nobaBKa He U3MEHsiJla CKOpOCTh (hoTodochopuim-
pOBaHUS B TWJIAKOWIAX, U30JIUPOBAHHBIX U3 JIMCTHEB
MYTaHTOB, B KOTOPBIX C TIOMOIIBIO HOKAyTHOW MyTa-
MM ObLT 3a0JI0KUpOBaH cuHTe3 a-KAS, T.e. Ipucyrt-
CTBHE 3TOI KapOoaHTUIPpa3bl ObIJIO HEOOXOAMMO IS
OCYIIECTBJICHMS YKa3aHHOI cTUMyIIsIinm [ 14].

C HUCITOIb30BaHUEM MAaCC-CIIEKTPOMETPUYECKOTO
aHaaM3a, HaMU ObIJI0 ycTaHOBIeHO [14], uyTto a-KAS
pacrnojioXeHa B CTPOMAaJIbHBIX TUJIAKOUIHBIX MEM-
OopaHax. OTMETHUM, YTO IIPAKTUYECKU BCE KOMILJICKCHI
AT®-cuHTaspl B TWJIAKOMAAX COCPEIOTOYEHBI B
CTPOMAaJIbHBIX MeMOpaHaxX. YUYUTHIBAsl CBOMCTBA Ma-
¢deHmnna, mpexae BCEro ero ruApoprIbHOCTb, MOX-
HO OBUIO 3aKJIIOUMTh, 4YTo KA, oTBeTcTBeHHas 3a
yckopeHue (HoTodochOopMIMpOBaHUSI B IIPUCYT-
cTBMU OMKapOOHATa, BEPOSITHEE BCETrO, PACIIONIOXKe-
Ha B TWIAKOMIHOW MeMOpaHe Ha ee CTpOMaJlbHOM
MOBEPXHOCTH, KOTOpasi B BBIICJIICHHBIX TUJIAKOMOAAX
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Puc. 3. T'unoreruyeckass Momejib (PYHKIMOHUPOBAHUS
Kap6oanruapassl a-KAS B tunakounax. PC 1 — dportocu-
cteMa I, 1KA — momeHanbHast KapOoaHTUapasa.

obpaieHa B cpeny [39]. Hannune Tak pacrioioxKeH-
Holi KA B Tuakounaax cjienoBajo Takxke U3 TOro, UTo
KA-akTUBHOCTh CTPOMaJIbHBIX TUJIAKOWUIOB CXO/I-
HBbIM 00pa30M MHTMOMPOBAJIaCh XOPOIIIO MPOHUKAIO-
M B MeMOpaHy unruouropom KA saTokcuzonamu-
JIOM U TIJIOXO MPOHUKAIOIIMM B MEMOpaHy alieTa3o-
Jamugowm [35].

YT100BI 00BICHUTE poJib KA B cTuMyIisiiinm poto-
dochopunrpoBaHUsI IpU BBEACHUN OMKapOoOHaTa B
CYCIIEH3MIO TWJIAKOWAOB, MbI IIpearoiaracM, 4TO
yckopeHne ¢GorodochopriiMpoBaHus MOXKET OBITh
CJIEICTBIEM BO3pacTaHUsI CKOPOCTU IIpeoOpa3oBa-
HuA 6ukapoboHara B CO, B peaklluy JeruapaTalnu,

KaTaam3upyemMoit MeMOpaHocBs3aHHo a-KAS. Oc-
HOBHO¥ 6apbep 11 CO, MOJIEKYJ IPU TTEPECEYEHUN

JIMITUIHBIX MeMOpaH — 3TO HelepeMellrBaeMble
npuMeMOpaHHbIE CJIOU, TOTAa KaK caMU MeMOpaHbI
snerko mnpoHunaemsl [40]. [TosaTomMy yacTe MoOIEKyn
CO,, NOSBUBIINXCS B TPUITOBEPXHOCTHBIX CJIOSIX TH -

JIaKOUJHOI MeMOpaHbl BCIEACTBHME aKTUBHOCTU C-
KAS5, moxeT nerko nugdyHIMpoBaTh B TUJIAKOWI-
HbIii TIoMeH. B ltoMeHe 3T MoJIeKyJIbl MOTYT TUapa-
TUPOBATbCS C yyacTueMm JioMeHalbHoit KA ¢ ocBo-
OOXIeHUEeM MpPOTOHA. YBEJIWYEHUE KOHIEHTpPALIU
MPOTOHOB B JIIOMEHE B pe3yJibTaTe 3TOro Ipoliecca
MOXET MPUBECTH K yBeanueHu1o ApH 1 yBennueHuio
npoaykunu AT® (puc. 3). CTumMyJInpoBaHue CKOPO-
ctu cunte3a AT® nipu yBenmmuennn ApH xoporro mu3-
BecTHO [41, 42].

I'mpparanna CO, B MOMeHe NOJIKHA TTOJTHEE MPO-

UCXOOUTh B (OCHOPUIUPYIOIINX YCIOBUSX, II0-
CKOJIBKY KOHIIEHTpallusl MIPOTOHOB TaM YMEHbIIIEHa
BCJICZICTBHE UX BbIXona B cpeny yepe3 ATd-cuHTazy —
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pH B lloMeHe B 3TUX YCJIIOBUSIX BO3pacTaeT IO CpaB-
HEHMIO C 0a3aJibHBIMU YCJIIOBUSMM ITOYTH Ha 1 em.
[43], 9TO COOTBETCTBYET YMEHBIIIEHNIO KOHIICHTpA-
1uur npoToHoB B 10 pa3. TakuMm oOGpa3oM, yBeanye-
HUE KOHIEHTPAlLUM IIPOTOHOB Iipu IudPy3uun
MosieKysl CO, B JIIOMEH O0ECITeYMBAET U YCKOPEHUE
doTodochopumpoBannsg, 1 MEHHO B dochopn-
JIMPYIOIIMX YCJIOBUSIX CTAHOBUTCS IIPUUYNHOMN YMEHb-
IIEHUSI CKOPOCTH 3JICKTPOHHOTO TPaHCIIOPTA, BCJIE -
CTBHE BO3pacTaHUs (POTOCMHTETUIECKOTO KOHTPO-
Js1. B 6azanbHbIX YycioBusix, kKorma pH miomeHa
CYILIECTBEHHO HIZKE, YeM B YCIOBUSIX (poTodocdo-
punuposaHus, Mmotok CO, 1 ero ruapaTanns 3aTpym-

HEHBI, 1 CKOPOCTH 3JIEKTPOHHOTO TPAHCIIOPTA HE M€ -
HsIeTcs IpU 1oOaBKe OMKapOoHaTa K TUJIaKOUIAM.

BaxHoe cieacTBre ONMMCaHHOW CUTyallMd — TO,
4TO, BO3MOXKHO, 3HaYUTEIbHas 4acTb MoJieKys CO,,

00pa30BaBIIMXCS TIPU AervMapaTaliyd OukapOboHaTa
Ha MOBEPXHOCTHU MeMOpaHbI, HAITPABJISIIOTCSI B CTPO-
MY XJIOPOILJIACTOB, Ill€ OHU MOTYT CTaTh CyOCTpaTOM
Pyb6ucko, obecrieunBasi yBeJIMUeHUE CKOPOCTHU 0Opa-
30BaHUSI OPraHUYECKUX COeOUHEHMIA. YUYUTbIBas
3HAYMTEJIbHOE YBeJIMYEHHE coliepxKaHus Oukapb6o-
HaTa B CTPOME Ha CBETY, HEJIb3sT UCKITIOUUTh y4acTHhe
a-KAS B nogaue CO, Pybucko in vivo.

OYHKINMOHWPOBAHUE KAPBOAHTUIPA3
B KIIETKAX PACTEHUHN OCYIIECTBJIAETCA
KOOITEPATUBHO

B xone uccinenoBanus ¢pyHkumuii KA xmoporuia-
CTOB BO3HMKJIO MpeacTaBiaecHue, utTo KA 3tmx opra-
HEJIJI, ¥, BEPOSITHO, BCEM KIETKU, (PyHKIIMOHUPYIOT
B3aMMOCBSI3aHHO, IeMCTBYs B Koorepauuu. B Heko-
TOPBIX CIy4YasiX 3TO IPOCIICKUBAECTCS B IBHOM BHIE,
Kak B ciydae pyHKkunoHuposaHus a-KA2, a-KA4 n
a-KAS5. CornacHo TOJy4eHHBIM 3KCIIEpUMEHTaIb-
HBIM pe3ynbTaTtaM, 3T KA pacrnonaoxkeHbl B TUIAKO-
WAHOI MeMOpaHe M, B COOTBETCTBMU C MOJIEIISIMMU,
OMUCHIBAIOIIMMU UX (QYHKIIMOHUPOBAHUE (CM. BbI-
11I¢), peTryJIMpYIOT TaKOi KIIIOUEeBOIl ImapaMeTp OUO-
DHEPreTUKHU XJIOPOIIacTa, KaK KOHIIEHTPAIUIO IIPO-
TOHOB B JIIOMEHE TUJAaKOuA0B. BeanunHa 3Toii KOH-
HeHTpauuu, pH JIoMeHa, B CBOIO oOuYepenb,
onpeneisieT Kak BO3MOXHOCTD 3aIIUThl (DOTOCUHTE-
TUYECKOTO arnrapara oT (G)OTOMHTMOUPOBAHUSI MyTEM
peTyJIMPOBaHUS CTEIIEHU IIPOTOHMPOBaHUS OelKa
PsbS 1 akTMBHOCTM BHOJIAKCAHTUHIEAMOKCUIA3HI,
TaK U CKOPOCTb MPpOoAyKINU Moaekysl AT®, Heobxo-
IVMBIX ST (PyHKIMOHUpPOBaHUS LMKiIa KanbpBuHa,
obecnieunBarolero gpukcanuio CO,. [Tpu aTom nep-

Bast (PyHKIIUS, BO3MOXHO, AaKe BaskKHee, YeM BTOpasl.

B3aumMocssa3b Mexny KA xioporiacta MOXHO
MPOUJUTIOCTPUPOBATh B3aUMO3aBUCHMOCTBIO YPOB-
Hell sKcnpeccuu reHoB, Koaupytomux 3tu KA. Mbl
nokasajiu, 4YTo HOKayT reHa, koaupytouero o-KA2,
OKa3bIBaeT 3HAUYUTEJIbHOE BIMSHUE HAa YPOBHU IKC-
npeccuu reHoB TuiakouaHbIX KA, a-KA4 u a-KAS,
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a Takxe reHoB cTtpoMaibHBIX KA, a-KAl u B-KAl
[15]. ITpu 3TOM, YTO MOXET OBITH BaXKHO JISI TOHU-
MaHU$ 10 CUX MOP HESICHBIX (PYHKIIMI ABYX MOCIEN-
HUX, YPOBEHb OKCIPECCUU Te€Ha, KOAUPYIOILIETO
a-KAT1, Bo3pacTai B 1Ba pa3a, a reHa, KOIUPYIOIIEero
B-KAl, ymeHbIajcs ToxXe B IBa pa3a. YpPOBEHb DKC-
npeccuu reHa, koaupytomiero a-KA2, Bo3pacrtan B
3.5 pasa, a reHa, kogupytoiiero a-KAS, ymeHblancs
MOYTH B TPU pasa.

HMHTepecHo, 4TO, B CBOIO ouepellb, P HOKayTe
reHa, xkomupymoinero o-KA4, ypoBeHb 3KCIIpecCUU
reHa, konupymoiuiero a-KA?2, Bo3pacTaj ITo4Tu B BO-
ceMb pa3, a YpPOBEHb BKCIIPECCUU TEHOB CTpOMaJb-
HBIX KA He m3meHsuics [30]. Pasnmumune Bo BIMSIHUN
HoKayTa reHoB, Komupyoommnx o-KA2 u a-KA4, co-
CTOSIJIO TaKXKe B TOM, UTO, €CJIM HOKAyT reHa MepBoit
He BJIVSJ Ha YPOBEHb DKCIIPECCUY TeHOB LIMTOILIA3-
matndecknx KA, HoKayT TeHa, KOAUPYIOIIETO
a-KA4, npuBoanJ K BO3pacTaHUIO 3TUX YPOBHE.

Buikimouenne cnaTe3a 0-KAS B pacTeHUsIX, BBI-
palleHHBIX TPU aTMOCHEPHOIT KOHLICHTPALIUU YTJie-
KMCJIOTO Ta3a, He IPUBOIUT K BO3PACTAHUIO YPOBHS
OKCOPECCUM TIeHa CcaMOi OOMJIBHOM CTpOMaJibHOM
KA, (B-KAl, HO yBennmyuBaeT 3KCIPECCUIO TeHOB
crpomainbHbix o-KAl u B-KAS [44]. Bospacrator
TaKXe YPOBHM 3KCIIPECCUM Te€HOB TIJIaKONMAHBIX KA,
a-KA2 un a-KA4, 4to comnpoBoKaaeTcsl YBEJIMUYEHU -
eM KA-akTUBHOCTU TUJIAKOUIOB.

JIutepatypHble TaHHbIE TaKXe€ CBUIETEIbCTBYIOT
B I10JIb3Y TOTO, 4YT0 KA (hyHKIITMOHUPYIOT COBMECTHO.
B BbICIINX pacTeHUsIX BBIKJIIOUEHNE CUHTE3a 0O0Jb-
murHcTBa KA HEe NpUBOAUT K CYIIIECTBEHHOMY MOAaB-
JICHUIO pOCTa pacTeHUI U HE OKa3bIBAEeT CYIIECTBEH-
HOTO BIIMSIHUS HA TapaMeTphl (poTocuHTe3a [45—47].
bonee rnybokme dusnomormuyeckue 3¢p@PEKTH Ha-
O6MoJaroTcsl TP OMHOBPEMEHHOM  BBIKJTIOUEHUM
cuHTe3a aByX u 6ojee KA. ABTophl pabothl [48] B
2010 r. ¢ crmoabp30BaHUEM JIBOMHBIX MYTAHTOB C BBI-
KJIIOYEHHBIM CUHTE30M IuTazMaieMMHolt B3-KA4.1 u
crpoManbHoOi [3-KAl mokasamu, uro oba 3tu dep-
MEHTA y4acCTBYIOT B PETYJISILIMA YCTbUUHOM MPOBOAN-
MOCTH JIUCThEB IJIs1 yrieKuciaoro raza. CyliecTBeH-
Hoe TMoJaBJieHWe POCTa MyTaHTOB C HOKAYTHBIMMU Te-
HaMu nByx uuroruiasmatmyeckux KA, B-KA4.2 n
B-KA2 mpu BbIpallilMBaHUU PacTEHUIl B YCIOBUSIX
HU3KOTO COJEpKaHUs YIJIEKHCJIOTO ra3a B BO3AyXe
[49]. EnuanyHble MyTaluy 1o yka3aHHBIM KA He
MIPUBOAWIN K TaKOMY 3 dheKTy. ABTOPHI MPEanoio-
KUJIU, 4TO 00e 3Tu nuToriazmaTudeckue [3-KA He-
00XOIMMBI IJIsI TIpeoopa3oBaHus (popM HeopraHmude-
CKOTO yIjiepoia B KJIeTKax JIMCTa IJIs1 YAOBJIETBOPE-
HUSI TIOTpeOHOCTM pacTeHuil B yriepome. B
pacTeHusix Tabaka MyTaumu B reHax 3-KAI n f-KAS5
HEe TMPUBOAMIN K KaKUM-JTMOO WM3MCHEHUSIM, I10
CpaBHEHMUIO ¢ pacTeHUsIMU qukoro tura [50]. Tonrbko
OOHOBPEMEHHBIM HOKAayT o0Ooux TeHOB [3-KAI u
S-KAS5 npuBoanJI K CHUXKEHUIO CKOPOCTU IpopacTa-
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HUsA CEMAH, YMECHBIICHUIO NX MaCChbl M 3aJI€PKKE PO-
CcTa MYTaHTHBIX paCTeHHﬁ.

KooneparuBHoe ¢yHknoHupoBaHue KA Ha-
O10aJI0OCh M B MUTOXOHIPUSIX apabuaoricuca, rie
KA ¢opMupyioT nomeH, coctosinuii u3 Tpex y-KA u
nByX Y-KA-1mono6Hbix 6e1koB B coctaBe NADH ne-
ruaporeHasHoro komiuiekca I [51]. Myrauuu B, 110
KpaliHeli Mepe, IBYX M3 ISITHU T'€HOB 3TOr0 JOMEHA,
MPUBOAWIN K Pa3pyLIEHUIO 3TUX KOMIUIEKCOB [52].
Takue MyTaHTbI, BbIpallleHHbIE MpPU aTMOCHEPHOI
KOHIIEHTpAlIMU YIJIEKMCIIOro Ta3a B BO3/yXe, T€MOH-
CTPUPOBAJIM 33JCPKKY POCTa, TT0 CPAaBHEHMIO C pac-
TEHUSIMU TUKOTO THIA, YTO KOMIIEHCUPOBAJIOCH Bbl-
palllMBaHME€M MYTAHTHBIX PACTEHUI TPU BBICOKOM
conepxaHun CO, U yKa3blBaJIO, 110 MHEHUIO aBTO-

pOB, Ha yyacTHe MUTOXOHIpHaabHOro noMmeHa KA B
noaaepxaHuu 3pEHEeKTUBHOTO (PYHKIIMOHUPOBAHUS
doTocuHTE3A.

OmnucaHHbIE Pe3yabTaThl ITO3BOJISIIOT MPEAIO0-
XUTh, 4T0 KA SBIISIIOTCS 3B€HBSIMU KOOIIEPAaTUBHBIX
LIETIOYEK, XOTA, OUEBUIHO, HE 3aMEHAIOT APYT ApYyra.
BreimageHue 13 Takoil LleMOYKU Kakoi-nuoo KA
OPUBOIUT K HAPYIIEHUIO KOHKPETHOrO IIpolecca, B
KOTOPOM OHa YYacCTBYET, U U3MEHEHUE SKCIIPECCUUN
reHoB Apyrux KA, ToJabKoO 4aCTUYHO MOXKET KOMIIEH-
CHUPOBaTh HapyLIEHWE 3TOTr0 Mpollecca, YTO ObLIO
BUIHO IO U3MEHEHUIO adanTallMOHHBIX BO3MOXHO-
cteil pacteHus. Takum obpa3oM, GyHKIIMOHUPOBA-
HMe Kaxnoii KA BaXHO OJ1s pacTeHHUs B LIEJIOM, U
Kaxkaasi XKU3HEHHO Heo0XoaruMa pacTeHUIO, XOTs Ka-
TaIU3UPYET SJAEMEHTApPHYIO peaklrio B3auMOIIpe-
BpalllcHUsI ABYX HEOPraHWYECKUX COCMMHEHUI, KO-
TOpasi IOBCEMECTHO MPOUCXOAUT U B HEXMBOU MpPU-
pozne.

3AKITIOYEHNE

Mmuoronetnue muccnenoBanust KA Beicimmx C3-
pacTeHUli, MIPOBOAMMBIEC PA3TUYHBIMM HMCCIIEI0BaA-
TEJIbCKUMU TPYyTIIaMu 10 BCEMY MUPY, MOKA He M03-
BOJISIIOT OIIPENEeICHHO OTBETUTh Ha BOIIPOC O (hpU3UO-
JIOTUYECKON poau 3TUX (GepMeHTOB. Pe3yrbTaThl
BKCIIEpUMEHTAJIbHBIX UCCIIENOBAaHUI, ONMCAHHBIC B
cTaThe, CBUIETEILCTBYIOT O TOM, 4To KA X1opomia-
CTOB pearupyloT Ha U3MEHEHHE YCIOBUI BereTaluu
pacTeHuit, a MUMEHHO, U3MEHSIIOTCSI YPOBHM 9KCIIpeC-
CUM UX T€HOB U U3MeHsoTcsT KA-akTUBHOCTH KOM-
napTMeHTOB XxjopomacTa. IIpy 3ToM B HOKayTHBIX
MyTaHTaxX B OTCyTCTBUE cTpoMaibHbiX KA, a-KAl
nin B-KAl, 1 B OTCYyTCTBUE KaXIOM M3 THUJIAKOM]I-
HBIX KA, a-KA4, a-KA2 n a-KAS5 npoucxondar us-
MEHEHUSI B PeaKlUsIX, CBSI3aHHbBIX C MMPoLeccCOM Go-
TOCHUHTe3a. B pacTeHusIx, B KOTOPHIX OBLIM HOKAYTH -
poBaHbl reHbl, Kogupymoine KA a-KAL, nin 3-KAL,
i o-KA4, rmpu nepeMelleHUM B HOBBIC YCJIOBUS
BereTallu BO3HMKAIOT CYIIECTBEHHBIC OTIMYUS B
MPOTeKAaHWU TaKMX PEaKIIMi B paCTEHUSIX IUKOTO TH -
a, NepeMelleHHbIX B 3TU e yciaoBusi. Ha ocHoBa-
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YYACTUE KAPBOAHI'UJIPA3 XJIOPOITIIACTOB

HUU PpasIuuuii MeXay pacTeHUSIMU JUKOTO TUIIA U
MyTaHTaMHU I10 TriaKougHBIM KA B xapaKTepucTu-
Kax PyHKIoHanbHO# aktuBHOCTU POTLI 1 B 6G1o-
DHEPreTUYECKNX PeakIusiX, MPOoTeKalolX B TUJIa-
KOUIOHBIX MeMOpaHax, MpeaIoKEHbI TUIIOTE3bl
dyakumonmpoBanug 3Tnx KA. OOHapyXeHO, 4TO
HOKayT reHa ogHoii u3 KA xjioporuiacta mpuBoani K
M3MEHEHUIO 9KCIIPECCUM T€HOB JPYTUX XJIOPOILIACT-
HBIX KA, 94TO MOXET yKa3pIBaThb Ha KOOIIEPAaTUBHBIN
xapakTep ¢GyHKIMoHupoBaHusi KA B aToii opra-
HeJuTe.
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The Involvement of Carbonic Anhydrases in Chloroplasts of C3 Higher Plants
in Adaptation Changes of Photosynthetic Reactions

B.N. Ivanov* and N.N. Rudenko*

* Institute of Basic Biological Problems, Russian Academy of Sciences,
Institutskaya ul. 2, Pushchino, Moscow Region, 142290 Russia

The present research shows that changes in vegetation conditions have implications both for the expression
levels of genes encoding chloroplast carbonic anhydrases and the carbonic anhydrase activity of chloroplast
compartments. The results of experiments with mutants of the genes of the chloroplast carbonic anhydrases
indicate that the activity of the chloroplast carbonic anhydrases determines the nature of changes in photo-
synthesis reactions in response to changes in environmental conditions. Possible mechanisms are proposed
for participation of carbonic anhydrase in light-dependent processes in the chloroplast. Based on these find-
ings, a hypothesis that carbonic anhydrases in chloroplasts function interdependently is developed.

Keywords: photosynthesis, higher plants, adaptation, chloroplasts, carbonic anhydrases
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HccnenoBaHbl MexaHU3MbI afarnTallii MEPBUYHBIX peakinii (OTOCMHTE3a y 3eJeHOI MUKPOBOIOPOCITU
Chlamydomonas reinhardtii K neficTBUIO KaAMUS IMyTEM U3YYEHUs] TMHAMUKN pacrpeeieHUs KIIFOYEBbIX
nokasateseil GoToCMHTE3a B MOMYJISLIMU KIeTOK. CUHXPOHHYIO KyJIbTYPy MUKPOBOAOPOCIIEil NHKYOUPO-
BaJIM B TeueHMe 96 4 B mpucyTCTBUY 25 MKM KangMust U perucTpupoBaiu OJIP-KpuBble y MTHIUBUAYATbHBIX
KJIETOK Ha pa3HbIX dTarax MHKYO0alluu C TOKCUKAHTOM C TIOMOIIbIO OPUTUHATLHOTO MUKPOMIIyOopUMeTpa.
Anamu3 OJIP-KpuBBIX TO3BOJMII ONIPEOCIINTE pacpeaesieHIe Cpean KIeTOK KII0YeBhIX mapameTpoB JIP-
tecta: Fy/Fy, ETo/ABS, RC/ABS, xoTopble xapakTepu3yloT otoxumuueckyto aktuHocTb DC 11, snek-
TpoHHLI TpaHcnopT B MC 11 1 nornoiieHue cBeta akTUBHBIM LieHTpoM D C 11. Agantanust nepBUYHBIX pe-
aKiuii oToCcMHTE3a MUKPOBOIOPOCE K NEMCTBUIO KaAMUSI COITPOBOXKAAIACH MOSIBAEHUEM B KYJIbTYpe
NIBYX CPaBHHMMBIX IO BKJIaTy (PPaKIUii KIETOK, KOTOPbIE COXPAHSIIN CTaOWIBHOCTh (DOTOCHHTETHUYECKUX
XapaKTepUCTUK B YCJIOBUSX MHAYLIMPOBAHHOIO TOKCMKAHTOM HapylleHUs] SHEpPreTuYecKoro GanaHca.
Kretku nepBoii hpakimy coxpaHsuii yMepeHHylo aktuBHOCTh DC 11 3a cyeT yMeHBIIIEeHUs pa3Mepa aH-
teHHbl @C 11, B TO BpeMsl KaK KJIETKM BTOpoit hpakiinu obaananiu HU3koi (OTOXMMUYECKOI aKTUBHOCTBIO
DC 11, coxpaHsist pazMep aHTEHHBI OJIM3KUIT KOHTPOJBbHBIM KJIETKAM.

Karouesnie crosa: ghayopecuyenuus xnopoghuina, mukpogayopumempust, homocunmes, MuUKpoeooopocau, adan-
mauus, Kaomui.

DOI: 10.31857/50006302924030063, EDN: OFWPXY

BuyTpuromnynsiimoHHas BapuadbeIbHOCTb KJIETOK
pa3IMYHBIX MMKPOOPTIaHMU3MOB SIBJISIETCSI BaKHBIM
aJanTallMOHHLIM MEeXaHU3MOM, TTO3BOJISIIOIINM yBe-
JIMYUTD LIAHCHI HA BBDKMBAHUE B YCIIOBUSIX IeiiCTBUS
HeOJIarOIPUSITHBIX (DAKTOPOB, B TOM YHCJIE IIPU TOK-
cugeckoM ctpecce [1, 2]. BoapImMHCTBO cOBpeMeH-
HBIX MCCJIeIOBAaHMW, HaIpaBJISHHBIX Ha W3ydeHUE
aJanTallMOHHBIX MEXaHU3MOB MHWKPOBOIOPOCIENA,
OCHOBBIBAIOTCSI Ha aHAJINU3€ TaHHBIX, MOJTYYSHHBIX Ha
CYCHEH3MOHHBIX KYJIbTypaX, TO €CTh MCIOJIb3YIOTCS
yCpeOHEHHbIE 3HAYEHUSI MO momyiassuuu. B To ke
BpEeMSI pOJIb UBMEHEHU M CTPYKTYPHI TTOMYJISILIAUA B OT-
BET Ha CTpeCC M3ydeHa B MEHBIICH CTEIIEHU, B TOM
Yuciie U3-3a CJIOKXHOCTH PETUCTpallii MapaMeTpOB
COCTOSIHUSI OTJIEIbHOM KJIETKU.

Coxpawenus: DX — bayopecueHums xiaopodwuia, [MINO —
IJIOTHOCTh MOTOKA (hOTOHOB.

BapuabenbHOCTh KII€TOK MUKPOOPTIaHM3MOB 1IN -
POKO pacrpocTpaHeHa B mpuponae. B yacTHocTH, B
MUKPOOHBIX KOJIOHMSIX XOPOIIO M3y4eHa HEOmTHO-
POIHOCTb MOP(OJIOTMISCKIX U METAOOIMUECKMX Xa-
paKTepUCTUK KJIeToK [3]. Y 3e1eHoi MUKpOBOIOPOC-
s Chlamydomonas reinhardtii BbISIBIIEHBI pa3inyus
MeXIy KJIeTKaMH IT0 CKOPOCTH pocTa U AejieHus [4].
BroisiBieHnl paziauuusi B GU3MOIOTUM, METa00IM3MeE
1 MOpPGhOJIOTUM MEXIY OTAEIbHBIMU KJIETKaMU pa3-
HBIX BUIOB BOOOPOCIIEH B YCIOBHUSIX HEAOCTaTKA OMO-
Te€HHbBIX 2JIEMEHTOB [5]. PaHee HaMu IMoKa3aHo, 4TO B
nonynsiuuu Chlorella sorokiniana nipu 1eicTBUU TOK-
cukaHTa 2,3',4,4',6-nieHraxyiopoudeHmia BbKUBAET
TOJBKO 2—3% KJIETOK, KOTOpble 00JIafaloT BHICOKOM
YCTOMUMBOCTBIO (DOTOCHMHTE3a K JaHHOMY BEIECTBY
[6].

doTocuHTETUUECKAST AKTUBHOCTh SIBJISIETCSI OJI-
HHM 13 KJIIOYEBBIX THANKATOPOB (PM3MOJIOTUIECKOTIO
cocTOSTHUSI (OTOTPO(POB U IIUPOKO HCIIOJIb3YETCS

478
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MpU WU3Y4EeHUM OTBETHBIX peaklMii opraHm3Ma Ha
BO3JIeiCTBHE HEOIATONIPUSATHBIX (paKTOPOB BHEIITHE
cpenpl. OMHMMM M3 Hanbosiee OBICTPBIX 1 MHMOopMa-
TUBHBIX MOAXOA0B K U3YYEHUIO TTIEPBUYHBIX peaKIINii
(boTocuHTE3a ABISIIOTCS METObI percTpaliuu (payo-
pecueHLMM xaopoduiia (PX), B TOM YnCiie KPUBBIX
cBeroBoit uHaykuun MX (tak HaspiBaeMmbix OJIP-
kpuBbIx). Tunnmunas OJIP-kpuBast mpencTaBisieT co-
00if MHAYIIMPOBAHHYIO BCIIBIIIIKOM CBETa BBICOKOM
MHTEHCUBHOCTU KUHETUYECKYIO KPUBYIO POCTA BbI-
xona ®X oT MUHUMAIbHOTO 3HaYeHus F (Touka O)

Yy aIalTUPOBAHHOTO K TEMHOTE 0Opa3iia C OKUCJIEH-
HBIM COCTOSTHUEM MEPEHOCUUKOB BJIEKTPOHOB (DOTO-
CUHTETMUYECKON 3JIEKTPOH-TPAHCHOOPTHOM LIEMU 10
MaKCHUMaJIbHOTO ypoBHA I (muk P), xorma anek-

TPOH-TPAHCHOPTHAS LIeTb NMEPEXOAUT B TMOJHOCTHIO
BOCCTaHOBJIECHHOE cocTosiHMe. Ha Takoil KpuBoii
0OBIYHO HabJogaloTcs Tpu as3bl pocTa Boixoga OX:
OJ (ot 5—40 Mxc mo 2—3 mc), JI (ot 2—3 Mc mo 20—
30 mc) u IP (ot 20—30 Mmc mo 100—200 mMc), KoTopbie
00YCIIOBJICHBI TpeMsl MOCeA0BaTeIbHBIMU TIpOLIeC-
CcaMU BOCCTAHOBJICHUSI DJIEKTPOH-TPAHCIOPTHO 11e-
nu. OJ-da3za (Tak Ha3pIBaeMas poToxuMudeckas ¢a-
3a) 3aBUCUT OT MHTEHCUBHOCTU BO30YXXIAIOIIEro
CBeTa U OTpaXkaeT YaCTUMYHOE BOCCTAHOBJICHUE aK-
menTopHoit cropoHbl MC 11, a UMEHHO, XUHOHHBIX
akuentopoB Q, (B 6osbLIeii cteneHn) n Qg (B MEHD-

meit creneHn) [7]. CuuraeTcs, 4TO MOCJIEAYIOIINE 3a
Toukoil J ¢azwl JI u IP oOycioBiaeHbI 1OTIOJTHUTEIb-
HBIM BOCCTAHOBJICHHEM aKIIENTOPHOM cTopoHBl PC
I1, yBenuueHreM 3HEpPru3aluu TUJIAKOUIHBIX MEM-
OpaH 1 KoHpopMallMOHHLIMU U3MeHeHusIMu PC 11
[8—10]. g ananuza OJIP-KpuBoit 4acTO UCIIOIB3Y-
erca JIP-tect [11, 12], mo3BoJsIONINiI OlIEHUBATh
mpoliecchl MpeoOopa3soBaHUsl CBETOBOW BSHEPrUu U
3 heKTUBHOCTD ITEPBUYHEBIX peaKIuii (POTOCUHTE3A.

B nacrosmeit paboTte ucciieqoBajii MeXaHU3MBbI
aganTauuu KyaeTyphl C. reinhardtii K TOKCUYECKOMY
IEeUCTBUIO OTHOTO M3 HamboJyiee aKTyaJbHBIX IPO-
MBIIIUIEHHBIX TOKCUKAHTOB — KaJIMUSI — ITyTEeM aHa-
JIM3a pacrpenesieHrs KIIFOYeBBIX TToKa3aTeseil poTo-
CHMHTETUYECKOI aKTUMBHOCTH B ITOMYJISIIIMM KJIETOK. B
LIeJIOM, MEXaHU3MbI TOKCUYECKOTO IeMCTBUSI TaHHO-
To TOKCHKAHTa Ha TIepBUYHBIC peaKIInu (POTOCUHTE-
3a XOPOIIIO M3YyYeHBI Ha BBICIITUX PACTEHUSIX U MUK-
poBonopocisix [13, 14], onHako BAUSTHME KaaMUs Ha
TETEPOTeHHOCTh  IOMYJISIIIAM ~ MUKPOBOIOPOCIIEH
OCTaeTCsI MaJONU3YICHHBIM.

B manHoiT paboTe reTeporeHHOCTh TMOMYJISILINN
C. reinhardtii nzyyanu nyteM aHanusa OJIP-kKpuBbix,
M3MEPEHHBIX Ha WMHIMBUAYAJIBHBIX BOIOPOCIEBBIX
KJIETKaX C IOMOIIbI0O OPUTHMHAJIBHOIO MUKPOMIyO-
pumMeTpa, pa3paboTaHHOro Ha Kadeape 6MoPU3UKU
onosiormueckoro daxkyiapreta MI'Y [15]. Heobxonm-
MO OTMETUTbh, UTO MUKPOGDIYOPUMETPUIECKUI Me-
TOJI paHee UCIOJIb30BaJli, B OCHOBHOM, JIJIsl aHAIM3a
pacnipenesieHusa napamerpa JIP-tecra F,/Fy, oTpa-
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x)atourero ¢GoToxuMudeckyto aktuBHocth ®@C 11, B
MHOITYJISIIUY MUKpoBomopocieit [16, 17]. DToT napa-
METpP CBSI3aH C CaMbIM MEPBBIM ((DOTOXUMUYECKUM )
ATaroM IIpeo0pa30BaHUS SHEPTUU B (DOTOCUHTETHU-
YecKOil 3JeKTpPOH-TpaHCIOpTHOI 1ern. OpHAKO
aHanmn3 OJIP-KpHUBEIX TTO3BOJISIET OIIPEACHSITh U IpY-
rUe BaxXHbIe TOKa3aTeIN IEPBUYHBIX peaklnii poTo-
CUHTE3a.

Panee HamMm OBIITO TTOKa3aHoO, 4TO (popMa KMHE-
tyeckoit kpuoii OJIP naauBuayaabHO BOOJOPOC-
JIEBOM KJIETKU, M3MEPEHHOM C IIOMOILBID OpPMUIU-
HaJIbLHOTO  MUKpPOQIIyOpHMMETpPa, COOTBETCTBYET
TUIIMYHOM KPUBOIi, U3BMEPEHHOM B CYCIIEH3MU MUK-
POBOIOPOCIE C MOMOIIBIO CTAHAAPTHBIX (hJIyOpHU-
MeTpoB, Takux kKak PEA 1 MPEA (Hansatech, Benu-
koOputanust) [18]. OngHako KpuBass MHOUBUIyalb-
HOM KJIETKU XapaKTepU3yeTCsl pSIIOM OCOOEHHOCTEM,
00yCJIOBJIEHHBIX MCIIOJIb30BaHUEM OYE€Hb BBICOKOM
WHTEHCUBHOCTU BO30YXXJAIOIIETO CBETa B MUKPO-
dayopuMeTpe: MIOTHOCTH TToToKa (hotoHOB (ITITMD)
15000 MxmoJib (POTOHOB M2 c'l, B TO BpeMsl KakK B
crangaptHoM diryopumetrpe I[1I1M oOBIYHO cocTaB-

sastet 3000 — 5000 MKMOJTBE POTOHOB M2 ¢! Heo6xo-
JIVUMOCTb MCITOJIb30BaHUSI TaKOM BBICOKOM WHTEH-
CUBHOCTM CBe€Ta B MUKPOQIYOPUMETpPE CBsI3aHa C
TeM, 4yTo curHan ®X oT MHAUBUAYATHLHON KIIETKU
OYEHb MaJl, M €r0 PerucTpalvs COIPOBOXKIAETCS Cy-
IIECTBEHHBIM BKJIaOM IITyMOBOI1 KOMIIOHEHTEHI. [1o-
CKOJIBKY BbIxoa DX mponopLuroHajieH UHTEeHCUBHO-
CTH BO30YKIAIOIIEro CBETA, TO IMOBBIIIEHNE WHTCH-
CUBHOCTU CBE€Ta COIPOBOXAAETCS YBEJIUYEHUEM
Bbixoga ®X 1, COOTBETCTBEHHO, POCTOM OTHOIIIECHUSI
curHaii/myM. K xapakrepHbiM ocodeHHOocTsIM OJIP-
KPUBOI1 UHIWBUAYAJIbHOM KJIETKU OTHOCSITCSI: BbICO-
Kasi CKOPOCTh HadajbHOro pocrta Bbixoga ©OX
(baza OJ) n 3aHMXKeHME BeIWYMHBI NUKa P (Fjp)

BCJIEICTBME PAaHHEro pa3BUTHS IIPOIIECCOB HedOTO-
XUMMYECKOro TyimeHus [18].

B nameii padore myrem aHanmia OJIP-xpuBbix
WHAUBUAYaIbHBIX KieToK C. reinhardtii olleHUBaJIN
BHYTPUIIOMYJISIIMOHHOE paclpeieieHue Clenylo-
IIUX KITIOYEBBIX XapaKTEePUCTUK TEPBUYHBIX peak-
11t poTocrHTE3a: MAKCMMaJbHOTO KBAHTOBOTO BbI-
xoJ1a (POTOXMMUUYECKOTO Mpeodpa3oBaHUsI SHEPTUH B
®C I (F/F\), KBAHTOBOTO BBIXOZA 3JIEKTPOHHOTO

tpaHcnopta (ETH/ABS) 1 OTHOLIEHNS aKTUBHBIX pe-

AKIIUOHHBIX LIEHTPOB K TIOMJIOIIEHHOMY CBETY
(RC/ABS). IlomyyeHHBIE pe3yJIbTaThl YKa3bIBAIOT Ha
TO, YTO afarTalus IEPBUYHBIX peaKlnii POTOCUHTE-
3a y C. reinhardtii X NeliCTBUIO KaaMHUs Ha ypOBHE
CTPYKTYPHI TTONYJISILIUY COTIPOBOXKAASTCS TIOSIBJICHU -
€M pa3HbIX TUIIOB KJETOK CO CHeuupuyecKuMu
coiictBamu DC 11, KoTopbie ONpeaesiioT yCTONYM -
BOCTb (POTOCMHTE3a K YCJIOBUSIM IHEPIeTUUECKOTO
aucOalaHca.
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MATEPHAJIBI 1 METO/IbI

KyabTBHpOBaHNE MHKpOBOJOpocaeii. B kauecTse
00BEKTa UCCIeOBAaHMS UCITOJIb30BaIM CUHXPOHHYIO
Kynbtypy Chlamydomonas reinhardtii, BeIpallieHHYIO
Ha muHepaJibHOl cpeae HS [19]. KynabTyphl pacTuiu
B TedeHHUe 72 9 0 KOHLIEHTPALUU ~ 3 MKT XJIOPO(MII-

naMa~!' B KoHMYeCcKHX Konbax OpaeHmeiiepa oobe-
moM 100 mir Ha mIeiikepe IpU CKOPOCTH TTepeMeIT-

Bauust 120 06. mun— ! u temrnepatype 25°C. Ucnonb-
30BaJICA  CJACAYIOIIUNA PpPEeXUM TEePUOANYECKOTO
ocBerieHMs: 10 94 cBeT (JTIOMUHECIIEHTHBIE JIAMITHI,
IUIOTHOCTBL TIoTOoKa (otoHOB (ITITIMD) 100 MKMOIB

¢oTOHOB M_zc_l), 14 9 TeMHOTA.

[MonydeHHYI0 CHHXPOHHYIO KYJIBTYPY Pa3IdBaIU
B KOJIOBI DpiieHMeiiepa oobeMoM 50 M1 1 10OaBsLIN
kagmuii (B Buge CdSO,) B KOHEYHON KOHLIEHTPAaLIMU

25 MKM. Panee HaMM OBIIM ITOKAa3aHO, YTO CXoxKas
KOHIIEHTpalMsl KaaMUsT UHAYIUPYET TOJITOCPOYHbBIE
U3MEHEHMsI, 00YCIIOBJICHHBIC ITPOIIeCCaMU afaIlTalluid
¥ (OTOAECTPYKIIMHU IIEPBUIHBIX peaKIInii (pOTOCHHTE-
3a B KyJIbTypaX MUKPOBOAOpPOCIel Scenedesmus quad-
ricauda n Chlorella sorokiniana [14]. 3aTeM KOHTPOJIb-
HBIe M 00pabOTaHHBIE KIJIETKM MOMEIIAJIM Ha IOCTO-

aaHbIN cBeT (ITIID 40 MxMoab HOTOHOB M_zc_l) u
MHKYyOMpOBaIu B TeUeHUE 72 4 Ha 1Ieiikepe TpU CKO-

pocTu riepementBanus 120 06.-MuH ' 1 TeMIleparype

25°C.

Pernctpamusa OJIP-kpusbix. OJIP-kpuBbie peru-
CTPUPOBAIM HAa MHAMBUAYaJIbHBIX KieTkax C. rein-
hardtii ¢ momolblo pa3paboTaHHOTO Ha Kadenpe
onodpm3uku Oumosorndeckoro dakynsrera MIY
nmenn M.B. JlomoHocoBa Mukpodiayopumerpa, Kak
onucaHo paHee [15]. Uctounnkom Bo3oyxaeHust X
CIIyXXWJI CUHUI CBET CBETOIMOOHOIO MCTOYHUKA C
MakKCHUMYMOM IT10JIOCHI u3nydyeHusd 445 um u IIT1DO

15000 mxMmob (hOoTOHOB M 2L Ilepen namepeHnem
DX B CyCcneH3MIO KJIETOK T00aB/ISIM 3TaHOJ B KO-
HewyHol KoHUeHTpauuu 0.3% mist o6e3nBIKUBAHUS
KJIETOK, MOCJIe YeTO BhIACPKUBAJIN 00pa3el] B TEeMHO-
Te B TeUeHHe 5 MUH. 3aTeM o0pa3sel] ¢ KJIETKaMU M0~
Melanu B Kamepy ['opsieBa v TpOBOIWIN U3MEPEHUS
C TOMOIIbI0O MUKpOdIyopuMeTpa, HacTpauBasi ¢o-
KyC Ha OTHEJbHYIO KIeTKy. Ha wHmuBMayaIbHOIM
KJIeTKE TIOCJIeAOBATEIbHO PEruCTPUPOBAIA MUHU-
MyM 10 MTHIYKIIMOHHBIX KPUBBIX KaXaas JTUTEIbHO-
ctb10 200 MC ¢ TEMHOBBIM IIEPUOIOM MEXKIY U3MEpPE-
Husimu 20 ¢, mocye 4ero KpuBble yepeaHsanu. TexHu-
YyecKre MOBTOPHOCTU TIPOBOAWIIU IJII HAKOTUJICHUS
CHUTHAaJIa U TIOBBILLIEHUS OTHOIIIEHUSI CUTHAJI/IIIyM Ha
OJIP-KpuBHIX.

Anaim3 OJIP-kpusbix. i1 ananuza OJIP-xpu-
BBIX ucrionb3oBaiau JIP-tect [11]. CHauana omnpene-
JISIM  CJISOYIONINEe XapaKTepUCTHUYECKHUEe TOYKM Ha
OJIP-xpuBHIX:

— uHTeHcuBHocTh PX nipu 20 mMxe (F(), 300 mkc
(FSOO MKC)’ 2Mc (FJ)a 20 mc (FI);

BOJITYIIEBA u np.

— BeJWYMHY MakKcuMajbHOro Bbixoga PX Ha
OJIP-kpuBoii (Fyy).

3aTeM IIONy4YeHHBIE pe3yJIbTaThl MCIOJIb30BaIN
IJIsI pacueTa CIEAYIOIIUX M30paHHBIX MMapaMeTpOB
JIP-Tecra:

1) MaKCHMMaJIbLHOTO KBAaHTOBOI'O BhIxoAa (OTOXM-
MUUYecKoro TmpeobpazoBanust sHeprnu B DC 11

(Fv/Fy = (Fv = Fo)/Fw);
2) KBaHTOBOI'O BbIXOJAAa SJICKTPOHHOI'O TPAHCIIOP-
Ta (ETo/ABS = FV/FM X (1 — I/j), rIe I/J = (E] —

— Fo)/Fw);

3) OTHOIIIEHUST aKTUBHBIX PEAKIITMOHHBIX IIEHTPOB
K norsioiieHHoMy cBeTy (RC/ABS = [(F; ;o — Fo)/(4 X

x (F300 MKC FO))] x (FV/FM))-

Crarucrnueckmii anmaym3. IlpencraBneHHBIE pe-
3ynbTathl (OJIP-KpuBbIe) MoydyeHbl B 3 OMoI0ornye-
CKMX ITOBTOPHOCTSIX, KaX1asi M3 KOTOPHIX SIBIISLJIACH
pe3yIbTaTOM yCpeaHEeHUSI MUHUMYM 10 TEXHUYECKUX
nmoBTOpHOCTe. CTaTUCTUYECKYIO 3HAYMMOCTh pas3-
JIMYM OLEHWBAJIM C ITOMOIIBIO OTHO(AKTOPHOIO
nucriepcuoHHoro aHanmmsa (One way ANOVA) u na-
pameTtpudeckoro kputepus Toioku (Tukey test). Paz-
Jnuusg Mexnay nokasatensimu npu p < 0.05 cuutanu
CTaTUCTUYECKU 3HAYMMBIMU.

PE3YJIbTATbBI 1 OBCYXIEHHUE

Ha puc. 1 npenacrasieHbsl tTunnuuHbsie OJIP-xkpu-
Bble MHIVBUIYaJIbHBIX KieTOK C. reinhardtii, moiy-
YeHHBIE B KYyJIbTypax n0 oopadorku (puc. la, 0 9) u
yepe3 72 4 mociae obpaboTrku 25 MKM Kaamus
(puc. 16). BugHo, 4TO KpUBEIE B KJIETKaX KOHTPOIb-
HOM KyJIBTYpHI XapaKTepU30BAJIIMCh TUTTMYHON op-
Moii ¢ TpeMs pazamu pocta @X: OJ, JI u IP. Hopmu-
poska curHana ®X Ha F B KOHTpOJIe BbISIBUJIA CTa-

TUCTUYECKM JIOCTOBEpHYIO BapmadembHOCTh OJIP-
KPUBBIX TI0 BEJIMUMHE TIepeMeHHOM (hJlyopeclieHIIMN
(F/Fp) (Tpy TMIIA KPUBBIX, pyc. 1a). [Tpu atom dop-
Ma OJIP-kpuBbIX XapaKTepu3OBaJach CTaOUJIbHO-
CTBIO Y CJ1a00 U3MEHSJIaCh BHYTPY KOHTPOJILHOI MO-
MYJISILIUU KJIETOK. DTOT pe3ybTaT CBUAETEILCTBYET O
TOM, UYTO KJIETKM B KYJIBTYp€, BbIPAIIIEHHON B yCJIO-
BUSIX, OJU3KNUX K ONTUMAaJIbHBIM JUIST (POTOCUHTE3A,
pasIuvaInCh Mo BeJIMYMHE (DOTOXUMUYECKOMN aKTUB-
Hoctu OC I1.

boiee BeipakeHHbIe paznnuus Mexay OJIP-kpu-
BbIMUM MHAMBUIYATbHBIX KJIETOK HAOJI0AAIMCh Yepe3
72 9 makyoauuu C. reinhardtii B TpuCyTCTBUN Kaj-
mus (puc. 10). Ilpu 3ToM oxXumaeMo HaOJIOJAIOCh
CHIKEHME OOLIEro BbIXOAa BEJIMYUHBI [y/Fy 110

CPaBHEHMIO C KOHTPOJIEM, a TAKXKE BO3pacTajla Bapu-
abeJIbBHOCTb KPUBBIX IO BennuuHe Fy/Fg. Tak, B 00-

pabOTaHHOM KyJbType ONHOBPEMEHHO IPUCYTCTBO-
BaJIM KJIETKU C BeJIMYMHON Fy/Fy KaKk B KOHTpoJe

(puc. 1a) ¥ KAETKU ¢ MPAKTUUECKU OTCYTCTBYIOIIEH
nepeMeHHOl DX, 4TO CBUIETEIBCTBYET 00 OYEHB

BUODU3MUKA Ttom 69 Ne3 2024
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Puc. 1. Tunuunbie OJIP-kpuBble THIMBUIYaIbHBIX KJIeTOK C. reinhardtii B 0 4 (a) 1 uepe3 72 4 UHKyOarmu (0) B IPUCYTCTBUM
25 MmxkM Cd; 1, 2, 3 — KpuBBIC TIPEICTABIISTIOT (paKUMKU KIETOK C pa3HOM (POTOXMMUUYECKONW aKTUBHOCTBIO. KpuBbIie

HOPMHUPOBAHbI Ha BEJIMYUHY F(.

Hu3Koit ¢oroxumuueckoit aktuBHoct ®C I1. [Ins
0oJiee MeTAILHOTO aHaIM3a BJIMSHUS KaaMUsl Ha re-
TeporeHHoCTb nomynsiuun C. reinhardtii 110 mokasa-
TeJISIM MEPBUYHBIX peaklnii PoToCUHTE3a Mbl UCCIIE-
JIOBaJlM NUHAMUKY pacnpeieieHus] B MNOIMyIsuuu
KITIOYEBBIX  ITapaMETpPOB JIP-tecra: Fy/Fy,

ETH/ABS, RC/ABS, paccuntannbix us OJIP-xpu-
BbIX MHAUBUIYAIbHBIX KJIETOK.

Ha puc. 2 noka3zaHo BAIUsIHUE KaaMUS Ha pacIipe-
JeJIeHre BeJIMYMHBI Tapametpa Fy,/Fyy cpeay KJIeTOK
KyneTyphl C. reinhardtii. Ha HauambHOI cTamu 3KC-
nepuMeHTa (0 4, Mo moOGaBJIEHUS KaaAMUsI) BeJIMIHA
F/F\; Bappuposana ot 0.5 go 0.8, npu 3Tom npu-
MEpPHO TMOJIOBUHA KJIeTOK (53%) xapakTepn3oBaliach
3HaueHusIMM F,/Fy; B untepsaie 0.5—0.6, a octaib-
HBIE KJIETKH ITOKa3kIBaju 00Jiee BHICOKME 3HAYCHUSI.

JaHHBIN pe3yabTaT CBUIOCTEIBCTBYET O JTOCTATOYHO
BBICOKOM Te€TepOreHHOCTH KOHTPOJBHOI KYJIBTYPhI
MUKPOBOAOPOCIIEH IO BeIUIUHE (HOTOXUMHUECKOMN
aktnBHocTH PC II. HeckonmbKo 3aHIKeHHBIE 3HAYE -
HUs poToxummndeckoit aktuBHocT D C 11 oT oxkmma-
€MBIX OOYCJIIOBJICHBI OCOOCHHOCTSIMMU METOIA PEeru-
crpauuu  OJIP-KpuBBIX WHAWBUAYAILHBIX KJIETOK
KaK YIIOMMHAJIOCH BhIIIE. Tak, B ONTUMAaIbHBIX YCIIO-
BUSX pOCTa MUKPOBOAOpOCIeil BemunHa i/ Fyp, n3-
MepeHHas B cycrieH3nn Knetok C. reinhardtii ctan-
JapTHBIMU MeTogaMu, cocTaBiseT ~0.7.

Ilon BiausgHMEM KaaMmusl HaOJIONaIOCh pe3Koe
yBeJIMYeHNE reTepOreHHOCTU KynbTyphl C. reinhardtii
no BeanuuHe Fy/F)y;, COMPOBOXAABIIEECS TMOSBIIE-
HUEeM (ppaKimii KJIETOK ¢ HU3KUMUY 3HAYCHUSIMU TO-
ro mapametrpa (B unrepnaiie 0.1—0.3) (puc. 2). Uepes
24 9 TOKCUYECKOTO MEeNCTBUS TMTPAKTUIECKU Y TTOJIO-

80 — Oy
[ 244
i =0
S 60F K
é 50 7 {_ % g ¥ %%
g 40 - 7
% 30 -
g 207 .
. ﬂ% M
0 I | | | | | | |
0.7-0.8 0.6-0.7 05-06 04-0.3 0.3-02 0.2-03 0.1-0.2
FylFy

Puc. 2. Pacnipenenenne BemmunHel Fy/Fy; cpenyt KineTok KyneTypsl C. reinhardtii B 0, 24, 72 u 96 4 nHKy6amy B IPUCYTCTBUYN
25 MxM Cd. Beibopka 1T KaxkJI0ro BpeMeHM M3MepeHUsT coctaBisiiia He MeHee 100 kieTok. * — JIocTOBepHBIE pa3Inyust
BeMuuHEL Fy/F)y y 06paGoTaHHbIX KanmueM (24, 72 u 96 1) 1o cpaBHeHUIO ¢ HeoOpaboTaHHBIME (0 1) KJIETKaMH.
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Puc. 3. Pacnipenenenue sennunnsl E7/ABS cpenu kietok KynbTypsl C. reinhardtii 80, 24, 72, 96 4 uHKy6aLuu B IPUCYTCTBUMI
25 MxM Cd. Beibopka mJIsi KaxkJI0ro BpeMeHM M3MepeHUsT cocTapisiiia He MeHee 100 kieTok. * — JIocTOBEpHBIE pa3Inyust
BesmuuHbl ET/ABS'y 06paboTaHHbIX KagmueM (24, 72 1 96 4) o cpaBHeHMIO ¢ Heo6paboTaHHbIMU (0 1) KJIETKaMu.

BUHBI KJIETOK B TIOMYJISIIAM HaOIIOTUINCH OYEHbB
HU3KUe 3HaueHus 1,/Fy (0.1-0.2), B To BpeMs Kak

npuMepHo 10% KIIETOK COXpaHSIM MaKCUMaJIbHbIE
3HaueHus Fy/Fy (> 0.7). OueBugHO, 4yTO (DpaKkUns

KJIETOK C BBICOKOI (DPOTOXMMHNYECKOI aKTUBHOCTBIO
®C II xapakTepu3syeTcsl B 1IeJIOM BBICOKO# ToJIe-
PaHTHOCTBIO K KanMuto. boiiee naurteabHas MUHKyOa-
1I1sI C TOKCUKAHTOM (10 96 4) mpuBOIMIa K CTAOUIb-
HOMY HpeoOJIafaHUIO IBYX THUIIOB KJIETOK CO 3Ha4e-
nusimu Fy,/Fyy B untepsanax 0.5—0.6 u 0.2—0.3. DroT
pe3yJIbTaT yKa3bIBaeT HA HEKOTOPOE CHUKECHUE TeTe-
POTE€HHOCTH IIOIYJISIIIMKM KJIETOK II0 (POTOXMMUYE-
CKOI1 aKTUBHOCTHU MO CpaBHEHWIO C HaYaJIbHOI cTa-
nueit neficteus KagMus (24 4). IIpakTuyecku oguHa-
KOBOE€ pacIipe/ieJIeHUE BETMYNHBI F;/F); Ha TO3THUX
cragusx akcnepruMeHTa (72 1 96 4) CBUIETEIBCTBYET
00 OTCYTCTBUU 3HAYUTEIbHBIX U3MEHEHUN B CTPYK-
Type IOIYJISILIUHY 110 BeJIMInHe (POTOXMMUYIECKOIT aK-
tuBHocTu DC II, ckopee Bcero BCaeACTBUE YACTUY-
HOM ajmanTauuu (POTOCMHTETUYECKOTO armapara K
TOKCUYECKOMY CTpecCy.

IMapamerp E75/ABS (aKTUBHOCTB 3JIEKTPOHHOTO

TpaHCHopTa) SBJgeTcs 0oJiee KOMIUIEKCHBIM I10
cpaBHEHUIO ¢ Fy,/F);, TOCKOJIbKY XapaKTepU3yeT IBa

TOCJIeIOBaTEIbHBIX IIEPBUYHBIX TIpoliecca OTOCHH-
Te3a: (poToXMMHUUIECKOe TIpeobpa3oBaHNe SHEPTUHN B
®C II (crmocodHOCTh K BOCCTAHOBIEHUIO Q4) U CIO-

cOOHOCTB K nepeHocy 3sekTpoHa ¢ Qa ®C II B mna-

CTOXWMHOHOBBIN myJ [11]. B otnuune oT mapameTrpa
F\/F\1, KOTOPBI MOXET OBITb U3MEPEH C TTOMOIIBIO

pa3INYHBbIX TEXHUYECKUX MOAXOI0B M IMO3TOMY IO-
Jydyusl  IIMPOKoe  pacripocTpaHeHue  [20—22],
ETH/ABS MOXHO KOPPEKTHO OLEHHTH TOJIBKO U3

OJIP-kpuBbix. ETo/ABS sMmnupuyecku u TeopeTu-
YyecKu 000CHOBAH M MOKET pacCMaTpUBAThCs B Kade-

CTBE OTHOrO M3 KIIOUeBBLIX ImapamMeTpoB JIP-tecrta

[7].

BnusiHue kaaMus Ha pacrpenesieHue BeTUYMHbI
ETo/ABS cpenu xnetok KyiabTypsl C. reinhardtii Tio-
Ka3aHo Ha puc. 3. [lo obpabotku kietok (0 4) Benun-
unHa ETG/ABS BappupoBana B nuanasone 0.2—0.3,
TIPU 3TOM pacripeie/ieHle KJIETOK 1o JaHHOMY Tapa-
METpY OBbUIO CXOIHBIM C pacmpeneneHueM Fy/Fy B
04 (puc. 2), yka3pIBasi Ha TO, YTO pacHpelaccHue
ET/ABS B KOHTPOJIBHOM KyJIbTyp€e OIIPEAEIISLIOCH, B
OCHOBHOM, pacnpenenenuem Fy/Fy. Mnkyb6anus c
TOKCUKAHTOM B TeueHHue 24 4 MpUBOAMUIIA K MOSIBJIE-
HUIO IByX OCHOBHBIX (hpaKIIMii KJIETOK: C BETUUUHOM
ETy/ABS BunTepBanax 0.20—0.25 (40%) n 0.05—0.10
(50%). Tlpu >TOM coxpaHaIach HE3HAYUTEIbLHAas

dpakumsa kmetok (10%) ¢ BBICOKOI BEeTMYMHOMN
ETH/ABS (0.25—0.30). bosee mnutenbHass MHKyOa-

LU KyIbTYphI (72 11 96 9) CyIeCTBEHHO HE U3MEeHsIa
pacripefelieHne KJIeTOK, HaOmomaemMoe B 24 9, IpH
9TOM XxapakTep pacnpenenenus E7q/ABS B uHTepsa-

ne 72—96 4 noxoaus Ha TakoBoit 1ist Fy/Fyy (puc. 2).

Takum 00pazoM, U3MEHEHUST aKTUBHOCTH 3JI€KTPOH-
HOrO TpaHCHOpTa IpU ACUCTBUU KaaMUS B 1IEJIOM
onpeaeIsInCh U3MEHEHUSIMU (DOTOXMMUIECKOM aK-
tuBHOoCcTU PC II, 1, COOTBETCTBEHHO, KOMIIOHEHT,
CBSI3aHHBII ¢ 3JIEKTpOHHBIM TpaHcriopToMm ¢ DC 11 B
IJIACTOXWHOHOBHIN MYJI, HE U3MEHSIJICSI 3HAYUTEIIbHO
B HaIlINX 9KCIIEPUMEHTAIbHBIX yCIOBUAX. JInHaMmuKa
pachpeneyieHUus] aKTUBHOCTU 3JIEKTPOHHOIO TpaHC-
nopta cpeau kiaetok C. reinhardtii B IpUCYTCTBUU
KaaMUsl XapaKTepu30BaJlach OOJIbIICii CTaOMIIBHO-
CTBIO II0 CPaBHEHUIO C (POTOXMMUYECKOI aKTUBHO-
cthio OC 11, MoCKOJIbKY OCHOBHBIE U3BMEHEHUS ITPO-
WCXOIWJIM B TeUeHUE MEepBHIX 24 4, a 3aTeM HOCHUJIUN
MUHOPHBIN XapakTep.
BUOD®U3UKA Ne 3
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Puc. 4. Pacnipenenenue Benuuubl RC/ABS cpeny kineTok KyabTypbl C. reinhardtii 8 0, 24, 72, 96 4 MHKyOaIMK1 B IPUCYTCTBUM
25 MkM Cd. Beibopka [jist Kaxkaoro BpeMeH! U3MepeHusl cocTabisiiia He MmeHee 100 KieTok.

IMapamerp RC/ABS Takxe SIBISIETCS BaXXHOM Xa-
PaKTEPUCTUKON MEPBUUHBIX peakiivii (OTOCUHTE3a,
oTpaxasl KOJHUYECTBO (DOTOXMMUYECKU aKTUBHBIX
HeHtpoB ®C II, HOpMUPOBAHHBLIX HAa CBETOIOIJIO-
IIeHWE, KOTOPOE TPOMOPILIMOHAIBHO COJACPXKAHUIO
(POTOCUHTETUUECKUX MUIMEHTOB. CuuTaercsi, 4To
oOpatHas BenudyuHa (mapametp ABS/RC) oTpaxaer
pa3Mep CBeTocOOUpalolieii aHTeHHBI aKTUBHOTO
nentpa ©C I1.

Pacnpenenenue RC/ABS cpenu kinerok C. rein-
hardii B npucyTCTBUY KaaMUsI IT0Ka3aHO Ha puc. 4. B
TeYeHHUE BCETo Iepromaa MHKyOaInn MUKPOBOIOPOC-
Jieit HaboaaIM U3MEHEHUS 3HAaYeHUI TaHHOTO Ta-
pameTpa B mmpokoM auanazone: ot 0.05 mo 0.70. B
KyJabType n0 gobasieHus KagMmus (0 4) BequdmHA
RC/ABS y xneTok BapbupoBajia B uHtepsaie 0.20—
0.35, mpu 3TOM OOJIee MOJTOBMUHBI KJIETOK XapaKTepu-
30BaJIMCh 3HAYEHUSIMU B Y3KOM JMara3oHe 3Haue-
Huit: ot 0.20 no 0.25. Bo3neiicTBue TOKCUKAHTA B TE-
yeHue 24 9 IpUBOIMIIO K TTOSIBASHUIO (PPaKIIUN KiIe-
TOK (0K0J10 50%) ¢ Hu3kumu 3HaueHussMu RC/ABS B
uHTepsaie 0.05—0.10. ComocraBieHne 3TUX U3MEHE-
HUl ¢ usmMeHeHuaMu Fy,/Fy; (puc. 2) yKa3biBaeT Ha

TO, YTO OCHOBHOU MPUYMHON CHUXEHUS BEJIUYUHBI
RC/ABS 4epe3 24 4 UHKyOalLIMU SIBJISIETCSI MOAABIIe-
Hue poToxuMudecKoit akTuBHOCTU 1LIeHTpoB PC 11y
3HAYMTEJILHOM YacTy BOAOPOCEBBIX KiieToK. MHKy-
0alMs KyJbTypbl B IPUCYTCTBUU KAaJIMUSI B T€UEHUE
72 1 96 4 conpoBOXaAIACH MTOSIBJICHUEM JIBYX TOMU-
HUpYIOIIUX (pakuuil KIETOK CcO 3HaYeHUSIMU
RC/ABS B nocrarouHo y3kux nHTepBajiax: 0.15—0.20
(~40%) n 0.65—0.70 (~55%). OueBUAHO, YTO MOSIB-
JIeHUEe KJIETOK ¢ Bbicokumu 3HaueHusimu RC/ABS (B
JIBa-TPY pasa Bblllle, YeM B KOHTPOJbHBIX KJIETKaX)
00YCJIOBJIEHO CHUXXEHMEM CBETOTOMIONIEHWS BCe -
CTBHE CHWXXEHMUS colepkaHusl (OTOCUHTETUYECKUX
IMMTMEHTOB, B MIEPBYIO 0OUYepelb, XJIOpOdUIa B KIET-

BUODPU3UKA Ne 3

TOM 69 2024

kax. Pacripenenenue RC/ABS B uHTepBajie MHKYOAa-
UH OT 72 10 96 4 MpaKTUIECKH He M3MEHSIJIOCH, YKa-
3bIBasi Ha CTAOMJIbHOE COOTHOILIIEHUE MEXIY aKTUB-
HbIMM PEAKIIMOHHBIMU LIEHTPAMU U MOTJIOIIEHHBIM
cBeToM. [loayyeHHbIe pe3yabTaThl CBUAETEIbCTBYIOT
0 TOM, YTO KaAMUIi UHAYLIUPYET CHUXKEHUE pa3sMepa
CBETOCOOMpAIONIEl aHTEHHbl AKTUBHOIO LEHTpa
®DC II y 3HaUUTETBHOTO KOJIUYEeCTBa 0O0pabOTaHHBIX
KJIeToK. JleiicTBUTeIbHO, paHee ObLIO TTI0Ka3aHo, UTO
JecTBUe KagMHUs Ha (POTOCUMHTETUUECKUIA armapar
C. reinhardtii conpoBoOXaaeTcsl OOIIUM CHUKEHUEM
coJiepKaHusl xjaopoduiiia B KJIeTKax U pa3mMepa cBe-
Tocobuparoieii anteHHbl OC 11 [23].

3AK/IIOYEHHUE

CoBpeMeHHbIe BBICOKOUYBCTBUTEIbHBIE METOIbI
n3Mepenuss DX npegocTaBiSIOT MEPCIEKTUBHYIO
BO3MOXXHOCTb n3MepeHust OJIP-KpuBbIX HA MHIWBU-
JIyaJIbHBIX BOJOPOCJIEBbIX KJETKaX, YTO ITO3BOJISIET
HUCCIIeIOBAaTh MEXaHU3MBl amalTallid MUKPOBOIO-
pocnell K CTpeCCOBBIM BO3AEWCTBUSAM, CBSI3aHHbBIE C
peopraHu3almeil CTPYKTyphl MOMYJISILUU KJIeToK. B
MpeACTaBIEHHOM MCCIIENOBAHUM Mbl BIIEPBBIE OXa-
pakTeprU30BaIy BIUSHUE KaAMUS HA TeTepOTeHHOCTh
KynbTypbl C. reinhardtii myTeM u3MepeHus U aHaJIu3a
KUHETUYECKUX KPUBBLIX DX WHIMBUAYAIIbHBIX KJIe-
TOK. AHaju3 KPUBBIX MPOBOIWIM IIyTEM pacyeTa
KmoueBbix mapameTpos JIP-tecra: F/F,,, ETo/ABS
u RC/ABS. Hamu nokazaHo, 4To aganTtamnus KyJbTy-
pol C. reinhardtii K TOKCMYECKOMY IE€HCTBUIO COITPO-
BOXIIAE€TCSI TTOSIBJIEHUEM HECKOJIBKUX TUTIOB KJIETOK:

1) KJIETOK ¢ yMEepeHHOM M HU3KOi1 (poToXumMmie-
cKoit aktuBHOCTBIO (Fy/F\; B unTepBanax 0.5—0.6
(~40% ot o61ero uncia) u 0.2—0.3 (~55%) coorseT-
CTBEHHO);
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2) KJIETOK C BBICOKMM WM HU3KUM OTHOIIEHUEM
doroxummueckut akTuBHBIX LIeHTpoB D C 11 x moryo-
meHHoMmy cBety (RC/ABS B unTepBanax 0.65—0.70
(~40%) 1 0.15—0.20 (~55%) COOTBETCTBEHHO).

Comnocrasnenue  pacnpenenenus Fy/Fy u

RC/ABS no3BoJsieT ciesiaTb BEIBOI O TOM, YTO Yepes3
72 9 unkyo6auuu C. reinhardtii B TpUCYyTCTBUU KaJ-
MU GOPMUPYIOTCS IBE CTAOWJIbHBIE U CPaBHUMbIE
o BKJIaAy pakiiuu KiaeTok. KiieTku rnepBoro Tura,
IOJIST KOTOPBIX cocTaBisieT okoyio 40% oT o6Iero
yucia, XapaKTepusyloTcsl yMepeHHoU oToxumuye-
CKOIl aKTUBHOCTBIO U MajbIM pa3MepOM aHTCHHBI
DC 11, B To Bpems Kak KJIETKW BTOPOTO TUTIA C oJieit
0KO0JIO 55% obitamatoT HU3KO# OTOXUMMNYECKON aK-
TUBHOCTBIO U XapaKTePHBIM JISI KOHTPOJIbHBIX KJIe-
ToK pazmepoM aHTeHHbI OC 1.

Takum o0pa3oM, U3MEHEHUSs] MEPBUUYHBIX peak-
it porocumHaTe3a B KiieTKax C. reinhardtii monm neii-
CTBUMIO KaaMMUsI IIPOTEKAIOT HamboJiee BEPOSITHO I10
JIBYM BO3MOXHBIM IyTsIM. I1epBrIii yTh IIpeaIioa-
raet coxpaHeHne yMepeHHoi aktuBHoctu DC Il B
KJIETKE 32 CUeT YMEHBIIIeHHUS pa3Mepa cBeTocobupa-
folieit anTeHHbI Ha akTUBHBIN LIeHTp PC 1. Tak, ma-
Jb1id pasmep aHTeHHBI @C 11 cHMXaeT M30BITOYHOE
BO30YXXIIEHIE PEaKIMOHHBIX LIEHTPOB B YCJIOBUSIX
aucbanaHca MeXIy MOrJIoIeHMeM U TToTpebeHrueM
DHEPIUM B IIpolleccax (POTOCUMHTE3a, MHIYLIMPOBAaH-
Horo KagMueM. TakuM o0pa3oM, CHIKaeTCsT 00pa3o-
BaHUe aKTUBHBIX (hopM Kucyiopoaa B ®C I1 u, coot-
BeTCTBeHHO, (poTomecTtpykuust OC 1. Bropoii myTth
obycioBieH mnepexonoM DC II B MajoakTUBHOE CO-
cTosTHUE (C aKTUBHOCTBIO MeHee 25% OT KOHTPOJIb-
HOro ypoBH#), B KoTopoM ®PC II Takke coxpaHseT
YCTOMUMBOCTh K AECTPYKTUBHBIM peakiusM. aib-
Heiilee u3ydyeHUe (peHOMeHa MHOXECTBEHHOCTU
OyTeid amanTaluy KIETOK MHUKPOBOMOPOCIEH K
CTPECCOBOMY BO3AECUCTBUIO TOJLKHO BKJIIOYATh U3Y-
YeHMe MEXaHU3MOB 3aITycKa («BbIOOpa» KJIETKOI) TO-
o WM MHOTO amalTallMOHHOTO MEXaHM3Ma Ha paH-
HUX CTaAUSIX TOKCUYECKOro cTpecca.
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Acclimation of Primary Photosynthetic Reactions in the Cells of Chlamydomonas
reinhardtii to Cadmium: Analysis of Cell Population Heterogeneity

A.A. Volgusheva*, 1.V. Konyukhov*, and T.K. Antal**

* Department of Biology, Lomonosov Moscow State University, Leninskiye gory 1/12, Moscow, 119234 Russia

** Laboratory of Integrated Environmental Research, Pskov State University, Krasnoarmeyskaya ul. 1, Pskov, 180000 Russia

The mechanisms of acclimation of primary photosynthetic reactions in the green microalgae Chlamydomonas
reinhardtii to the toxic action of cadmium were investigated by analyzing the dynamics of distribution of key
photosynthetic parameters in cell population. A synchronous culture of microalgae was incubated for 96 h in
the presence of 25 uM Cd, and OJIP-transient curves of individual cells were recorded at different stages of
incubation with the toxicant using an original microfluorometer. The analysis of OJIP-transient curves made
it possible to determine distributions of key JIP-test parameters: F/Fy;, ETo/ABS, RC/ABS, which repre-
sent photochemical activity of PS 11, electron transport in PS 11, and light absorption per active reaction cen-
ter in PS 11, respectively. Acclimation of primary photosynthetic reactions in microalgae to cadmium was ac-
companied by the appearance of two dominating cell fractions, which demonstrated the stable values of pho-
tosynthetic parameters when energy imbalance occurred due to the presence of the toxicant. The cells related
to the first fraction retained moderate PS II activity by the effect of reduced PS II antenna size, while the cells
of the second fraction showed low photochemical activity of PS Il keeping antenna size similar to those of

control cells.

Keywords: chlorophyll fluorescence, microfluorometry, photosynthesis, microalgae, acclimation, cadmium
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®dotocucrema Il — ogMH M3 OCHOBHBIX MUTMEHT-O0EJIKOBBIX KOMIUIEKCOB (DOTOCHUHTE3a, 00JagarolInii
BBICOKOM YYBCTBUTEJIBLHOCTBIO K HEOJIaronmpusiTHBIM (aKkTopaM BHelIHei cpenbl. HeomHOpomHOCTH
cBoiicTB oTocucteMnl Il HeoOxomuMa IJjisl YCTOMYMBOCTUA aBTOTPOMHBIX OPraHM3MOB K CTPECCOBBIM
dakropam. OrieHka reteporeHHOcTH ¢orocucteMbl Il MoOXeT OBITH MCIOJB30BaHA B 3KOJIOTUYECKOM
MOHMTOPUHTE IS OINEpaTUBHOTO BBISIBJIEHUS] 3arpsi3HeHUsT oKpyxatwuieil cpeasl. [lpemmaraercs
KOMIUIEKCHBII MOAXOM K OlLIEHKE TeTeporeHHOCTH dotocuctembl 11, ocHOBaHHBINT Ha MaTeMaTUYeCKOM
aHanm3e GopMbl KPUBOM MHIAYKIIMU (QIyOpeclieHIMU xJiopoduiuia a o0pa3uoB, oopadoTaHHbIX 3-(3,4-
nuxiaopdenun)-1,1-TMMeTUIMOUYE BUHOM C TIOMOIIbIO MaTeMaTUYeCKO Moneau u rtapametpoB JIP-tecTa.
beimu mpoaHanu3upoBaIM KPUBbIE WHIAYKUMU (IyopeclieHIInM, TOJydYeHHble s 0O0pabOTaHHBIX
0o0pa3uoB KyJabTypbl KieToK Chlorella, Scenedesmus, Ankistrodesmus, Pleurochloris n Stichococcus tipn
BBIPAIIMBAHUM Ha CBETY WHTEHCUBHOCTbIO 8 W 16 BrmM~2. JIns Bcex cliydaeB INpOBEAeHA OLIEHKA
COOTHOIIIEHUS peaKIIMOHHBIX LIEHTPOB C Pa3JIMYHBIM pa3MepoOM aHTEeHH (ajibda- 1 6eTa-1IeHTPOB), a TAKKE

onpenecjacHa 10Jid aKTUBHBIX U HCAKTUBHBIX KM CJIOPOA -BbIACIAIOIINX KOMITJIEKCOB.

Knrouesvie crosa: d)omocucmema I[, mamemamu4ecKkas MO@E/lb, 2emepoceHHoCms peaKkyuoOHHOo20 Uermpa.

DOI: 10.31857/50006302924030072, EDN: OFUFTW

IIurmMeHT-0€IKOBBIE KOMIUIEKCHI (DOTOCHUCTEMBI
IT (PCII) xopolllo U3y4eHbl B 9KCIEPUMEHTAIbHBIX
1 MOJEIBHBIX UccenoBaHusx. PopmMa KpUBBIX UH-
OyKUMU (QIIyopecleHIIMU, OTpaKaloliux TUMHAMUKY
nepexogoB Mexnay coctosHussMu DCII, saBiasercsa
YYBCTBUTEJIbHBIM UHIUKATOPOM COCTOSIHUSI peaKIiy-
oHHoro neHtpa ®CII. U3meHeHue ¢opMbl KpUBOIi
CBUICTEJILCTBYET 00 M3MEHEHMSIX B TeX WJIM MHBIX
CTpyKTypax peakiuyoHHoro ueHrpa @CII u otpaxaer
M3MEHEHNE BHEITHUX YCIOBUI WU IeHCTBUE CTPeC-
ca. Peakumonnbele neHTphl @CII rereporeHHBI 110
cBoeii mpupoze. ['eTeporeHHOCTh MOXET MPOSIBIISIThH-
CS B CTPOCHHMH M pa3Mepe CBETOCOOMpaloIIeii aHTeH -
Hbl. Ente omHuM BapuaHToM rereporeHHocTu DCII
SIBAsI0TCST Qp-HEBOCCTAHABIMBAIONIME LIEHTPHI, B
KOTOPBIX YaCTUYHO WJIM ITOJTHOCTBIO 3a0JIOKMPOBaH

Coxpawenus: DCII — dporocucrema 11, KBK — kuciopon-Bbi-
nensitonnii Komruieke, PLL — peakimmonHsril ieaTp, DCMU —
N-(3,4-nuxnopdermn)-N-IuMeTUIMOUYEeBUHA (IUYPOH).

MEPEHOC BJIEKTPOHA C TEPBUYHOrO XMHOHA Ha BTO-
puuHbiii. JloHopHast yacte DCII, cBsI3aHHAsI C KUC-
nopon-BeimensmionuM Komruiekcom (KBK), Ttaxke
MOXET MPOSBISITh T€TEPOr€HHOCTh BCIEACTBUE pa3-
gquuHoii aktuBHocTu KBK. Tak, B padote [1] s
KYJAbTYpEI Bogopociiu Chlamydomonas ObL10 TTOKa3a-
HO, 4TO 12—16% peakiuimoHHBIX LIeHTPOB (PLI) B MeM-
6paHax, oboraieHHbIx ®CII, He UMeIoT MapraHiie-
BBIX KJIACTEPOB, BXOMSIIUX B COCTaB KUCJIOPOJ-Bbl-
JNEeNSaIoInX  KOMIUIEKCOB.  bBbllo  BbIcKa3zaHO
MPEANOI0XKEeHUE, YTO 3TO CBSI3aHO C T€M, UTO 4acTh
peakmmoHHBIX HeHTpoB PCII B mpemapaTax Haxo-
ISITCS B TIpoIiecce COOPKM WU Jerpagaumni [1, 2].

I'ereporenHocth aHTeHHBI @CII GbL1a BriepBbIe
onucaHa B paborax [3, 4]. AHaIM3UPYSI KUHETUKY
MoabeMa KpUBOM MHIAYKIIMKN (hIyopecleHIIuN aaar-
TUPOBAHHBIX K TEMHOTE XJIOPOILJIACTOB B IPUCYT-
ctBum nHruouropa OCII guypona (N-(3,4-nuxiiop-
denmn)-N-gumetunmodeBUHBI — DCMU), aBTOpHI
BBIIBUHYJIU IIPEATIONI0XECHME O CYIIECTBOBAHUU ABYX
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OLUEHKA 'ETEPOTEHHOCTHU AHTEHHBI

nonynssumii MCII. M3BecTHO, YTO KOMIUIEMEHTAp-
Has IyIolagb Hag KPUBOM MHAYKIUM (IIyopeclieH-
uu (TUIOIIAab MEXKIY KpUBOi (DJIyOpeCLIEHLIMH U TO-
PU3OHTAJIBHOM JWHUEN HAa MaKCUMaJbHOM YPOBHE
(diryopecuenuuu F,) B npucyrctsurn DCMU npo-
MopLMOHaJIbHA KOJUYECTBY (POTOCUCTEM, CITIOCO0-
HBIX OCYIIECTBISAITh BOCCTAaHOBJIEHWE TEPBUYHOTO
xuHOHa Q4 [5, 6]. ABTOpPBI padorT [3, 4], paccMarpu-
Bas B TOJYyJIOTapu(PMUIECKOM MacIITade KUWHETUKY
VHIYKUUU diyopeclieHIUU B mpucytctBun DCMU,
OOHapyWiIu aBe (Gasbl C pa3IUIHBIMU XapaKTEPHBI-
MU BpeMeHaMU 1 COOTHECIU UX C IBYMSI MOMYJISIIN-
samu OCII, a umenHo, ®Clla u ®CIIB. B nansHeii-
meM OblIa OOHapy>XeHa M TPeTbs, ellle Oojiee Mel-
JIeHHasl, haza, KOTOPYIO COOTHECIM C MOMYJISIMIA
DOClIly [7, 8].

PaboTh1, B KOTOPBIX OBLIN MTOJIYYEHBI TPEXMEPHbBIE
CTPYKTYpHI accounnpoBaHHEIX ¢ DCII cBeToCcOOMpa-
IOIIMX KOMIUIEKCOB, TOSIBUJIUCh CPABHUTEJbHO HE-
naBHo [9, 10]. bojee paHHUE TIPEANOJOXECHHUS O
cTpoeHnM peakuoHHbBIX 1IeHTpoB D Clla, OCIIP u
DCIIy oCHOBBIBAIMCH HAa UCCIICIOBAHUN KMHETUKU
MHAYKIMKU diayopecteHu. CunTasoch, YTO peak-
roHHbIe 1HeHTpbl PCIIY uUMeIT TOJBKO «KOPOBYIO»
anTeHHy (~50 MoeKyn xaopoduuia a), peakimoH-
Hble 1IeHTpbl PCIIB B monoaHeHUe K KOPOBOit aH-
TEHHE MMEIOT TakKXKe BHYTPEHHIOIO aHTEHHY (CyM-
mapHo ~130 Monekyn xjiopodwina a u b), a B peak-
uroHHbIX HeHTpax @PClla wuMeeTcss  TakxKe
nepudepudeckass aHTeHHa (cymMapHo ~210—
250 monekyn xiaopoduia a u b) [11, 12]. JomunUpy-
ronas popma (PClla) mokanuzoBaHa B rpaHax [13] u
XapakTepusyercsl HauOoJbllieil cBeTocoOMpatolieii
aHTeHHOH. Ilpennosaraercs, 4YTO HECKOJBKO peak-
IMOHHBIX HeHTpoB DClla cBsi3aHbI 00IIEiT aHTEH-
HOM 1 CITOCOOHBI TIepenaBaTh SHEPTUIO BO30YKIESHUS
Opyr Opyry, YTo NPUBOAUT K ITOSAABJIIEHUIO CUTMOMU-
JaJIbHOTO ydyacTKa Ha KpMBOU MHIYyKLUU (iyopec-
HeHuuu B npucyrctsuu DCMU [14]. OgHako B pa-
oote [15] skcrepMMEHTaIbHO OBIJIO ITOKAa3aHO, YTO
CUTMOUJAIBHBINA Y4aCTOK MOXXET IIOSIBUThCSI U B
YCJIOBUSIX OTCYTCTBMSI CBSI3HOCTH (KOT/Ia peaklMOH-
HbI€ LIEHTPbI COAEPKAT TOJIbKO KOPOBYIO aHTEHHY), a
€ro TMOSIBJICHUE MOXET OBbITh CBSI3aHO, KaK MpearnoJa-
raloT aBTOPHI IPOLUTUPOBAHHO paboOThl, C KOH(MOP-
MallMOHHBIMU U3MEHEHUSIMU B PEaKIIMOHHOM lI€H-
tpe. ®CIIB pacnonaraloTcss B OCHOBHOM B CTpPO-
MaJIbHOM 00JIaCTH M XapaKTepu3ylTCsl MPUMEPHO B
2 pa3a MEeHbIIIMM pa3MepoM cBeTocobuparoleit aH-
TeHHBI 110 cpaBHeHUI0 ¢ @ Clla, a Takke HEBO3MOXK-
HOCTBIO Mepeaauyu Bo30YXKIeHUs MEXIy peaklMOH-
HbIMU LIEHTPaMU, YTO MPUBOAUT K 3KCIIOHEHIIUAJIb-
HO#1 KWHETUKE KPUBOI MHIYKLIUHU (PIyOopecleHILIN B
npucyrctBu DCMU. Iponeccel pazneneHus 3apsi-
JIOB ¥ U3NTydyeHUs (QJIyopeclieHIIMU B O- U [3-LIeHTpax
IIpEAoIaraloTcst CXOaHbIMU [16].

Coo011asoch, YTO CTPECC, BBIZBIBAEMBIN Oeii-
CTBHMEM OKPYKalOIIEeil Cpeabl, MOXET BJIUSTh Ha FeTe-
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porenHocTh @CII, yBemumnBasi OO peaKIIMOHHBIX
nentpoB PCIIB [17—20]. Kak 66110 moka3aHO B pa-
oote [21], pasMep aHTEHHBI MOXET MEHSITbCSI U B
Mpolecce aganTaluu K cTpeccy. TakuMm oOpas3owm,
aHaJIM3 HEOOTHOPOIHOCTU PeaKIIMOHHBIX LIEHTPOB 110
pa3Mepy CBETOCOOMpAIOIIEi aHTEeHHBI MOXET OBITh
VICTIOJIB30BaH JJIs1 ONPeACACHUSI CTPYKTYPHBIX U/ WJIU
(GYHKIIMOHAIBHBIX U3MEHEHUI B YCIIOBUSIX CTpecca,
KOTOpbIe MOTYT OKa3aThb HEraTMBHOE BIMSIHUE Ha
npoayKtTuBHocTb @CII u pocT 6Guomacchl.

Hnst ouenku pasmepa anteHHBI DCII mpumeHs-
IOTCS pa3juyHble METOAbl, OCHOBaHHbIE Ha perv-
CTpalluM WHAYIWPOBAHHBIX CBETOM W3MEHEHUM
MOTJIOIIEHUSI €¢ KOMIIOHEHTOB [22], peructpauuu
ckopoctu ¢pukcanmn CO, [23], craiimoHapHOM CKO-

pOCTH BBIIEJICHUS Kuciaopona [24], MTHOBEHHOTO
BBIXOAA Kucjopoda [25] mianm MIrHOBEHHOIO BBICBO-
GOXIEeHUS TIPOTOHOB [26]. OmHaKO MpUMeHeHWe Ta-
KHMX METOIOB BO3MOXKHO JIUIIb B YCIOBUSIX N Vitro 1
MO3BOJISIET TIOJYYUTh JIMUIIbL JTOCTATOYHO TIpyObIe
yCpeIHEHHbIe OLIEHKU pa3Mepa aHTeHHHBI.

Jpyroii momxon 0CHOBAaH Ha aHAJIM3e (DOPMBI KpH-
BOM WHIYKIMU QIyopeclieHINU XjJIopoduiaia a B
npucyrctBud DCMU MaTteMaTudyecCKMMU MeTOAaMU
[27] 1 TTO3BOJISIET BHIIBUTD CYILIECTBOBAaHUE HECKOJIb-
KUX IYJI0B peakKUMOHHbIX LIeHTpoB PCII ¢ pasnuu-
HBIM pa3MepOM aHTEHHBI, T.€. 0XapaKTepU30BaTh €¢
rereporeHHOCTh. [lolydeHre MHAYKIIMOHHBIX KpH-
BbIX B nipucyrcTBu DCMU He BBI3BIBaeT TPYOHO-
CTEeI M IO3BOJISICT MOJIy4aTh OOLIMpPHBIE HAOOPHI Ta-
KUMX KpUBBIX, HAIIpUMEpP, Ha pa3HbIX CTAIUSIX aganTa-
LMY paCTUTEIbHBIX OPTaHU3MOB K CTpeccy. DTO naeT
BO3MOXHOCTh OLICHUTb TUHAMUKY U3MEHEHUS TeTe-
poreHHoct aHTeHHBI DCII B mpolecce pa3BUTHUS
cTpecca.

MaremaTU4eCKUe METONbl, WCIIOJb3yeMbIe ISl
00pabOTKM KPUBBLIX WHAOYKIUKU (DIyopeCcUeHIINN,
YyOOOHBI T€M, YTO TMO3BOJISIIOT JIOCTATOYHO OBICTPO
MPOBECTH aHAIMU3 OOJBIIOTO KOJIWYECTBA DKCIIEPHU-
MEHTAaJILHBIX KpUBBIX. OTHUM M3 HanOoJee IUPOKO
HMCTIOJb3YEMBIX MaTeMaTUYECKUX METOIOB BBISBIIC-
HUSI pa3IAYHBbIX TUIIOB pPEaKIMOHHBIX LIEHTPOB
(OClla, OCIIB u OCIIy) aBasgercs: BolIeICHUE He-
CKOJIBKMX 3KCIIOHEHIIMAIbHBIX (a3 ¢ pa3audHbIMU
XapaKTepHbIMM BpeMeHaMHu Ha IUIOLIAAu MEXIy
KPUBOM MHAYKIINU (PIyOpeCUeHIINU, OTIOXESHHOMN B
noJryJaorapudMUIecKOM MacllTade, 1 TOPU30HTATb-
HOI JMHHWEN Ha MaKCUMaJbHOM YpOBHE (iyopec-
neHunu F,, (KoMIieMeHTapHo! romann). Hamm-
qre HECKOJILKMX 3KCIIOHEHIIMAIbHEIX (pa3, Kak IIpa-
BUJIO, COOTHOCSIT C CYIIECTBOBAHMEM HECKOJIbKMX
TIOIYJISILIMI peaKIIMOHHBIX LIEHTPOB C pa3HbLIM pa3-
MepoM cBeTocobuparomeii anteHHbl: @Clla, OCIIB
n OCIly. OgHako, KaK yKa3pIBaJoCch B paborax [27,
28], TOYHOCTh METOJa Pa3JIOKEHUST Ha DKCIIOHCHTHI
OYCHb CHJIBHO 3aBUCHUT OT TOYHOCTH ONpEaeIICHUS
MaKCUMyMa WHIYKIIMOHHOW KpWBOW 3HadyeHUd Fi,.

Omnbka Ha 2—3% B onpeneaeHuu F,,, MOXeT IpUBe-
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ct K omnoke Ha 100% B onpeneleHUM XapaKTePHBIX
BpeMeH U aMILUIMTY (a3 Ha KpUBOii. B cBsI3u ¢ 3TM
ObLIO TIpemyiokeHo [27] ucnoab3oBaTh ISl aHAIU3a
MHAYKIMOHHBIX KPUBBIX MaTEeMaTUYECKYI0 MOMAEIb
®DCII. B aToM citydae HeT HEOOXOAUMOCTU UCTHOIb-
30BaTh KOMIIJIEMEHTApHbBIE TJTOIAIH, a OllEHKA reTe-
POTreHHOCTH IIPOU3BOAUTCS HEIIOCPEIACTBEHHO C I10-
MOIIbIO MOJIEJIN, MyTeM UIAeHTUDUKALUU ee mapa-
METPOB IO 3KCIIEPUMEHTAJIbHBIM OaHHBLIM. JIas
aHaJIM3a TeTePOreHHOCTH PEaKIIMOHHBIX LEHTPOB B
obpasuax Chlamydomonas, oopadotanHsix DCMU, B
pab6otax [27, 29] ObUIa MCHOJB30BaHA IIPOCTAst MO-
Ienb, paccMartpuBatomasi asa coctosHuss OCII —
«OTKPBITHIE» M «3aKPBIThIe» PEaKIIMOHHBIC LIEHTPHI.
KoMOuHa1ms n3 HeCKOJIBbKNUX TAKUX MOJEJIEIi TTI03BO-
JInjla aBTOpaM OLIEHUTbD JOJIIO Pa3IUYHbIX peaKIIMOH -
HBIX HeHTpoB (P Clla, ®CIIB u ®CIly). OnHako He-
00XOIMMO OTMETUTh, UTO (ha3bl, OOHAPYKUBAEMBbIEC
Ha MHAYKIIMOHHOI KpuBo# B nipucytctBun DCMU,
MOTYT OTpaxkaTh KaK HaJIWuue PeaKUMOHHBIX 1IEH-
TpoB PCII ¢ aHTeHHaMU pa3IUUYHOTrO pa3Mepa, Tak u
MPOLECCH ¢ Pa3IMYHBIMU XapaKTEpHBIMU BpeMeHa-
MU, TIPOUCXOJISIIIIVE B OMHOM PEeaKIIMOHHOM LIEHTpE,
Ha 9TO OBLIO yKa3aHo B padotax [3, 4]. Ucrmonp3oBa-
HHE MOJENIM, BKIIIOYAIOIIE TOJILKO IBa COCTOSIHUS
[27, 29], HE MOXXeT OTBETUTb Ha BOITPOC, C YEM COOT-
HOCUTCS IOIIOJIHUTEIbHASI SKCIIOHEHIINaIbHas (a3a
Ha KPUBOU KOMIUIEMEHTAPHOU TUIOLIAAU — C IPYTUM
TUIIOM aHTEHHBI WJIX C KAKMM-JI100 MPOo1eCCoOM, MO-
CKOJIbKY €IMHCTBEHHASI peaKIIvs B TAKOM MOJIEIN Xa-
paKkTepu3yeT JWIIb CBETOBYIO CTaaMio IlepeHoca
snekTpoHa. B pabore [30] HamMu OBLI ITpeIIOKEH Me-
TOJl, OCHOBaHHbBIII HAa UEPApXUU BPEeMEH IPOILEeCCOB
DCII, mo3BoaUBIINIA KOPPEKTHO YIIPOCTUTD J€Talb-
Hyo moaenb OCII u cBectu cuctemy us 24 nudde-
PEHLIMAIBHBIX YPAaBHEHUN K cucteMe U3 2-x nudde-
pPEeHIIMAJILHBIX YpaBHeHMI. TaKoi MOaX0 I O3B0
MONYYUTh PEeaylUPOBAaHHYIO MOJeNib, MapaMeTphbl
KOTOPOM coaepxKaT BCe KOHCTAHTBhI MCXOOHOM Jie-
TaJbHOI MOJIEIY, YTO MO3BOJIMIO IOCJIE AIlIIPOKCH-
MallMd MOZAEIW MO BKCIEePUMEHTAIbHBIM KPUBBIM
IaTh MHTEPHpETAllIO IPOLECCOB B TepMHUHAX He-
TaJbHOU MOJENUN, pacCMaTpUBasi 3JIeMEHTapHbIE CTa-
VU TIEPeHOCca JEKTPOHOB. J1J151 TOro YTOObI MCITOJIb-
30BaTh MOJYYCHHYIO PEAyLIMPOBAHHYIO MOMACIb IS
OLICHKM TE€TEPOreHHOCTU PEaKIMOHHBIX LIEHTPOB
DCII, 6b11a IpemIoKeHa KOMOUHALINS U3 4-X TAKUX
MoJenei, OTINYAIoIIUXCS JOJISIMU Q- U B-LIEHTPOB
(OClla, DCIIP) n gonsTMU aKTUBHBIX 1 HEAKTUBHBIX
KM CJIOPOA-BBIICISIONINX KOMITIEKCOB. C MOMOIIBIO
TakKoro noaxoaa owu10 nmokasaHo [30], 4To JomoJTHU -
TenabHas (pa3za HA KPUBOM MHOYKIUU (DIyOpeCLICH-
oMU 00pa3loB KJIETOK BOAOPOCIeid, 00pabOTaHHBIX
DCMU, npm BBICOKOW HWHTEHCMBHOCTH CBeTa

(2000 MxD M2 u BBIIIIE) MOXET COOTBETCTBOBATH
peakunu nepexona KBK u3 cocrositnua S B cocros-

HUe S,. B 1aHHOI1 paboTe IEMOHCTPUPYETCS MPUME-
HeHue pazpaboTaHHOIi moaenu [30] B KoMIUIeKce ¢

napameTpamu JIP-TecTa 11t olleHKY 1 aHaIn3a reTe-
POTEHHOCTH PEaKIIMOHHBIX LIEHTPOB MSATU pa3iny-
HBIX BUJOB MUKPOBOJIOPOCIIEH, KaXasi U3 KOTOPBIX
KyJBTUBUPOBAJIACH TIPU ABYX PA3JIMUYHBIX CBETOBBIX
YCJIOBUSIX.

MATEPUAJIBI U METO/ bl

KyabpTuBHpOBaHHE KJIE€TOYHBIX KYJBTYP BOIOpPOC-
Jeid. KynbTypbl KIETOK MSTH Pa3InYHbIX BUIOB MUK-
poBomopocieit: 3eneHbIX (Scenedesmus, Ankis-
trodesmus, Chlorella, Stichococcus) 1 XeJITO-3eJI€HbBIX
(Pleurochloris) BeIpalliiBaiu B TeueHue 14 cyToK Ha
cpene Tammust B Kojibax 3DpiieHMeliepa 00BEMOM
250 mu1 ripu Temnepatype 24°C. Kaxnyro u3 KyJbTyp
BBIPAIIUBAJIN TIPU MTOCTOSIHHOM OCBEIIIEHUM Ha JABYX

pa3IMYHBIX MHTEHCUBHOCTSX CBeTa: 8 BT/M2
(35 MxD M_ZC_I) u 16 BT/M2 (70 MxD M_zc_l). IIpo-
OBI OTOMpaNn B cpemHenorapudmmaeckoii dase po-
cTa KyJabTypbl (0Koa0 10 MKT Xxjtopoduiia/mi).

OT160p mpod, oopadorka DCMU. OGpasibl Kite-
TOYHOM CYCIICH3MU Pa3IMBaIN B KOJIOBI DpJieHMele-
pa emkocthbio 100 M. 1 HOpMaaIu3auy JaHHbIX,
MOJYYEHHBIX B XOAC pPa3jIMYHBIX SKCIEPUMEHTOB,
CYCIEH3UI0 BOAOPOCAEH pa3BOAMIIN CPENOM KYJIbTH-
BUPOBAaHUS IO ONTHUYECKOM IIOTHOCTH IIpU IJIAHE
BostHBI 680 HM D = 0.1 npu IJIMHE ONTUYECKOTO ITyTH
1 cMm. Bee manpHeiile ornepaluy ¢ oopasiaMu IIpo-
BOIWIKCH B MOJIHOM TeMHOTe. ITocie Kaxxnoro sramna
MHKyOamuy  oOpasel] IMepeMelIMBalv, YTOOBI
MpPEeIOTBPATUTh OcaxKIeHue KieToK. O0pa3iibl OCTaB-
Js B TeMHOTe Ha 10 muH. ITocite aToro gobasisiiin
pactBop DCMU no noctuzkeHrs KOHEYHOM KOHIICH -
tpanuu 5 MKM. O6pa3snsl nakyonposanu ¢ DCMU B
TedeHUEe 5 MUH IIepea n3MepeHreM (hIyopecleHINNU
xaopoduiuia a.

N3mepenne KpuBbIX HMHAYKIMH (IyopecueHIuu.
MHOyKIIMOHHBIE KPUBBIE H3MEPSUIM C ITOMOIIBIO
dnyopumerpa MEI'A-25, pa3paboTtaHHOro Ha Ka-
deape OUOoPU3UKU OUOIOTMYECKOIro GaKyabTeTa
MTI'Y umenu M.B. Jlomonocosa [31]. B kauecTBe nc-
TOYHMKA AEMCTBYIOIIEr0o CBETa UCII0JIb30BaJIi CBETO-
JIMOJ C MAKCUMYMOM HCITyCKaHUs Ha 455 HM, ¢iiyo-
pEeCLeHINI0 PEerucTpUpoBaid B Ouamna3zoHe 670—
750 HM ¢ oMoIIbIO KpeMHUEeBoro ¢oroguona. M3-
MepeHUEe MHAYKIMOHHBIX KPUBBLIX IIPOBOIWINA IIPU
5 pa3IMYHBIX MHTEHCUBHOCTSX IEHCTBYIOIIETO CBEe-

Ta: I; = 1840 Mx® M~ 2c™!, I, = 3440 mxd M%),
;= 4900 Mxd M~ %!, I, = 6230 Mx® Mm%,
I5=7500 Mk M~ 2c .

IToaroroBKa 3KCNEPUMEHTAJIBHBIX JAHHBIX IS
aHAJIM3a C MOMOINBI0 Moaesm. JIJTs TTepBUYHOTO aHa-
JIN3a KPUBBIX MHAYKIIMU (DITyOPECIIEHITUN UCTTOIb30-
Banu nporpammy pyPhotoSyn [32, 33]. s kaxknoii
KpUBOI OBII0 OIIEHEHO BpeMs, HEOOXOIMMOE TS T0-
CTIDKEHUST MaKCUMaJIbHOW WMHTEHCUBHOCTH (ITyO-
peclUeHIU, U IS anlpoKCUMAIlUU MOJeJu ObLIv
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B34Thl 200 TOUYEK C MHTEPBAJIOM BPEMEHHU, B OCHOB-
HOM pPaBHOMEPHBIM B JJorapupMUIECKOM MacllTade.
151 Kaxkaoro aKCnepuMeHTa TOUYKY ObLTM HOpMaJIu-
30BaHbl K MUHUMAaJIbHOMY 3HaueHUIO (F),), u3Me-

PEHHOMY IIpHN CaMOM HU3KOU MHTEHCUBHOCTH CBETA.

MartemaTrdecKasi MOAEJIb 11 AaHAJIM3Aa KPUBbIX HH-
aykuuu Guayopecuennun. B padote [30] Ob1a paspa-
0oTaHa JmeTajabHAas MOMAEIb IIEPEeX0m0B MexXIy 24 co-
crostHugaMmu OCII, peanu3yonmMucs pu IeiCTBUN
Ha OCII mHrnoéumTopa >JIEKTPOHHOIO TPaHCHOPTA
auypoHa (DCMU). Iuama3oH xapakTepHbIX BpeMEeH
nepexonoB Mexay coctossHussMu B @CII cocraBnsier
9 MOpsSiAKOB — OT MUKOCEKYHI IO COTEH MWJLINCE-
KyHa. Hanmuue takoit nepapxuy BpeMeH IO3BOJINI
MPOBECTU PEIYKIWIO MOAEIH, MCIOJb3Yys TeOopemMy
TwuxonoBa [34]: Bce mepeMeHHBIE CHUCTEMBI OBIITHA
pasfesieHbl Ha TaK Ha3blBaeMble «OBbICTpbIE» Tepe-
MEHHBIE — YpaBHEHUS, KOTOPBIE COIEPKAT MaJIbIil
napaMeTp Tpu TIPOU3BOJHON, U <«MEJIEHHbIE» —
OCTaBIIMECSI MEPEeMEHHBIC, MOCJIE YeTO ypaBHEHUS
IUJTST «OBICTPBIX» TIEPEMEHHBIX ObLJIM 3aMEeHEHBI Ha aJl-
reopandeckue. McxomHass MoIenb, COCTOSIIASI M3
24 0OBIKHOBEHHBIX ITUddepeHINATbHbIX JTUHEMHBIX
ypaBHEHMIA, ObLJIa, TAKMM 00pa3oM, peaylrpoBaHa B
cucteMy M3 3-X OOBIKHOBEHHBIX I depeHInalb-
HBIX JIMHEWHBIX ypaBHeHMI. BaxkHO OTMETUTH, 4TO
pEILIEHUS MCXOMHOM M PEayLMpOBaHHOM Moaenei
pa3IMYaiIrch TOJIBKO Ha MHTEpBaje BPEMEHH IO CO-
TeH HAHOCEKYH]I, a Tajice€ COBIAIa/I HAa BCEM OCTaB-

dx _ dy
dt

k. S;YPIA-

k
S,YPIA——> —> S,YPIA-

Puc. 1. Cxema peayurpoBaHHOW CUCTEMBbI, OMTMCHIBAIO-
mas rnepexonsl B peakunoHHoM LeHtpe OCII mox neii-
cteueM DCMU. S; — cocrostnust KBK, Y — cocTositHust
TposuHa Z, P — cocrosnusa Pgg), I — cocTossnna deo-
duTHa, A — COCTOSIHUSI TEPBUYHOTO XMHOHA Qj.
S;YPIA — naganeHoe cocrostHue P CII cpa3sy nmocie Tem-
HOBoOI1 ananTaunu, rae KBK Haxonutcst B cocTostHUA Sy,
a BCe OCTaJIbHbIE MEPEHOCUMKU HAXOMSITCSI B HEUTpasb-
HoM cocrtostamu; S;YPTIA™ u S;Y"PIA™ — mBa coctos-
HUSsI, HaxopsIuecs: B ObICTpoM paBHOBecuu, rme KBK B
COCTOSTHUU S, QA BOCCTAHOBJIEH, A IEKTPOH HAXOIUTCS
60 Ha THpo3uHe Y, 6o Ha Pggy; S,YPIA™ — cocros-
Hue, rae Q, BocctaHoBieH, a KBK HaxonuTcs B cocTosi-
HUU S,.

1IeMcsi UHTepBaJie BpeMeHU. [Ipu 3ToM auamnaszoH
9KCIepUMEHTAIbHbBIX UBMEPEHU HAUMHAETCS OT Je-
CSITKOB MUKPOCEKYH/]I, T.€. pelyLIMpOBaHHAasl MOJAEb
OIMUCBIBAECT BKCIIEPUMEHTaIbHbIE KPUBBIE C TOM Xe
TOYHOCTBIO, UTO U UCXOMHAs AeTalibHasi Mojeib. Ta-
KUM 00pa3oM, ObLIM BblEJIEHbl TPU KIIOYEBBIX CO-
crosiHug (puc. 1), [MHaAMUKa TePeXoIoB MEeXIy KO-
TOPBIMU OTIpeaesieT (hopMy KPUBO MHAYKIIMU DIy~
OpecleHILIMU, NoJaydyeHHOil mpu obpaborke DCII
DCMU.

Cucrema nuddepeHunanbHbIX ypaBHEHW, OTU-
ChIBaOIIAsl MEPEXObl MEXAY KIIOUYEBLIMU COCTOSI-
HUSIMU Ha puc. 1, UMeeT BUJIL:

_kx.xaEka'x_ky'y: dz:ky'y- (1)

dr

YuuTeIBast 3aKOH COXpaHeHUs X + y + z = 1, MOXXHO HAaWTU aHAJIUTUYECKOE PellleHNUE:

x =exp(—k, 1), z=
y = Rx

rae k, u ky — TTapaMeTphl, COCTOSIIINE U3 COYeTaHUIA
KOHCTAHT 3JIEeMEHTAapHBIX CTaAW JeTaIbHOI MOAEIN
[30]. [TapameTp k,. BKJIIOYaeT CBETOBYIO KOHCTAHTY U
KOHCTAHTHI pa3lieJIeHUsI U peKOMOUHAIIMU 3apsIIOB B
OTKPBITBIX LIEHTpaX, MO 3HAYEHUIO OJIM30K K CBETO-
Boit KoHcTaHTe. IlapameTp ky BKJTIOYaeT KOHCTaHTY

nepeHoca siektpoHa or KBK Ha Tupo3mH 1 KoH-

ky
—— exp(—k, 1)+
P p (k1)

k
—* —exp(—k,t)+1,,y=1—x—23, 2
- p(—k, 1) y 2)

y X

CTaHTbl BOCCTAaHOBJIEHUA 1 okucyeHud Pgg, 10 3Ha-

YEeHUIO0 0JIM30K K KOHCTaHTe MepeHoca 2JIeKTPOHa OT
KBK Ha TUpO3uH.

BeipaxkeHue 11 MHTEHCUBHOCTU (hIyopecleH-
1u F(f) COCTOUT U3 «ObICTPBIX» MEPEMEHHbBIX, OTHA-
KO Mocjie pelyKIIMU CUCTEMbI €r0 MOXHO 3anucaThb
yepe3 «MeJIeHHbIe» TIepeMEeHHBIC C YUYETOM aHau-
TUYECKUX BhIpaXXeHui1 (2) Kak

F(n)=A;(1 — exp(—ky1)) + Ay (1 — exp(—k,1)), 3)

F ky = kyKpea/ (1 + Kpreq) ~ PABHOBECHS B pEaKlMK MepeHOCA 3/IEKTPOHA OT TH-

rae A = 1 _0;7 + (k, —k (- F,) > posuHa Ha Pgg, F,; — mapameTp, aHaJIOTUYHBIA F,

i (1- K | °}< v o MUHUMAaJIbHOE 3HaYeHUe (IyOpeCLIeHINN ISl KPU-

A == (L= Kprea/ (1 + Pfed))’ Kpreq — KOHCTaHTa BOii, SIBJISIETCSI COYETAHUEM KOHCTAHT pa3/iesIeHUs

(ky =k )(1-F,) 3apsIZIoB B OTKPBITBIX U 3aKPBITHIX LIEHTPAX, a TAKXE
BUODU3UKA  Tom 69 Ne 3 2024
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Ankistrodesmus Chlorella Pleurochloris Scenedesmus Stichococcus
5’ 4.0
T 4.
56
i<
2 = 3.0
Q=
T O
=
£3 2.0
=&
E10
5: 3.0
EBE 25 b T~ e
£=
2520 e
R
52
25 15E - — 8B1/M2
Sy ----16 Br/m?
E‘ 1.0 et vt vt v v B e v o il BT o il A R R AU N I =T BT BT I e
< 102 1 102 102 1 102 102 1 102 102 1 102 102 1 102
Bpewms, mc Bpewms, mc Bpewms, mc Bpewms, mc Bpewms, mc

Puc. 2. Kpusble nHAYKIMK (DIyopecLieHIINNA, HOPMUPOBaHHEIE Ha F, 6e3 06paboTkn DCMU (BepxHWMii psin), ¢ 00pabOTKOM
DCMU (uuxHuii psan). MHTeHCMBHOCTD AeiicTBytoliero ceera / = 3440 MKDM 2c L,

KOHCTAHThI peKOMOWHALMU. KOHKPETHBIN BUI BbI-
paxkeHuii nipeacrasiieH B padore [30]. Takum obpa-
30M, pellleHue MOMAENIU MPeACTaBIsIET COOOM IBYX-
(hasHyI0 KpUBYIO, OMMCHIBAEMYIO IBYMSI SKCITOHEH-
HUATbHBIMU  (DYHKLUMSIMU, HapacTaHue WM CIIal
KOTOPOI1 OyAeT ONpenesaATbCH 3HAKAMU aMITIUTYL A
" A,, 3aBUCSILIMMU OT KOHKPETHOT'O COYETaHUsI BXO-
IOSIIUX B HUX ITapaMeTpPOB.

HpOCTOI7[ BUO HOHy‘{CHHOﬁ MOIOCIHN ITO3BOJIACT
COCTaBJIATb PA3JIMYHbIC KOMOWHAIIMKU OJISI MOJIEJIN-
poBaHUA T€TCPOr€HHOCTU aHTCHHbLI M T€TCPOTrCHHO-

Fo=sXF,5" + (1 — )% F,5, F3=sxF5*" + (1 — )% F3*",

+ .
e F7 — diyopeciieHIys i-To IIEHTPa ¢ aKTUBHBIM

KBK, Fl-s' — (paryopecueHLIMs i-To LIEHTPa C HEaKTUB-
HeIM KBK, s — nons aktuBHbeix KBK. Takum o6pa-
30M, Mbl UM€EeM KOMOMHAIIUIO U3 4-X MOJeJIeii, B 11e-
JIOM OTpaxarollylo IeTepOreHHOCTh W aHTEHHBI, U
KBK.

Naentndukanus napaMeTpoB MOJEH U BbIYUCIIE-
HHE€ CTAHAAPTHBIX OIIMOOK. AIIIPOKCUMALIMIO MaTe-
MaTUYEeCKON MOJEIN MO dKCHEePUMEHTAIbLHBIM TaH-
HBIM 1 TMOCTPOEHUE COOTBETCTBYIOLIMX TIpadUKOB
MPOBOAWIM C IToMolbio mporpaMMmbl DBSolve [35].
YToOBI HOJTYYUTh CTAHIAPTHBIC OLLIMOKU JJIsI OLIEHOK
HapaMeTPOB, Mbl YTOUHWJIN PE3YJIbTAaThl allllPOKCHU-
Manuu ¢ nomMolupio makera Imfit Python [36]. I'pa-
¢uKM Mopeieii OBIM CO3MaHBI C MCITOJIB30BAaHUEM
naketa Matplotlib Python [37].

ITapameTtpsi JIP-Tecta. B nononHeHue K aHaIU3y
WHIYKLIMOHHBIX KPUBBIX C TTOMOILLIBIO MaTeMaTH4e-

ctu goHopHoit ctopoHsl DCII. dayopecLieHIINIO C
Y4ETOM Pa3HBIX JOJIEH O- U 3-LIEHTPOB MOXKHO 3aITH-
caTh KaK

Fa|3=G XFOL+ B xFﬁ,
rne F,u FB — ¢dnyopecuieHIMsA abda- 1 6eTa-1eH-
TPOB COOTBETCTBEHHO.

Kaxnaerit ©3 BapmaHTOB PeaKLIMOHHOTO IIEHTpa
DCII MoxeT comepXaTh KaK aKTUBHBIN, TaK M HeaK-
tuBHBIM KBK, 4T0 MOXeT OBITh OTpakeHO KaK

“4)

CKOIf MOJIEJIN, TI0 MHAYKIIMOHHBIM KPUBBIM, 3aperv-
CTpUpPOBaHHBLIM 0e3 00paboTku DCMU, ObLIM BBI-
yucieHbl cienyroimue mnapameTpbl JIP-tecta [38]:
V; — xommiectBo Qp-HEBOCCTAaHABIMBAIOIINX LIEH-
TpoB, P/ — WUHAEKC NpousBoauTeabHoCcTH, F/F,, —

KBaHTOBBII BBEIXO TIEPBUYHOI (DOTOXNMUM.

PE3VJIBTATHI

C nomolbio KOMOMHMPOBAaHHOM MOAEIHN ObLIN
MPOoaHaIM3UPOBaHbl KPUBbIe WHAYKLUU QIyopec-
LICHLIMM, MOJIy4eHHbIe IS MSITA Pa3]IMYHBIX BUIOB
Bomopocieii (Chlorella, Scenedesmus, Ankistrodesmus,

Pleurochloris, Stichococcus), BbIpallleHHBIX TIPU ABYX

pa3HbIX MHTEHCUBHOCTAX cBeTa: [; = 8 Brm 2 u

L, =16 Br-m 2. Ha puc. 2 TIipuBeAeHB HOPMHUPOBAH-
Hble Ha [, KpuBbIE, MOJYYeHHbIE TPU MHTEHCUBHO-

BUODU3MUKA Ttom 69 Ne3 2024
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ctu peictByromero ceera I = 3440 MkD M 2L
Kpusbie, nmosyyeHHsie ¢ godasieHuemM DCMU, aHa-
JIU3UPOBATIN C TIOMOIIBI0 KOMOMHUPOBAaHHON MOJIe-
Jm (4), KpuBbIe, TTOMydYeHHbIe O6e3 mobasieHus DC-
MU, aHanusupoBaiu ¢ nomoinnsto JIP-Tecra.

IIpu aHanu3e KpUBBIX C MOMOIIBLIO MOAEIU MBI
VICXOJIVJIU U3 TIPEAIOJIOXKEHUS, UYTO PA3INUMS MEXIY
anb(pa- 1 6eTa-IeHTpaM1 OrPaHUYUBAIOTCS TOJILKO
3(PEKTUBHOCTHIO CBETOCOOpa, M, KaK CIEICTBUE,
KOHCTaHTaMU1 CKOpOCTeii CBeT03aBUCUMOT0 00pa3o-
BaHMSI BO30YKIEHHBIX COCTOSHUII MUTMEHTAa peak-

3k
LUOHHOIO IieHTpa B peakuun P — P (cooTser-
CTBEHHO K,y U ka), Toraa KakK oCTaJbHbIE KOHCTAHTHI

CKOPOCTEN BCEX peaKLNii MepeHoca JIEKTPOHA OIH-
HakoBbI. C roMo1iibio rmporpamMmbl DBSolve [35] ObI-
Jla TIpoBeleHa WIEHTU(dUKALUS MapaMeTpoB 3TOM
MOZENN UIS ONMCAaHHBIX BBIlIE HaOOPOB NAaHHBIX,
KaXXIbIi1 13 KOTOPBIX BKITIOYaJI HECKOIBKO MHITYKIIU -
OHHBIX KPUBBIX, 3aPETUCTPUPOBAHHBIX JUIST OTHON U
TOW X€ MPOOBI KyJIbTYPbl MUKPOBOAOPOCIEH MPH TIsI-
TU Pa3IMYHBIX UHTEHCUBHOCTSIX NECTBYIOIIETO CBe-
Ta (cM. pasnen «Marepuanbl U MeTonbl»). s amn-
MPOKCAMAalM OBUIM BBIOPAHBI CIEAYIOIINME Mapa-
METPBI PeyLIUPOBAHHOI MOJIEH, TIPEACTABIISIONINE
co00ii coyeTaHUsl 3JI€MEHTApHBIX KOHCTAHT MCXOJ-
HOI netambHOM Moaenu [30]:

— kyq, kyp — KOHCTAHTbI, XapaKTEPHU3YIOLI1E CKO-
POCTH CBETO3aBUCHMMOTO 0OpAa30BaHUSI BO30OYXIEH-
HBIX COCTOSTHMI THWIMEHTa PeakKLMOHHOIO LIEHTpa
U1t anbda- 1 6eTa-1IeHTPOB;

— k,, — KOHCTaHTa, XapakTepu3yollasi CKOpocTb

nepexona KBK 13 cocTosgnus S| B COCTOSHHE Sy;

— Kpred — KOHCTaHTa paBHOBECHA B p€aKIIUU I1C-

peHoca 3JeKTPOHa OT TUPO3UHa Ha Pgg;
— o — JOJIsT atb(a-1LeHTPOB;
— 5 — noist aktuBHBIX KBK;
— F,; — OoTHOIlIEHVe MUHMUMaJIbHOTO YPOBHSI (I1y-

OopeCCHIMM K MaKCMMaJIbHOMY B KOM6I/IHI/IpOBaH—
HOI1 MOIEJIN.

Jist kaxxmoro HaGopa JaHHBIX, MTOJY4EHHOIO IS
OIHOM MPOOKI, UIEHTU(PUKALIAIO TTapaMeTPOB MOJIE-
JI TIPOBOAMJIN MO IISTH 3KCIIEPUMEHTAIBHBIM KPH-
BBIM, 3apErMCTPUPOBAHHBIM IIPU Pa3HOM MHTEHCUB-
HOCTHU JIEMCTBYIOLIEro cBeta. Takum oOpa3oM, Oblia
obecrneuyeHa €IMHCTBEHHOCTh HAOOPOB HaliIeHHBIX
napaMeTpoB. Pe3ynbTaThl anmpoKCUMAalIMU IIPUBEIE-
HBI Ha puc. 3. 3Ha4YeHUsI TapaMeTPOB, ITOJIyYeHHBIE B
pe3ynbTaTe  anmpoOKCUMALIMU, TIPeICcTaBlIeHbl B
Taodm. 1.

AHanu3 ¢opMbl KpUBBIX B makeTe pyPhotoSyn ¢
IOMOIIBIO MYJIbTUAKCIIOHCHIIMAIBHOM aIMpOKCH-
MalMy mokaszajl, YTO Ha BCeX KPUBBIX, MOJYyYEHHBIX
nociie no6apiaeHrss DCMU, MOXHO BbIIEIUTH TPU B
pa3HOIi CTeIIeH! BhIpaxKeHHbIE a3kl (CM. IIpUMeEp Ha
puc. 4). Hapactanme MHTEHCUBHOCTH (DIIyOpeCLCH-
LIMU  CcoOdepXUT JaBe ((a3bl SKCIHOHEHLMAJIbHOIO
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pocTa ¢ pa3HbIMU XapaKTepHBIMU BpEMEHAMU U pa3-
HBIMU aMIIuTygaMu. CUTMOMAAIbHOCTh Ha4aJIbHO-
ro ydJacTka KpHBOI, Ha KOTOPOM WHTEHCHUBHOCTb
dryopeclieHIIMM HapacTaeT MeAJIeHHee, YeM T10 9KC-
MOHEHTEe, MOXET OBbITh CBSI3aHA C JOIOJHUTEIBLHOMN
9KCIOHEHIIUAIbHOM (ha3oil ¢ xapaKTepHBIM BpeMe-
HEM MnopdaKa 1€CATKOB MUKPOCEKYHI 1 OTpULIATCIIb-
HOM aMIUIUTYOOM.

INpemioxeHHass MaTeMaTU4YecKaslk MOJIEJIb IT03BO-
JISIET HE TOJBKO BBIIEIUTh Ha KPUBOM SKCIOHEHIIM -
aJIbHbIe (Pa3bl, HO M JaTh MHTEPIIPETALIUIO KaXKI0M 13
HuX. bonee BeIpaxkeHHAst CUTMOUIAILHOCTD Ha4aJlb-
HO (pa3sl (dasza c aMIUTUTYION A|) KPUBOI B paMKax

Hallleii Moie I oTpakaeT HaJnuuue OOJIbIIIOTO YMUCa
aktuBHBIX KBK, cama ¢a3a cooTBeTCTBYET ITepeHOCY
anekTpoHa oT KBK. AMmmuTyna 3Toit (a3l 3aBUCUT
Kak oT noau akTuBHbIX KBK, Tak 1 oT MHTEHCUBHO-
CTU JEUCTBYIONIETO CBETA MPU U3MEPEHUU UHIYKIIM -
OHHBIX KPUBBIX: OHAa MPAaKTUYECKW He3aMeTHa TIpu
HU3KOI MHTEHCUBHOCTU CBETA U PACTET C €€ yBer-
YEHUEM, a TAKXKE C YMEHBIIIEHUEM J0JIM HEAKTUBHBIX
KBK. XapakTtepHoe BpeMs1 3TOI (ha3bl HE 3aBUCUT OT
MHTEHCUBHOCTHU JEMCTBYIOIIETO CBETa.

Bropas 1 TpeThs (ha3bsl OTBEHAIOT 32 POCT MHTEH-
CUBHOCTHU (DJTyOPECIIEHIIUN W CBSI3aHBI C PeaKIIMOH-
HBIMU LIEHTPAMM C Pa3InYHBIM pa3MepOM CBETOCO-
ouparoiueil anteHHbl. Paza ¢ aMIIUTYI0# A, UMeeT

6oJjiee KOPOTKOE XapaKTepHOE BpeMsl I COOTBETCTBY-
et ®Clla, daza ¢ amMmmIuTyI0il A3 COOTBETCTBYET

DCIIB. XapakTepHble BpeMeHa 3TUX (pa3 COOTHOCST-
cs ¢ pa3MepaMU aHTEHHBI alibha- U OETa-LEHTPOB
COOTBeTCTBeHHO. M3MeHeHue (opMbl HayaJlbHOTO
yJacTKa XapakTepu3yeT H3MEHEeHHE aKTUBHOCTU
KBK, Torma kak u3aMeHeHHWe COOTHOIIECHUS aMILIM-
Ty ABYX IPYTUX (pa3 xapakTepusyeT U3BMeHEeHHEe B CO-
OTHOIIIEHNN altbda- 1 6eTa-neHTpoB. Mnentndnka-
1S TTapaMeTpOB MOJIEJU TI0 SKCIEPUMEHTATbHBIM
TOYKAaM IMO3BOJIMJIA OLEHUTh 3TU U3MEHEHUS KOJU-
gecTBeHHO (TadiI. 1).

HyxHo oTMeTUTB, YTO B ONpeae/IeHHBIX YCIOBU-
sIX, HarpuMep, IPU OYeHb BBICOKMX MHTEHCUBHO-
CTSIX JEMCTBYIOIIETO CBeTa, KOTIa XapaKTepHOe Bpe-
MsI a3bl, CBSI3aHHON C IEPEHOCOM 3JIEKTPOHOB OT
KBK, ctaHoBuTcs 00JbllIe XapaKTepHOTO0 BpeMEHU
¢a3bl, CBSI3aHHOI ¢ pas3fejieHUueM 3apsiioB B alib(da-
LEeHTpaxX, aMIUIUTYIBI BCeX TPeX (pa3 MOTyT OKa3aThbCsI
MOJOXUTEbHBIMU. B 3TOM cilyyae CBSI3aHHYIO C
KBK a3y MoxxHO o11MO60YHO COOTHECTH C ellle Of-
HUM TUIIOM peakKUMOHHLIX LeHTpoB DCII. YTobn
n30eXaTh TAKOM OIIMOKM, HEOOXOOUMO IIPOBOIMTH
SKCHEPUMEHThI IIPU HECKOJBKUX MHTEHCUBHOCTSIX
nmelicTtByromiero csera. Ecimu ¢a3a xapakrepusyeT
OOWH M3 TUIIOB peakKUMOHHbIX LeHTpoB (PClla,
DOCIIB u DdCIlIy), xapakTepHOe BpeMs 3Toii (pa3bl Oy-
JIIeT MEHSTHCSI O00paTHO IIPOIIOPLIMOHAIBLHO MHTEH-
CHUBHOCTHM JelicTByIolIero ceera. Eciu ke ¢asza xa-
pakTepusyeT nepeHoc 37ekTpoHoB oT KBK, ee xa-
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Puc. 3. PeuieHust Mmofenu (JIMHUU), COOTBETCTBYIOIINE SKCIIEPUMEHTAIbHBIM KPUBBIM (TOUYKM) MHAYKLIUK (PIyOPECLICHIINHU,
TIOJIy9eHHBIM TIPM 5 MHTEHCUBHOCTSIX IEMCTBYIOIIETO cBeTa. PacmosiockeHre U 1IBET KPUBBIX (CHU3Y BBEPX) COOTBETCTBYIOT

UHTeHCUBHOCTAM 1| = 1840 MKDM 2¢ ! (4epHas), I, = 3440 MKDM 2¢! (cunsas), 13 = 4900 MKDM 2c! (xpacHas), 14 =
= 6230 MkD'M 2! (zenenas), I = 7500 MKD'M 2! (yiunoBast). Kaxnyio M3 KyJbTyp BbIpallMBaJId MPU MOCTOSTHHOM
OCBEIICHUM: JIEBBII psi TpacuKoB — 8 BT/M2 (35 MkD M’zc’l), MpaBblii psia rpaukoB — 16 BT/M2 (70 MxD M’zc’l).
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Ta6auna 1. [TapameTpbl MoaeIU, TTOJyYEHHBIE TIPU allITPOKCUMALIMU SKCIIEPUMEHTAIbHBIX KPUBBIX, U TTapamMeTphbl JIP-

TecTa
Ankistrodesmus Chlorella Pleurochloris Scenedesmus Stichococcus
1=16 1=16 I=16 || =38 Br/m? 1=16
_ 2 _ 2 _ 2 _ 20— 2
L I Tl I e o I e B e B
(70 MkD (70 MxD (70 MxD M72C71) (70 MxD
M2 2 1 M2 2 1 M2 2 1 M2 | mxTh 2 1
M “c) M “c) M “c) M “c)
k. >
xcil 2.90+0.02| 2.77 £0.3 | 2.52 £ 0.03 |4.61 £0.05| 2.02£0.03 |2.74 £0.02|2.14 £ 0.02| 2.73 £ 0.02 |2.16 £ 0.02(2.99 + 0.03
MC
k El
Xﬁ,l 0.70 £ 0.05 0.85£0.06 0.68 £0.03 0.52+0.05 0.36 £0.03
MC
a 0.72+0.01]0.74 £0.01 | 0.77 £ 0.01 [{0.65 £ 0.01|0.57 £0.01 {0.70 £0.01{0.71 £0.01| 0.73 £ 0.02 |0.74 = 0.01|0.66 % 0.02
s 0.26 £0.01{0.93 £0.04| 0.85+0.03 [{0.25£0.01{0.79 £0.02 {0.78 £ 0.02{0.58 £ 0.02| 0.40 = 0.02 {0.83 = 0.03]|0.76 £ 0.03
ky,
-1 41.03 + 1.29 35.25+1.07 28.23 +0.66 33.58 £ 1.43 32.12£0.93
McC
Kpred** 1.52 1.46 1.83 1.88 1.17
Fo 0.35% 0.4* 0.36* 0.33* 0.39% 0.37* 0.34* 0.32% 0.3* 0.27*
Vj 0.63* 0.59* 0.65+0.01 0.81* 0.55% 0.62 +0.02 0.57* 0.58* 0.58 £0.02 0.60*
PI 0.15% 0.48* 0.47 £0.03 0.05*% 0.57 £ 0.01 {0.38 £ 0.04/0.64 = 0.02 0.52% 0.66 + 0.11 0.65*
F,/Fy 0.58* 0.71* 0.71%* 0.59* 0.67* 0.69* 0.71* 0.73* 0.76* 0.78*

IIpumeuanue. [1puBeneHsl cpeqHNUe 3HAYCHUS M CTaHOApTHas ommnoka. * — CrtanmaptHasa ommboka < 0.01; ** — mapametp

K

pred ObLT

3a(huKCUpOBaH B XOJie OINpPEAC/ICHUsT CTAaHIAPTHBIX OTKJIOHEHUI TTapaMeTPOB, MOCKOJIbKY OblIa OOHapyKeHa OOJIbIas KOPPEsLMs

MEXIY HUM U [1apaMeTpoM K.

PaKTEPHOEC BpEMsA IIpU M3MCHCHUN MHTCHCUBHOCTU
HeﬁCTBYIOLHCFO CBE€Ta HEC JOJDKHO U3MCHATLCA.

OBCYXIEHUE PE3YJIIbTATOB

HMcrnonb3oBaHe MaTeMaTU4e€CKOM MOMIENIN U Ta-
pameTtpoB JIP-Tecta moO3BOJMIO IIOJAY4YUTHh KOM-
TUIEKCHYIO OLIEHKY Te€TepOT€eHHOCTH PEeaKIIMOHHBIX
teHTpoB PCII o151 sITH pa3anyHbIX BUIOB BOJOPOC-
neii (Ankistrodesmus, Chlorella, Pleurochloris, Scened-
esmus, Stichococcus), KaXIyi0 N3 KOTOPBIX BhIpaIlIn-
BaJid B JIBYX Pa3HbIX CBETOBBIX yCI0BUsIX. HecMoTpst
Ha 10, 4T0o DMCII sIBAsIETCS JOBOJIBLHO KOHCEPBATUB-
HBIM MUTMEHT-0€JIKOBbIM KOMILIEKCOM, reTepOreH-
HocTh DCII nposiBiIsieTcsS U y BCeX BUAOB BOOOPOC-
JIeii, BEIpAllleHHBIX B OMMHAKOBBIX CBETOBBIX YCJIOBU -
sIX, 1 Y OMHOTO BHMIa BOIOPOCJM, BBIPAIIEHHOIO B
Pa3HBIX CBETOBBIX YCJIOBUSIX (Tab. 1). MI3BecTHO, UTO
ONTUMalbHbIE 3HAYEHUSI OCBEIIIEHHOCTH JIJISI pa3HBIX
BUJIOB BOJOPOCJIEN BApPbUPYIOT B IIIUPOKUX MpeIeaax.
B 3aBucMMOCTM OT MpearnoyTeHui YCIOBUM pocTa
BOIOPOCIM, KaK U BEICIIINE PACTEHUS, MOXKHO pa3Jie-
JINTh Ha CBETOJIIOOMBBIE U TeHEBbIHOCIMBLIE. CBETO-
JIIOOUBBIE BOJOPOCIN HYXKIAIOTCS B OOJIBIIIOM KOJH-
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YyecTBe cBeTa JJIs1 HOpMaJIbHOTO pocTa U (POTOCUHTE-
3a. OTO, B OCHOBHOM, CHUHE3€JIeHble W MHOTUE
3eJIeHble BOAOPOCIU, KOTOpPble OOWJILHO DPAacCTyT B
JieTHee BpeMsl B BEPXHUX CJIOSIX BOMbl. TE€HEBBIHOC-
JIMBbIE BOIOPOC/IM, HAMpPOTUB, TMPUCHOCOOJIEHBI K
YCJIOBUSIM HU3KOM OCBEILLIEHHOCTU U U30€TratoT sSIpKo-
ro cBeta. Mcriosib3yeMble sl aHalU3a B JaHHOM pa-
00Te BOIOPOCIIH SIBJISTIOTCS JTAOOPATOPHBIMU KYJIBTY -
pamMu, coAepXalllMMHUCSI B OJWHAKOBBIX CBETOBBIX
ycinoBUsAX. B ecTecTBEHHBIX YCIOBUSIX 3TU BUIIBI BO-
Jlopociieii MOTyT BXOAUTh B COCTaB TIJIAHKTOHA TIPY-
IoB 1 o3ep. [IpeanoureHne Tex NN UHBIX CBETOBBIX
YCJIOBUM MTPU CXOXECTU (POTOCUHTETUUECKOTO arra-
pata, BO3MOXXHO, omnpeaensieTcss (GU3noJIorueii 3Tux
OpraHU3MOB, CJIOXHUBILIEHCS B MPOLIECCe IBOJIIOLIMH.
Munekcel Pl (MHOEKC NOPOU3BOIUTEIBHOCTU) U
F,/F,, (KBaHTOBBIi1 BBIXOZ NEPBUYHON (POTOXUMUM)
IOKa3bIBAIOT, UTO 1151 Ankistrodesmus 6oJee npeano-
YTUTEJIEH BBICOKUIA cBeT, Wit Chlorella — 6onee HU3-
KMI1 cBeT, Torma Kak ocrtanbHble (Pleurochloris,
Scenedesmus, Stichococcus) 1Toutu 0e3pa3IMYHBL K
CBETOBBIM YCJIOBUSIM UX KYJIbTUBUPOBAHMUSI.
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HMHTEeHCUBHOCTH
(yopecuieniuu, OTH. €.

JETTEPEBA wu np.

1
Bpewms, mc

Puc. 4. PasnoxeHue KpUBOi MHAYKUMU (diyopecleHInu, moaydyeHHou mius Chlorella, BeipalieHHo# npu 8 BT M 2! (35
MKB-M_zc_l), Ha TpM 5KCTIIOHEHIIMaNbHbIE (ha3bl (cymma Tpex pyHKumii Buna: A; (1 — exp(—#/t;)) B makere pyPhotoSyn meto-
JOM HaMMEHBIINX KBaIpaToOB: HayaJlbHasi — oTpuLaresbHast (4; < 0), 1 IBE MOJOXUTEIbHBIE, OCHOBHASI, Ay, COOTBETCTBYIO-
mast anbda-1eHTpaM, U JOMOJHUTEIbHAS C MEHBIIEH aMITIMTY IO, A3, COOTBETCTBYIOIIAs OeTa-LeHTpaM. Busyanuzanus pas-
JIOXKEHUSI B BUIIE CTYIIEHUATO KpMBOIi ITOJIydeHa METOIOM, OMMCAaHHBIM B [32].

Db dekTUBHOE cCeUeHNE TTOTJIOIIEHUS CBETOCOOM -
paroliieii aHTeHHBI y alib(a-1IeHTPOB, XapaKTepu3ye-
MO€e ITapaMeTPOM MOIENH K,, Y BCEX BUIOB, KPOMeE
Ankistrodesmus, Ha 00Jice BEICOKOM CBETY POCTa yBe-
mmuuBaetcs (y Chlorella 3HauuTebHE, YeM y Ipy-
Tux), y Ankistrodesmus HeMHOro yMeHbliiaeTcs. B 11e-
JIOM 3TO KOPPEIUpYyeT C IIPEHIIOYTUTEIBHOCTBIO B
cete no napamerpam Pl u F,/F,,. U3smeHeHue noau
anbda- 1 0eTa-LIEeHTPOB, TAKXKE KAK U MapameTp k,,
oTpaxaeT udMeHeHus1 B cBetocoope PCII. Ananus
M3MEHEeHUS 10JIU ajibda- 1 OeTa-1IeHTPOB ITOKa3bIBa-
etT, uto y Chlorella u Stichococcus nomst anbga-1eH-
TpoB nagaet Ha 8—10% 1pu pocTe Ha 60Jiee BEICOKOM
CBeTy, Torna Kak y Pleurochloris, Ha0o00poOT, Bo3pac-
Taet, a y Ankistrodesmus n Scenedesmius TIpaKTUIECKU
HE MeHsIeTCs. MOXKHO MPeanoa0KUTh, YTO OTMEUYEH-
HOe paHee yBeJnyeHue 3(PPeKTUBHOTO ceueHUs CBe-
TOocoOMpalolleil aHTEHHEBI IIpU IeMCTBUM HeOIaro-
NPUSTHBIX (PaKTOpOB cpenbl [33] MoXeT OBITh CBsI3a-
HO C YyMEHbIIEHUEeM JIOoJM OeTa-IeHTPOB IIpU
CHIZKEHUM CKOPOCTH POCTA KYJIbTYPHhI.

M3MmeHeHMs B aKLIEITOPHOM YaCTU XapaKTepU3y-
10Tcd TmapaMeTpoMm Vj, (monsa Qg-HeBOCCTaHABIMBA-
IOILIMX LIEHTPOB). AHAIN3 TTOKA3bIBaeT, YTO HAMOOJIb-
1iee yBeJMueHue A0Iu Qp-HEBOCCTAHABIMBAIOLINX
1IeHTPOB (Ha ~15% 11pu pocTe Ha BLICOKOM CBETY) Xa-
paktepHo miast Chlorella, MmeHee 3HauuTeslbHOE (Ha
~7%) s Pleurochloris, TipakKTUIeCK He MEHSIETCS ¥
Scenedesmus n Stichococcus, 1 HEMHOTO mnajgaeT (Ha
~4%) y Ankistrodesmus. BugHo, 4T0 U3MEHEHUE TOJTU
Qp-HEBOCCTAaHABINBAOIINX LIEHTPOB, KaK 1 a(Ppdex-
TUBHOE CeYeHVE aHTeHHBI, KOPPEIUPYET C TIPEaro-

YTUTEJIBHOCTBIO CBETOBBIX YCJIOBUI pocTta 1Mo Pl mn
F/F,.

N3meHeHus B ImoxKasaTeiidx, CBA3aHHBIX CO CBETO-
C60pOM, MHTYUTHUBHO OXWNIACMBbI. Heckonbko He-

OXUIAHHBIMUA OKa3aJINCh M3MEHEHUS aKTUBHOCTU
KUCJIOPOA-BBIAEISIONIET0 KOMILIEKCa B 3aBUCHUMO-
CTH OT CBETOBBIX YCJIOBHUII pocTa. JloNsT aKTUBHBIX
KBK (mmapameTp s B MozieIn) IIpU pocTe Ha OoJiee BbI-
COKOM CBeTy 3HauuTelbHO MeHsieTcst 'y Chlorella
(ymenbimaeTcst Ha ~60%) 'y Ankistrodesmus (yBenm-
ypuBaeTcs Ha ~ 65%), MeHee 3HaUYUTeNbHO — Y Scened-
esmus 1 Stichococcus,  TPaKTUIECKU HE MEHSIETCS Y
Pleurochloris. Kak yka3bIBajaoCh BBIIIE, U3MEHEHIE
aktuBHocTH KBK MoXeT ObITh CBSI3aHO CO CTAIUSIMU
coopku unu aerpagaiuu PLL @CII [1, 2] B npouecce
pocTa KyJIbTYphL. YBeIWUeHe MHTEHCUBHOCTU CBETA
yckopsieT ¢potonoBpexaenne PLI. CuHTe3 6eIKOB U,
COOTBETCTBEHHO, MPOLIECCHI perapaiiy MOBPEXKICH -
HBIX HEHTPOB, KaK M POCT KYJBTYPHI B LICJIOM, TAKKe
YCKOPSIOTCS TIPU YBEJIMYEHUY MHTEHCUBHOCTHU CBETA
JI0 HEKOTOpOTo mnpeaena. B ¢Bs3u ¢ 3TUM, B 3aBUCH-
MOCTH OT TOTO, SIBJISIOTCS JIN OPTAHU3MBI CBETOIIO-
OUBBIMU WJIM TeHEBBIHOCIMBBIMU, TIPU OJMHAKOBOM
U3MEHEHUY UHTEHCUBHOCTH cBeTa noist PLI ¢ Heak-
tuBHBIM KBK MOXeT y OMHMX BUIOB YBEIMUYNBATHCS,
ay Ipyrux — yMeHbInatbcs. [1pu nusMeHeHn MHTEH-
CUBHOCTHM CBETa MOTYT TakXe BKJIIOYAThCS CIELM-
(ruHBIE MeXaHU3MBI OTBETA Ha cTpecc. Tak, B pabo-
Te [39] obcyxmaercst pusnogorudyeckasi poiab IUTO-
xpoMa bssg, Bxogsero B cocraB @CII, B perynsiuuu
coopku wnm aerpagauuu PLI u, B yactHOCTH, Map-
ranueBoro kiactepa KBK 1mpu pa3HbIX ”THTEHCMBHO-
CTSIX CBETA.

CyMMUpyd B KOMIUIEKCE U3MEHEHUST BCeX MOKa-
3aTesieil, MOXXHO TIPeINoJ0XUTh, YTO CpeIn UCCe-
JIyeMBIX BOIOpOCIieil Hanbosiee YyBCTBUTETLHBIMU K
CBETY IpH BEIpAIlIMBaHUM OKa3alnucCh Ankistrodesmus
u Chlorella. Boyee BEICOKM CBET ITPEATOUYTUTEIbHEHN
st Ankistrodesmus v MmeHee Bbicokuit nis Chlorella,
IpH 3TOM Yy Ankistrodesmus Ha MeHee 0J1aronpUITHOM
CBETY YXYAIIAIOTCS I0Ka3aTeJId TOJBKO JOHOPHOI
gact @CII — aKTUBHOCTb KUCTIOPO/ -BhIAEISIONIETO
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KOMIIJIeKca, Torna Kak 'y Chlorella yxynimaioTcs 1oka-
3aTeJIU U IOHOPHOM, 1 aKIIETITOPHOM YacTei, a TaKXKe
CBETOCOOMpAIOIIeit aHTEHHBI.

B zakmoueHne Xxoteaoch Obl MOTYEPKHYTh, YTO
NpUBEIeHHBIE OLIECHKM He MPeTEeHAYIOT Ha OKOHYa-
TEIbHBII BEIBO/, 11O padoTe (POTOCMHTETUYECKOIO ar-
rmapaTta HCCJIeIOBaHHBIX BOIOPOCJE B pasIMUHBIX
CBETOBBIX yCJIOBUSIX pocTa. CKopee 3TO IMpUMep KOM-
MJIEKCHOI'O UCII0Jb30BaHMS MIPOCTOM Moaenau u JIP-
TecTa IUISI BO3MOXHOCTHM BCECTOPOHHETO aHalu3a
appextruBHOCTU paboThl PCII U ee oTIEeNBLHBIX Ya-
CTell B pa3IUYHbBIX YCIOBUSIX POCTA.

OMHAHCHUPOBAHUME PABOTHI

Pabora BeITTOTHEHA TpU (PUHAHCOBOM ITOAIEPKKE
Poccuiickoro HayuHoro ¢onHaa (rpaHt Ne 22-11-
00009).
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Assessment of Antenna Heterogeneity and Activity of the Oxygen-Evolving Complex
of Photosystem II Using Mathematical Methods

N.S. Degtereva*®, T.Yu. Plyusnina*, S.S. Khrushchev*, R.N. Chervitsov*, E.N. Voronova*,
0.V. Yakovleva*, T.K. Antal**, G.Yu. Riznichenko*, and A.B. Rubin*

*Department of Biology, M.V. Lomonosov Moscow State University, Leninskiye gory 1/12, Moscow, 119234 Russia

**Laboratory of Integrated Environmental Research, Pskov State University, Sovetskaya ul. 21, Pskov, 180000, Russia

Photosystem 11 is one of the main pigment-protein complexes of photosynthesis, which is highly sensitive to
unfavorable environmental factors. Heterogeneity of properties in photosystem II is a key factor for the re-
sistance of autotrophic organisms to stress factors. Assessment of the photosystem Il heterogeneity can be
used in environmental monitoring for rapid detection of environmental pollution. The paper presents an in-
tegrated approach for assessing the heterogeneity of photosystem 11, based on a mathematical analysis of the
shape of the chlorophyll a fluorescence induction curve of samples treated with 3-(3,4-dichlorophenyl)-1,1-
dimethylurea using a mathematical model and the parameters from the JIP-test. Fluorescence induction
curves obtained for treated samples from Chlorella, Scenedesmus, Ankistrodesmus, Pleurochloris, and Stichoc-
occus cell cultures grown under 8 and 16 W-m~—2 of light intensities were analyzed. For all cases, the relation-
ship between reaction centers and different antenna sizes (alpha and beta centers) was assessed, and the part
of active and inactive oxygen-releasing complexes was determined.

Keywords: photosystem 11, mathematical model, heterogeneity of the reaction center
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KPACHOTI'O CBETA B PEAKIIMOHHBIX HEHTPAX ®OTOCUCTEMBI 1

N3 IMAHOBAKTEPUMUM Acaryochloris marina
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[IpeobGpazoBaHue SHEPTUU CBETA OJIMXKHETO MH(PPAKPACHOIO CIIEKTPaIbHOTO AUarna3oHa GOTOCUHTETUYE-
CKUMU TTUTMEHT-0EJTKOBBIMM KOMIUIEKCAMU MHTEHCUBHO MCCIIEMyeTCsl B TIOCIeIHUE TONBI B CBSI3U C OT-
KpPBITMEM 1IMaHOOAKTepUii, B (DOTOCMHTETUYECKOM arlllapare KOTOPBIX MPUCYTCTBYIOT ITOIIOIIAOIINE
IUTMHHOBOJTHOBBIN CBeT XJIOpodWuibl f 1 d. Ocoboe MecTo B PsITy TaKUX ITMaHOOAKTepWii 3aHUMAaeT
Acaryochloris marina. Ee otocucrema I comep>kUT NpenMyIIeCTBEHHO XJI0PO(UILT d, OH BXOAUT B COCTaB
CIIeMaIbHON Mapsl P74, CIIEKTp MOMIOIIEHUST KOTOPOY CABUHYT B KpacHYIO oosiacTh Ha 40 HM. 910 00y-
CJIaBJIMBAET CHUXKEHNE SHEPTUM BO30OYXIEHHOIO COCTOSIHUA P74 Ha ~0.1 3B mo cpaBHeHMIO ¢ comepxa-
et xsropodmint a porocuctemoii 1. Kommiekcen porocuctemsl 1 u3 A. marina nMe1oT 1 Ipyrue ocCoOeH-
HOCTH: YeThIpe MOJIEKYJIbI XJIOpodULIa a peaKIIMOHHOTO IIEHTPa 3aMEHEeHBI Ha XJI0pOMUILT d, a TPEeThs Ta-
pa MOJIEKyn1 XJIOpodWiUIa @, YIacCTBYIOIIMX B TMepeHOce 3JieKTpoHa, — Ha ¢deodputuH a. Hamuuwme
CNEKTPAJIbHO pa3nyaronmxcs: Kopakropos (xiaopoduiia d u heoduTrHa a) MO3BOIUIO HAIEKHO yCTa-
HOBUTHh MHTEPMEIUAThI TIEPBUYHBIX PeaKIlUil pa3nesieHus 3apsaoB B naHHOM dotocucteme 1. B HacTos-
1meM o030pe MBI PAaCCMOTPUM TIOCJIENHUE Pe3yIbTaThl U3Yy4YeHUST (POTOXUMUUECKOTO IpeoOpa3oBaHUs
9HEPIUH B peaKIIMOHHBIX IIeHTpax oTocucteMsl | n3 A. marina 1 BO3MOXHBIE MeXaHU3MbI KOMITCHCAITUH
9HEPreTUYECKUX MOTeph MPU MCITOJIb30BaHUM TSI (DOTOCUHTE3a HU3KO9HEPTeTUYECKOTO TaJIbHETO Kpac-
HOTO CBeTa.

Karoueenie crosa: pomocunmes, oanrvHuil KpacHlii ceem, xaopoghuan d, pomocucmema I, pazoenenue 3aps008,
KuHemuueckoe Moodeauposanue.

DOI: 10.31857/50006302924030084, EDN: OFLWPP

KimtouyeBBIM  KOMITOHEHTOM  (DOTOXUMHYECKOTO
peoOpa3oBaHUs SHEPTUU COJIHEYHOTO CBETa MpPH
OKCUTEHHOM (DOTOCUHTE3¢ SIBJISIIOTCSI MOJIEKYJIbI
xsopodmiia. XJI0pohWIT OTBETCTBEHEH 3a ITOTJIO-
11IIeHMe OCHOBHOI 4YaCTU SHEPTUH, a TAKXKe y4acTBYeT
B [IEPBUYHBIX peaKIIUsIX pa3aejeHUs 3apsiIoB U nepe-
Hoca 2JIeKTpoHa. JIo HemaBHeTo BpeMeHU CUNTAIOCh,
9TO TOJIBKO KOMIUIEKCH XJIopodmia a (X1 a) MOTyT
HETIOCPEICTBEHHO OCYIIECTBISITh (POTOXMMUYESCKOE
pasneNeHne 3apsaoB B peaKIIMOHHOM IieHTpe. Jpy-
rue xyuopodwuisl — b, ¢, d n f — paccCMaTpUBaJINUCh

Cokpalenus: Xina — xiaopobwt a; Xnd — xjaopobwul d;
dC1 — dorocucrema I; ®CII — dorocucrema II; OC I-
X1 a —dorocucrema I, conmepxamiast  xnopodbumna; DPCI-
Xnd— dorocucrema I, conepxkaiast xiaopodwur d; peakiim-
OHHBIN LeHTp — PLI; ®eo a — dpeodurtuH a.

KaK aHTeHHbIE MUTMEHTbI, PACHIMPSIONIME CIEKTP
nerictBust otocuntesa [1, 2]. OgHakKo OTKpBHITHUE
1maHobakrepuun Acaryochloris marina, B KOTOpOii
xiopoduin d (X d) cocrasnszer 90—99% ot Bcero
coliepXKaHUsl XJIOPO(UIOB, ITOKOJIE0AJI0 3TO YTBEP-
xnenue [3]. Xir d, Kak 1 X1 a, IBAgeTCSI XJIOPUHOM.
3aMecCTUTEeNIM 3TUX ABYX XJIOPOMPUIIOB OTINYAIOTCS
TOJIbKO B C-3 TMOJIOXKeHUHN KOJiblia A, Tie BUHWJIbHAS
rpyma XJ1 a 3aMeHeHa Ha OoJiee MOJISIpHYIo dop-
MIIBHYIO rpymmy B X1 d (puc. 1). Hanmune KeToHHO-
ro aToMa KMCJI0pOoa B CUCTEME COTPSI)KEHHbIX JT-CBS -
3eil TPUBOJAUT K CMEIIEHUIO 3JIEKTPOHHOM MIOTHO-
CTH XJIOPUHOBOTO KOJIbLIa, MO3TOMY mnojoca Qy B

cirydae Xi1 d CIBUHYTa B KpacHYIo 061acTh 10 697 HM
o cpaBHEHUIO ¢ 665 HM Xi1 a (puc. 1) [5].
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Puc. 1. XuMudeckuie CTpyKTYphI XJIOPUHOB (@) W X CIIEKTPBI MOTJIOLIEHUST B AM3TUI0BOM 3dupe (6). [TonoxeHne momaockl Qy,
COOTBETCTBYIOIIEI Tepexony Sy—S;, MpaKTU4YeCKU MIEHTUYHO B MoJieKyJax Xxjopobwriaa u deobutnHa a. INosgsieHue
9JIEKTPOOTPULIATENLHON (DOPMUSIBHOM T'PyNIbl B KOJbLie A MOJIEKY/bl XJopodwina d MPUBOIUT K CABUTY BCEro CIEKTpa
TMOMJIONIEHUST B KpacHyl0 06jacTh. B3anmoneiictBue Xi d ¢ 6eJKOBBIM OKpyXeHUeM (orocucteMbl 1 ycrimBaeT KpacHbIi
cIBUT criekTpa norytoieHust X d. Criektp X1 d mpuBoauTcs o padorte [4].

B snexTpoH-TpaHcniopTHOU 1ienu A. marina obe
dorocucremsl, porocucteMa 1 (PC I) u porocucre-
ma 2 (DOCII) comepxXaT IIpeUMYIIECTBEHHO XII d.
DyHkIMm  HoToCUCTEM B 3TOM HEOOBIYHOM IIH-
aHOOaKTepuu, BOCHOBHOM, TaKHe Xe, KaK 1 B Coaep-
Kamux XJI @ KUCJIOPO/I-BbIACISIONIMX OpraHu3Max.
Bbnaronaps coBmectHoit padote @C II u ®C I sHep-
TY$1 COJTHEYHOTO CBETA MCIIOJb3YETCS ISl OCYIIIECTB-
JIEHUSI OKUCIUTEJIbHO-BOCCTAHOBUTEIbHBIX PeaKIIMi
U YCTaHOBJIEHUS TTIPOTOHHOTO IrpajineHTa Ha TUJIaKO-
uaHoit MmemOpaHe. MTorom mociaemoBaTeIbBHOCTH
CBETO3aBMCUMBIX PEaKIIMiA SIBJISIETCI OKUCIIEHUE BO-
Ibl Ha JOHOPHOM KOHIIE LIETIM U BOCCTaHOBJICHUE
HU3KOMOTECHIIMAJILHOTO aKllenTopa 3aeKTpoHa (dep-
peIoKCcHHA) Ha aKlLenTopHoM KoHlle. Ha moHopHoit
cropoHe PC II co3gaeT BLICOKUIT OKUCIUTEIbHBINA
noteHuMan (> 1 B mpoTB HOpMaJIbHOTO BOJOPO.-
HOTO 3JIeKTpoia), B TO BpeMsl KaK Ha aKlLEeNTOPHOI
cropoHe B @C I obpasyeTcsi CUIbHBINF BOCCTAHOBU -
TeJb C ToTeHIMaaoM Hike —1 B (puc. 2a) [6—8]. Ta-
KUM 00pa3oM, pa3HOCTb TMOTEHILIMAJIOB Ha KOHIIAX
9JIEKTPOH-TPAHCIIOPTHOM 1IeNu TipeBbiliaeT 2 B.
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CBeTo3aBUCUMOE pasacjacHue 3apA10B B OUMEPE

ximopoduira [ Xn-Xn]* - [X.J'I+XJ'[_] TTO3BOJISIET CO-
37aBaTh Pa3HOCTh ITOTEHIIMAIOB He Ooiiee 1.7 B, mo-
atromy B @C [ u @C II ocyiiecTBasieTcst IPOTUBOTIO-
JIOXKHA 110 3HAKY afalTalus peloKC-CBOMCTB MOJIe-
Kya1 xjopoduaa 3a CUYeT MX B3aMMOIEUCTBHUS C
OEJIKOBBIM OKPYKEHUEM.

B ®C 1, comepxameit Xna (OC I-Xi a), B mipo-
1iecce TpeBpalleHUY SHEPTUU U3 CBETOBOI (pOpMBI B
XUMHWYECKYI0O MOXHO BBIICIUTD CIIEAYIOIINE STAIlbI:
1) morynoleHne CBeTa 1 IIePeHOC IHEPTUU BO30YKIe-
HUS Ha peakuMoHHBIU 1ieHTp (PLI), 2) mepBu4HOE
pazneneHue u ctabunmsanus 3apsaoB B PLI, 3) nepe-
HOC 3JIEKTPOHA 1 BOCCTAHOBJIEHIE BHEIITHETO aKIICII-
Topa, 4) BocCTaHOBJIeHNE (DOTOOKUCIIEHHOTO JOHOpa
2JIEKTPOHOB. KaxXnblii 3Tan OCyIIECTBIISIET OCOOBIN
Habop KopakTopoB (puc. 20).

3a rnorjolleHue 1 IMepeHoC S3HEPTUN B peaKIIMOH-
bl neHTp B MC I pacrennii, Bomopocieii u 60Jb-
IIIMHCTBA IMAHOOAKTEePUIA OTBEYAET BHYTPEHHSIS aH-
TeHHa 13 90 Monekyn Xi1 a u 22 MoJieKys 3-KapoTu-
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Puc. 2. MexaHu3M (POTOCMHTETUUECKOTO TpeoOpa3oBaHUs 3Hepruu (a) M MOJEKYJsIpHas OpraHu3amvs KodaKTOpoB
pPEaKkIMOHHOIO LEHTpa U 32JEKTPOH-TpaHCHOPTHOM Iienu (0) B coaepxalueit ximopodwul a dortocucteme 1. IlepeHoc
3JIeKTpoHa 110 1enu KodaktopoB B @C [-XJ1 ¢ MPOUCXOIUT IO IPaTUeHTy OKHUCIUTETbHO-BOCCTAHOBUTEILHOTO MTOTEHIIMAA
(Ep’). Oxono MOJOBUHBI 3HEPrMU KBaHTA, MOTJOLIEHHOTO PEaKLUMOHHBIM LIEHTPOM, PAcXoayeTcsl Ha CcTabuiM3aluio
006pa30BaBLIMXCS] NOH-paIUaIbHBIX Map. 3HaueHus £\’ 1t KodakTopoB Ay U A NPUBENEHBI YCJIOBHO, TaK KaK OHM JIeXaT
HUXXE Mpenena OKUCIUTEIbHO-BOCCTAHOBUTEIBHOTO TUTPOBaHUs. B KauyecTBe 3K30r€HHOTO PacTBOPMMOIO akIenTopa
9JIEKTPOHA Ha pUCYHKe mpuBeaeH ¢eppenokcuH (Mdm), B KadecTBe BHellHero moHopa — Iiactoumanud (Iim), kak
YHUBEpCaJbHbIE aKLIENTOP U JOHOP JUIsl IMaHOOAKTepHii, BOAOPOCIEH 1 BBICIIUX pacTeHUil. B KauecTBe mprmMepa cTpoeHust
®C I-Xn a ucnonb3oBana ctpykrypa @C I nmanodakrepuu Thermosynechococcus elongatus [9].

Ha. B psige opraHM3MoB OHa BKJIIOYAaET 3KCUTOHHO-
COMpPSIKEHHbIE AUMEPBI U TpUMepbl XJT @ WU MOJie-
KyJibl xjiopodusia f, KOTOpble BBICTYTAIOT KakK JIO-
BYIIKHM B HU3KO3HEPTeTUUECKOIT (KpacHOIi) 001acTu
criektpa [10—12]. 3HaunuTeIbHBIN pa3Mep aHTEHHBI 1
MPUCYTCTBUE HU3KO3HEPIeTUUECKUX JIOBYIIEK Mpe/-
CTaBJIAIOT TPYAHOCTHU [JI51 aHaJI13a IIPOLIECCOB Iepe-
Hoca sHepruu B ®C I-Xi1 ¢, B HACTOSIIIIMIT MOMEHT
JUIS UX OIMMCAHUS Ha OCHOBE KpucTajiorpaduye-
ckoii cTpykrypel DPC I-Xi1a u3 umaHoOaKTepuu
Thermosynechococcus elongatus  TpPeIIOXXEHO  He-
CKOJIBKO TeOpeTUUYECKUX Moaeneii [13—16].

B nepBrUYHOM pasneieHuH 3apsiioB U TTOCTEayI0-
1Iei cTabuaIn3aluy MOH-paauKaIbHOM Maphkl ydacT-
BYIOT 6 MOJIeKy XJI @ peaKIIMOHHOTO IIeHTpa, CPeaun
KOTOPBIX MOXHO BBIICIUTH TpU AuMmepa. Criernaib-
Hasg napa Py, mpeacrasisier co0oil MpakTU4eCKU

cuMMeTpuuHblii 1umep P, Pp, pacnonoxeHHblil Ha

LIeHTpaJIBHOI ocu C,-CUMMETpUM KOMIUIEKCa, IBa
IVMepa, COCTOsALINE U3 MOJIEKY X, U X3 (MHaye
oHMu obo3HauvawTcsa eC2 u eC3), HaxodsdTcs 1Mo obe
CTOPOHEI OT P7gg. duMepnl Xiy-Xi34 U Xilhg-Xii3g
TpaIULIMOHHO 0003HAYaIoT KakK Aga U Agg. BMecTe ¢
MOJIEKYJIaMU (PUJUIOXUHOHA Ao U A|g OHU 0Opasy-

IOT IBE CUMMETPUYHbBIE BETBU MEPEHOCA 3JIEKTPOHA.
B otiinune or 6akrepuanbHoro PLL u @C 11, o6e BeT-
BHM YYaCTBYIOT B OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIX
peaxkimsx.

MounekyasipHasi IpyUpoJa TIEPBUYHBIX UOH-PAIU-
KaJIbHBIX TMap, COOTBETCTBYIOIIME KHUHETUYECKUE
(KOHCTaHTBI CKOPOCTU peakuuit k4, k4,) U TepMO-
JIMHaMU4eckue (M3MeHEeHUe CBOOOIHOM SHEPTUU pe-
akuuii AG,, AG,) mapaMeTpsl 3JIEKTPOHHBIX IIEPEXO0-

JIOB MEXXY LIECThIO MOJIEKYJIaMU XJI @ peaKIIMOHHO-
ro 1IIEHTpa OO0 CHUX IIOp SBJSIOTCS IIPEIMETOM

BUODU3MUKA Ttom 69 Ne3 2024
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IucKyccuu. JIBe pa3inyHble MOJIEIN, ONUChIBAIOIIE
pasaelieHre U CTaGMIIN3alIMIo 3apsaa0B, MOKAa3aHbI Ha
cxeme 1 [17] m OymyT obcykmatbcsa Hike. Ciemyer

To

501

CUMTATh 3Ty CXEMY YIIPOILIEHHOM, ITOCKOJbKY OHa He
YYUTHIBAET B3aUMOJIEIICTBUE BETBEIT B mpoliecce Te-
peHoca syekTpoHa [18—21].
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Cxema 1. [NocnenoBaTeIbHOCTh (hOTOXUMUUECKUX peakiinii B koMruiekcax @ C 1-Xt a.
Bo30ykneHHbIC COCTOSTHUSI TUTMEHTOB aHTEHHEI IIPEICTaBIeHBI 0JIOKOM [Ant]*, BO30yKIeHHEIE
COCTOSIHMSI IECTU IKCUTOHHO-COMPSIKEHHBIX MUTMEHTOB PEaKLIMOHHOTO LIEHTPa — OJIOKOM
[P700]*, @ BO3MOXKHBIE COCTOSTHUS LIECTU MOJIEKYT XJI @ PEAKIMOHHOTO LEHTPA ¢ Pas/Ie/IeHHbIMK
3apsanamu — 61okamu [P, XJ'[2 1, X1, XJ'I3 1, [P790 XI[3 | 1 [P7g9 Al 1.

JocToBepHO TTOKAa3aHO, UYTO pa3IelieHue 3apsimoB
NPUBOIUT K 06pa3oBaHmIo Maphl P7y, X3~ u K me-
peHoCy 3JIEKTpOHA Ha (GUILIOXUHOH C 00pa30oBaHUEM
naper Py, A, ~. KoHcTaHTa cKopocTn BocCTaHOBIIE -
HUA QWITIOXWHOHA k3 OLIEHWBAETCS B IUana3oHe 25—
40 uc~! [17, 22-25].

HanpHeiilie peakuuud TepeHoca >BIIEKTPOHA
BKJIIOUAIOT BOCCTAHOBJICHUE XEJIe30-CEPHOTO KJla-
crepa Fy, rae cxomsiTcst aBe BETBU IEpeHOCA BJIEK-
TpoHa. ZKee30-cepHble Kactepsl Fa 1 Fg o6pasyror
aKLENTOPHYIO cTopoHy KoMmmekca @C 1-Xi a, Ko-

Topast obecrnieurBaet 3¢ (HEeKTUBHOE BOCCTAHOBJICHUE
3K30T€HHBIX aKILIENTOPOB 3JeKTPOHOB [26, 27],

+
P700 , B CBOIO O4YE€PECIb, BOCCTAHABJINBACTCA OT 3K30-

T€HHOTO JOHOpPa 3JI€KTPOHOB — IJIACTOLMAHWHA JIU-
60 LUTOXpOMa Cg.

XTI a pmoiroe BpeMsl CUYUTAJICS HEOThEMJIEMBIM
kKoMnioHeHToM PII Boimensiomux kuciopon ¢oTo-
CUHTE3UPYIOINX OpraHnnu3MoB. OTKpuITUEe A. marina
MOCTaBMJIO BOIIPOC, BO3MOXKHA JIM reHepanus B o-
TOCUHTETUYECKOM 3JI€KTPOH-TPAHCIIOPTHOM LIETIN C
yuyactueM XJ1 d HeoOXOIMMOTO BOCCTAaHOBUTEIBHOTO
noreHnuana [28].

B naHHOM 0030p€e MBI OCTAHOBMMCSI Ha OIIMCAHUU
MOJIEKYJISIPHBIX MEXaHU3MOB peaKIlUii pa3aeaeHust 1
CTaOWJIM3allUM 3apsiioB B pPEaKIIMOHHOM IIEHTpE
DCI1 u3z A. marina (OC 1-Xn d). MBI paccMOTpUM
HeoObIYHBIN cocTaB KodakTopoB OC I-X1 d, como-
CTaBUM KWHETUYECKHE U SHEPreTUYSCKHe ImapaMeT-
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pPBL TIEPBUYHBIX (DOTOXUMUYECKUX PEAKIINIT B KOM-
iekcax OC [-Xn d n kanounyeckoit ®C [-Xi1 a.

XUMHNYECKASA IMTPUPOJA KOPAKTOPOB
N KMHETHUKA TTEPBUYHbBIX
®OTOXUMUYECKUX PEAKLIMIA
B PEAKOOIMOHHOM L EHTPE
OOTOCUCTEMULI I U3 A. marina

Xpomatorpaduyeckuii aHajIu3 KJIETOK U BBIAC-
JeHHbIx KomiuiekcoB PC 1 us A. marina 1moxasai,
YTO TIOMUMO XJI d B HUX MIPUCYTCTBYIOT HEOOJIBIIIIE
KOJIMYECTBA  JPYrMX  MUTMEHTOB: Xjia U
deodbutnra a (Peo a) [29-31]. 1o 3TOI MpHUIMHE
HcclieIoBaTe I He UCKIoUanu, 9To Xi1 a 1 Peo a co-
CTaBJISIOT KATATUTUYECKUI LIEHTP (POTOXUMHUYECKUX
peaxkuuii B @C I u ®C 11 B A. marina, B To BpeMsI KaKk
X1 d sBasieTcsl aHTEHHBIM MUTMEHTOM [32].

OnHako MUKPOCEKYHIOHBIE muddepeHIInaTIbHbIe
criekTphl B mrana3oHe 400—850 HM B OTBET Ha BO3-
OY>XIAOIIYIO JIJA3ePHYIO BCIIBIIIKY C JJIUHON BOJHBI
532 HM TIO0Ka3aJii ABE OCHOBHEBIC ITOJIOCHI BEHIIIBETA-
HUI ¢ MakcuMymamu 455 u 740 HM, TTO3TOMY IIep-
BUYHBII JOHOD 371eKTpoHOB B 3T0i P C I 6bLT Ha3BaH
P-4 [29]. Ciextp mormnoieHus crieluaJlbHON Iapbl

B OC 1-XI11 d okazaincsa caBuHyT Ha 40 HM B KpacHYIO
CTOPOHY OTHOCUTENbHO P;oy B @C I-Xn a. Bo3Huk
BOIIPOC, YeM O0YCJIOBJIEH 3TOT CIIBUT: MOJIEKYJISIPHOM
MIpUPONIOI XJIopoduiIa Ui OSIKOBBIM OKPYKEHU -
em? P74 MoOr ObITh Kak 1uMepoM XI1 a, Tak U IAMe-
poMm Xid [29]. OxkoHYaTedbHBIIA BHIOOP B MOJb3Y
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Puc. 3. MonekynsipHast opraHu3alusi KopakTopoB peaKIIMOHHOTO LIEHTPa U 3JIEKTPOH-TPAHCTIOPTHOM LIENU B colepxKalleit

npeumyiectBeHHO X1 d porocucteMe 1 u3 A. marina [35,36].

X1 d mo3BoNMIO cAenaTtbh UCCIeIOBaHUE BBIIEJIEH-
HBIX KoMmIuiekcoB DC I meTromamu nHGpaKpacHO U
AITP-cniekrpockormu [33, 34]. BriociencTBum ObLIO
ToKa3aHo, 4To P74, Kak u P7(, mpencrasisger coooit
retepoaumep Xnd u Xnd’ (puc. 3) [35, 36]. Takum
oopaszom, ®C I u3 A. marina crana mepBoil U3BECT-
Holt DC | OKCUTEHHBIX OPTaHU3MOB, B KOTOPOIA TTep-
BUYHBIA JTOHOP 3JI€KTPOHOB OBLI IpPEACTaBJIEH HeE
X a.

TpymHee oKa3aaoch YCTaHOBUTH MIPUPOIY Kodak-
TOpoB Aga U Agg B PC 1 u3 A. marina. ABTopsl pa6o-
Thl [37] mpociennnm CHeKTpaJibHbIE M3MECHEHUS B
nostoce Qy (660—780 HM) Bo BpeMEHHOM Juana3oHe
0.6—256 mic B OTBET HAa HEM3OMpaTeIbHOE BO30YXIe-
HUEe XJI0poGWIa aHTeHHBI Ja3epHOM BCHBIIIKON C
JUIMHOM BOJTHBI 630 HM. I1py 3TOM crieKTpaJibHbIE U3-
MEHEHUS «3aKPBITHIX» LEHTPOB (T.€. KOMIUIEKCOB C
XUMMYECKU OKUCIEHHBIM P740) BBIUMTAIN U3 KUHE-

TUKU <«OTKPBITBIX» LEHTPOB (C BOCCTAaHOBJIEHHBIM
P740). DTOT MeTOI UCTTOTB30BAJICS B PAHHUX paboTax

¢ OC I-X1 a 119 otaesieHUsT aOCOPOLIMOHHBIX M3Me-
HEHMI peaKLIMOHHOTO LIEHTpa OT CIIEKTpaJbHON A1~
HaMUKU XJopoduiia aHTeHHHI [25, 38, 39].

[Mpennonaragoch, YTO pPa3sHOCTb IEPEXOMHBIX
CIIEKTPOB MeX1y P74) B BOCCTAHOBJIEHHBIM U NPENO-

KHUCJICHHBIM COCTOSTHUSIX OYHET BBISIBIISITH CITEKTPHI
KO(aKTOPOB, HEMOCPEACTBEHHO YYaCTBYIOIIUX B TIe-
peHoce 3iekTpoHa. OmHako B caydae DC I-Xid
CTIEKTPHI TEPEXOMHBIX MOH-PATUKAIBHBIX COCTOS-
HUI pa3pelIaanch II0X0 (Bpe3Ka Ha puc. 40).

Brutn paspenieHsl JBe KOMIIOHEHTHI C XapakTep-
HBIMU BpemeHamu 6—7 1ic u 40—60 nic. B cnekrpe
OBICTPOII KOMITOHEHTHI MPOSBUIIACH T10JI0CA BHILIBE-

TaHUs ¢ MAKCUMyMOM Ha 680 M. OHa ucuesasa ¢ xa-
pakTepHbIM BpeMeHeM T = 50 Tc, MO3TOMY ee OTHeC-
JIM K CIIEKTPY aHMOHA MEPBUYHOIO aKIIETITOpa dJIeK-
TpoHa A,. CABHHYTBII B CHHIOIO 00JaCTb
OTHOCUTENbHO npyrux ximopodumioB PC I-Xiad
CIIEKTp IIOTJIONIEHMSI YKa3bhiBajl Ha TO, YTO XUMUYE-
cku A mpeacrasisaeT codolt X1 a, TeM Oosiee, 4To ero

conep:xaHue B Iipemnapatax BeiaeneHHoit MC I cocra-
BWJIO ~1—2 MOJIEKyJIbI Ha OMUMH KoMIuiekc [29, 30].

OngHako 3HAYUMMBIX W3MEHEeHUIl B o0J1acTu
740 HM, OTHOCSIILIMXCS K TI0JI0CE CIIeLUaIbHOM Maphl
P49, B OBICTPOVi KOMIIOHEHTE HE MPUCYTCTBOBAJIO

(Bpe3ka Ha puc. 40, TOHKasI CIUIOIIHAS JIMHU ). 3Ha-
YUTEJbHOE BBIIIBETAHME TIOJOCHI C IIEHTPOM Ha
730 HM TIPOSIBIISIIIOCH JUIb B MEIJIEHHONW KOMITO-
HeHTe (Bpe3Ka Ha puc. 40, MyHKTUPHAas CILUIOIIHAS
JuHus). TakuMm o0pa3oM, creKTpajbHble IOJOCHI

+
P740 B KMHECTUKE ITPOABJIAIMUCH ITO32KE, YEM ITOJIOCHI

ImpearnojgaracMoro AO_' IToMrMO MOJIOCHI BBILIBETA-

HusT Ha 680 HM, B muddepeHINaIbHOM CIEKTpe
OBICTPOI KOMITOHEHTHI HaOIIOIAIOCh TAKXKE BBILIBE-
TaHHe Ha JyInHe BOJIHBI 710 HM, a MeajIeHHast KOMIIO-
HEHTa cojepxKajla COIOCTaBMMOE YBEJIWYECHUE II0-
routeHus Xit a B ooinactu 680 HM.

st uHTEpIpeTally MOJYyYeHHBIX TaHHBIX aBTO-
pbl paboThl [37] mpearnonoxwin, 4yTo X a B caiite
eC3 gBisieTcs TIEPBUYHBIM aKIIEIITOPOM 3JIEKTPOHA,
a TIepBUYHBIM JoHOpoM sBisieTcst Chl d ¢ makcumy-
MoM TorJioneHust Ha 710 HM B caiite eC2. TlepBuu-
Hasl peakiiys pas3aejieHusl 3apsiioB MPOUCXOINT C Xa-
pakTepHbIM BpeMeHeM 1 = 6—7 nc. [locaenyrouii

IIEPEHOC 2JICKTPOHA Ha (1)I/IJ'UIOXI/IHOH Al KMHETHUYC-

BUODU3MUKA Ttom 69 Ne3 2024
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Puc. 4. INepexoanbie cniekTpbl @C [-Xi1 a u3 Synechocystis 6803 (a) npu Bo30ykneHuu Ha ayiuHe BosHbl 720 HM 1 OC [-Xn d
u3 A. marina (6) ipu Bo30yXIeHUY Ha JuiiHe BojiHBI 740 HM. Bpemennsbie 3anepxku: 0,1 mic, 1 ric, 3 ic, 8-10 1ic, 30 1ic, 100 nic
u 500 mc. HoMepamMu oTMeuUeHBI CIIeKTpajibHbIe 00J1acTH, CrielnduIecKn xapakTepusytoume natepmenuatsl B @C 1-X d.
Bpeska: crieKTpbl KHHETHYECKHUX SKCITOHEHIIMATLHBIX KOMIOHEHT pacrana (DAS) abcopbumonHoil nuHamuku OC [-Xo1 d u3
A. marina, NOJly4eHHBIC TTyTEM BBIYUTAHMSI CIIEKTPATIbHBIX U3MEHEHUM «3aKPBITHIX» KOMILJIEKCOB U3 U3MEHEHUM «OTKPBITHIX»

KOMITJIEKCOB MO JaHHBIM paboThl Kymasaku ¢ coasr. [37].

CKU COIIPSTXEH ¢ okuciaeHnueM P-4, u nmpoucxonur co
BpeMeHeM 7, = 40—60 ric. JlaHHBI1 MeXxaHU3M COOT-
BETCTBYET HMIKHEMY ITyTHU «XJI,» Ha cxeMe 1. [ToznHee
B pa6otax [17, 22, 40] momoOHBIIT MeXaHU3M OBIIT
MpeaIoKeH IS onmrucaHusl (hOTOXMMUUIECKUX peak-
muit B8 @C [-Xn a. DTa Moaenb UCHOIb30Balach B
nanbHeueM B padborax [41—43]. B nanHoM Mexa-
HU3MeE TIepBUYHOE pasaeieHue 3apsiIoB IMTPOUCXOIUT
Mexay X, 1 X3 He3aBUCUMO B KaXKIOM U3 IBYX BET-
Beit A i B, mepBUYHOIT MOH-paguKaabHONM mapoit
aBysieTcsl cocTosHMe [Xi, X |. CormacHo naH-

HBIM pabot [17, 22, 40], mocienymolliee OKHMCIIEHUE
P;¢ B kaHoHn4eckoit ®C I mpoucxoaur co BpeMe-
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HeM 6—8 mc, TIpenIiecTBysl BO BPEMEHHU IEPEHOCY
9JIEKTPOHA Ha (UJUIOXMHOH A CO BpeMEHEM 25—

30 e [22].

AJIbTEepHATUBHBIM MEXaHU3M, WCHOJIb3YIOIINIA
aHaJIOTUIO C MOCJeI0BaTeIbHOCThIO peaKInii pasae-
JICHUSI 3apsiioB B 0OaKTepuallbHOM PEaKIIMOHHOM
IIeHTpe, OBIT TIpeajioKeH B padortax [25, 44, 45]. B
JTaHHOM MEXaHU3Me TTePBUYHBIM JOHOPOM BJIEKTPO-
Ha SIBJISIeTCs clielluanbHast rnapa P, a mepBu4HBIM
aKIIeTITOPOM — BTOpasl MOJIEKyJia XJIOpoduia B O~
HOM 13 BeTBel A win B (BepxHmii myTh «P-(0» Ha cxe-
me 1). Kak 1 B 6akTepuabHOM LIEHTPE, ITOCIEIyIO-
1M MepeHoC 3JIeKTpOoHa Ha TpeTuit KodakTop (B
ciydae 6aktepuanbHoro PII — 6akTepuodeoduTuH,



504

B ciaydyae DC I — monexyna Xii3) IPOUCXOAUT OBICT-
PO, IO3TOMY TIEPBBIM HAOJIOAAEMbIM COCTOSTHUEM C

+ —
pasleIeHHBIMU 3apsaaamu aBisietcs napa Pgg X

0OBIYHO 00O3HaYaeMast Kak P700+A07. DHepreTuye-
CKMi1 ypOBEHb 3TOTO COCTOSIHUSI OTHOCUTEIbHO BO3-
Oy>XIeHHOro Xjopodujila aHTEHHBI B JaJbHEHUIIIEM
obo3HaueH Kak AG,= AG| + AG,. bimsocTb crex-

TpaJbHBIX CBOMCTB BO3MOXHBLIX WHTEPMEINATOB,
BO3HHUKAIOIIMX B X0oAe (DOTOMHIYLIMPOBAHHOTO pa3-
neneHus 3apsgoB B DC [-X a, 3aTpyaHseT UxX Ha-
IIeXXHOE OIpeaeieHue.

Hecmortpst Ha 1O, yTo B @C [-X71 d ciekTpel Ay~ U

+ +
P740" OKazanuch pasiuuuMel, CEKTpbl P74y " 1 BO3-

OYKIEHHBIX COCTOSTHUI XJ1 d aHTEHHEI IepeKphIBa-
1otcst. Kpome toro, Ha koMiuiekcax @C 1-Xi1 a 6bu10
MMOKAa3aHo, UTO B «3aKPBITHIX» U «OTKPHITHIX» PILI Ty-
meHue yopecueHUMM XJI ¢ aHTEHHBI IIPOUCXOIUT
C OoAMHAKOBOM ckopocTbio [37, 46, 47]. Cronap Xxe
ObICTpOE HEMPOM3BOAUTEBHOE TYIIEHHUE BO30YXK-
JIEHHOTO COCTOSIHMS HaOII0maaoCch B KOMILJIEKCAX
DCI-Xma, HecyllMX aMHWHOKHUCIIOTHBIE 3aMEHBI
BOM3U caiita eC2 [48]. OOBsICHEHEM MOXET OBITh
OrpaHMYEeHNE CKOPOCTU (POTOXUMHYECKMX peaKIIMii
KMHETUKOH Iepenayy SHepIuM BO30YKIeHMS OT aH-
teHHbI K PII [49, 50]. B aToM cilyyae cieKTpajibHbie
n3MeHeHUs1 KodakTtopoB PLI 1 aHTeHHBI MOTYT Iiepe-
KpBIBaThbCsI TakKxKe KuUHeTHdecku. Ilosatomy Mmeton
BBIUMTAHUSI CHEKTPAJIbHBIX U3MEHEHUM B <«3aKphI-
TBhIX» W «OTKPBITBIX» LIEHTPaX, UCIOJb30BAHHEINA B
pa6ote [37] nng ®C 1-Xi1 d, He TO3BOJISIET BBISIBISTH
ObICTpBIC DJIEKTPOHHBIE TEPEXOIbl, W IIOCJIeNOBa-
TEIBHOCTh (POTOXMMMYECKMX peaKLUii ocTajaach He
BITOJIHE OITPEACICHHOM.

B 2021 r. mosiBunacs crpykrypa @C 1 u3 A. marina
(PDB ID: 7CQOY) [35]. Ona noarsepania, 4to P74

sBJIsieTcs rerepoauMepoM Xt d u Xt d’, omHaKo caii-
THI cBI3bIBaHUS €C2 11 eC3 B 00e1X BETBSIX OKA3aJIUCh
3aHSTBI BOBCE HEe MoJieKyJiaMu XJT a. B caiiTax cBsI3bI-
BaHuA €C2 ObUIN BBIABIEHBI MOJIEKYINBL X1 d (XI1,5),

a B calitax eC3 — Monekymnsl dpeodpurnna a (Peo,, )

(puc. 3). PeoputH — OOBIUHBIIA KO(AKTOp IUT-
MEHT-0€JIKOBbIX KOMILIEKCOB BTOPOTO THUIIA, TAKMX
kak @C II, omHako OH HUKOT/Ia paHee He BhISBIISIICS
B MUTMEHT-0EJIKOBBIX KOMILIEKCaX MepBOro TUIIA, B
gactHOCTH B DPC 1.

Hammune B OC I-Xi1 d Ha KImo4eBOM MO3ULINU
eC3 wmonekynol ®Deo a, oTauyalolieiicss OT Bcex
OCTaJIbHbIX NUIMeHTOB (doTtocucteMbl PC [-Xi d,
JIaeT YHUKaJIbHYIO BO3MOXXHOCTb YCTAHOBUTH, T10 Ka-
KoMy IyTH — «P7((» (KOTOpBII B TaHHOM ciy4ae 60-
Jiee KOPPEKTHO Ha3bIBaTh «P-4») mwm «Xi,» — mpo-

TCKAIOT MNEPBUYHBLIC pC€aKIIMM, a TaKXKE OINPCACIINTD
HX XapaKTCpHbIC€ BpEMEHa T; U UBMEHECHUS CcBOOOI-

HOM sHepruu AG,.

INETPOBA u mp.

s ompeneneHUsi WHTEPMEIUATOB TIEPBUYHBIX
boToOXMMIYIECKNX peaKIInii OBITA TTPOBEICHBI N3Me-
peHus abcopobumnonHom nuHamuku @C 1-Xi1 d meTo-
oM (DEMTOCEKYHIHOM CIEKTPOCKOIUU «BO30YXKJe-
HUE—30HIUPOBaHHE» B IIUPOKOM CITEKTPATbHOM
okHe 400—900 um [51]. JdaUTeabHOCTh 3aACPKKU
MeXIy BO30YXKIaWIeil 1 U3MEPUTEIbHON BCITBIIII-
kamu Bo3pactaiia ot 0.1 7o 500 ric. HemsbuparenbHoe
Bo30yxneHue aHteHHbl @C [-X71 d npoBoamIN B 06-
smacty 630 HM, u3bupaTeIbHOE BO30YXKIEeHUE peak-
IIMOHHOTO IIeHTpa — Ha ITuHe BoHBI 740 HM. Takoit
BKCTIEPUMEHTATBHBIN TTOIXO MO3BOIWIT: 1) 3aperu-
CTPUPOBATh CHEKTpaJibHbie W3MEHEHUSI B TMOJoCe
Cope ¥ B gajbHeil KpacHOM 06JacTH CIeKTpa, The

+ p—
€CTb CIeKTpajbHble TOJOCH P74", Xind™ u Deo a™;
2) IpoCIenIuTh TMHAMUKY OTHOCHUTEIbHBIX BKJIAIOB

+ _
P40 1 ®eo,; 1o cnenuduuecKuM CeKTPaIbHbIM

MapkepaMm; 3) ONpenennTh, OrpaHUYMBAET JIX Tepe-
HOC 3Hepruu u3 aHTeHHBI B P1l oGpa3oBaHue MOH-

pammKaibHoii mapbi P1yy Meo, ;.

Panee cxomHBINM MOAXOI IIPUMEHSIJICS ST U3y4de-
Husg KoMiuiekcoB DPC I-Xi1a U3 1HMaHOOGAKTEPUU
Synechocystis sp. PCC 6803 [25, 52]. Ha puc. 4 cpas-
HMBAIOTCSI II€PEXOAHBIE CHEKTPHl IIOTJIOIICHUS
®dC I-Xita n3 umanobaxkrepum Synechocystis 6803
IIpU BO30Y:KJIEHUU Ha JJIMHE BOJHBI 720 HM (puc. 4a)
n aHanormdHble cnekTpbl OC I-Xi1d u3z A. marina
pH BO30Y:KIeHUM Ha JrHe BoaHbI 740 HM (puc. 40).

Oco0eHHOCTBIO A6COPOIMOHHBIX M3MeHeHnt DC
1-Xu1 a u3 Synechocystis 6803 ssBisieTcsl HaIUUUE ABYX
noJsoc BeiBeTaHUA 690 u 705 HM, MOABIAIOLINXCS
yX€ Ha CaMBIX KOPOTKMX BpPEMEHHBIX 3amepxkKKax
100 dc [25], yTO OBUIO MHTEPIIPETUPOBAHO KaK CBU-
JIETeJIbCTBO CBEPXOBICTPOTO pa3fefieHUs 3apsiaoB
Mexny P-og 1 Ay. IloznHee cBepxObICTpOE pasneie-
HHE 3apsaoB OBLIO IIPOaHAJIM3UPOBAaHO B paMKax
anuadbaTUYecKoll MoAeau CHUMMETPUYHOIO TeTpa-
MepHoro skcuruiekca XiipaPAPpXi,g, B KoTOpom
BO30yXIeHHOe cocTostHUE (XipaPAPpXihg)* cMe-
IIIAHO C ABYMSI COCTOSIHUSIMU C TIEpEeHOCOM 3apsiia
P700+X)'[2A_ nu P700+XH2B_ [19, 53] OpHako criek-
TpaJIbHbIE U3MEHEHUS B 00JacTH MOJIOCHl Qy, 00y-
CJIOBJICHHBIC BBILIBETAHUEM U CTUMYJUPOBAHHBIM
n3aydeHrueM XJI @ aHTeHHBI B HAaYaJIbHbI MOMEHT
BpeMeHM (TOHKas CIUIONIHAS JUHUS Ha puc. 4a), Ha-
XOMISITCS B TOM Xe CHeKTpajlbHON 00JlacTU, 4TO U

CIIEKTP UOH-PAAUKAIBHOM Mapbl P700+A1_ (ckupHast
CILUIOIIIHAS JIMHUSI Ha puc. 4a), MpeBhILIas MMOCIe/ -
HUIl B HECKOJIbKO pa3 MO aMIUIMTyAe, YTO He AaeT
BO3MOXXHOCTM OITHO3HAYHO WHTEPIPETUPOBATh Ha-
OJ1r01aeMyI0 CIIEKTPAJIbHYIO TUHAMUKY.

B cniektpax ®C I-Xi1 d u3 A. marina u3aMeHeHUs

nomtoweHust Peo,;  (CHEKTpaIbHbIl UHTEpBaI #2

Ha puc. 40) XOpoIIIO OTAEJIeHbl OT U3MeHeHuit X d
AHTEHHBI (CIIEKTpaJIbHLIN nHTepBal #3). KpoMe To-

BUODU3MUKA Ttom 69 Ne3 2024
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Puc 5. [luddepeHInaabHbIe CIEKTPhI AE; (/1) r1aBHbIX KoMnoHeHT (I'K), xapakTepusyooliue IMOmIONIeHe KaTHOHA P740 B
CTieKTpabHOI obactu #1 (a) ¥ aHMOHA ®eoa 3 B CIIEKTpaJibHOI1 o6acTu #2 (6) mpu Bo36yxneHnu OC [-Xn d us A. marina na
niuHe BosHbI 740 HM. [lepexomHbie CreKTpbl (CIUIOLIHBIE JIMHUM) COMOCTaBlIeHbl ¢ auddepeHINaTbHBIM CIIEKTPOM
TIOTJIOIICHUST P740+-P740 (TOouku) U3 paboThl [54] U TepeBepHYTHIM CIEKTPOM morioineHuss Meo a¢ B alieToHe (IITPUXOBBIE
Touku) [55]. U3MeHeHne OTHOCUTEIbHBIX BKJIAIOB P(t) JMaHHBIX KOMIIOHEHT (3aCeJICHHOCTH) BO BpPeMEHU (6) OTpakaroT
KUHETUKY BO3HUKHOBEHUSI MHTEPMEIUATOB P740+ u CDeoa 3 1ipu Bo3OyxaeHun ®C 1-X71 d Ha 740 HM (CIIIOIIHbIE JIMHUU) U
660 HM (cUMBOJTBI). TOHKME YepHBIE TMHUH IMOKA3bIBAIOT PE3YJIbTaThl KWHETHYECKOTO MOICTUPOBAHUSI.

ro, B CIIEKTpaJbHON AMHaMuKe B obyiactu 450—
500 HM IIPUCYTCTBYET cnenurduIecKasi I1oJioca KaTr-
OHa crienuaiabHoi mapsl P74 [54] (cnekTpanbHBII

uHTepBal #1), a B obmactu 760—850 HM HabmogaeT-
cs TTorJIolleHe KaTUoOHa U aHMOoHa XJT d (CIeKTpaib-
HBIIT nHTEpBan #4).

YucneHHbI aHaIM3 aOCOPOLIMOHHON AMHAMUKU
®DC I-X11 d MEeTOIOM TJIAaBHBIX KOMITOHEHT TTO3BOJIMJI
onpenemTh auddepeHIUaIbHbIE CIICKTPHI sj(X) 17

JMHaMMKY OTHOCUTENBHBIX BKJIAIOB Pi(f) KatnoHa
P74 1 annona @eo,; (puc. 5). CpaBHeHUE NOJOCH

BbiBeTaHus Peo,; B obmacTu 680 HM CO CIEKTPOM

norjomeHns (GpeoUTUHA B PacTBOpPE IMO3BOJIUIO
OIpenenTh abCONIOTHOE KOJUYECTBO BOCCTAaHOB-
sneHHoro ®eo,3 ¥ CPABHUTD €r0 KUHETUKY C KUHETH -

KOi1 obpasoBanud xatuoHa P-,. ITosBrenue curHa-
na Po4" TIpOMCXONMIO OHOBPEMEHHO C BHIIIBETA-

HHUeM nojockl Peo,; TPU BPEMEHHBIX 3adepxkKKax
~0.2 T1c, OmHaKo, abCOJIOTHAsI KOHLIEHTPALIUs
®eo,3” ObLIa NPOMOPLUOHATBHO HUXE KOHLIEHTPa-

187041 P740+. IT10 CBUIOCTCILCTBYET O INPUCYTCTBUN

MTPOMEXKYTOYHOTIO aKIIENTOpa 3JIEKTPOHA, KOTOPhIM,
BEPOSITHEE BCETO, SABISETCS Xy, IEPEHOC AIEKTPO-
Ha ¢ kotoporo Ha Peo,3 MPOUCXOAUT ObICTPEE peak-
LMY OOpa3oBaHMs IEPBUYHON WOH-PagUKaIbHOU
Tapsl P740+Xnd2_ (1, << 1¢). Takum ob6paszom, GBLTO

BUODU3UKA Ne 3
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nokazaHo, uto B OC I-Xn d u3 A. marina nepBud-
HBIM JOHOPOM 3JIEKTPOHOB siByIsieTcst P74, a mepBuy-

HBIM aKLIeNTOPOM — XJ14,, KOTOPBIIl Ha BpeMEHaX Me-

Hee 0.2 ¢ mepenaeT 3JIEKTPOH Ha TPETHil KopaKTop
B uenu Peo,3.

MNHTepecHO OoTMETUTh, B ciydae HeusOupaTelb-
HOro BO30YXICHMSI MOSIBJIEHUE CUTHAJIOB P74O+ u

®eo,; MNPOUCXOAWIO TMO3XKE, Ha BpeMeHax ~2 IIC,

yeM IIpy Bo30yxxneHun Ha 740 HM (puc. 5B, CUMBO-
JIbI). DTO yKa3blBaeT Ha To, 4Tto B ciaydyae DC [-Xu d
MPaBOMEPHO OMUCaHNe TTePBUYHBIX ITPOIECCOB MO-
IeJTbI0, TIe CKOPOCTh pasnefieHus 3apsaoB OrpaHU-
YyeHa CKOPOCThIO TepeHOoca PHEePTUur BO30YXXKIEeHUS
Ha peaKIIMOHHBIN LEHTP (CM. BBIIIIE).

TaxkuMm o6pa3oM, MeXaHU3M pa3leIeHUs U CTaOu-
mm3anyu 3apsagoB B OC [-Xn d momobeH Tomy, 4TO
ob11 npemioxed aug OC [-Xi1 a B padorax [25, 44,
45] 1 petanu3upoBajcs B JaJbHEHIIEM B JadopaTo-
pusix A.JO. CemenoBa u B.A. Hagrouenko. B man-
HOM MeXaHWU3Me TICpBHUYHBIM JTOHOPOM 3JICKTpPOHAa
SIBJISIETCS clielluanbHast napa Py, a mepBUYHBIM aK-
LIETITOPOM — BTOpast MOJIEKYJla XJIOpoduIa B OJHOMN
n3 BertBeii A wm B (BepxHmili myth «P75p» Ha
Cxewme 1). Kak 1 B 6akTepuajbHOM LIEHTPE, MOCSY-
IOIUIT TIEpeHOC 3JIEKTPOHA Ha TpeTuil KodaxkTop (B
cirydae 6aktepuanbHoro PLI — 6akrepmnodeoduTH,
B ciaydyae OC I — monexyna Xii3) IPOUCXOAUT OBICT-
PO, TI0O3TOMY NEPBBIM HAOJII0AAEMbIM COCTOSIHUEM C
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Puc 6. Kunetuueckoe MonenmpoBaHue repeHoca aHepruu u anekrpoHa B ®C I us A. marina. Ha xunetnueckoit cxeme (a)

KBaapaTHbIMHA CKOOKaMU BBIAEICHbl KUHETUYECKHUE KOMIIAPpTMEHTHI.

,Z[l/lHaMl/IKa 3aCeJICHUA 3JICKTPOHHBIX COCTOSIHUI

nokazaHa st Bo3oyxneHus dC [-Xi d naibHUM KpacHBIM cBeToM (6). JuddepeHnmanbHble CIeKTPpbl BO30YKISHHOTO

PEAKLIMOHHOTO LIEHTPa (6), IEPBUYHOMI P74O+Xnd27 (2) 1 BTOPUYHOMI P74O+A1

(0) MIOH-pagUKAaIbHBIX Map ObLIN ITOJYYEHbBI

nyTeM pasjioxeHust abcopOumnonHoi nuHamMuku PC [-Xid Ha mIaBHBIE KOMITOHEHTBI MPU BO30OYXIeHMU Ha 630 HM

(crutomHble TMHUK) U 740 HM (TIyHKTUPHBIE TMHUM).

pa3IeeHHBIMHU 3apsiiaMy aBIseTcs mapa Pro, "X, ™,

06BIYHO 0Go3HaYaeMast Kak Py, A, ™.

Pesynbrarsl pasioxeHus: abCOpOILIMOHHON TMHAa-
muku PC [-Xnd Ha TIaBHBIE KOMITOHEHTH ObUTH
MpoaHaJIU3UPOBAHbI C MOMOIIbIO KUHETUUECKOM MO-
JIeJIU, corlacylollieiicsl CO CTPYKTYPHBIMUM TaHHBIMUA
[35, 36] u1 BrIIIOUAOIIEil B MUHUMAILHOM BapyUaHTe
CEMb 2JIEKTPOHHBIX COCTOSSHUU U 1IECTh KUHETUYE-
CKMX KoMHOapTMeHTOB (puc. 6). 1o ntoram Momeau-
poBaHUsSI OBUIM TIOJYyYE€Hbl 3HAYEHUSI CBOOOIHOM
sHepruu peakuuit AGy, AG,, AG3 1 OLIEHKU XapakK-
TEPHBIX BPEMEH T;, T, ¥ T3 00pa30BaHUs MOH-paIn-

KaNbHBIX COCTOSIHUIL Py Xi14y ", Prgp ®eo,3™, u

P700+A1_ COOTBETCTBEHHO.

CornacHo Mojeu, CBOOOAHAsI SHEPTUST peaKuu
00pa3oBaHUs TIEPBUYHON MOH-paAUKaJIbHONW Taphl
P740+Xnd2_ U3 BO30YXIEHHOIO COCTOSTHUS peaKLy-
OHHOTO LieHTpa cocTaBisieT AG; =—34 M3B, oHa
MPOTEKAET C XapaKTepHbIM BpeMeHeM T; = 1.6 c.
YcraHoBneHue paBHOBecus Mexny Xi, U Peo,; He

yIaJIOCh Pa3pelliiTh B CIIEKTPaJIbHOM TUHAMUKE, ObI-
JIa TI0JIy4eHa OLeHKa BpeMeHU T, < 0.2 1c u cBobon-

Hoii sHeprun AG, = —29 maB [51]. OOpasoBaHue

CTaGIITBHOM MOH-paTNKaTbHOI apsl P74 " A~ 11po-

BUODU3MUKA Ttom 69 Ne3 2024
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Puc. 7. YpoBHU CBOOOIHOI 3HEPIMU Pa3IMYHBIX 3JIEKTPOHHBIX cocTtostHuii B MC I nnaHobGaktepuit. Ha nuarpamme ciieBa
CTpeJIKaMU TO0Ka3aHbl OCHOBHBIE 3JIEKTPOHHBIE TIEPEeXONbl M WX SHEPTMU OTHOCUTEIbHO OCHOBHOTO cocTosiHus. Ha
BepPTUKAJIBbHOM OCH B ILEHTPE MPUBEACHBI paboure OKUCIUTEbHO-BOCCTAHOBUTENbHBIC IMOTEHIMAIbl KO(MaKTOPOB,
YYacTBYIOIIMX B TEPBUYHBIX peakiusx pasmeiaeHusi 3apssagoB B PC [-Xna (uentp) u ®C 1-Xnd (cnpaBa). 3HaueHUst

sHepreTnueckux rmnapamerpoB mis PC [-Xna mnpencrapiasioT YCpeIHEHHbIE BEJTUYUHBI,

B3ATBbIE U3 JIUTEPATYpPHI.

3amTpuxoBaHHas 00JIACTb ITOKA3bIBAET Pa36pOC MMEIOIINXCS OLEHOK NnoTeHIrana Ay. CoOOTBETCTBYIOIINIT SHEPTEeTUUECKUit
ypoBeHb 1ist DC 1-Xi1 d nonydeH B pe3yibTaTe KWHETUYECKOTO MOAeIMpoBaHust [51].

ucxoaut B PC I-Xnd ¢ xapakKTepHBIM BpeMeHEM
T3 = 25 1C.

B pamkax paccMmaTpuBaeMoii KWHETUYECKON MO-
JIe IV OBbLIY TTOTYYeHBI TU P depeHIINATBHBIC CITEKTPHI
BO30YXIEHHOIO COCTOSIHUSI PeaKIIMOHHOIO ILICHTpa
(puc. 6B), TIEPBUYHOI WOH-pagNKAJIbHOM ITaphl

P240 X4y~ (puc. 6T) M BTOPMYHO# MOH-paTMKATh-
Hoit maph! P4y ®eo, ;™ (puc. 61). B ciiekTpe cocTo-

auus Py Xing,” Ha puc. 61 moMMHHpYeT monoca

BBIL[BETAHUS 716 HM. DTO OAHO3HAYHO YKa3bIBaeT Ha
TO, 4TO KodaKTopoM B TojioxeHnu e¢C2 sBJsieTcs
Mojsiekysia Xi d. @opMa M CIeKTpaTbHOE TTOJIOKEHUE
3TOM TOJIOCHI XOPOIIIO COOTBETCTBYIOT Tojioce Xid B
obsactu 710 HM, peacTaBiaeHHOM B padoTe [37] (Bpe3-
Ka Ha puc. 4). B xuaeTnyeckoit Momenu B padore [51]
COCTOSTHUE P740+X.J'Id2_ TTOSTBIISIETCS CO BpeMeHeM 6 TIC
U rcyesdaetr co BpeMeHeM 80 TC, YTO TaKKe COOTBET-
CTBYeT HaHHBIM paOoThl [37]. TIpMHIUNIUATBHBIM OT-
JImaueM oT paboTsl [37] sABnsieTcss HAOMIOOCHUE CHH-

+
XPOHHOI'O O6p330BaHI/I$I KaTHhoHa P740 , AdHHMOHa

®eo,3 U nosock! BelliBeTaHUs1 X1 d B obs1acty 716 HM,
YTO COOTBETCTBYET ITyTH «P700» Ha cxeMe 1, tie P74 BbI-
CTYyIaeT B KAYeCTBE NIEPBUYHOIO JOHOPA.

XapakTepHoe BpeMsl 00pa3oBaHUSI WOH-palu-
" +A —
KaJIbHOY mapsbl P74y A~ GJIM3KO K 3HAYEHUAM T 00-
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pasoBanusi mapbl P;go A~ B ®C [-X11 @ u3 pasnuu-

HBIX opraHu3moB. Tak, miag TpuMmepoB OC I u3 1u-
aHobakTepuu Synechocystis 6803 xapakTepHOe BpeMs
coctaBuiao ~25mc [25, 56, 57], misT KOMIUJIEKCOB
®DC 1 u3 3eneHoit Bogopocnu Chlamydomonas rein-
hardtii — ~30 nic [22].

HMHuTepecHo, 4TO aKilenTOpHAsI 4acTh KO(aKTOPOB
B Komruiekcax @C I[-Xi1 d u OC I-Xi1 a He pasnuya-
eTCSI: 3TO MOJIEKYJIbI (PMJUIOXMHOHA B CaiiTax CBSI3bI-
BaHUS A U TPM XKeje30-CepHBIX kinactepa Fy, Fo u

Fg [29, 35, 36, 54]. B kauecTBe pacTBOPMMOTIO aK-

HenTopa 3JIEKTPOHA B KJIeTKax A. marina, Kak U BO
BCEX JIPYTUX KUCIOPOI-BBIASSIIONINX OpraHU3Max,
npucyTcTBYeT deppenokcut (puc. 3). Takum obpa-
30M, B Komiuiekcax @C [-Xi1 d mMUrMeHTHBI cocTaB
3HAYUTEJILHO OTJIMYAETCS Ha TeX y4acTKax, KOTOpbIe
OTBEYAIOT 3a ITOTJIOLICHNE CBETOBOI SHEPruM (BHYT-
pennsist aHteHHa DOC [-Xnd comepXuUT BMECTO
xjaopoduiia a u 3-KapoTuHa XJIOpodPW1 d U o-Ka-
pPOTHH) 1 3a IepBUYHEIC (POTOXUMMYECKUE pPeaKIINU
(mumep XI1 d B Ka4eCTBe CIIELIMAIBLHOM Iapbl, X1 d 1
®eo a B caiitax cBa3biBaHusg €eC2 u eC3).

MuHuManbHas 3HEPrusi KBaHTa CBeTa, HEOOXO-
ouMas s pasaesieHust 3apsinoB B @C I-Xi d, co-
craBiseT 1.68 3B — Ha ~90 M3B MeHbllle, yeM B
®dC I-Xi a (puc. 7). CrienyeT oTHaAKO OTMETUTh, YTO
ocselieHne PDOCI-Xi1a HEKOTOPBHIX BHUIOB ILIM-
aHoOaKTepUil U BOOOPOCJEH B JajlbHEN KpacHOM 00-
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sactu criekrpa 760—800 HM BeAeT K pas3aesieHUIo 3a-
PAIOB JaxXke IpU KpUOTeHHEIX TeMIleparypax [58, 59].

I1pu sTOM penokc-noreHuual napst P74/ P740+ onu-

30K K ToTeH1many P-o/P7qo", OH JeXuUT B tuanaso-

He 425—450 mB [30, 54, 60]. 3HauuT, SHEPTrUS BO3-
OyXIEHHOIO COCTOAHUA Pry40 MOMKHA OBITH HIUKE

sHeprin P, OnHako cHinkeHue sueprn Pryg’ 1o

k

cpaBHeHUIO ¢ P57 Ha 100 M3B cymiecTBeHHO He cKa-
3bIBAaCTCSl HAa KWHETUKE CTAOMIM3alu 3apsiioB B
®dC I-Xi1 d. MoxHO mpeanojararb, YTo HabIonae-
MbIe U3MEHEHHUSI B COCTaBe KO(PAKTOPOB Ha JOHOP-
HoM yyacTke P C I-Xi1 d 06ycnoBieHbI HEOOXOIUMO-
CTBIO TIOIJEpPXKaHWsSI OTPULIATEIIBHBIX 3HaUueHUl AG
peaxkuuii pasaeaeHUsI U CTaOMIIN3alluU 3apsioB.

DHEPTETUKA PEAKLIMUN PA3JIEJIEHUA
N CTABUIIN3ALNN 3APAOB
B KOMIUJIEKCAX ®CI-Xnd U ®CI-Xna

CpenHerodeuHble TOTEHIMANBI (£,,,) BOCCTAHOB-
JICHUSI 3KeJIe30-CePHBIX KIIaCTEPOB, BHICTYMAIOIINX B
®C I-X11 ¢ B KaueCcTBe TepPMHUHAJBHBIX aKIIEITOPOB,
OBIM  HAIpsSIMYIO  OIIpeAcieHbl TUTPOBAHUEM:
Em(FA/B) = —0.50 B [61] u E,,(Fx) = —0.61 B [62].
AHanmornuHbIx JaHHbIX 111 O C [-X11 d He TToJTy4eHo;
Mo Bceil BUIMMOCTH, OHU OJIM3KM K ITOTEHLIMaJaM
DOC I-Xna [29, 54]. CpenHeToueuHble MOTEHIIMATIBI
BOCCTaHOBJIeHUsT DWIIoxnuHOHA Ay 1 X7 a B caifTax
A Jexar HMXe Ipefesa OKUCIUTEIbHO-BOCCTAHO-

BUTEJIBHOTO TUTpOBaHUs (puc. 2a). X olleHKY MOX-
HO MPOBOJUTD, UCXOISI U3 JOCTYMHBIX KWHETUYECKUX
rapaMeTpoB MPSIMBIX U OOpAaTHBIX PeaKkIuii mepeHo-
ca ayekTpoHa B akimenTopHoit yactu @C 1 [20, 63—
67], a TakKe SIJIEKTPOCTATUYECKUX pPACUYETOB, MC-
TMOJIB3YIOIIVX JaHHbIE TTOTEHIIMOMETPUIECKOTO TUT-
POBaHUS 1 KBAHTOBO-XUMUYECKOTO MOAEINPOBAHUS
[68—71]. 111 OLIeHKM SHEPreTUYECKUX YPOBHEI TTep-
BUYHBIX U BTOPUYHBIX MOH-PAINKAJIBbHBIX TTap 10 KU-
HETUYECKUM JaHHBIM ObLIM UCTIOJIb30BaHbI JIBa ajlb-
TepHATUBHBIX TTOAXO/A.

B nepBom moaxone sHeprusi o6pa3zoBaHUsI UOH-
paauKajbHOM Mapbl P700+A1_ OLIEHMBAETCSI 10 CKO-
POCTHY TEPMOAKTUBUPYEMOIT pEKOMOHAIIUY 3apsII0B

KOHEYHOI'O COCTOSTHUA P7OO+FA/B_ [63, 72]

PoFa 2% 5P A] —5— P A,
PexoMOMHaL sl 3apsiI0B B MHTAKTHBIX KOMILIEK-
cax @C [-XJ1 @ npy KOMHATHO TeMIepaType Mpouc-
XOIHT C KOHCTAHTO#T CKOPOCTH kpa = 8 ¢!, m3BecTHa
TaKXKe CKOPOCTb MpPSIMOil peKOMOMHALIMM 3apsiioB
P10 AT = PygoA| B XuMmuecky MoIu(UIIMPOBaH-
HBIX KOMIUIEKCaX kx| = 9-103 ¢!, Ha ocHoBe 3THX

JAHHBIX ObLIA [TOJIy4eHa OLIEHKAa CBOOOIHOI SHepruu
AG4 = 0.15—-0.19 5B 1 noTeH11Ma1a BOCCTAHOBJICHUSA

INETPOBA u mp.

A B nuamnaszone —0,68 B (puc. 7, nuarpamMma ciesa)
[27, 50].

Bo BTOpOM monmxoae 3HEPTUI0 MEPBUYHOM MOH-
paguKaJabHOM Maphl P700+A0_ OTHOCHUTEIBHO BO3-

oyxneHHoro cocrosinuss ®C [-Xn a oneHMBanu Ha
OCHOBAHMWM 3KCIEPUMEHTOB ITO0 YCTAHOBJIICHUIO pPaB-
HOBecUsI TIEpBUYHBIX peaKLMil TIepeHoca SHEPrun U
pa3neneHus 3apsiioB, a TAKXKe CKOPOCTU 3aMeJICH-
HOH QuIyopeclieHINN 00pa3ylommxcss WOH-paau-
KaJIbHBIX T1ap:

Pl 29— Piog Ay —E— Py

OLIEHKM COOTBETCTBYIOLLEI pa3HULIbI CBOOOTHOM
sHepruu AG( Bappuposanu ot 0.25 3B [21, 22, 73, 74]
JI0 3HAYMUTEJIbHO MeHbIIUX 3HadeHuit (10—40 mMaB)
[75—77]. CymmapHasi sHeprusi obpa3oBaHUSI Tiep-
BUYHOI MOH-paIvKaJIbHOI mapel P700+A0_ U3 He-
BO30YXIEHHOTO cocTosiHuA P7gpA CBA3aHa ¢ 3HEp-
rueil KkBaHTa Av), IBIKYLIEN CUIOI MEpBUYHOI pe-
aKUUU pasfesieHus 3apsinoB AGy U paBHOBECHBIMU

CPEIHETOYEYHBIMU MOTEHIIMATIAMHA P700+ nA, cie-
JYIOIIMM COOTHOLIEHUEM:

9 En(Pio / Poo) = En (4 / A5) =A@yl = hvy — AG,
Il g, — DJIEMEHTAPHBINA 3apsl, AQy — IEKTPOCTATH-
YECKOE B3aMMOJEMCTBUE KaTUOHA P700+ 1 aHWOHa
A()_' Pacuer QJICKTPOCTATUYCCKOTO B3aHMO}ICI>iCTBHH

Pooo" 1Ay maer oneHKy A, okono —0.24 B, Ha a1y
BEJINYMHY MOTEHUMAl 00pa3yeMoil MOH-paauKaib-
Hoit mapbl Py "Ay~ (omeparmonHbIii moTeHIMAT)
OTJINYAETCs OT 3HAYEHUS CPETHETOUEUHOTO MOTEH-
nuaga Ay B yCIOBUSIX PaBHOBECHOTO TUTPOBAaHUS
[50, 68]. TonmxeHne sHeprum maphl P A~ 3a

CYeT BJICKTPOCTATUYECKOrO0 B3aMOACUCTBUS OTMe-
YEHO BEPTUKAJIbHOU IYHKTUPHOM CTPENKOI Ha puc.
7, e B JIEBOI YacTU MpeJACTaBIeHbl SHEPTeTUUECKUE
YPOBHU 3JIeKTPOHHBIX cocTosiHUit PC [-X1 a. C yue-
TOM CIIeJIaHHBIX BBIIIE OILIEHOK OIEpPallMOHHBIN I10-

TeHIMAN MOH-PaTMKaTbHO# maphl P7 " Ay~ B KaHo-
auueckoii DC I-Xnma cocraBnsietr —(0.84—1.08) B.
Ha puc. 7 B leHTpe noka3aHbl onepaloOHHbIE MO-
TEHLHAJIBI 3JIEKTPOHHBIX COCTOSIHUII OTHOCUTEJIBHO
HOPMAaJIBHOTO BOIOPONHOro 3ieKrpona. Ilpunaumas
noteHuuan napsl P74 A~ paBaBIM —0.68 B, n3Mme-
HeHHe cBOOOIHOM aHeprun AG5 I peakunu nepe-
Hoca sjeKTpoHa Ay—~A; cocrasiser 0.16—0.40 >B
[78].

CxonHble OLIEHKM ObUIM ITOJYyYEHBI UI SHEPTUU
00pa3oBaHMsI NEPBUYHON MOH-PagVKaJIbHOU Mapbl
P40 Ay~ B ®C I-Xn1 du3 A. marina [51]. OnHako s
JAHHOW CHCTEMBI, TIOJIb3YSICh CIEKTPAJIbHBIM OTIIU-

BUODU3MUKA Ttom 69 Ne3 2024
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yueM Xi,, U Deo,s, yaanoch clenatb OTAEIbHBIE
OLIEHKM CBOOOIHOI 3HEprur o0pa3oBaHUS COCTOSI-
HU P740+Xﬂd2_ n P740+(Deoa3_ (AGl =—-34M3B un
AG,=—29M3B  coorBercTBeHHO). CyMMapHas
sHeprua AGy= AG; + AG, 06pa3oBaHUsI CTAOWIIb-
HOM NepBUYHOMN WOH-paguKaJIbHOM napbl
P40 @e0,3” OTHOCUTEHHO BO3GYXIEHHOTO COCTO-

S
sstHust P74y coctaBuia —60 maB. B coorBeTcTBUM C
3TUMM OLEHKaMH, BOCCTAHOBUTEIbHBIN MOTEHLIMAT
. A —
MOH-paluKalbHOI napsl P74y Ay Haxoaurtcs B UH-

tepBaie —0.9 £ 0.1 B, a paBHOBeCHBII1 CpeTHETOYCY -
Hblii notenuman £ (Peo,;) = —1.17 B (puc. 7). Uc-

X0 U3 3TOTO, U3MEHEHUE CBOOONHOI 3HEpPTUU AGy
IUTSL peakliMy TiepeHoca 3JIeKTpoHa A = A cocTaB-
nstet 0.25 3B.

Takum 06pa3oM, 3HaAYEHUE CPETHETOUETHOTO MO~
teHnuana ®eo a B monoxennn e¢C3 HaxXomUTCS B
nuamnasoHe —1.15 = 0.1 B. B opraHnuuyeckux pacTBo-
puTeNIsIX TOTEeHIMaA BoccTaHOBIIeHUs1 PDeo a mpu-
ommsntenbHo Ha 200 MB Goree momoxkuTeneH, 9yeMm
noreHumran Xi a [79, 80]. Eciu npeamnogoxXuTh, 4To
3Ta pa3HUIIA COXPAHSIETCI B OEJIKOBOM OKPYXKEHUH,
TO 3aMeHa XJ1 ¢ Ha Deo a no3BosMna A. marina KoM-
IIEHCUPOBAaTh IOTEPIO SHEPTUM KBaHTa IIPU 3aMeHe
XnmanaXid.

OnHaKo OCTaeTcsl OTKPHITHIM BOIIPOC, TTOYEMY B
caiite eC3 mpucyrcrByeT umeHHO Deo a, a He X d,
MOTEHIIMAJI KOTOPOTO B OPraHUYECKUX PacTBOPUTE-
Jsx Takoke mouytu Ha 200 mB 6onbiire, yem y Xt a. Ot-
BET 3aKJI0YAeTCs B CTPYKTYPHBIX OCOOEHHOCTSIX
koMmiiekca DC I-Xn d: kuciopon KapOOHMJILHON
rpynel X, KOTOPOro HET B XJI,3, OOpallleH B CTO-
POHY XJIOpMHOBOTO Kosblia Peo,, 3. PaccrosiHue Mex-
Iy KapOOHWJIBHBIM KUCJIOPOIOM XJI ;5 Y TUIOCKOCTBIO

KOJIbLIA cocTaBisieT Bcero 3.2 A, uto Bexet K medop-
Mauuu mMakpouukia deo,; u 0OyciIaBIMBaeT 1eJ10-
KaJIU3allnIo BJIEKTPOHHBIX OpOUTAJIel reTepoanuMepa
Xin-Peo, ;. B xanonudeckoit B @C 1-X1 a oTpuna-

TEJILHBIN BJIEKTPUUYECKUI 3apsii B TeTepoauMepe
[Xn,,-Xn,3] nemokanusosaH B npornopuuu 1:3 [81,

82], 4TOo B TOYHOCTM COOTBETCTBYET BEJIMYWHE
AG, = —29 maB, onpenenennoit wisg @C [-Xn d. Ec-

J1 06l Ha MecTe Deo a B nostoxenuu eC3 HaxommiIcs
XJ1 d, TO aTOM MarHust MaKpOLUKJIa JOIMOJHUTEILHO
B3aMMOJICCTBOBAJI ObI C KApOOHUIIBHBIMU KHUCIIOPO-
JIOM, 4TO U3MEHMJIO ObI IIEHTaTOHAJBHYIO KOOPIMHA-
LU0 MarHus Ha reKcaroHaJibHylo. DTO, HECOMHEH-
HO, TIOBJIMSIJIO OBl Ha 3HEPTreTUYECKYI0 KOHGUTypa-
1o peakuroHHoro neHtpa ®C I-Xn d.

SAKJTIOYEHUE

KuHetndeckue v TepMOIUHAMUYECKHE TTapaMeT-
pbI IEPBUYHBIX peaKlIMil pa3aeaeHus 3apsaoB B pe-
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aKILIMOHHOM lieHTpe KaHoHndyeckoit MC I, comepxka-
et XJ1 a, OCTaloTCd MPeAMETOM MHOTOJETHUX TUC-
Kyccuit. KmHeTnyeckmit aHann3 (peMTOCEKYHIHBIX
doroxummueckux npoieccoB B @C 1 u3 A. marina, B
(OTOCUHTETUYECKOM alrapare KOTOPOM HpPUCYT-
CTBYET UIMHHOBOJHOBBIN XJId, TO3BOJMJI OIHO-
3HAYHO OIPENEeJIUTh TTOC/IeIOBATEeIbHOCTh MEepPBUY-
HBIX peaklyii pasfeiecHUs 3apsiIoB B peaKILIMOHHOM
HeHTpe, comepxamnM Peo a B 06enx BETBIX Iepe-
Hoca ayieKTpoHa. [TokazaHo, 4TO MEPBUYHBIM TIOHO-
POM 3JIEKTPOHOB B 3TOIl cUCTEME SIBJISICTCS CITEIU-
anbHasl mapa Py4, a MepBUYHBINA aKLENToOp Ipel-

CTaBJIsIET cOOOIi CONpsKEHHBII reTepoanmep Xy, U
®eco,3. IIpu Bo3Oyxnenun DCI1 us A. marina B

OkKHeM MHEpPaKpacHOM aualia3oHe oO0pa3oBaHUe
MEePBUYHON MOH-paAUKaAJIbHOW Mapbl MPOUCXOIUT C
3 dEKTUBHBIM BpeMeHeM 1.6 TIC U COMMPOBOXKIAETCS
MOHIKeHNeM cBoOomHoM sHeprun Ha 0.06 3B. U3-
MeHeHune AG IIpu MOCIeayIoNneM IIePEeHOCE IEKTPO-
Ha Ha (putoxuHoH cocTapisget 0.15—0.4 3B.
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Photochemical Energy Conversion of Far-Red Light in Photosystem I Reaction Centers
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Conversion of near-infrared light energy by photosynthetic pigment-protein complexes has been the focus of
intensive research in recent years because of the discovery of cyanobacteria with photosynthetic
apparatus, which contains chlorophyll fand d that can absorb long-wave light. Among these cyanobacteria,
Acaryochloris marina occupies a special place. Its photosystem I contains predominantly chlorophyll 4, it is
the component of the special P-4 pair with the absorption spectrum shifted to the red region by 40 nm. This
causes a decrease in the energy of the excited state of the special P-4 pair by ~0.1 eV as opposed to photosys-
tem I that contains chlorophyll a molecules. The complexes of photosystem I from A. Marina have some other
particularities; they are: four molecules of chlorophyll a of the reaction center are replaced by chlorophyll d
molecules, and the third pair of chlorophyll a molecules involved in electron transfer is replaced by
pheophytin a molecules. The presence of spectrally diverse cofactors (chlorophyll 4 and pheophytin a mole-
cules) has made it possible to reliably identify the intermediate compounds of the primary reactions of pri-
mary charge separation in photosystem I. This review presents the findings of a research study on photochem-
ical energy conversion in the reaction centers of photosystem I from A. marina and potential mechanisms that
compensate energy losses during the utilization of low-energy far-red light for photo-synthesis.

Keywords: photosynthesis, far-red light, chlorophyll d, photosystem I, charge separation, kinetic modeling
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HccnenoBaHo BAMsIHME KATUOHHBIX aHTUCENTUKOB (B MUKPOMOJISIPHBIX KOHIIEHTPALIMSIX) HA M30JUPOBaHHBIE
M3 pacTeHUi IIMMHATa aKTUBHBIE KOpoBble KOMITIeKCH PCII ¢ MHTAKTHBIM KOMILIEKCOM OKUCICHUS BOIBI 1
Ha kopoBble kKomiuiekchl MCI wu3 uwmaHoGaktepuu Synechocystis sp. PCC6803. M3 wucciemoBaHHbBIX
AHTUCENTUKOB (MUPAMUCTUHA, XJIOPTeKCHUAMHA, OKTEHUAWHA M THUKJIOKCHIWHA) HauOONbInii 3¢ dekT
okasbiBasl okTeHUAnH. CaenaH BeIBoA, 4TO ero BausHue Ha DCII 3akiniodaercst mpexae BCero B BO3IeHCTBUM
Ha CTPYKTypy cBerocooupalomeii aHTeHHB (CP43 u CP47), depe3 KOTOpyl0 3Heprus BO30YKICHMS
JIOCTaBIIIeTCS K COOCTBEHHO peakIMOHHOMY LIEHTpY. B pesyibraTe mMpouCXOmUT AecTabuiIM3alus MOJIEKYIT
XJIOpODWITIOB B NAHHON CTPYKType M M3MEHEHHME MX OINTHUYCCKUX M (DYHKIMOHAIBHBIX XapaKTePUCTHK.
CxonHble 3(pdekThl HabMOJANINCh TakKke B IMaHoOakTepuanbHbIXx KoMruiekcax ®CI. Kpome Toro, aHTu-
CENTUK BJIMSUI Ha CKOPOCTb YCTAHOBJICHMSI PaBHOBECHOTO pacrpefesieHUsT BO30YKIEHHBIX COCTOSTHUI IO
CIIeKTpaJbHbIM (popMaM B aHTeHHOM Komiuiekce DPCI. OOHapykeHO M 3HAYMTEJbHOE BO3ICHCTBUE OKTE-
HHMIWHA Ha CKOPOCTh MepeHoca 31eKTpoHoB B KomIuiekce MC I: B ero mpucyTcTBUM peKOMOMHAIMS (POTO-
pa3nesieHHBIX 3apsiioB MexXay (OToaKTUBHBIM nurmMeHToM P700 u koHueBbIM akientopom FA/FB mpowuc-
XOIIMT B JIBa pa3a ObIcTpee.

Karoueswie cnosa: gpomocucmemovr 1 u Il, anmucenmuxu, okmenudun, ¢hayopecyeHuus, nepeHoc 3Hepeul,

nepeHocC 31eKmpoHda.

DOI: 10.31857/S0006302924030098, EDN: OFIGYJ

Hapacraroimue o6beMbl TPOU3BOICTBA A€3UH(U -
LIMPYIOIIMX CPENCTB, BKIIOUasi YETBEPTUUHbBIE AMMO-
HUEBble COEAMHEHUSI U OUTyaHUbl, UX TTOBCEIHEB-
HOE HCITOJIb30BaHMWE B 3paBOOXPAHEHUM, MUIIEBO
MPOMBIIIVIEHHOCTHU, B OBITY CTaBSAT aKTyaJibHbIE BO-
MpPOCHhl 0 61MO0OE30MACHOCTA TaKOTO poja aHTUMUK-
poOHBIX coenuHeHuit. [Tpu 3TOM HEOOXOAUMMO YyUM-
ThIBaTh, UTO B CUIY CIIeLIM(PUKU IPUMEHEHUS, a TaK-
Ke HU3KOU CTerneHu Ouonaerpaganvv, MOKa3aHHON
JUUTSI HEKOTOPBIX KATUOHHBIX YeTBEPTUYHBIX AMMOHMU -
€BbIX COCAMHEHUII U OMryaHUOoB [1], Takue ne3uH-

Cokpawenusn: CCK — cBetocobupatomuii komruiekc, PL[ —

peakuvonHblii 1eHtp, ®CI — dorocucrema I, OCII —
dorocuctema II, X1 — xmopodwmi, P700 — ¢dpoToakTUBHBIM
numep Xin PL, QA — mepBUYHBII aKUENTOp XWHOHHOM
MPUPOJIBI.
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¢deKTaHThI U AaHTUCENITUKU MOTYT IIPAaKTUYSCKU B HE-
W3MEHHOM BHJE ITONAgaTh B CTOYHBIC BOIbBI, WII
OYMCTHBIX COOPYXEHMIi, pacCeuBaThCsI B OKPYKaro-
et cpene U co3gaBaTh 3arpsI3HSIIONIYIO HArpy3Ky Ha
DKOCUCTEMHI [2, 3].

M30upatenbHOEe CBI3bIBAaHUE KATMOHHBIX aHTU-
MMKPOOHBIX areHTOB C KJETKaMu 1IeJeBbIX BUIOB
OakTepuii U AaJibHeilIee MX NECTPYKTUBHOE MEii-
CTBHME Ha Ila3MaTuuyecKue 0aKkTepruaibHble MeMOpa-
Hbl B 3HAYUTEJbHOM CTEIIEHU OMPEACSIOT 3apsa0-
Bbl€ B3aMMOJAEHCTBUSI, MOCKOJIbKY 3TH MeMOpaHbI
XapaKTEepU3YIOTCS BbICOKUM COJIepXKaHUEM OTpulla-
TEJIbHO 3apsiKEHHBIX JIMITUAOB, B TEPBYIO OYEpEb,
docharuapmarinneposia u KapauoaunuHa. Cuuraer-
cs, 4YTO JJig MPOSIBJIEHUSI TPOTUBOMUKPOOHBIX
CBOICTB I0OCTaTOYHA KOMOWHAIINS B MOJIEKYJIe CUJTb-
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HOT'O MOJIOXKUTEJIBHOTO 3apsiga U ruapo¢doOHOoi 00-
JIaCTM — 3TO O0ecneYyrBaeT BCTpaMBaHWE B I -
HBII OMcCION TIiasmaTudeckoit MemoOpansl [4]. Kak
MBI paHee MoKa3aju MeTOIaMM MOJIEKYJIIPHOTO MO-
JIeIMpOBaHMUS, B IIpoliecCe aIcoOpOIUM KAaTMOHHBIX
AHTHUCEIITUKOB Ha MOIIEJIbHBIX MeMOpaHaxX, UMUTHU-
pyoIIMX TUIa3MaTUYecKre MeMOpaHbl OaKTepUuid 1o
MPOLEHTHOMY COIEPXaHMWIO Pa3IMYHBIX JIUITUIOB,
ruapodoOHbIe (PparMeHTHEl MOJIEKYJT OKAa3bIBAIOTCS
MOTPY>k€HHBIMU B TUAPOPOOHYIO 00JIacTh OUCTIOs, a
MOJIOXUTEILHO 3apsoKeHHBIE TPYNIIBl KOJIOKAIU3Y-
JOTCS C OTpHMIIATEJIbHO 3apssKeHHBIMHM (docdatamm
JIMITMAOB Ha MOBEPXHOCTU MeMOpaHHI [5, 6]. Takue
B3aMMOJICUCTBUS IIPUBOISIT K U3MEHEHNIO KO3 Pu-
LUEHTOB JaTepajbHOl nuddy3nn MeMOpaHHBIX JIU-
IMMIOB, BIMSIOT Ha MapaMeTpbl YIIOPSIOYEHHOCTH
JIMIIAIOB U CITOCOOCTBYIOT 00pa30BaHUIO IIOP B MEM-
Opade [5, 6], 4yTo, o4eBUIHO, obecieynBaeT U 3¢h-
¢dexTUBHOE MPOHUKHOBEHNE AHTUCENTUKOB BHYTPb
KJIETOK.

HanpaBneHHble TIPOTUB 1I€JIEBBIX BUAOB OakTe-
puii ne3uH@EKTaHThl 1 aHTUCENTUKU MpHU ToTMaaa-
HUU B OKPYXAIOIIYIO Cpely MOTYT OKa3bIBaTb Jie-
CTPYKTHMBHOE BO3JEMCTBUE Ha pa3IMYHBIX OOUTaTe-
Jieil BOIOEMOB, WJIMCTBIX TIOYB, OCAIKOB CTOYHBIX
BOJI, aKTUBHOTO WJIa — B TOM YHCJIe, YTO BaxKHO, 1 Ha
($OTOCUHTE3NPYIOIINE OPTAaHU3MBL. Y (POTOCUHTE3N -
PYIOIIMX OPTaHU3MOB (DOTOCUHTETUYECKU anmapar,
aCCOLIMUPOBAHHBIN C CUCTEMOI BHYTPUKIETOYHBIX
MeMOpaH, Hapsgoy ¢ Iula3MaThUdecKoil MeMOpaHot
MOXET, OYEBUIHO, TPEACTABISITh MOTEHIIMAIbHYIO
MUIIEHb JJIs1 AEMCTBUSI KATUOHHBIX OuoluaoB. Tak,
paHee Mbl MOKa3aju, YTO KATUOHHbIE aHTUCENTUKU
U3 TPYNIl YeTBEPTUYHBIX AMMOHUEBBIX COEANHEHUN
U OUTYaHUIOB BBI3bIBAIOT CHIKeHUE 3(h(HEeKTUBHO-
CTU MpeoOpa3zoBaHUs CBETOBOI dHEPruu (HOTOCHH-
TE3UPYIOLIUMU MyPHYPHBIMU HECEPHBIMU OAKTEPUSI -
mu. IIpu aToM B xpoMaTtodopax 6akTepuit Rhodo-
bacter sphaeroides cHUXaercss 3(pGEeKTUBHOCTh
nepeaayy SJHEPTUU OT CBETOCOOUPAIOIIETO KOMILJIEK-
ca (CCK) LH2 k komrutiekcy LH1 ¢ peakiimOHHBIM
ueHtpom (PL) [7], ay Rhodospirillum rubrum, y Koto-
peix CCK LH2 orcyrcTByeT, cHUXXaeTcst 23(pheKTUB-
HocTb nepenauu 3Heprur ot CCK LH1 x PIL [8]. DT
OakTepuu SBISIOTCS (DaKyJIbTaTUBHO a’3pOOHBIMU
¢doToopraHoreTepoTpoPHBIMU TPaMOTPULIATEIbHBI-
MU OaKTepusiMU, KOTOpbIC, OCYIIECTBJISISI aHOKCHU-
TE€HHbI! (POTOCUHTE3, UCTIONb3YIOT B KAUECTBE JOHO-
POB 3JIEKTPOHOB OpraHuYeckue coeauHeHus [9] u
00UTaIOT UMEHHO B Te€X MecTaX, TJie BbICOKA BEPOSIT-
HOCTb HaKOIUICHUS Ne3MH(MEKTaHTOB U aHTUCENTH-
KoB. Habmomaempie 3¢deKThl MBI CBSI3aJIU, B TOM
yucie, ¢ B3auMOJEHCTBUEM aHTUCETITUKOB C aHUOH-
HBIMH (ochoImnuaaMu, KOTOpbIe COCTaBIISIIOT 00-
nee 40% nunuaoB (HOTOCUHTETUYECKUX MeMOpaH
MypHYpPHBIX HECEPHBIX OakTepuii. DTO MPUBOAUT K
CTPYKTYPHBIM M3MEHEHUSIM JIMITMIHON YITaKOBKU U
HapyllaeT ONTUMAaJIbHbIE YCJIOBUS TEpeHOoca dHep-
run Mexay CCK u ot CCK k PLI. Bmecte ¢ TeM u ca-

IMAIIEHKO u mp.

MM aMdUNaTHYeCKue MHOTOKOMITOHEHTHBIC TTOJIU-
MEeNTUIHBIE (POTOTpaHCGHOPMUPYIOIINE KOMIUIEKCHI,
OYEBUIHO, MOTYT OBITH MUIIIEHBIO IUIST aTaKW KaTu-
OHHBIMU AaHTUCETITUKAMMU.

TunakougHele MeMOpaHbl KUCJIOPOABBIICISIO-
IIIMX OPraHU3MOB — IIMAaHOOAKTEpUil U (DOTOCUHTE-
3UPYIOIIUX YKAPUOT — XapaKTepU3yITCs BbICOKO-
KOHCEPBAaTUBHBIM  XapakTepoM HUX JIMIIUIHOTO
cocTaBa, KOTOPbIil BKJIIOYAET YeThIpe Kjacca IIuIle-
POJIMTIUIIOB: HEWTpaIbHblE MOHOTAIAKTOZWIAWALIWII-
TJIMLEPUH, TUTAIAKTO3UIAVALVITIULEPUH U OTPU-
HaTeJbHO 3apsiKeHHbIE CYIb(hOXWHOBO3WIIUAIINII-
rmauepuH  u  dochatmmirauuepud  [10]. B
YaCTHOCTU, B MeMOpaHax XJIOPOIUIACTOB IIIIMHATa
OTpULIATEJILHO 3apsDKeHHble ¢ocdorauiepon u
CYJIbGMOTUIUIBI COCTABIISIOT 0KOJ10 20%.

TunakonaHble MEMOpaHbI COAepKaT 1Ba MYJIbTH -
CyOBENIMHUYHBIX IMUTMEHT-0EJIKOBBIX KOMILJIeKca:
dorocucrema I (OCI) u porocucrema I1 (OCII), ko-
TOpbIe ACUCTBYIOT KaK JIBe TOociefoBaTebHbIC (POTO-
okcumopenykrassl [11—13], 1 B cocTaB KOTOPEIX BXO-
It Te Ke ununsl [ 14]. Takum obpa3om, TUIMIHAS
MaTpulia POTOCUHTETUYECKMX MEMOpaH U Y KUCJIO-
POIBBIIEISIOIINX OPraHU3MOB MOXET CIY>KUTb MU-
IIEHbIO IS CBA3bIBAHUSI MOJIEKYJT KaTUOHHBIX /1€3-
MHGEKTAaHTOB M aHTUCENITUKOB MPY UX TPOHUKHOBE-
HUM B KJIeTKU. Tak, B YaCTHOCTU, HETaBHO MTOKAa3aHO
Ha mTamMax Microcystis, YTO IIMPOKO MCHOJb3ye-
MBIl Je3MH(MEKTAHT U3 TPYIIBl YeTBEPTUYHBIX aM-
MOHHUEBBIX CoeIMHeHN (0eH3anKoHus ximopun-Cl4)
yke npu KoHueHTpauuu 0.4 Mr/j1 BhI3bIBaeT 3HAUM -
TeJIbHOE TToJaBieHue (DOTOCUHTETUYECKOI aKTUBHO-
CTHU 3TUX LIMaHOOaKTepuii [15].

B ®CII MuHUMaNbHBIN 1IepHBIN OSJIKOBBIN aH-
caMOJIb, CIOCOOHBIM K (DOTOOKMCIEHUIO BOIBI 1 BOC-
CTAaHOBJIEHUIO MOJICKYJI INIACTOXMHOHOB, COCTOUT M3
Mn,4CaO4 KacTepa, ABYX MHTErPaIbHBIX AHTEHHBIX

oenkoB CP43 u CP47, porocunternuyeckoro PILI, co-
nepxamero D1-, D2- u uur. b559-cyObeIMHULIBI, U
nepudepudeckoro 6eaka PsbO (mapraHeir-ctadbmim-
supytomeii 6emnok). Kommieke @CII o6pasyer au-
Mep, TOe KaxKIblii MOHOMED CONEPKUT OAHY 2IEK-
TPOH-TPAHCHOPTHYIO 1IEeIh, YbM KOMAKTOPHEI KOOP-
muHupyorcss Oenkamm  D1/D2. CP43  Gonee
JTabunbHO cBsi3aH ¢ D1/D2-rerepoagumepom PLI, yem
CP47 1, BO3MOXHO, BOBJICKACTCS B CTAOMIM3ALINIO
KOMILIEKCA OKHUCJICHUSI BoApl. B CcBOIO ouepenb,
CP47, nomuMo 1iepeHoca 3HEPTUH, TAKKE, TT0-BUIM -
MOMY, WUTIpaeT OIIPeleICHHYIO CTPYKTYPHYIO POJIb,
CIIOCOOCTBYSI TecHelIeil acconmanuu D1- u D2-
cyobenunuil. CP43 u CP47 conepxat 13 u 16 mone-
Kyn xjaopoduuia a (X1 a) coorBeTcTBeHHO. PLI, B
CBOIO OoUepellb, BKIIOUAEeT 6 MOJIEKY XJI a U 2 MoJie-
Kynbel peodurtuHa [16—18]. B pacTeHUsIX TOITOIHU-
TEJILHBII CBETOCOOp 0OecIieunBacTCsI 00pa3oBaHUEM
OOJIBPIINX CYNEPKOMILIEKCOB C MEMOpPAHHOCBSI3aH-
HBIMU XJI-coAepxXKaluMu OeJKaMU U TPUMEPHBIMU
CCK.
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MoHOMepHBI 1IMaHOOAKTePUAJIbHBII KOMILIEKC
DCI ¢ monekynsipHoit Maccoii >370 kJla comepXuT
12 paznuuHbiX ToaunentuaoB [19]. ITpu aToM miecThb
MOJIEKYJT XJ1 @ B KaTaJIMTUUYECKOM SIIpe IBYX UHTE-
rpasibHbIX  cyObeauHull PsaA/PsaB  oxpyxeHbl
90 moexysiaMu XJ1 a 1 22 MoJIeKyJlaMHu [3-KapoTHUHa,
KOTOpbI€ BMECTE CJIy)XaT OCHOBHBIMU aHTEHHBIMU
nurMeHTaMu. Bce 3TU OKUCIUTENIbHO-BOCCTAHOBU-
TeJibHble KOaKTOPhI, 32 UCKIIIOYEHUEM XKeJle30-Cep-
HbIX Ki1acTepoB F,/Fp, pacrionoxeHsl BHyTpU CyOb-

SIMHMUIL SIApa TICEBIOCUMMETPUUYHBIM 00pa3oM U 00-
pas3yioT nBe BeTBU (A u B) misg moTeHLMAIbLHOIrO
nepeHoca 3JeKTPOHOB. TepMUHaIbHbIE aKIIETITOPbI
271eKTpOHOB Fp 1 Fg cBA3aHBI ¢ BHEIIHEN CTpOMaJIb-

HoIi cyobenuHuleit PsaC.

B Hacros1ieit pabote, Tpoaoskasi HauaToe paHee
W3y4YeHYeE BIIUSTHUSI KATUOHHBIX aHTUCETITUKOB OKTE-
HUJIWHA, MUPAMUCTUHA, XJIOPTeKCUAWHA U TTUKIIOK-
cuAMHAa Ha CIIEKTpaJbHBIC CBOMCTBA M MPOLECCHI
TpaHcOopMalMK SHEPTUU B XpoMaTodopax mypIryp-
HBIX OaxkTepuit [7, 8], MBI IIPUBOAUM pPE3YyJIbTAThI
HAaIllero UCCJIefOBaHUS HAa N30IUPOBAHHBIX U3 TN~
HaTa aKTUBHBIX KOpoBbIX KoMImiekcax DCII ¢ nH-
TaKTHBIM KOMILIEKCOM OKUCJIEHUS BOIBI M Ha KOPO-
BbIX KoMIniekcax DCI u3 nmanobakrepuu Synecho-
cystis sp. PCC6803.

MATEPHAJIbI 1 METO/IbI

Kucnopoa-seiaensionive siaepHble KOMILICKCHI
DOCII BbAEHSAIM M3 CBEXUX PACTEHUM IINTMHATA
(Spinacia oleracea) [20] myrem 0OpabOTK1 MeMOpaH-
HbIX (parMeHTOB H-AoAeUMI-B-d-MaabTO3UIOM
(10:1, perepreHT/x10p0oUILI) B TeueHUE 1 U ¢ TToCe-
JIYIOIIMM 1LEHTPUPYTMpOBaHUEM Ha TpajueHTe
IMJIOTHOCTH caxapo3sbl (20—40%) B TeueHue 7 4 Tpu
210 000 g c ucronb30BaHEM BEPTUKAILHOTO POTOpA
Beckman VTi50. O6mmyo KOHIEHTpalunmo XJI B 00-

pasuax OCII (~ 2.7 mr erMn_]) onpeIesii MEeTO-
JIOM, OIMCaHHBIM B padore [21]. Cpena mjast xpaHe-
HUsI/aHamM3a cojepxama 25 MM Mes (pH 6.5),
15 MM NaCl, 5 MM CaCl, u 0.03% (B/0) H-DOOELMTI-
B-d-mambero3uma. IloaydeHHBIE TIpenapaThl SIISPHBIX
komruiekcoB DCII mpakTuyecku He coaepskar CBe-
Tocobupatomii komriaeke LH2 [20]. CkopocTb BbI-

nenenust kucaopona (1500—1600 MmxM O,-(Mr X.J'I)_l‘

-q_l)) npu crauroHapHoMm ocBeleHuu (1000 Mkm

¢doToHOB M_lc_l) n3Mepsuii 1ipu 23°C ¢ ITOMOIIBIO
snekTpona Kimapka B mpucyrcteuu 0.1 MM 2,6-nu-
xjopobeH3oxruHoHa 1 1.0 MM deppulimaHuga Kaaus
B KaueCTBE aKIIENTOpa 3JIEKTPOHOB.

TnnakongHBIe MeMOpaHBI M3 IIMaHOOAKTEepPUiA
Synechocystis sp. PCC 6803 nukoro TuIia BbIIEISUTN
10 METOIMKE, OIIMCaHHOMI B pabdote [22]. His moiry-
yeHust KomruiekcoB @ CI ncnoiab3oBanm ¢ HEOOIb-
IMAMU MOAU(PUKALIUSIMU TIPOLIEAYPY 3SKCTPaKIIUH,
olnucaHHylo B pabote [23]. Jlas moayyeHUS MeM-
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OpaHHBIX (parMeHTOB TWJIAKOWJIHBIE MEMOpaHHI,
MOJIyYeHHbIC MYTEeM pa3pyllIeHUs] KJIEeTOK C TMOMO-
LIbIO (ppeHY-TIpecca U MOCISAYIOIIEro yiIbTpalleH-
TpU(YTUPOBAHUSI, UHKYOMPOBAIU B TeUeHUE 2 4 MPU
KOMHATHOI TeMmIiepaType B mpucyrcrBuu 50 MM
HEPES—NaOH (pH 7.5), conepxatuero 1% H-moxne-
onia-f-d-MaapTo3uaa NPU KOHIIEHTPAIIMM XJIOPO-
dwmmra 0.5—0.6 mr/ma nipu 4°C. [Janee CycnieH3UIO
HeHTpUpyrupoBaau B TeueHue 15 muH nipu 14000 g,
cyIepHaTaHT HAHOCWIM Ha TpaIueHT TJIOTHOCTH Ca-
xapo3bl (5—20% wmacc./06.), TPUTOTOBJIEHHBIN B
50 mm O0ydepe HEPES—NaOH (pH 8.0), comepxka-
meMm 0.03% (macc./06.) H-momeuwI-p-d-MaabTo3u-
na. I'pagreHTHl HeHTpUdYTrUpoBaau B TeueHue 16 4
npu 140000 g. HrxHIOIO TT0JIOCY COOMpau, IBAXKIbI
nuanm3oBaiu npotuB 50 MM 6ydepa HEPES-NaOH
(pH 7.5) B TeueHue 2 4 u KoHueHTpupoBaau. Cyc-

neH3uo KkoMmruiekcoB DCI (2 Mr-MJI_l) 3aMoOpaxuBa-
JIU B XXUIKOM a30T€ U XpaHWJIU MPU TeMIlepaType —
70°C. TTockoabKy M3oanupoBaHHbIe KoMILIeKChl DCI
He coliepKaT MPUPOIHOTo OeIKa-10HOpa LIMTOXpOoMa
¢6, BO BCexX DKCITepUMeEHTaX B Ka4eCTBE SK30T¢HHOTO
JIOHOpa 3JIEKTPOHOB K oOpa3iy gobasisuiu 10 MKkM
2,6-muxnopdenHonnHaodpeHona u 5 MM ackopbata
HaTpusl.

CHexTpsl TOTJIOIIEHUS PETUCTPUPOBAJIA C TIOMO-
10 MognUIIMpoBaHHOTO criekTpodoromeTrpa Hi-
tachi-557 (SImoHust), crieKTphl (QJIyOpeCLeHIIMU — C
MOMOIIBIO CcIieKTpoIyopuMeTpa Fluorolog-3
(HORIBA Scientific, fIrmoHust), ocHallleHHOI'O BBICO-
KouyBcTBUTENIbHBIM MK -doToymHoxuTesem Hama-
matsu 5509-72. CrekTpbl (payopecleHLIUUN pPeru-
CTPUPOBAIN TIpU BO3OYXXIEHUU Ha IJIMHE BOJHBI
400 am. IupuHa monockl coctaBisiia 10 HM s
BO30YKIAIOIIEeTo CBETa U 5 HM I PETUCTPUPYEMOIA
dayopecueHunn. KnHeTnyeckue KpUBbIe 3aTyXaHUS
dayopeciieHLIMY ObLIM U3MepeHBI IIpu 680 HM ¢ uc-
MOJIb30BaHMEM CUCTEMBI CU€Ta OMMHOYHBIX (DOTOHOB
¢ BpemeHHo Koppessiueit TCSPC (Becker & Hickl
GmbH, I'epmaHust) ¢ TMOpUAHBIM (OTONIPUEMHU-
koM HPM-100-07 ¢ uype3BblualiHO BBICOKOW MMHaA-
MUKOI. B KadyecTBe HCTOUHMKA BO30YXKIAKOIIETO
CBETa MCIIOJbL30BaJIM (PEMTOCEKYHIHYIO JIa3€pHYIO
cucremy «Tema-150» (OOO «ABecra-IIpoexkT», Poc-
cust). OHa TeHepHupoBaja CBETOBBIE MMITYJIbCHL TN~
tenbHOCTHIO 300 e mpu mmmHe BonHbl 400 HM (4a-
crota moBTOopeHUsS — 80 MI1I; cpemHsIT MOIITHOCTH
na3nydeHus — 2.8 BT; sHeprus OMMHOYHOTO UMITYJIb-
ca — 34 u/Ix). B akcnepuMeHTax 3HEPTrUI0 BO30YK-
JIAIOLIMX CBETOBBIX UMIYJbCOB YMEHbBIIAIU C TTOMO-
IIbI0 HEUTPaATbHBIX CBETO(GWIBTPOB [0 YPOBHS,
OIpeNeIsieMOro UyBCTBUTEIbHOCTBIO PETUCTPUPYIO-
meit cucreMbl. CpeqHsIsI TIJIOTHOCTh MOIITHOCTU W3-

JIydeHUs cocTaBJsiia 3- 1074 Bt/ oM. Kuneruky 3aty-
XaHUs1 (JIyOpPeCUEHIMHU aIlllpOKCUMUPOBAIN MO-
JIEJIbHOM  KPUMBOM B  TPEXDKCIIOHEHLIMAJTbHOM
npubvkeHuu. BpeMeHa 3aTyxaHusl T ObUIU paccuu-
TaHBI C UCTTOJIb30BAHMEM aJITOpUTMa MOAOOPa METO-
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JIOM HaMMEHBIIINX KBaJIpaToOB C y4eTOM MHCTPYMEH-
TanbHOI GyHKIUM oTKIuka mpu FWHM = 16 mc.
MN3MepeHus MOBTOPSIIA TPU pas3a, U CpeaHUe 3HaUe-
HUS CO CTaHAAPTHOI OIIMOKONM MCITOJIb30BaIU IS
pacueTa BpeMeHHU XM3HU (T) U1 Beixoda (F) diyopec-
neHumu. Bce pacueTsl M mpencraBicHUE OBUIA BBI-
TOJTHEHBI C WCHOJb30BaHMEM IIPOTPAaMMHOI0O obec-
neveHus Origin 8.1 (OriginLab, CIIIA).

Bo3byxnaeMbie UMITYJIbCHBIM u3IydyeHueM (Nd-
YAG-nazep, 532 um, 7 Hc, 10 MJIX) n3MeHEeHUS MO-
rnoweHuss OCI ipu 700 HM MCCIeIOBAIM C TOMO-
IO JIJAOOPATOPHOM CcHUCTEMBI (hieli-¢oToimnsza ¢
JIBOMHOM MOHOXpOMAaTHU3alMeN 30HANPYIOIIETO CBE-
Ta [24]. U3MeHeHns TOTIIONIeHNST BO BpEMEHHOM 00-
JJacTu OT 1 MKC 110 5 ¢ ObUIM OLM(MPOBaHBI C TOMO-
1o u3MeputesbHoit aatel GaGe Octopus CS8327
(Dynamic Signals, Kanama). /Ins mocTikeHus 6oiiee
BBICOKOTO OTHOIIIEHUST CUTHAJI/IIIYM OBIJIO YCpenHe-
HO 50 omuHOYHBIX curHaioB. CoOpaHHbIE NTaHHBIC

pa3MepoM 8-10° Touek GBUTM CKATbI 1o 280 Touek B
JJorapuMHUIECKOi 1IKajie BpeMeHu. KmHeTHKy Boc-

cranosienust P7007" aTmpoKCUMHUPOBAJIM  CYMMOIA
HECKOJIbKMX 3KCIIOHCHT C IIOMOLIbIO IIpOoIrpaMM
Mathematica (Wolfram Research, CIIIA) u OriginPro
9 (OriginLab, CIITA). KoHlieHTpa1us xjopoduiia B
00pasiiax B JaHHBIX OMbITaxX cocTapsiia ~ 15 MKr/mi.

Wcnonb3oBanu rotoBble  (papmalieBTUYECKUE
MpernapaTsl XJIopreKcuanHa aurmokoHat 20%, muk-
nokcuanHa auruapoxiiopun 0.05% (Burtabakr), Mu-
pamucTtuH 0.01% u oxkrenuauH 0.1% (OKTeHUCEIT),
KOTOpBbI€ pa30aBisiivi TUCTULIMPOBAHHO BOIOM 1151
MOJIy4YeHUsI PacTBOPOB aHTUCENTUKOB C HEOOXOAU-
MbIMM KOHILeHTpalusamMu. M3MepeHuss mpoBoOIWIv
npyu KoMHaTHoi Temmepatype (22 *+ 1°C) mocre
5 MMH WHKYOaluu IpenapaToB ¢ 1O0OABJIEHHBIM aH-
TUCETITUKOM.

PE3VYJIBTATbBI 1 UX OBCYXIEHHUE

MBI cpaBHWIM IeJiICTBYE YEThIpeX KATUOHHBIX aH-
TUCENTUKOB B KoHIIeHTpauu 100 MxM Ha diryopec-
HeHuio KopoBbix KoMiuiekcoB MCII u OCI. bouto
YCTaHOBJIEHO, UTO OKTEHUIWH 00JIafaeT MaKCUMaJlb-
HOM 3 (PEKTUBHOCTLIO B YBEJIMYEHUHU BbIXoAa (pi1yo-
peCLEeHIIM, 3HAYUTEIbHO MPEeBHIIIAONICii TefiCTBIE
OCTaJIbHBIX aHTUCENTUKOB (puc. 1). IToaTtomy B Ha-
CTOSIIE pabdoTe MBI MOAPOOHO KCCIIENOBaIN JIeii-
CTBU€ MMEHHO 3TOT0 aHTUCETITHKA.

VYBenuueHue Boixoaa (hJyopeclieHIIMY B oOpa3iax
®DCII npu gobaBlIeHUU OKTEHUINHA COITPOBOXKAACT-
Csl KOPOTKOBOJIHOBBIM CMEIIIEHUEM KaK MaKCHMyMa
noroIeHus (¢ 672 HM 10 666 HM), TaK 1 MAKCUMyMa
dayopecuennum (¢ 682 HM g0 678 HM) (puc. 2a,0).
CornacHo padote [25], MOIeKyJIBI XJT @ B aHTEHHBIX
komruiekcax CP43 u CP47 ®OCII mmuHaTta HaXooT-
cd B ABYX CIEKTPAJbHO OTIWYHBIX (hOopMax ¢ IIUH-
HOBOJIHOBBIM (0KOJIO0 680 HM) U KOPOTKOBOJIHOBBIM
(okos0 670 HM) MakKCUMyMaMU TIOIJIOLIEHUSI. DTU

B OCI
OClII

SIS,

Puc. 1. MHTerpanbHas miomanb S moa crekTpoM diryo-
pecueHIMU KopoBbix kKoMruiekcoB DCI u OCII B mipu-
cyrcTBUM aHTUCEeNTTUKOB (100 MKM), HOpMHpOBaHHAasI Ha
Tiomane Sy Moa cnekTpoM (ayopecleHINN KOHTPOIb-
HOTo 00pasiia 6e3 aHTUCENTHKA. YCpeaHEHHUE MO TpeM
9KCTMIEPUMEHTaM, YKa3aHO CTaHAApTHOE OTKJIIOHEHUE OT
cpeaHeil BEJTMYUHBI.

JIB€ CIIEKTpaibHbIe (DOPMBbI, OYEBUIHO, UMEIOT pa3-
JIMYHOE MUKPOOKPYXKEHHE 1 OTIINIAIOTCSI CBOC UyB-
CTBUTEJIbHOCTBIO K BHEIIHUM BO3IeHCTBUSIM. Tak,
JUIMHHOBOJIHOBas1 (popMa CYILECTBEHHO 0oJiee 4YyB-
CTBUTEJIbHA K HarpeBaHUIO, B Pe3yJbTaTe KOTOPOTO
ee abCOpPOLMOHHBIIT MAaKCUMyM CMEIIAeTCs K IJIM-
HaM BOJIH HOIJIOLLIEHUSI KOPOTKOBOJHOBOM (hOPMBI.
ABTOpBI CUMTAIOT, YTO TEMIIEpaTypHbI aKTop,
BO3IEHCTBYSI Ha OCJIKOBBIM HOCUTEIIb, HApyIIaeT 1C-
XOOHOE KCUTOHHOE B3aMMOMECHCTBUE «IIMHHOBOJI-
HOBBIX» XJIOPO(UIUIOB, YTO W IIPUBOIUT K HAOIIOIA-
€MOMY KOPOTKOBOJIHOBOMY CMEIIIEHUIO UX MAaKCUMY-
Ma riorjtonieHus1. O4eBUIHO, OKTEHUINH, BHEAPSISICh
B CTPYKTYpPY CBETOCOOUPAIOIINX OEJTKOB, MOXET MpH-
BOJIMTH K CXOTHOMY 3(pheKTy.

T'urncoxpoMHbI CABUT TIOJOCHI (PyopecleHIInn
(puc. 2) 1 yBeJIMUE€HUE €€ MHTEHCUBHOCTHU (IaHHbIE
He NPUBOASATCS ) MPOUCXOAUIU TAKXKE B TPUCYTCTBUM
nereprenta TpurtoH X-100, B cBSI3u ¢ 4yeM B paborte
MBI COTIOCTaBWJIM BO3NEUCTBUE ITUX OBYX Pa3HBIX
areHTOB Ha CIEKTPaTbHO-KUHETUYECKHUE XapaKTepu-
cTuKM KopoBbIX KoMIuiekcoB DCII. 13 puc. 2 Takke
clie[lyeT, 4YTo B ciyyae alleTOHOBOT'O 3KCTpaKTa MoJio-
ca MOrJIoIIeHUsT B KpacHOI 006JlacTh 1 nojoca diayo-
pECLIEHIIMM CMEIIAI0TCs Topa3lo CUJIbHEe MO CpaB-
HEHUIO ¢ KOHTPOJbHBIM 00pa3IlloM — MaKCUMYM T10-
DJIOIIEHWST COBUTAeTcs J0 661 HM, a MaKCUMyM
dayopecuenuu — g0 673 um. CiieroBaTebHO, 00-
paboTka KopoBbiX KoMiuiekcoB DPCII makcumab-
HbIMM KOHLIEHTpallMsIMU OKTeHUAMHa W TpuToHa
X-100 x0T ¥ MPUBOAUT K CTPYKTYPHOI ITepTypOa-
LIMM TUTMEHT-0EJKOBbIX KOMILUIEKCOB, OJHAKO 4Ya-
CTUIHAaS MeXKXpOoMO(pOpPHAas CBSI3b COXpaHSIETCI. DTO
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Puc. 2. CriekTp norjioiieHus (a) ¥ HOpMUPOBAHHBII CTIeKTp GyopectieHMu (6) kopoBbix KoMmruiekcoB DC 11 B KoHTpose
(cniextp 1), B ipucytctBru 300 MKM okTeHuanHa (criektp 2), B mpucytctBru 0.3% tpuroHa X-100 (criekTp 3) 1 B alleTOHOBOM

aKcTpakTe (criekTp 4). JyimHa BotHbI Bo30yxneHus dryopectieHmu 400 HM.

MOJTHOCTBIO COOTBETCTBYET 3aK/IIOUEHUIO aBTOPOB
pabortsl [26] o meiictBum arenra Tpurtona X-100 Ha
DCII (kopoBblit koMrieke CP47).

ChexTpsl orIomieHus 1 (hJIyopecClieHIIMM BhIAe-

JsieMbix Hamu KomiuiekcoB DCI mokasaHbl Ha
puc. 3. OHu paKTUYEeCKU COBIIAAAIOT CO CHEKTpPaMu
msg npenapatoB MCI, npuBeneHHbBIMU B paboTax
[27—29]: ocHOBHOIT MakKcUMyM (JIyOpeCLEHILIUN JT0-
KamayeTcst Ipu ~ 684 HM, UMeeTCs LIMPOKOE TIIEUO
B KpacHoIf obnacty B paiioHe ~ 730 uM. Kak n B ciry-
gae OCII, okTeHUIUH 0061a0a]1 MAaKCUMAJILHOM 3(-
(beKTUBHOCTBIO, B HECKOJILKO pa3 IIPEBHILIAIONICH
NIeMICTBME OCTAJIbHBIX. DTO BhIpaXKaeTCs KaK B KOPOT-
KOBOJIHOBOM CIIBUT€ MaKCHMMyMa CIEKTpa MOIIOIIEe-
HUA 1 GiryopecueHuuu (puc. 4, 5), Tak ¥ B yBeJIru4de-
HUU WHTEHCHMBHOCTH (hJIyopeclieHIIMM (Bpe3Ka Ha
puc. 5). BaxkHO OTMETUTB, UTO PETUCTPUPYEMOE YBe-
JIMYyeHne KBaHTOBOro Bbixoda diayopecueHnuu OCI
B IPUCYTCTBUM OKTEHUAWHA XOPOIIIO COBMANaeT IS
9KCIIEPUMEHTOB [0 M3MEPEHUIO CTallMOHApHOM
dayopecueHMn (OLICHEHHOrO II0 ILIOIIAOM IIOI
CIIEKTPOM) M DKCIIEPUMEHTOB IO U3MEPESHUIO KMHE-
TUKM (OLIEHEHHOI'O II0 MHTETpally oA KUHETUYe-
CKOM KpUBOIi).

O HapyIlIeHUU MPOLIECCOB MUTPAILIMU DHEPIUU B
nurMeHT-0enkoBbix Komiuiekcax PCII u ®OCI B
MPUCYTCTBUM aHTUCENTUKOB CBUIETEIBCTBYIOT TaK-
K€ pe3yJIbTaThl U3MEPEHUN JIUTEIbHOCTH (hIyopec-
HeHIIUM 00pa3loB B 3TUX ycaoBusX. [1pu anmmpoxkcu-
Maluy 3KCIIEPUMEHTAJIbHBIX KWHETHUK 3aTyXaHWS
dayopecuenuyu @CII Mbl TOAB30BAIUCH TPEXIKC-
MOHEHIIUAJBbHBIM HPUOIVKEHUEM, TalOIINM Hau-

BUODU3UKA TomM 69 Ne 3 2024

MCHbBIIEEC 3HAYCHMNE BCJIIMYNHDBI CPCAHCKBAAPATUIHO-

ro OTKJIOHEHUSI X2' Hanuuume Tpex KOMIIOHEHTOB B
KUHeTuke 3atyxaHust payopecueHuu ®CII B nua-
na3zoHax okoJjio 100 1c, HECKOJIbKO COTEH IIC U 0oiee
OTMeYasioch 1 B Apyrux padotax. [Ipu aToM mosiBie-
HUE U YIJIMHEHUE MeIJICHHBIX KOMIIOHEHTOB CBSI3bI-
BaeTcs ¢ 3akpbiTeM PLI ®CII u creneHbio 3TOro 3a-
KPBITUSI B cclienyeMbIx oopasuax [30—34].

B skcnepumenTax ¢ @CII kK npenapatam 106aB-
JIsU (peppULIMaHUI KaJIvs B Ka4eCTBE 9K30T€HHOIO
aKIIeIITopa 3JIEKTPOHOB IS OLICHKM CTEIIEHU BOC-
CTaHOBJIEHHOCTU (poToakTUBHOTO Xjaopodpuia PII.
Haim npenapatsl cofepskajii akKTUBHBINA KOMITJIEKC
BBIIEJICHUS KICI0POaa, KOTOPhIA MOXET BOCCTaHAB-
JBaTh (OTOOKHUCISIeMbIt TmrMeHT PlLI 3a Bpems
~30 Hc. YuuThIBasi, 4TO BpeMsl MeXIy aKTUBUPYIO-
LIIMMU BCIIBIIIKAMU CBeTa cocTaBiisio 12.5 HC, MOX-
HO OBIJIO OXWIAaTh, YTO 4YacTh KoMmILiekcoB PII 3a
BpeMsl PErucTpalyyd KUHETUKHU (hIIyopecleHIInNn
MorIJa IIepeTH B HeaKTUBHOE cocTossHue. OleHKa
Ty, CBA3BIBAEMOTO C MPOLIECCOM MUTPAlIMN SHEPTUU
OT KOpoBOif aHTeHHHI K PLI 1ipy ycinoBun nx oTKphbI-
Toro cocrossHus, coctasiser 50—80 mc [35, 36]. B
HaIIMX 3KCHEepUMEHTaX B 00pa3laXx KOPOBBIX KOM-

mwiekcoB DCII npu mobaBjieHUM 3K30T€HHOTO aK-
LIeTITopa dJIeKTpoHa heppUlIMaHUIA KaTusl TJTUTEb-
HOCTb OBICTPOTO KOMIIOHEHTAa T; CHUXalach C
=200 no 113 nc (Taba. 1). Takum o6pazom, beppuiiu-
aHUJI Kalusl CYIIECTBEHHO CHM3MUJI JOIIO 3aKPBITHIX
PLI (BO3MOXHO U MOJHOCTEIO, & OTJINYME T| OT JIUTE-
parypHbix 3HaueHuii B S50—80 1c 00OycioBieHO
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Puc. 3. Criektp nomionieHus (a) ¥ HOPMUPOBAHHBIN crieKTp diyopeciieHIMU (6) KopoBbIx KoMImiekcoB PC | B KoHTpote
(criextp 1), B mpucyrctBuu 150 MKM okteHunuHa (cnektp 2), B mpucytctBuu 1% tputona X-100 (cniekTp 3) 1 B alleTOHOBOM
9KcTpakTe (crnekrTp 4). JlirHa BoHbl Bo30yxxaeHust dhayopecueHumn 400 HM.

CTPYKTYPHBIMU OCOOEHHOCTSIMU Halllero oopasma). B
IagpHEWImeM TIpenapar, conxepxamuii 350 MxM
deppruMaHuaa Kaiausi, CAUTAICSI KOHTPOJIbHBIM 00-
pa3loM B HaIlIUX SKCTIEpUMEHTAX.

M3 Tabn. 1 BUAHO, YTO IO Mepe J00aBICHUS BO3-
pacTaonX KOHIEHTPAlMi OKTEHWIWHA IJINTEIb-
HOCTb KOMIIOHEHTAa Tl YBEJINYUBACTCA, OOCTUTAdd

3HadYeHUs 357 mc nmpu KOHILIEHTpAllUd OKTeHUIMHA
200 MxM. Takoe TpexKkpaTHOe 3aMeIJIeHe CKOPOCTU
MUTPALIN SHEPTUU COMPOBOXIAETCS 6—8-KpaTHBIM
pPOCTOM MHTEHCUBHOCTHU (payopecleHIIun (JaHHbIe
He TIpuBoAsATcs). JlJaHHOe yBeIudeH e MHTEHCUBHO-
CTH (pIayopecleHIIUN OOBSICHSIETCS 3HAYUTEIbHBIM
TiepepacripeieJIeHUEM BKJIANOB (a;) TpeX KOMITOHEH-

TOB B KWHETHUKY 3aTyXaHUS U YBEINYCHNEM JJTUTEb-
HOCTH (T;) BCeX KOMITOHEHTOB. [10 HallleMy MHEHUIO,

Takoe ACUCTBUE OKTEHUIMHA HA KOPOBBIE KOMILICK-
cel OCII cBs3aHO ¢ UX AeCTpyKUUEd, TOTOOHO TOMY,
KaK BTO MNPOUCXOAUT TNpU N0OABIEHUU JeTepreHTa
Tputona X-100. leficTBUTEILHO, TIPU BBICOKUX KOH-
LIEHTpALIMSIX OKTEHUIWHA B TPEX3KCITOHEHIIMATbHOM
NpuOIMXKEHNU HaOII0aeTCd KOMITOHEHT JJIUMTEb-
HOCTBIO OKO0JI0 6 HC. DTO 3HaYeHe OJIU3KO IS IOy -
YEeHHOI0 HaMM BpeMEHU XU3HU (IIyopeclieHINN
CcBOOOTHOTO XJIOpOMIIa B alIEcTOHOBOM 3KCTPaKTe
(6.2 HC) WM LIS TAKOBOTO B IE€3MHTEIPUPOBAHHBIX
MMUTMEHT-0eJTKOBBIX KOMITJIEKCaxX B IIPUCYTCTBUU 1%
Tpurona X-100 (5.4 He).

BTopoit KOMITOHEHT CpegHEN NIUTEIBHOCTU, CO-
I7IaCHO MHOTOYMCJIEHHBIM JIUTEPATYPHBIM JAHHBIM,
MBI OTHEC/IU K IIpOIIecCy peKOMOMHAIINU 3apsiiOB B

PILI. Ero niuTeabHOCTh B KOHTPOJBHBIX 0Opas3lax ¢
(peppuLIMaHUIOM COCTABJISIET Ty = 0.37 HC, 4TO G/INU3-
KO K 3HaueHuio 360—460 rc, monyyeHHOMY B paboTe
[37]. U3 Tabmn. 1 BUOHO, 9TO 10 Mepe 10OaBICHUS OK-
TEHUIVHA 3HaYeHUE T, YBeJIUYUBaeTcd 1o 2.28 He, a
aMIuTyna pactet ot 14 = 2% no 33 £ 3%. Takue
3HAYECHUS HAXOISITCS B XOPOILIeM COOTBETCTBUM C pe-
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400

Puc. 4. Cnektp momromeHusi Komiuiekcop PCI1 B
KOHTPOJIE U B IIPUCYTCTBUM aHTUCENTUKOB (100 MKM).
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Puc. 5. HopmupoBaHHbIil criekTp dayopeciieHIMn KomiuiekcoB PC 1 B KOHTpoJie M B TPUCYTCTBUM AHTUCENTUKOB
(100 MmxM). Ha Bpe3ke — OTHOCUTEJIbHOE U3MEHEeHMEe KBAaHTOBOTO BbIxofa (ryopectieHnu komriekcoB @CI B mpucyrcTBumn
OKTEHUJMHA MPU OLIEHKE COOTHOLLIEHUS TUIOLIAACH Mo crieKTpoM diyopectieHUnu (criekTp /) v nmoj KMHETUKOM 3aTyXaHusl

dbmyopectieHIIUM (CIIEKTp 2).

3yabTaTaMU, ITOJIydeHHBIMHU B paborte [38] B oOpas3max
GOTOCMHTESTUUECKNX  MeMOpaH,  OOOTrameHHBIX
DCII, u B npenapatax KopoBbIXx KoMIuiekcoB DCII
MpU UX BOCCTAHOBJIEHUU TUTUOHUTOM, BEAYIIUM K
TTOSIBJICHUIO JIBAXKIbl BOCCTAHOBJIEHHOI'O TIEPBUYHO-
TO aKLeNTopa XUHOHHOM Npupoasl (Q,); IOMUHUDY-
oM (~ 70%) KOMITOHEHTOM (hJTyOpeCLIEHIINY CTa-
HOBUTCS KOMITOHEHT ¢ T ~ 200 1c — KakK u B cydae,
korga Qa OKMCIIEH. DTOT KOMITOHEHT CJIELYET OTHE-

CTH K T; B Hallleil pabote. B To e Bpems B yCI0BUAX
OIHOKPAaTHO BOCCTAaHOBJIEHHOro Q, caMmblii OBICT-
pBIif KOMITOHEHT iiyopecleHn uMes T ~ 600 mc
(25%), a nBa OPYrux KOMIIOHEHTA XapaKTepHU30Ba-
much T~ 1.4 He (68%) T~ 3.3 He (7%). ABTOpHI pa-
60ThI [38] MHTEpNPETUPOBATIU CAMYIO OBICTPYIO KU-
Hetruueckyio da3y (200 mc) Kak yKazaHue Ha BBICO-
Kyt addekTuBHOCTb pazneneHust 3apsinoB B PILI
Osaromapsi OTCYTCTBUIO 3JIEKTPUYECKOTO 3apsiia Ha

Ta6auna 1. BpemeHa X13HU T; M aMIUIUTYIBI @; TPEX KOMITOHEHTOB (iryopeciieHIIMM KopoBbIx KomIiuiekcoB PCII u OCI
MPU Pa3TNIHBIX KOHIIEHTPAIIMSIX J0OABIEHHOTO OKTEHUIMHA

Ty, TIC T,, HC T3, HC a,, % ay, % as, %
DCII (KoHTpOJTB) 113+6 0.37 £ 0.04 1.69 £ 0.06 85=*5 14+3 1+0.4
5 MKM OKTeHUInHa 128 £5 0.38 +0.04 1.92 + 0.07 82+ 4 17t 4 1+0.4
25 MKM okTeHuauHa 270 £ 10 1.31 £0.05 4.46 +0.12 65+ 4 21+5 14+3
100 MKM okTeHuaUHA 333+ 15 2.24+0.09 5.28 £ 0.11 58t4 32+4 10+ 2
200 MxM oxTeHuaMHa 357t 14 2.28 £ 0.11 6.19 £ 0.17 575 33+£3 10+3
DCI (KOHTPOJIB) 63+3 0.51 £ 0.04 2.6+0.1 95.7+4.4 2.6+0.3 1.7£0.2
7.5 MKM oKTeHUIMHA 1156 0.55 £ 0.06 44+0.2 70.0 + 3.4 23.8£0.9 6.2+ 1.1
30 MxM oKTeHuaAMHA 399 £ 15 3.2+0.1 5.3+0.1 26.7 2.4 42.0t4.1 31.3+3.7
90 MkM oxTeHuaAMHA 777 £ 18 43+0.2 6.21+0.2 141+1.2 64.8 +4.2 21.1 £ 1.9
140 MxM okTeHUaUHA 922 +£21 48=+0.3 6.21+0.3 10.6 + 1.4 66.9 £ 3.9 225124

[Mpumeyanue. Agyss = 400 nm, A, = 680 nm. YKazaHbl CpelHME 3HAYEHMs ULl TPEX M3MEPEHMH U CTaHIapTHas

OIIMOKa.
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Qa. 910 00BACHAETCH ABOMHBIM ITPOTOHUPOBAHUEM
JNBaXIbl BOCCTAHOBJIEHHOTO Q4. B Hammx skcnepu-
MEHTaX MPpU pa3IndHbIX KOHIEHTPALIMSIX OKTCHUIN -
Ha MBI TaKXXe TOJIy4Yaau 3HaYeHUs T, OJIM3KUE K pe-
3yabTaTaM padoThl [38] OJIsT KOPOBBIX KOMILIEKCOB
®CII c onHOKpaTHO BoccTaHOBIEHHBIM Q4. [To Beeit

BUINMOCTH, TTO0 MEPE POCTAa KOHLIEHTPALIUU OKTEHU-
nHa 3¢pPEKTUBHOCTL (POTOXMMMUIECKOTO TTpeodpa-
30BaHMsI cBeTOBOM aHepruu B PLI cHmkaeTcs, 4to
BEJET K YBEIMUECHUIO BEPOSITHOCTU OOpaTHOI peak-
U nepeHoca 3Heprun oT PLI B aHTEHHBIM KOM-
riekce. [MapanieabHo ¢ 3TUM MPOLECCOM YBEIUYUBa-
eTcda Jmojist oKMciaeHHbIX PLI, uTo compoBoxmaeTcs
MoCAe10BaTeIbHbIM YBEJIMUEHUEM 3HAaUEHUI Ty U a,

(cm. Tadm. 1).
OcHoBHoli Bz (a; = 95.7%) B KUHETUKY 3aTy-
xaHus ayopecueHu MCI B HalIMX U3MEPEHUSIX

COCTaBJISIET CaMblil KOPOTKOXWBYIINI KOMITOHEHT
T = 60 1IC, KOTOPBIi1 CBA3BIBAIOT C 3aXBATOM SHEPTUU

BO30YXIEHHUS OT KPAaCHBIX XJIOPODUILIOB peaKIIMOH-
HBIM LIeHTpoM (Tab6:. 1). CiegoBaTeabHO, MpaKTUUe-
cK1 Bce MoJieKysnbl X1 KoMiuiekca PCI saBisgioTcs
aKTHMBHBIMU B mjaHe B3aumoneiictsus ¢ PLI. Boict-
pble KOMITOHEHTOB ¢ T < 1 11Cc 1 ~ 15 T1IC, M3MEepeHHbBIS
B Ipeabiaymmx padotax [39, 40]), Mbl He oOHapyKU-
JIM, TaK KaK M3MEPEHUSI KUHETUKU (hIIyopeCIeHIINN
MPOBOAWIN TOJILKO Ha OMHOI IJIMHE BOJIHBI peru-
crpauuu — 680 HM.

OTHOCUTENBHBIN BKJIAA OBYX Hauboliee MeIJieH-
HBIX a3 (B KOHTpOJbHBIX oOpasmax 0.51 Hc u
~2.6 HC) 6bUT HUYTOXHO Ma (~4%). KoMIoHeHT ¢
T, = 500 TIC MOXHO CBSI3aTh C TEM XK€ ITPOLIECCOM, UTO
U T;, HO HE B TPUMEPHBIX, 2 B MOHOMEPHBIX KOM-

iekcax [39]. JanbHeiilee yBeauueHue BKaaa 3To-
ro KOMIIOHEHTa MNpU AO0ABJIEHUU AHTUCENTUKOB
03HAYaeT, YTO AHTUCENTUKM MOTYT TIPUBOIUTH K
aucconanuu TpexMepHbix komriekcoB MCI. Hau-
0oJsiee JOJITOXUBYIIMI KOMIOHEHT KUHETUKU 3aTy-
XaHUs1 (IyOpecCLEHIIMU, COIVIaCHO JIMTepaTypHBIM
naHHbIM[39], OTHOCUTCS K YaCTU MOJIEKYJI aHTeHHBI,
He cBsa3aHHBIX ¢ PLI. OTcioma MOXHO caeaTh BEIBOJ,
YTO B MUTMEHT-0eJIKOBbIX KoMIIekcax @ CI B oTcyT-
cTBYe MuUrpauuu 3Hepruu K PLL pnutenbHocTh (hy-
OpECLEHIIMU CBETOCOOMpAlOIIMX MoJjieKyal XJ co-
CTaBIIsieT ~ 2.6 HC, KOHCTaHTa CKOPOCTU BHYTPUMO-

JIEKYJISIPHOM Ie3aKTUBaLUU K¢+ kZ =4-108¢71. 31ech
k¢ BIIIETCS KOHCTAHTOM CKOPOCTH (IIyopecLieHIIMU
X, kZ O3HayaeT CyMMY KOHCTaHT CKOPOCTei 0e313-

JIydaTeIbHBIX TIPOLECCOB Je3akTuBaluu. OTMETUM,
4TO aMIUIATYAA 3TOTO KOMIIOHEHTA HE3HAYUTEIbHA U
cocraBisgeT Iuib 1.65%. UHbIMU clioBaMU, B HECBS -
3aHHOM ¢ P11 cocTossHMM B KOHTPOJILHOM IIperapare
HaXOAUTCS JIUIIB HECKOJIBKO MOJIEKYJI XII.

Panee aBropel pa6otsl [41] mist @CII B Tnakoua -
HOI MeMOpaHe BBEJIM MOHATUE (haKTOpa «KpgT», KO-

TOPBIi 3aBUCUT OT CTPYKTYPHI KOMILJIEKCA U OMUCHI-

BaeT CBsI3b aHTeHHBIX KomIuiekcoB D CII ¢ P1I B Tep-
MuHax 3(@EeKTUBHOCTA MepeHoca »SHepruu. B
TIPEAENbHBIX CIydasax kggr = 1 U1 caydast MakcH-

MaJIbHOM cBsI3n aHTeHHBI U Pl v kgpr = 0 mitg He-

CBSI3aHHBIX KOMIUIEKCOB aHTeHHBI U PLI B cmbicie
nepeHoca sHepruu. B HanreM cirydae OyzneM cUuTaTh,
YTO IJISI MOAABJISIIONIETO KOJMYECTBA MOJIEKYJ aH-
TeHHBl B KoMIiekcax @CI (t; = 63 nc) BeqnymHa

KEET 1.0, a nmma HecBA3aHHBIX MOJIEKYT X
kppr=0. Torma 11  ocTaBIIMXCS  MOJIEKYIT
(1, = 0.45 HC) dakrop kgt = 0.11. Orcrona cienyer,

4TO CBETOCOOMpAIONINEe TMTMEHTHI (POTOCUHTE3UPY-
IOLIMX OPTaHM3MOB BCTYTAIOT O KpaliHeit Mepe B 1Ba
TUIIA B3aUMOJEHCTBUIA: 1) MUIrMeHT-0eIKOBbIE B3au-
MOJEHCTBUSI MUTMEHTOB CO CTPYKTYPHBIMU OeIKaMu
aHTEHHBI U 2) B3aUMOAEHCTBUE MUTMEHT-0EIKOBBIX
KOMIIJIEKCOB ¢ KoMIuiekcamu PII B miaHe mepeHoca
sHeprum (factor of “connectivity”) [41].

ITpu noGaBieHUN HanboJiee aKTUBHOT'O aHTHCEM -
THKa OKTCHUIWHA B BO3PACTAIOIINX KOHIICHTPAITASIX
IUTATETBHOCTh CaMOTO KOPOTKOTO KOMIIOHEHTA TIO-
CTENEeHHO Bo3pacTaeT orT 63 nc 10 ~ 922 nic (tadi. 1).
[1pu 3TOM aMITTUTYIa 5TOTO KOMITOHEHTA YMEHbIIIA -
ercs oT 95.7% no 10.6%; aMIuIUTynbl T, U T3, HA060-

pOT, BO3pacTaioT. TO MOXET TOBOPUTh O TOM, YTO
Mo/, eMAICTBMEM OKTEHUIMHA TTPOUCXOIUT YMEHBIIIe-
HUe 10 3(PGEeKTUBHO B3aMMOICHCTBYIONINX aH-
TeHHBIX xJ10poduiioB ¢ PIl 1 omHOBpeMeHHOE yBe-
JIMYeHUE IO cj1abo CBSI3aHHBIX JIMOO BOOOIE HE
cBs3aHHBIX ¢ PII kommiiekcoB. Takum obGpa3oMm, on-
HOI 13 MUILIeHE OKTeHUAMHA SIBJIsIeTCs 3 (PEKTUB-
HocTb B3anmozeictBusa CCK—PL (daktop kggt).

YBennueHue 1, U 13 10 ~ 5—6 He (3HAYEHUE Ty CBO-

0OIHOTO XJT) YKa3bIBaeT Ha TO, YTO JIPYTOil MUIIIEHBIO
JUTST OKTEHUIMHA SIBJIsIETCST 3(pheKTUBHOCTD XI-0€e-
KOBBIX B3aMMOJENCTBU. JpyruMu clioBaMU, CBI3b
MoJieKyJT XJ1 ¢ OeJIKOBBIM HOCHUTEJIEM B aHTEHHBIX
KOMILJIeKcax ocjiabeBaeT noj AeiicTBUEM aHTHUCETITH -
Ka, U C pOCTOM KOHILIEHTPALIMU ar€HTa MOJIEKYJIBI XJI
npuoodpeTaroT CBOMCTBA CBOOOIHOTO XII.

Beliiie Mbl OTMETWIIM, YTO IEeCTBUE OKTEHUIMHA

B OOIIIMX YepTax aHAJIOTUYHO JAEWCTBUIO NeTepreHTa
Tputon X-100. DTo crpaBeaInBO MO OTHOLIEHUIO U
K OCII, u x ®CI. Ha puc. 3 mokazaHbl HOPMUPOBaH-
HblE CIIEKTPbI MOMIOIIEHNS U (HYyOpPECLIEHIIUN KOH-
TpoJibHBIX TIperniapatoB PCI, a Takke CIIEKTphl B
IpUCYTCTBUU OKTeHUanHa, TputoHa X-100 u amero-
Ha. B nocnenHeM ciydyae Mbl UM€EM pacTBOP IKCTpa-
TMpOBaHHOTO Xjopoduiia. XOopollo BUIHO, YTO
CHEKTPHI TTOMIONIEHUS 1 (pIyopecleHIIMM mpernapa-
TOB B TIPUCYTCTBMM OKTeHUAWHA u TpurtoHa X-100
XOPOIIIO COBMANAlOT, B TO BpeMsl KaK alleTOHOBBIM
9KCTPaKT JEMOHCTPUPYET ropasno OoJjibliiee KOPOT-
KOBOJIHOBOE CMEIlIEeHME KaK MaKCMMYyMa MOJIOCHI MO-
JIOIIEHUS, TAK 1 MAaKCUMYyMa MOJIOCHI CIieKTpa (py-
opecueHlMu. OaHAKo, Cylds IO BpPEMEHU XU3HU
dbnyopecueHiu, KoTopoe sl mpenapara B IpucyT-
BUOD®U3UKA Ne 3
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ctBuM 1% Tpurona X-100 coBmagaeT ¢ TAKOBBIM JIJTS
BKCTpaKTa, OETePreHT MOTHOCTHI0 MOHOMEpPU3YET
nurMeHTHbIA anmapat @CI. HekoTopoe pasinnuue B
CIIeKTpax SIBJISIETCSI, OYEBUIHO, CIECICTBUEM OCTaB-
LIETOCST B3aUMOJIEHCTBHS XJTOPOGHILIOB ¢ GETKOBOIA
MaTpHUlIeil, KOTOpOoe B aleTOHE MOJHOCTBIO yTpa-
YeHO.

MBI TaksKe MCCIea0BaIv BIUSIHIUE OKTeHUAMHA Ha
nponecc TEMHOBOTO BOCCTAaHOBJICHMUA (I)OTOOKI/IC—

JeHHoro numepa X PII (P700+) nocje aKTUBaluKU
npernapaToB eIMHWYHBIMU BCIBIIIKAMU cBeTa. Ha-
TMOMHMM, YTO UCTIOJIb30BaHHBIC B HACTOSIIIEH paboTe
obpasupl DCI comepkaiy B Ka4eCTBE 3K30T'€HHOTO
JIOHOPA BJIEKTPOHOB 2,6-1uxJIopheHOTNHIO(MEHOI B
koHUeHTpanuu 10 MkM n 5 MM ackop0baTta HaTpus.

Kunertnka TeMHOBOro Bocctanoinerust P700" 8 06-
IIX YepTaX XOPOIIO COBHAIAET C TAKOBOIT, HAOIIO-
JIaBleiics paHee Ha aHajgormyHoM Tipemnapate MOCI
IMaHOOAKTepUH IS CITyyast HU3KOW MHTEHCUBHOCTH
BO30OYyXmaloIero uMItyjibca (puc. 5 B padote [42]). B
KOHTpOJIe, KaK M MPUCYTCTBUN OKTCHUAWHA, KITHE-

THKa BocctaHoBieHust P700" XOPOIIIO OTTMCHIBAETCS
JIBYMs 9KCnoHeHTaMu. Onupasichb Ha U3BECTHBIE JIU -
TepaTypHBIe TaHHBIE, MOXXHO MPEAIIOIOXUTh, YTO Ha
IIKaje JEeCITKOB-COTEH MWLIMCEKYHI (HOTOOKMC-

JICHHBIN TUMEDP P700" B TemHOTE MOJIyYaeT 3JIeKTPOH
JIN0O B 0OpaTHOI peaKIny OT KOHEYHOTo aKiernTopa
(Fo/Fp)~ (t; ~ 54 Mc), 1160 OT 9K30T€HHOTO JOHOPA
2,6-nuxnopbenHomuuaopenona-H, (1, ~ 520 mc).
[Mpu yBenTWYeHNN KOHIICHTPAIIMM AHTUCENTHKA IO
110 MKM 1IporcXOaUT YMEHBIIIEHUE BpeMeHHN OBbICT-
pOro KOMITOHEHTAa 10 25 MC 1 YBeJIMUeHHE ero BKJIaaa
¢ 37 o 76%, a TakKKe COOTBETCTBYIOIIee YMEHBIIIe-
HIE BKJIaIa MeUICHHOTO KOMITOHEHTA ITPU COKpaIIie-
HUH €ro T, 10 220 Mmc.

ITockosbKy MpsAIMBIE peaKLIMU IEPEHOCA 3JIEKTPO-
Ha MHOT0 ObICTpee 00paTHbIX, MOKHO UCTIOJIb30BaTh
5KCIMEPUMEHTATIBHO U3MEPSIEMYIO BEJIMYUHY OTHO-
CUTEJILHOIO BKJIaZa OBICTPOrO KOMIIOHEHTa Ty I
pacyeta 3aceJe€HHOCTUM 3JEKTPOHAMHU aKLENTopa
(Fo/Fp)” (a): a = K, /(K| + K;), Tne K| — KOHCTaHTa
oOpaTHOro mnepeHoca 3ynekTpoHa oT (F,/Fp)~ Ha

P700+, a Ky — KOHCTaHTa CKOPOCTHU MePEeHoca JIeK-
TpoHa oT (Fo/Fg)~ B cpeny Ha KMCJIOPOA WA OKHUC-
JIeHHyY1I0 (opMy ackopOata. Eciau B3sTH 3Kcnepu-
MEHTaJIbHO mojiydeHHble 3HadeHuss o = 0.37 u
K; = 18.5, To M3 paccYMTaHHOTO 3HAYEHUNS KOHCTaH-

ThI K, 11 KOHTPOJIS TTOJIy4aeM BeTUYMHY T = 32 Mc.
MOXKHO CYMTATh, YTO 3TO 3HAUYECHME SIBJISIETCSI XapaK-
TEPUCTUYECKUM BpPEMEHEM IIepeHOca BJIEKTPOHA C
tepMuHanbHoro axkuenropa (Fo/Fg)~ B cpeny. IIpu
KOHIIEHTpaluun okTteHuanHa 110 MKM pacueTHoe
BpeMsl IlepeHoca 3nekTpoHa oT (F,/Fp)~ B cpemy
yBesquunBaercst oT 32 Mc 10 79 mc. B aTux ycnoBusix
BpeMsI obpaTHoOro nepeHoca anekTpoHa (Fy/Fg)~ Ha
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P700™ yMeHbIaeTcs oT 54 Mc 1o 25 mc. UHBIMHU ci1o-
BaMHM, B TIPUCYTCTBMM OKTEHMIWHA 3JICKTPOH C

(Fo/Fp)~ 6picTpee Bo3BpalaeTcs Ha3al Ha P700" u
MeIJIeHHee YXOIUT BO BHellIHIow cpeny. I[Ipu aTom

+
ckopocTh BoccTtaHoBineHns P700° oT »3K30reHHOTO
JOHOpa Bo3pacTaeT Gojiee 4yeM B JIBa pa3a. MbI He
3HAEM TOYHBIX MEXaHWU3MOB NeICTBUS OKTEHUIMHA

Ha TPOLIECChl TEMHOBOTO BOCCTAaHOBJICHUS P700+,
HO MOXHO IPEAIOJI0XKUTh, YTO U 3[AECh IMPOSIBIISTIOT-
Csl €ero CBOMCTBa MOBEPXHOCTHO-AaKTUBHOIO COENM-
HeHus. Pa3pbixjieHne MUIMEHTHON MaTpULIbl BbI3bI-
BaeT He TOJIbKO HapyllleHUue B3aMMOAEHCTBUST MEXTY
nopgupruHaMu, HO U OTKPBIBAET OOJBIIMNA TOCTYII
IUIST TIPOHUKHOBEHUST MOJIEKYT Kpacutens (2,6-mm-
xsopdeHonmnHnodeHon-H,) k caitty PLI Ha mome-

HaJibHOM cTopoHe PCI, 4yTO MPUBOAUT K yBeJIMYE-

HUWIO CKOPOCTH JTOHUPOBAHUS 3JEKTpOHA HaA P700".
B 10 Xe BpeMs, Ha CTpOMaIbHOM CTOPOHE HAapYIIIAeT-
cd cTabUIIM3alMsI DJIEKTPOHA HAa TEPMUHAJTBHOM KJla-
crepe (Fo/Fg)~, B pe3ysbTaTe 4ero pacreT CKOpocThb

00GpaTHOTO TPaHCTIOPTA.

OKTeHUAVH BIUSIET U Ha (YHKUIMOHAIbHBIE
CBOICTBa  KHUCJIOPOABBIACISIONIETO  KOMILIEKCa
ODOCII. UccnenosaHure BO3IENCTBUI OKTEHUANHA HA
CTallMOHAPHYIO aKTUBHOCTH BBIIEJIEHUS KUCITIOPOAa
B KopoBoM komiurekce PCII mokasanao, 4To CKO-
pOCTb BbIAETEHUSI Kucaopoaa cHusuiaachk ¢ 1500 (B
KOHTpPOJIbBHOM ob6pasue) 10 560 u 230 MkM O, (Mr

xnopa-q)_1 B mpucyrctBum 50 MmkMm n 100 MKM OKTe-
HUIWHA COOTBETCTBEHHO (IaHHBIC HE ITPUBOISITCS).

3AKJIIOYEHHUE

Kak BugHO U3 pe3yabTaTOB MCCJENOBaHUS, OC-
HOBHBIM 3((}eKTOM, CBSI3aHHBIM C BO3IeiiCTBUEM
AHTUCENTUKOB, OCOOCHHO OKTEHUIMHA, SIBJSETCS
CYIIECTBEHHOE YBEINUECHUE JUTUTEIbHOCTHU (JIyopec-
LIEHIIUW U THTEHCUBHOCTH CBEYEHUST aHTEHHBIX XJIO-
poduIIIOB B UCCeayeMbIX oopa3iiax. OueBUIHO, UTO
OKTEHUIUH B ITpernaparax Bo3IeMCTBYET MO MEHbIIIEH
Mepe Ha JBe siBHble MullleH!. OHON U3 HUX SBJISIET-
csl B3aUMOJIEMCTBME aHTEHHBIX KOMILIEKCOB C peak-
IIMOHHBIMU LIEHTpPaMM (CBSI3HOCTb, KaK OMKCAHO B
pa6ote [41]). Hapymenne 3¢p¢GeKTUBHOCTH TaKOIO
B3aMMOAECHCTBUS MPUBOAUT K YBEJIUUYCHUIO KaK UH-
TEHCUBHOCTU (), TaK U BpeMeHU XKU3HU iryopec-
LIeHIIMHU (T) aHTeHHBI. [To 3 peKTUBHOCTU BAUSTHUS
Ha BeInuuHbI ¢ U T KomruiekcoB @CII u D CI uccre-
JIOBaHHbIE aHTUCENITUKU PaCIoyiaraloTcsl B CIeAyIO-
1IeM psily: OKTEHWAWH, MUPAMUCTUH, XJIOPTEeKCH-
JIWH, TAKJIOKCUIWH. JIpyroit MUIIIEHbIO BO3IeiCTBUS
AHTUCENTUKOB sIBJIsIeTCsl 3(DOEKTUBHOCTh B3aUMO-
IeicTBUS X ¢ 0eIKOoBbIM HocuteiaeMm. CreacTBueM
nocieaHero adekTa aHTUCETITUKA SIBJISIETCS TOsIB-
JIeHUe CBOOOIHBIX MOJIEKYJ XJ1, IJTUTEIbHOCTD (DJTy-
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OPECLIEHLINN KOTOPBIX OJIM3Ka K tr CBOOOIHBIX MOJIE-
KYyJ IIUrMEHTA.

B nomonHeHWe K ABYM YMOMSIHYTBIM MUILIEHSIM
JNIEUCTBUSI OKTEHUJIWHA MPU U3YYeHUN KOMILJIEKCOB
DOCI MbI OOHAPYXKUIIM, UTO 3TOT areHT TaKKe 3aMell-
JISIeT CKOPOCTh MUTPAIIUM SHEPTUN SKCUTOHOB B aH-
TeHHOM KoMIuieKkce P CI. DTr KOMIUIEKCH comepXaT
JJIMHHOBOJIHOBYIO U KOPOTKOBOJHOBYI0 (DOPMBI MO-
JiexyJ1 Xi1 B cootHotieHuu 90:2 [39]. I1pu akTuBaumu
obpasuoB npu 400 HM Bo30yXaeHNE KPaCHBIX (hOopM
XJ1 MpOUCXOIUT, TJIABHBIM 00pa3oM, 3a CUeT MUTpa-
MU BHEPTUU OT KOPOTKOBOJHOBBLIX ¢opMm Xi. B
3TOM cllydyae CKOPOCTb pasropaHus (GayopecueHIInu
aKuenTopa ompeaeseTcs CKOPOCTbIO MUTrpaliu
9HEPrUM U3 KOPOTKOBOJTHOBOM popmbr X [43]. Ta-
KUM 00pa3oM, H3MEHEHHWE CKOPOCTM MUTpalUun
SHeprum OyneT oTpak€eHo B U3BMEHEHUU BPEMEHU Ha-
pactaHus nepeaHero poHTa curHaga ayopecieH-
MU aKlenTopa 3Hepruu. B Hamwmx npeaBapuTeib-
HBIX 9KCTIEPUMEHTaX Mbl OOHAPYXWJIN, YTO IPU KOH-
HeHTpauuu okTeHuanuHa 140 MKM KpyTusHa
nepeaHero GpoHTa KUHETUKU (hJyopeclieHIIUN yBe-
JIMYMBaeTcsa B ~2 pa3a (DaHHBbIE HE IIPUBOISITCH).
CnenoBarteibHO, B IpUcyTcTBUU 140 MKM OKTeHU-
JMHA CKOPOCTb MUTPAIIUU SHEPTUU OT KOPOTKOBOJ-
HOBBIX OpM XJI K IJMHHOBOJHOBBEIM B aHTEHHOM
KoMmIuIeKce KopoBoro komiiekca @CI zamemisiercst
B ~2 pasza. OueBUIHBIMU MPUUYMHAMU TaKOTO sIBJie-
HUSI MOTYT SIBJSITBCS MEePTYpOALIMU CIIEKTPOB MOIJIO-
1IeHus ¥ (hJIyopecLieHIIMN 00pa3lioB, OPUEeHTAILIMOH-
Hble 3(DEKThI, UBMEHEHUE MEXMOJIEKYJISIPHBIX pac-
CTOSIHUM. JleTabHOE paCKpbITHE UCTUHHBIX TIPUYMH
3aMeJIEHUsI CKOPOCTU MUTpalliu DHEPrUu B KOM-
miekcax OCI npu 1o6aBlIeHUN aHTUCETITUKOB Tpe-
OyeT JajbHeNIIero uccaenoBaHusl.

Takum o06pa3om, TIpeacTaBJICeHHBIC PE3yabTaThl
CBUCTEJILCTBYIOT, YTO KATHMOHHBEIC AHTUCEIITUKU
(0COGEHHO OKTEHUAWH) MOTYT 3HAYUTEIBHO BIIUSITh
Ha MpOLECChl IIPeodpa30BaHUs CBETOBOI 3HEPTUU
KJII0OYEeBBIMU (POTOTPaHCHOPMUPYIOIINMU KOMITIICK-
camu OCII u OCI, BxoggmuMu B cocTaB OTOCUH-
TETUUYECKOIo alapaTa IuaHoOaKTepuii, BOIOPOC-
JIeii, BRICIINX pacTeHuii. [ToaToMy Take aHTUCETITH -
KM, TIpeXIe BCero — OKTEHUIWH, CleayeT
MCIIOJIb30BaTh C OIpeIeIeHHOM CTeNEeHbIO OCTOPOXK-
HocTu. IlInpokoe 6ECKOHTPOJIBHOE UX IPUMEHEHHUE,
a TaKxke OECKOHTPOJIBbHOE YHUUTOXEHUE HAKOILIEH-
HBIX IperapaToB I10CjIe UCTEUYEHUSI CpOKa TOIHOCTU
MOXKET OKa3bIBaTh OTPUIATEILHOE BO3ICICTBHE Ha
OKPYKAIOIIYIO Cpeny.
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The Effect of Cationic Antiseptics on Spectral Characteristics and Electron Transport
in Isolated Photosynthetic Complexes of Photosystems I and 11

V.Z. Pashchenko*, E.P. Lukashev*, M.D. Mamedov**, D.A. Gvozdev*, B.N. Korvatovsky*,
P.P. Knox*, and M.G. Strahovskaya*

* Department of Biology, M.V. Lomonosov Moscow State University, Leninskie Gory, 1/12, Moscow, 119234 Russia

**A.N. Belozersky Institute of Physico-Chemical Biology, M.V. Lomonosov Moscow State University,
Leninskie Gory, 1/40, Moscow, 119992 Russia

The effects of cationic antiseptics (used in micromolar concentrations) on active PS Il core complexes iso-
lated from spinach plants with an intact water oxidation complex and on PS I core complexes from the cya-
nobacterium Synechocystis sp. PCC6803 were studied. Out of the antiseptics studied (miramistin, chlorhex-
idine, octenidine and picloxidine) octenidine had the greatest effect. It was concluded that it exerts its action
on PS II primarily through the influence on the structure of the light-harvesting antenna (CP43 and CP47)
that deliver excitation energy to the reaction center. As a result, the chlorophyll molecules in this structure are
destabilized and their optical and functional characteristics change. Similar effects were also observed in cy-
anobacterial PS I complexes. In addition, the antiseptic influenced the rate of the establishment of the equi-
librium distribution of excited states across spectral forms in the antenna complex of PS 1. A significant effect
of octenidine on the electron transfer rate in the PS I complex was also found: in its presence, the recombi-
nation of photo-separated charges between the photoactive pigment P700 and the terminal acceptor F,/Fp

occurs twice as fast.

Keywords: photosystems I and 11, antiseptics, octenidine, fluorescence, energy transfer, electron transfer
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AHTUOKCUJAHTHBIE CBOICTBA PACTUTEJBHOI'O INIACTOXUHOHA
in vivo U in vitro
© 2024 r. /I.B. Beromkuna*, A.A. Hukonaes*, M.M. BopucoBa-My6apakmmna*: *

Hnemumym ¢hynoamenmanvhvix npobaem ouosoeuu PAH — ob6ocobaennoe noopasdenenue PHUI]
«Ilywunckuii HayuHblil yenmp 6uonocuteckux uccaedogaruii Poccuiickoii akademuu nayk»,
Hncmumymcekas ya., 2, [lywuno Mockosckoti obaacmu, 142290, Poccus
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[171aCTOXMHOH — MOOWJIBHBIN MEPEeHOCUUK 3JIEKTPOHOB OT oTocucTeMsl 11 K IMTOXpOMHOMY bg/f~-KOM-
TUIeKCY B DOTOCUHTETUYECKOM 3JIEKTPOH-TPAHCTIOPTHOI 1ilenu. Kpome Toro, rmiacToXMHOH, KaK U MHOTHE
JIpyrue U30TMPEeHOU B, BHITTOJHSIET aHTUOKCUIAHTHYIO (DYHKIIUIO, yYaCTBYS B 3allIUTE PACTUTEIbHBIX KJle-
TOK OT aKTUBHBIX (hopM Kuciaopona. B 063ope nmpencTaBieHbl peakiiiy B3aUMOJEUCTBUS MJIACTOXMHOHA C
TaKMMU aKTUBHBIMU (hOpMaMM KMCIIOPO/Ia, KaK CUHTJIETHBIN KUCIOPOI, CYyNEPOKCUIHBIN aHMOH-paauKal
M TIEPOKCHI BOJIOPOA B XJIOPOTUIACTAX BBICIIMX pacTeHUil. Hapsiay ¢ 3TuM mipoaHaan3upoBaHO OOJbIIIOE
KOJIMYECTBO MCCJIEAOBAaHUI, MOCBSIIEHHBIX U3YYEHUIO BIUSHUS PA3IMUYHBIX CTPECCOBBIX (PAaKTOPOB Ha
OMOCHHTE3 TJIACTOXUHOHA U OOHAPYKEHO, YTO MPAKTUYECKN BO BCEX CTPECCOBBIX YCIOBUSIX YBETUUNBACT-
cs colepKaHue MJIaCTOXMHOHA. TakuMm o6pa3oM, ycuieHue OMOCUHTE3a MJIACTOXMHOHA SIBJISIETCS OMHUM
13 pakTOpOB, 00ECTIEUNBAIONINX YCTOMYMBOCTb PACTEHU, YTO HEOOXOAMMO IIJISI 3a1IUTHI (POTOCUHTETUYE-
CKOTO armapara oT OKUCIUTENbHO# aecTpykuunu. OTnenbHas rjaBa MocBsilieHa ONMMCaHUI0 METOJIOB CO-
3[0aHUs PAaCTEHWI C TTOBBIIIIEHHBIM COIEPXXaHUEM TJIACTOXMHOHA U OLIEHKE MX YCTOMYMBOCTU K JEMCTBUIO
dakTopoB cpeabl. KpoMe Toro, ¢ yueToM BBICOKOI aHTMOKCUIAHTHOW aKTMBHOCTU MJIACTOXMHOHA U €ro
cnocoOHOCTH K Anddy3un B TUMUIHON (haze, 00CyKIaloTCsl COCOObI MPAaKTUYECKOTO MMPUMEHEHMUS pac-
TUTEJILHOTO TJIACTOXMHOHA B KAYE€CTBE MPOTEKTOPA MEMOPAHHBIX CTPYKTYP OT OKUCJICHMUSI.

Karoueeswie crosa: NAacCmMoOXuUHOH, aKmueHble d)Oprl lcumopoda, anmuo;ccudaﬁmbt, ycmoﬁlmeocmb, ebicuiue

pacmenus.

DOI: 10.31857/50006302924030108, EDN: OFELZG

HelicTBUe pas3sIUYHBIX CTPECCOBBIX (DAaKTOPOB Ha
pacTeHus MPUBOAUT K MOBBILIEHUIO CKOPOCTU TeHe-
panuu akTUBHBIX ¢opM Kuciopona (APK) B pactu-
TeabHBIX KJeTKax [1, 2]; nmpoaykuus ADK yBenanum-
BAaETCs HE TOJBKO B XJIOPOILJIACTaX, HO U B TIEPOKCH-
comax [3], u B MuTOXOoHApUSX [4], a TakkKe B
iasMaTtudeckoit Memopane |5, 6]. [TosToMy peryiau-
poBanue ypoBHs ADPK B KiIeTKax pacTeHHIA ¢ 1IEJIBIO
MpeaoTBpallleHs BOSHUKHOBEHUSI OKUCIUTETBHOTO
CcTpecca B CTPECCOBBIX YCIOBUSIX SIBIASIETCSI OMHUM U3
BaxKHEUIIINX MEXaHU3MOB B CUCTEMeE 3alllUThl pacTe-
Huit. Conepxxanue ADK perynupyeTcsds aHTUOKCH-
JAHTHBIMU CCTEMaMM, KaK pepMEeHTaTUBHOM, TaK 1
HedepMEeHTaTUBHOM MTpUpoasl (cM. 00630p [7]), poab
KOTOPBIX 3aKiouaeTcs B Helitpanuzanuu ADK.

Coxpawenus: AOK — aktuBHBIE hopMbl Kuciopona, PIOTLL —
(OTOCUHTETHUYECKasT BJIEKTPOH-TPAHCIIOpTHas1 uenb, [1X —
mractoxuHoH, [TXH2 — mmacTormnpoxmHoH (IBYKpaTHO BOC-
cTaHOBJIeHHBIN Tu1acToxuHoH), KC — kcantuH, KCO — kcaH-
TMHOKcuaasa, SPS — conmanesmnmudocdarcunrasa, VITEl —
ToKO(depoIKiIasa.

527

B xitoporutactax TIpM OCBEIIEHWW TeHepalus
AD®K mnpoucxoauT ¢ HaAMOOJBIIMMU CKOPOCTSIMM,
MpU 3TOM UMEHHO B 3TUX OpraHeujlax o0pas3yloTcs
NpakTuYecKu Bce n3BecTHble ADK, Briouast cuH-

TJICTHBIN KHUCIIOPOJT (102), CYNEePOKCUIHBIN aHUOH-
pamukan (O, ), nepokcun Bonopona (H,0,), rua-
poxcunHblil pagukan (OH '), mepokcunHselil pagu-
ka1 (ROO ") u ap. Beuto 0OHApPYKEHO, 4TO B CTpeEC-
COBBIX YCIOBUsIX yBeiuueHue reHepauuu O,  u

H,0, B xJ10pomiacTax IpouCXOQUT He B BONHOI (hase

(cTpoMe XxJ0poriacTa), KOJUYEeCTBO aHTUOKCUIAH-
TOB B KOTOPOIi BEJIMKO (ackopbaT/acKopOaTIepoK-
cyuiasa, TIyTaTUOH, CYyINepOKCUIAMCMYyTa3a, LIUCIHe-
POKCHUPEIOKCH H U JIp.), a B TWJIAKOMIHOI MeMOpaHe,
B KOTOPOI pacrojioxkeHa (P)OTOCUHTETUYECKAS DJICK-
TpoH-TpaHcnopTHas uenb (ODOTILL) [8—10]. B tuma-
KOUIHBIX MeMOpaHaX aHTUOKCUIAHTHYIO (YHKIIUIO
MOTYT BBIITOJHSTE TOKOGEPOJI U KapOTUHOWUIBI —
OpeIcTaBUTEIN Kjlacca M30NPEHOUIOB, KOTOpPHBIE
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Puc. 1. CtpykrypHbIe (popmyibl T1acToXnuHOHA A (a), TutactoxuHoHa C (0) u rutactoxnHoHa B (B).

HEUTpaInu3yIioT NpenMyIIeCTBEHHO 102; TOoKOMEpOa
CIIOCOOEH HEUTpaIn30BaTh U 02'_, HO C MEHbIEH
CKOPOCTBIO, YeM 102 (106 Mt [11] mo cpaBHe-
auto ¢ 108 M~ 1¢™! [12] cooTBEeTCTBEHHO).

I'naBHast posb B HelTpanu3aimu O, B TUIIAKO-
UIHOI MeMOpaHe MPUHAIJICKUT IPYrOMY COEITHE-
HUIO U30MIPEHOMIHOTO Psiia — IMJIACTOXWHOHY (TI1a-
CTOXMHOH A WJIM MJIAaCTOXMHOH-9, puc. la) — mMo-
OMJILHOMY JUNOMUITBHOMY MEePEeHOCUYUKY
snexkTpoHoB B ®OTILI [1]. IMnactoxunon (I1X), mo
CPaBHEHUIO C KapOTMHOMWIAMMU U TOKO(MEpOIoM,
criocobeH K nuddy3nur B MeMOpaHe, 4YTO MO3BOJIsSIeT
eMmy pearupoBaTb ¢ A®MK Ha pa3HBIX YydYacTKax
®OTI, roe npoucXoouT ux odbpa3oBaHue. AHTUOK-
CUIAHTHYIO AKTUBHOCTb IIJIACTOXMHOH IIPOSIBIISICT
IJIaBHBIM 00pa3oM B BOCCTAHOBJIIEHHOU dopme — B
(opme mnacrorngpoxmHoHa (ITXH,).

B HacTosieM 0630pe 60oJjiee aeTallbHO IIpeacTaB-
JIEHBl MeXaHU3Mbl aHTUOKCUIAHTHOW aKTUBHOCTU
MmyJjia IJIAaCTOXWHOHA, CYMMMpPYIOTCSI HOBBIC I1OJY-
YeHHbIE aBTOpaMM 0030pa, a TakXke JUTepaTypHBIE

nanHbie 0 B3aumoneiictuu [1XH, ¢ O, ™ [13—16].

Onmcansl peakunu Bzanmonerictsus [TXH, ¢ 102 o

duzngecKkoMy M XMMHYECKOMY MexaHusmam [17].
NszBecTHO, yTO M B pesynprare peakuuid [TXH, c

O, " uIIXH, ¢ 102 KOHEUYHBIM MTPOAYKTOM BBICTY-
maetr H,0,. OnHako HEOOTHOKPATHO MOKAa3aHO, YTO

TIPYU TOBBIIIIEHHO# reHepanun 102 B XJIOpOILJIacTax
pacCTEHUM MPOUCXOAUT OKUCIUTEIbHAST MoaupUKa-
st 60KOBOI M30ITPEHOMITHOM eI TIJIaCTOXWUHOHA,
TIPUBOIAIIAS K TTOSTBJICHUIO TUIPOKCUTIIIACTOXMHOHA
(rmnactoxuHoH C, puc. 16); miactoxuHoH C, corjac-
HO JINTepaTypHBIM JaHHBIM, TAKXKE MOXET SIBJISITHCS
npoxaykroM peakunu [1XH, c 102 [18]. HambHeitinee
okuciieHre rractoxuHoHa C BemeT K o6pa3oBaHUIO
CIIOXXHBIX 2(DUPOB TTACTOXMHOHA 1 SKUPHBIX KUCIIOT,

T.e. IuactoxuHoHa B (puc. 1B). B 0630pe obcyxna-
FOTCSI OCOOCHHOCTH TIPOTEKAHUS pPeaKIMii KOMIIO-

HeHtoB myna [1X ¢ O,"~ u 102, TIPUBOIATCST KOH-

CTaHTbI CKOPOCTEI 3TUX peaKlMU U aHAJIU3UPYETCS
pOJIb 3TUX peakKnWii B (YHKIIMOHMPOBAHUM pacTe-
HUN.

Kpome Toro, B 0630pe mpeacTaBieHbl JaHHbIE O
toM, uyto [IXH, moxer pearmposats ¢ H,O,, HO ¢
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MEHBITUMU cKopocTsaMu [19], a Takke cmocobeH NH-
rubupoBaTh MEePeKUCHOE OKHUCIeHUEe TUNUA0B [20—
23].

B 00630pe oTnenbHO 00CyXIaeTcst BAUSHUE POCTa
1 pa3BUTHUS PaCTeHUIl, U CTPECCOBBIX (PAKTOPOB Ha
coJepKaHUe TIJIAaCTOXMHOHA B PACTUTEbHBIX KJIET-
kax. IlokazaHo, YTO mpu AEHCTBUM TPAKTUUYECKU
BCEX M3y4aeMBbIX CTPECCOBBIX YCIOBUIA, KaK OMOTUYE-
CKOIM1, TaK 1 aOMOTUYECKO# MPUPOJIbI, a TAKXKE TTO Me-
pe B3POCJIEHUS JIUCTHEB TPOUCXOIUT HAKOIUIEHUE
TUIAaCTOXWHOHA B KJjieTKax [22, 24], mpu 3TOM MOXET
MPOMCXOAUTh KaK U3MEHEHUE KOJUYEeCTBa OKMCIIEH-
HOTO U BOCCTAHOBJIEHHOTO TUIACTOXMHOHA, TaK U U3-
MEHEHUE pacripeie/IeHUs] MJIaCTOXUHOHA MEXIY TH-
JIAaKOMIHOM MeMOpaHOIi 1 TTacToraooymramu [25].

B ¢duHanbpHOI yacT 0630pa MpUBEACHBI IPUME-
PBI pPaCTEHUI ¢ UBMEHEHHBIM OMOCHUHTE30M I1J1aCTO-
XUHOHA; IIPU 3TOM JETAJIbHO OIMCAaH ITyTh OMOCUH-
Te3a TUIACTOXMHOHA B KJIETKAX PACTEHMIA, MIPEACTaB-
JIeHbl TEHBI, W3MEHEHUE DOKCIPECCUU KOTOPBIX
MPUBOIUT K YBEJIMUCHUIO COIEPKAHUS TIACTOXUHO-
Ha, ¥ OMUCHIBAETCI YCTOMYMBOCTh TAKUX PACTEHUI K
cTpeccoBHIM dakTopaM [26, 27]. Kpome Toro, 06Cy:K-
JTAIOTCSI CITOCOOBI IMTPaKTUYECKOIo IIPUMEHEHHUS aHa-
JIOTOB IUIACTOXMHOHA B KayeCTBE TepareBTUYECKUX
areHToB, 00J1aJaIoNINX MPOTUBOBOCTIAIMTEILHBIMU,
MPOTUBOPAKOBBIMM, aHTUOAKTEPUATLHBIMU, TIPOTH-
BOTPUOKOBBIMHU U JIP. CBOMCTBAMM.

PEAKIIMM KOMITOHEHTOB ITVIJIA
IMITACTOXMHOHA C AKTUBHBIMU
OGOPMAMU KHUCITOPOIJA

CnocoO0HOCTh XMHOHOB B BOCCTAaHOBJIEHHOI (pop-
Me B3ammoneiictBoBath ¢ O,  ObLIa TPOIEMOH-

cTpupoBaHa B pabote [28], B KOTOpOii KOHCTaHTa
CKOPOCTH peaKklMi BTOPOTO MOpsiAKa Jisl 9TOI peak-
LIMM B BOAHOM (haze ObLIa M3MEpeHa M COoCTaBUJIa

~107 M~ ¢! Mosnnee epBbIe CBUACTEIBCTBA O
npotekannu peakuuu [IXH, ¢ O, B Tuiakounmax

ObUIM TIpeAcTaBieHBI B pabdore [29]; B pe3yabTare
3TOI peaKIUM MPOUCXOINUT 0Opa3oBaHMe TLIACTOCE-

muxunoHa [1X "~ u H,O, (peakuus 1).
[XH, + 0," - I1X' ™ + H,0,. (1)

B pabote [30] BrICKa3aHO NpemITOIOKEHNE, YTO
OCHOBHBIM MocTaBiinkoM O, "~ mwist peakunu [TXH,

¢ O," " ciyxut dorocucrema I, TOCKOTBKY MIMEHHO

OHa SIBJISIETCSI OCHOBHBIM y4aCTKOM reHepauu O,
B (POTOCHMHTETUYECKOI 27IEKTPOH-TPAHCIIOPTHOM 11e-
nu. B paborax M.A. Koaynesoii ¢ coaBropamu ([31],
1T 0630pa cM. paboty [32]) ObITO MOKa3aHo, UTO B
YCJIOBUSIX BBICOKOI MHTEHCUBHOCTHU CBETa TJIaBHBIM
nuctouHukoM O, ~ B TUIAKOMTHON MeMOpaHe BbI-
CTyTaeT BHyTpuMeMOpaHHBI KodaKTop poTocucTe-
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MBI | — BoccTaHOBIEHHBIN (PUIJTOXUHOH, T.€. PUILIO-
CEMUMXUHOH.

IlosnHnee b.H. MBaHOB c coaBTopamu [14] nipu
uccaegoBaHuy okuciieHus myna I1X B nzonupoBaH-
HBIX TUJIAKOMAX MOCJIe BRIKIIOUCHNS CBeTa MoKa3a-
JIM, YTO OKWUCJIEHHWE BTOro IyJia XapakKTepusyeTcs
IByx(a3HOil KWHETUKOM, COCTOSIIEH U3 OBICTPOI 1
MeJIeHHOI ¢ha3. DKCHEepUMEHTHI IIPOBOIUIM B
a3pOOHBIX U aHARPOOHBIX YCJIOBUSX; B aHA3POOHBIX
yclioBusax okuciaeHue myia [1X mpakTudecku He Ha-
OJTIoIaIn, TaK XKe KakK U B psife Apyrux pador [33, 34].
B aspoOHEBIX yCIIOBUSIX YeM BbIllIE Oblia MHTEHCUB-
HOCTbH NIEMCTBYIOIIETO CBeTa, T.€. YeM BBIIIE ObLIA

ckopocTh reHepaimu O, ~, Tem Gosiee BbIpakeHa

ObL1a ObICcTpas ¢aza okucneHus myna I[1X. Ha ocHoBe
MOJIyUeHHBIX JAHHBIX OBLIO BBICKA3aHO IPEAIoJio-
JKEeHUe, 4TO TMepBast ObIcTpast a3za OKUCIEHUS MyJia
ITX moxer BkmovaTh B ceds okucienue [TXH, cy-

IIEPOKCUIAHbBIM aHNOH-PAaINKAJIIOM.
HpHMBIC JOKa3aTeJIbCTBA IMPOTECKAaHUA PE€aKIUN

ITXH,; ¢ O, '~ B TWJIAKOMIAX ObLIV NPEACTABICHEI B

uccliemoBaHuX [ 15, 16]. YUuTeIBast, 4TO ITpOTEeKaHUE
JIAaHHOM peakIIMU TTPUBOJIUT K oKucieHuto nyaa [TX,
B BTUX paboTax OLIEHWBAJIM YPOBEHb OKWUCICHUS ITyJia

npu nogade O, "~ K TWJIAKOMAHON MeMOpaHe. OLieH-

Ky MTPOBOJIWJIY C TIOMOIIBIO U3MepeHUs (pIyopecleH-
uu xjiopodusia a porocuctemsl 11 mpu KOMHATHOI
TeMrepaType (CM. HMXKE); B KadyeCcTBE€ HMCTOYHMKA

O, "~ ucrnonb3oBanu kcaHTUH (KC)—KcaHTHUHOKCH-

naznyo (KCO) cucremy. AToMbl Kucjiopoaa OeH-
3oxuHOHOBOroO KoisbLa [IXH, crocobHsl K dhopmu-

POBaHUIO BONOPOIHBIX CBA3ei ¢ Mojekyramu H,O
OKOJIO TIOBEPXHOCTU TUJAKOUTHON MeMOpaHbl Ha
rpanuie a3 memOpaHa/Bona [35]. Takoe pacrono-
>KeHue OeH30XMHOHOBOI yactu monekyabsl ITXH, B
TIJIAKOMITHON MeMOpaHe TIpedIiojaraeT poTeKaHue

peakuuu [TXH, ¢ O, "~ nmeHHo Ha rpanute das. [e-

nepatmst O, B peakunu KC (BbIIEJIEHHOTO U3 KO-

POBBETO MOJIOKA) C MOJIEKYJSIPHBIM KHCJIOPOJOM,
katanu3upyemoir KCO, nmpu konTakte KCO ¢ mo-
BEPXHOCTbIO MEMOpPaHBI, TOJKHA TIPUBECTU K TOMY,
uT0 yacTh O, "~ GyeT MPOIYLMPOBATHCS BOINU3U MO-
sekyn ITXH,, OpurnHanabHbIA OAXO ObUI UCITIONb-
30BaH B pabote [15]: mist oOecrieyeHUsT KOHTaKTa
KCO ¢ noBepXHOCTbIO MEMOpPaHbI UCITOJIL30BaIN HE
CBEXXEU30JIMPOBaHHbIE TUJIAKOUIbI, a TaK Ha3blBae-
MbI€ «COCTape€HHBbIe» TUJIAKOWIbl, BbIAEP>KAaHHBIE B
tedeHUe 24—48 4 Bo nbay; ipu 3ToM KCO B TeueHue
HECKOJIbKUX MUHYT MHKYOMPOBaJIM B Cpelie C TuJia-
KOWUAaMM 10 Hayajla UBMEPEHUM.

Jst ouerku Biusiust O, Ha yPOBEHb BOCCTa-
HoBJeHUs myia [1X 6bUT MpUMeHEeHBI TPH MTOIX0a:
1) u3smMepenue dayopecleHINN XJIopoduiuia a Ipu
noctosiHHoM ocBelieHuu (100 u 200 MKMOJIb KBaH-
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TOB M_ZC_I) C MOMOIIBIO (DIYOPUMETPUM C ITYIbC-
amMruiuTyaHoi momyasiuein (ITAM-dnyopumerpun)
W ompeneneHne BeanduHbl 1—gP [36] v 1—qL [37],
T.€. OTHOCUTEJIBHOTO YPOBHSI BOCCTAHOBJIEHUS MyJia
TTX Ha cBeTy; 2) n3MepeHre NHAYKIIMOHHBIX KPUBBIX
(ayopecueH1Mu xJ0poduiiia @ BBICOKOTo pa3pelie-

Hus (OJIP kpuBbie) B TeueHME CEKYHIHOTO OCBellIe-

Hust cBeTom 3000 MKMOJTb KBAHTOBM 2 ' 11 omnpeae-

neHue BenrnuuHsl 1—S)y [38,39]; 3) peructpanus uH-
IyKIWK (ryopeclieHINY XJIopoduiuia ¢ mpu HU3KOU

(8 MKMOJIb KBAHTOB M_zc_l) WHTEHCUBHOCTHU CBETa C
nomoinbio [TAM-diyopuMeTprn M ompeaeiieHue
rmapamMeTpa «p» — YIJIOBOro KoadpuiimeHTa Kaca-
TeJIbHO MemIeHHOU (a3bl MHAYKIIMOHHONW KPUBO
[16]. B mpucyrctBumn cuctembl KC/KCO Bo Bcex
clydasix JEeTeKTUPOBAIM YMEHbBIICHUE YPOBHS BOC-
craHosyieHus myna [1X: HaOmoganu Gojee HU3KUE

BesmuuHbl 1—gP n 1—¢gL na 8—10% wu 13—17% nipn

100 1 200 MKMOJIb KBAHTOB M 2¢_ | COOTBETCTBEHHO

[15]; ymeHbLIEHME BEJIMYUHBI 1 —S)(, XapaKTepU3yI0-
1Ieit ypoBeHb BOCCTAHOBJICHMSI MyJia, IIPAKTUUECKU B
2 pasza mpu Iojauye BTOpOil BCOBILIKU, TIPU KOTOPOit
0oJIbllIe MOJIEKYJT TIJIACTOXMHOHA HaXOAUJIOCh B BOC-
CTAaHOBJIEHHOM cocTOosTHUU [16]; cHUXKeHUE mapa-
MeTpa «p» Ha 50—80% B 3aBUCHMMOCTH OT 3KCITEpU-
MEHTA, YTO CBUIIETEJLCTBYET O 3aMeIJIEHUU BOCCTa-
HoBJIeHUsT myaa IIX B yClIOBUSX TIOBBIIIEHHOM
rereparuu O, "~ MPU HU3KOM MHTEHCUBHOCTHU CBETA
[16]. Takum 06pa3oM, TTOJTyYEHHBIE BO BCEX TPEX CITY-
Yyasix TaHHbIe MOKAa3bIBAIOT, YTO B MPUCYTCTBUU CHU-
crembl KC/KCO HabGaomaeTcsi CHUKeHHE OTHOCH-
TEJIbHOrO YpOBHSI BoccTaHoBieHus myia IIX, 4dto
CBUIETENBLCTBYET 00 okucieHuu moJiekyn ITXH, npu

nomaye O, ~ K MeMOpaHe, MOATBEPKIasi BO3MOX-

HocTb npotekanusi peakimu [1XH, ¢ O, " B Tr1ako-
naax. BaxHo OTMETUTB, UTO CXOXUE JAHHBIE MOY-
4aJu U B OTCYTCTBUE, U B IPUCYTCTBUU AMHUTPOdE-
HUJIOBOTO acdupa 2-1i0[10-4-HATPOTUMOJIA,
nHruourtopa okucineHus [1XH, B xuHon-okucsA0-
IIeM caiiTe HIUTOXPOMHOTO bg/f KOMILIEKCA, YTO UC-
KJII0YaeT BO3MOXHYIO pojib (poTtocuctemsl I B uszyya-
€MBIX MPOLIECCAX.

Peaxkuus (1) sgBiaseTcss TepMOAUHAMUYECKU BBI-
TOOHOM B BOMHBIX PacTBOpax; pacCYMTAHHAS HA OC-
HOBE 3HayeHUil FE,7 OKUCIWUTEJIbHO-BOCCTAHOBM-

TeIbHBIX T1ap, Yy4YaCTBYIOIIUX B peakuuun —
X"~ /TIXH, (370 MB) u O,  ~/H,0, (940 MB) —
KOHCTaHTa paBHOBECHSI COCTaBIISIET ~10° [1]. B nc-
ciaenosanuu [40] 6pu10 0OHApYX)eHO, yTo ITHX, na-
ke Gosee addektuseH B Helitpanusaimu O, , yem
BOCCTaHOBJIEHHBIN R-TokodepomxnmHoH 1 R-Toko-
(depon. YuureiBas pacnonoxenune ITHX, B Tunako-
UAHOI MeMOpaHe (CM. BhllIe), peakius (1) gomkHa
MpoTeKaTh Ha rpaHulle a3 MeMOpaHa/Boma (CTpo-

BETOIIKWHA u ap.

Ma), re KOHCTaHTa CKOPOCTH peaKIIMU COCTaBJISIET

~10" M~ 1! (cMm. BhIlIE). B opraHnyeckux pacTBo-

PUTEISIX peaKIvs MPOTEKAET MeIIEHHEE: B METAHOJIE
CKOPOCTb peaKIIUi COOTBETCTBYET L1-10* M1t

[41]. Peakuust TIXH, ¢ mporonupoBanHbiM O,
nepruapoKcuibHbIM pagukaiom HOO® (O, mo-

xet npespatutbesa B HOO® B runpodobHOIL cpene)
TaKKe€ MOXKET IIPOTEKaTh B OMOJIOTMYECKUX OOBEK-
TaxX, OMHAKO OHA IPOTeKaeT MeAJIeHHee, KOHCTaHTa
CKOPOCTH PeaKkluy B OpraHUYeCKUX PaCTBOPUTEIISIX
COOTBETCTBYET ~103 M 1! [42]. ITpu nepexoae u3
ruapodoOHoI pa3bl MeMOpaHBI B 00OTallleHHBIE BO-
JI0# yyacTKM Ha rpaHuue MeMm6pansl HOO ™ tepsier
nporox (pK HOO ™ (0, 7) 4.8).

B pa6ote [1] BricKa3aHO IIpeaonaoKeHe, YTO He
tonbKo MoseKysbsl [THX, (peakuus (1)), Ho 1 Mose-
kysel [TX mMoryT B3aumozeiictBoBath ¢ O, (peak-
nus (2)). OopHako eciau peakuust (1) mporekaeTr B
oOoraiieHHBIX BOJIOI y9acTKax Ha rpaHulie a3 MeM-
O6paHa/Bojma, TO peakuus (2) TepMOAMHAMMUYECKU
MOXKET IIPOTeKaTh B TMAPO(GOOHBIX 30HAX MEMOpPaHbBI
(BeposiITHEE BCEro C HE3HAYUTEIbHBIMH CKOPOCTSI-
MH), TIe OKMCIUTEIbHO-BOCCTAHOBUTEIbHBIE TIO-
TEHILMAJIbI BEIIECTB MaHHOI peaKIMU CYIIeCTBEHHO
HMXE: OKUCIUTEIbHO-BOCCTAHOBUTEIBHBIN ITOTEH-
uuai napsel O,/0, "~ paBen ~ —550 MB B runpodo6-
Hoii ¢a3se (o cpaBHeHuto ¢ —160 MB mpu 1 M O, B
H,0); nmpu 5TOM OKMCIWNTEIBHO-BOCCTAHOBUTEIb-
Hblii noreHuuman mapsl [IX/TIX' ™ Takke mOJDKEH
6bITH HIKE (110 cpaBHeHMIo ¢ —170 MB B H,0) [43].

OnHaKo Bce ellle OTCYTCTBYIOT MPSIMBIE TOoKa3aTelb-
CTBa BO3MOXHOCTH IPOTEKaHUSI JaHHOMN peakliiy B
TUJIAaKOUIHOM MeMOpaHe. PaBHOBecue TaHHOM peak-
oUu OyIeT CMeIaThCsl B CTOPOHY BOCCTAaHOBJICHUS

MOJIEKyJIsIpHOTO Kuciaopona go O, , ecnu naHHas
peaxkuyst OyaeT MPOTeKaTh B BOMHOM (ha3e.

HX+02.__’HX._+02. (2)

M3BecTHO, YTO TP BOCCTAHOBICHUH MOJIEKYJIISIP-
Horo kucnopona cucremoit KC/KCO ue Bce O,

OKa3bIBalOTCs B cpene, 4actb O,  ~ 04YeHb OBICTPO
«oBoccraHaBnuBaercsa» 10 HyO, HenmocpencTBeHHO
B aKTMBHOM IIeHTpe (hepMeHTa, a IMOSIBUBIIMECS B
cpene O," ~ ecnu He poB3anMoaeicTBYIOT ¢ [TXH,,

TO B JaJibHEHIIIEM TUCMYTHUPYIOT TaKXKe ¢ 00pa3oBa-
HueM H,0,. DkcriepuMeHTsI ¢ 100aBIeHeM KaTaja-

3l — (bepMeHTa, pasziararouniero H,O,, — nokasainu,
4TO He BCce OKUcCaeHue Iryna [1X B mpucyTcTBUU CH-
crembl KC/KCO sBisieTcs cliencTBUEM B3aMOIeii-
crust [1IXH, ¢ O, ", Ho u (mo 40%) crencrBuem
okucienust [1XH, monexkynamu H,O, [16]. IMomy-
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YEHHBbIE Ppe3yJIbTaTbl OKa3aJUCh HEOXUIaHHBIMU,
YUYUTBIBAsI OTCYTCTBUE B JINTEPATYpPE MPSIMBIX JAHHBIX
0 B3anMOJeHCcTBUM KOMNOHEeHTOoB Iyna [1X ¢ H,O, B

THJI1aKoOnaax.

Panee OBLIO MOKA3aHO, YTO IajJOr€eHUPOBAHHbBIE
XMHOHbI UJIM XUHOHBI C OKUCIUTEIbHO-BOCCTAHOBM -
TeJbHBIM TTOoTeHIIHaIoM oT —330 mo —460 MB moryt
BBICTYINaTh BoccraHoBUTeNsiIMU H,0, mo ruapox-

cwibHoro pagukana (HO ") [44—46]. Briocnencrsuu
aBTOPHI padOTHI [47] TIpeacTaBUIN JaHHBIE O CITOCO0-
HOCTHM HETaJIOTeHUPOBAHHBIX XWHOHOB, TaKMX Kak
1,4-Ha(PTOXMHOH, TeTpaMeTui- 1,4-6e H30XHOH,
2-Mmetui-1,4-HapToXHOH,  2,3-IMMETOKCH-5-Me-
TUI- 1,4-06H30XHOH, 2,6-1MMeTUIIOEH30XUHOH,
2,6-1nMeTOKCUOEeH30XMHOH U 9,10-deHaHTpaxu-
HOH, YBEJIMYMBATh CKOPOCTh BoccTaHOBIeHNUs H,0,
B IIPUCYTCTBUM acKopbaTa. B aToMm cirydae, Kak mpen-
MOJIOXKEHO aBTOpPaMU, OKUCJIEHWE XWHOHOB ITPOMC-
xonutT 4yepe3 peakuuto H,O, ¢ omHokpaTHO Boc-
CTAaHOBJIEHHLIM XMHOHOM, CEMUXWHOHOM, KOTOPbIi
o0pa3yeTcsi BCJIEACTBUE pPeaKlMU KOHIIPOIIOPIIMO-
HuposaHus [1X u I[TXH,; KoHCTaHTa CKOPOCTH peak-

LIUA  KOHIPOITOPLIMOHUPOBAHUS  COOTBETCTBYET
~5107=5-103 M~ 'c 71 [43].
B nmanbneitmmem B pabore [19] aBTOpamMm Obuia

IIPOZEMOHCTPUPOBAHA BO3MOXHOCTb B3aUMOJEH-
creus [IXH, u H,O, B MonenbHOI cucteMe, B MeTa-

HOJIe, OTHAKO IIPEACTaBJICHHbIE TaHHBIE YKa3bIBaJIA
Ha HU3KYIO CKOPOCTb IPOTEKaHUsI TaHHOI peaklyH,
NMOCKOJIbKY nobasienue H,O, naxe B BBICOKOI KOH-

HeHTpauuu (10 5 MM) IpUBOAMIO K OKUCIIEHUIO M€-
Hee 50% Bcex monekyn [TXH,, npu aToM u3Havab-

Has KoHueHTpauusa ITXH, Obuta cylecTBEHHO HIKe
(100 MxM), uyeM koHueHTpauusa H,O,. beut npemo-
KEH JABYX3TAaNHbIM MEXaHU3M B3aMMOAEHCTBUS
ITXH, n H,O,, cornacHo KOTOpoMy 3TO B3aUMOJEM -
CTBHE MPOUCXOIUT IO MEXaHU3My AeNpPOTOHUPOBA-
Hua [1XH, (peakuuu (3) u (4)) ¢ mocnenyomym aB-

ToKaTaTUTHIecKuM okucaerrem IIXH ™ u ITX2~ mo-
JIEKYJISIpHBIM Kuciaopomom nmo IIX (peakuum (5) u

(6)) [191:

[XH, + H,0, > [IXH™ + H;0,", (3)
[IXH™ + H,0,~ ITX*~ + H;0,%, 4)
x>~ +0,»NX"~+0, ", (5)
X"~ +0,~ X+ 0, . (6)

Hna uccnenoanusa Bauanua H,O, Ha ypoBeHb

BoccTaHoBJieHUs ITysa [TX B TUiiakongax mpoBOAMIIN
nsmepenue OJIP-xpusbix: npu po6asnenuun H,O,

(100 MKM) K cycrieH3uM TUJAKOUAOB HaOIogaIu
okucienue Iryna IIX (mucceprammoHHast paboTa
M.M. bopucoBoii, https://istina.msu.ru/disserta-
tions/359506151/). B pabore [48] aBTOpHI Gosiee MO~

BUODU3UKA TomM 69 Ne 3 2024

IpoOHO uzyuninu BiusgHue H,O, Ha OKUCIUTENIBHO-

BOCCTAHOBUTEJIbHOE cocTosiHue Iryia IIX: mocie
MpeaBapUTEIIbHOTO OCBEIIEHUST CYCIIEH3UN THUJIAKO-
WOO0B, B pe3yabTaTe KOTOPOIrO MPOUCXOAMIIO HAKOII-
nenune H,O,, HaOmonanocs 6osee OLICTPOE OKUCTIE-

Hue nyaa [TX B TeMHOTe mocJjie BHIKJIIOUeHMSI CBETA.

Takum o6Opa3zoM, Ha OCHOBE MpeACTaBICHHBIX
JaHHBIX MOXHO 3aKJII0UMTh, YTO BOCCTAHOBJIEHHBIN
1utactoxnHoH [TXH, ¢ BEICOKOIT CKOPOCTBIO B3aMO-
neiictyer ¢ O, B TWJIAKOWIAX, BOCCTAHABIMBASI
ero 1o H,O,. Monekynst H,O,, B cBOIO ouepens,
Takxke croco6Hbl okucauts ITXH,, onHako ¢ 6oiee
HU3KUMU ckopocTsiMmu. [lepBas peakius xapakTepu-
3yeT aHTMOKCUIAHTHYIO akTuBHOCTb [IXH, B ®OTL]
XJIOPOTIJIACTOB BBICIIIMX PACTeHMIi, BTOpasi peaxkiius
MIPUBOIUT K CHUXeHUIO conepxanusa H,O, B xstopo-
TiacTax, HO He SIBJIsIeTCSl TIPOSIBJIEHUEM aHTHUOKCHU-
JaHTHOM aKTUBHOCTH KaK TaKOBOI, MOCKOJIBKY TTPH-
BOJIUT, COIJIACHO TMpPeACTaBIEHHBIM JIMTEPATypPHBIM
ITaHHBIM, K 00pa3oBanuio ymbo O,  ~, oo OH" —
6osee peakuroHHOocnocooHbIX ADK, yem H,0,.

M3BecTHO, UTO CTPECCOBbIC YCIOBUS TIPUBOISIT HE
TOJIBKO K YBEJIMYEHUIO CKOPOCTU BOCCTaHOBJIEHUS
MoJteKyJsipHOro Kuciopona 1o O, "~ u H,O, B Tina-
Kouaax, HO U K TMOBBIIIEHUIO CKOPOCTU TeHepaluu
CUHIJIETHOTO KHCJI0poa 102, MPEUMYIIECTBEHHO B
dotocucreme II, myrem mepegadym sHeprur OT XJIO-
poduia B TPUILJIETHOM COCTOSTHUU, TIPU YCIIOBUU
ero reHepaluu, Ha MOJIEKYJSIpHBINA Kuciopon [49,
50]. B nmrepaTtype IIpeAcTaBiIeHBI IBa BO3MOXKHBIX
MexaHM3Ma o00pa30BaHUSI BO30YXKICHHOTO XJIOPO-
¢wia B TpUNIETHOM cocTossHUU B (hoTocucteme I1:
1) B antenHe porocuctemsl 11 a51eKTpoH B MoJIeKyJie
xjaopoduiiia, Haxonseicss B BO30YKICHHOM CUH-
TJIETHOM COCTOSTHUM, MOXET MOMEHSTh CIIUH, MpHU-
BOMISI K TMEpexoay MOJIeKydbl xjiopodusia B Oojee
HU3KODPHEPTreTUYECKOe TPUILJIETHOE COCTOSIHUE W
2) TPUIUIETHOE COCTOSIHME BO30YXKIEHHOTO XJIOPO-
uia MmoxeT 0oO6pa3oBaThCsl B peaKIIMOHHOM LIEHTpe
¢dotocuctemsl Il B pe3ysibTaTe peKOMOMHAIIUY 3apsi-
0B B MOH-pannKaibHoit mape P680"—deodernn
[51].

I11acTOXMHOH B BOCCTAaHOBJIEHHOM (hopMe MOXKET
HAIIpSIMYIO0 B3aMMOIEHCTBOBATh C 102 [17, 19, 52],
BBITIONTHSISI POJIb (PU3NYECKOTO MU XUMUUECKOTO Ty~
IIUTEIIS 102 [18]. KoHcTaHTa CKOpPOCTH peaKIInH

IIXH, c 102, U3MEpEHHAas B allcTOHUTpPUIIE, paBHA ~
108 M 1c! [12, 18]. ®usndeckuii MeXaHU3M TyIlle-
HUs 102 Mosekynamu ITXH, ocHoBaH Ha Iepenaye

SHEPTUU OT 102 K ITXH,, 4TO NpUBOAUT K 06paTHOMY

MEePEeXoay CUHIJIETHOTO COCTOSIHUSI MOJIEKYJISPHOTO
KHMCJIOpOAa B TPUILIETHOE. XMMUUECKUIN MeXaHU3M
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TylleHUs cBsA3aH ¢ okuciaeHuem I1XH, (mpenmnosno-
KUTEJIbHO OOKOBOI M3OINPEHOUIHON 1IeIr), 4TOo
MPUBOAUT K 00pa30BaHUIO TMAPOKCUTIACTOXMHOHA,
1.¢. mnactoxuHoHa C [18] (puc. 10). B 3aBucumocTu
OT KOJIMYECTBA akTOB B3anmoneicteusa [TXH2 ¢ 102
macToxuHoH C MOXET MMETh HECKOJIbKO THIPOK-
CUJIBHBIX TPYIIT B COCTaBe OOKOBOI M30TIPEHOUTHOM
nenu. Kpome Toro, majabHeiiniee OKMCJIEHNE IUIACTO-
xrHOHa C MOXET IIPUBECTU K 00pa30BaHUIO IPYTUX
TIPOU3BOJIHBIX, 4 UMEHHO CJIOXKHBIX 3(pUPOB IJIACTO-
XWUHOHA U KUPHBIX KUCJIOT, T.e. IJIaCTOXWHOHA B
(puc. 1B).

B pabote [19] O6b1L1 pemyioxkeH ajabTepHATUBHBIMI
XMUMUYECKUN MeXaHU3M B3aMMOACHCTBUS 102 ¢
ITXH,, cornacHo kotopomy IIXH, okuciserca no
ITX ¢ obpazosanuem H,O, (peakuusg (7)):

10, + ITXH, - X + H,0,, (7)

B nutepatype o0OcyxpaeTcsi aHTHMOKCHOAHTHasI
AKTUBHOCTb UMEHHO BOCCTAHOBJICHHOTO ILJIACTOXM-
HOHa, T.e. [IXH,, B OTHOIIIEHNN CUHIJIETHOTO KHC-
Jopona. OgHaKO MO MEPBOMY XMMHYECKOMY MeXa-
HU3My He TobKo ITXH,, HO M OKUCIIEHHBIH MJ1aCTO-

XWUHOH  CITOCOOEH  TYIIUTh 102([18], HaIlu
HEOITyOIMKOBaHHBIE TaHHbIe). TakuM o0pa3om, Kak
peakunio I1XH, c 102, TaKk u peakuuio IIX c 102

MO2KHO NpEACTaBUTh KaK €111€ OAWUH BaXXHBIN aCIIeKT
AHTUOKCUAAHTHOM aKTUBHOCTU ITyJjia rjiaCToOXMHOHa.

BIIMAHUE POCTA 1 PAZBUTUA,
A TAKXKE CTPECCOBBIX ®PAKTOPOB
HA COOEPXAHUME ITNIACTOXMHOHA

B JIUCTbSAX PACTEHUMN

I11acTOXMHOH B pacTUTENbHOM KJIETKE TTpeacTaB-
JieH (pOTOAKTUBHBIM M HE(MOTOAKTUBHBIM MYJIaMU.
®dotoakTuBHBIN Mya [1X pacnonoxkeH B TUJIAKOW/I -
HbIX MeMOpaHax, rie NMjJacTOXUHOH (PYHKIIMOHUPYET
B KauyeCcTBE MOOMJILHOTO JIUTIO(MUITHHOTO ITEPEeHOCUM -
Ka ayieKTpoHOB B DOTILI mexny dpotocuctemoii Il u
LIUTOXPOMHBIM bg/f KoMIieKkcoM. [lomumo nuHelt-

HOT'O TpaHCIIOpTa 3JEeKTPOHOB (DOTOAKTUBHBIN TTYJI
ITX BoBJIeUeH B UIMKINYECKUI 2JIEKTPOHHBIN TpaHC-
nopT BOKpyT (potocuctemsl I [53] u BoccTraHOBIEHNE
MOJIEKYJISIpHOTO Krciopona no H,O,, T.e. B peakuuio

Menepa (cMm. BhIIIE; IS o030pa cM. pabdoty [54]).
HedoroakTusHebrii 1y I1X 3amacaeTcs B IU1acTOTIO-
Oynax M 00O0JI0YKE XJIOPOIJIACTOB M HE IPUHUMAET
yJyactue B (pOTOCUHTE3E.

ITo Mepe pocta M pa3BUTUS pacTeHU B pacTu-
TEIBbHBIX KJIETKAX IPOUCXOMUT YBEJIUYCHUE COmEp-
KaHUs TIaCTOXMHOHA. Hampumep, Ha paHHMX 3Ta-
nax pa3BUTUS TUCTheB sTuMeHst (Hordeum vulgare L.),
a UMEeHHO OT 4-X K 11-M cyTkaM, olliiee conepkaHue

BETOIIKWHA u ap.

TUIAaCTOXWHOHA, paccuuTtaHHoe Ha 1000 Momiexkyn
xjopoduiia, yBeaunuaubaetcd Ha 55% [55]. Hecmort-
pg Ha TO, 9TO pasmep ¢orToakTuBHOro Tyna I1X He
M3MEHSIJICSI B UCCIIEIyEMbIIT TIEpHOJ, pOCTa, OBbLIO OT-
MeYeHO, YTO 11-cyTouHbIe MPOPOCTKU XapaKTEPU30-
BajMch OoJjiee OKUCIEHHBIM (DOTOAKTUBHBIM ITYJIOM
I1X [55]. Tak, oTHOIlIIEHE OKWUCIEHHOTO TJIaCTOXM1-
HOHa (DOTOAKTUBHOTO Iyjia K 00lIeMy (pOoTOaKTUB-
HOMY TIyJIy Y YEThIPEXCYTOUHBIX MPOPOCTKOB COCTA-
o 36.4 + 12.5% mno cpaBHeHuio ¢ 56.0 £3.9% y
11-cyrounbix. CoaepkaHue OKUCIEHHOIo 1 BoccTa-
HOBJIEHHOTO TIJJACTOXWHOHA OLIEHUBAIW METOAOM
BO2XKX ¢ ucnojib3oBaHUEM CIIEKTPODOTOMETpUYE-
ckoro aerekTopa (st okuciaeHHoro I1X) u ¢gpyopec-
IEHTHOro aeTtekTopa (mjisi BoccTaHoBiIeHHOro I1X)
[55].

IIpu wuccnemoBaHUM M3MEHEHUS CONEpPKAHUS
TUIaCTOXWHOHA B pacTeHusix A. thaliana B xone 6oJsee
MPOIOJDKUTEILHOTO pocTa M pa3Butus (ot 20 cyTok
IIo 3 MecsI1eB) ObLIO MOKa3aHo, YTO 0o0lliee coaepKa-
HHUE IUIAaCTOXMHOHA, OTHECEHHOE K COICpP>XKaHUIO
xaopoduiia, TakXke IIOCTEIIEHHO Bo3pacraeT. Ha
¢oHe 3TOro yBEJMYEHUSI U3MEHSIJIOCH KOJUYECTBO
OKMCJIMTEILHOTO I BOCCTAaHOBJICHHOI'O IIJIACTOXMHO-
Ha. Tak, y OIByXMeCSIYHBIX PacTe€HUI1, BhIpaIlIcHHBIX
IIPY HU3KOM MHTEHCUBHOCTHU cBeTa, 10 70% ot 00-
IIEro COACPKAHUS IUIACTOXUMHOHA B JIMCThSIX HAXO-
JINJIOCH B BOCCTAHOBJICHHOM COCTOSIHUH, a Y TPeXMe-
csiuHbIX — 10 100% [22]. I1pu BbICOKOIT MHTEHCUBHO-
ctu cBeta conepxkanue IIXH, y B3pocibIX JIUCTbEB

Tak>Ke OBIJIO BBIIIE, YEM Y MOJIOABIX; MOXKHO ITPEAIIO-
JIOXXWUTh, 4TO y O0JIee B3POCIBIX JUCThEeB U (OTOAK-
TuBHBINA Tyn ITX OwI1 6oJlee BoccTaHOBNIEH. Takke
SIPKMM TNIPUMEPOM HAaKOIUICHMS INIACTOXMHOHA II0
Mepe B3POCIEHUS SIBIISIOTCS (PUTOBEIC AepeBbs (Ficus
elastica Roxb.), BO B3pOCJBIX JINCTbSIX KOTOPHIX CO-
JIepXUTCS TIpuMepHO B 20 pa3 0oJibliie MJIaCTOXUHO-
Ha Ha eIUHUILY TUIOIAAU JINCTA, YeM B MOJIOJBIX JIU-
cThsx (cM. 0030p [24]).

CopepxaHue TIIJIJAaCTOXMHOHA M3MEHSETCS He
TOJIBKO B OHTOT€He3e, HO U OTJIMYAeTCsI B pa3HbIX BU-
Jax pacteHuit [56]. HampuMmep, B MaretaHCKOI
dykcun (Fuchsia magellanica) oOiee comepxXaHue
TUIAaCTOXWHOHA focTuraeT 774.3 MKT Ha 1 T cyxoro Be-
ca. Jlng cpaBHeHUs: NanopoTHUK Blechnum chilense
COIIepXUT BceTo 83 MKT Ha 1 T cyxoro Beca, a MoxX Hy-
popterygium arbuscula — 23 Mxr [56].

AlOHoTnYecKme cTpeccoBble (aKTOPhl TaKxKe
MOTYT CYIIECTBEHHBIM 00pa3oM BJIMSATh Ha OMOCHH-
Te3 IJIACTOXWMHOHA B KJIETKE M OKUCIUTEIHLHO-BOC-
craHoBuTenbHOe cocTossHue Tryiaa I1X. HawubGomee
N3y4YeHHBIM SIBJISIETCSI BJIMSIHUE MOBBIIIICHHONM OCBe-
IIEHHOCTH Ha colepXaHWe IJIACTOXWMHOHA B pac-
TUTEJIBHBIX KJIeTKaX. MHOTrOKpaTHO IOKa3aHo, 4YTO
YBEJIUYECHUE YPOBHSI OCBEIICHHOCTU PACTCHUI IpU-
BOOUT K HAKOIUICHUIO IUTAaCTOXUHOHA [22, 24, 25, 57].
Hanpumep, conepkaHue MIacTOXUHOHA HAa eAUHUILY
CYXOro Beca JIiucTa ObUIO B 3 pa3a BhIIIE B PACTCHUSX,
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AHTUOKCHUIAAHTHBIE CBOMCTBA PACTUTEJIBbHOI'O IIJIACTOXWUHOHA

BbIpAalllCHHbIX IIpu MHTCHCUBHOCTHU CB€Ta
1

750 MKMOJIB'M “C ' TIO CPaBHEHHWIO C PACTCHUSMHU,

BBIpAILllEHHBIMU TIpU 65 MKMOTbM 21 [25]. UHTe-
PECHO, YTO 3TO HE BJIMSLIO Ha KOJIMYECTBO IUIACTOXM-
HOHa B (pOTOAKTUBHOM ITyJie: HAKOIIEHWE TJI1aCTO-
XMHOHA IIPU IMOBBIILIEHHOM OCBEIEHHOCTU IIPOUCXO0-
oMo B HedOTOAaKTMBHOM — 1myje, T.e. B
TUIacTOrI00yJ1aX U 000JIOUKE XJIOPOILIacToB [25].

2

HM3MeHeHue TemriepaTypbl, Kak W U3MEHEHUE
YPOBHSI OCBEIIIEHHOCTHU, BJIUSIET HAa COAEPKaHUeE Iia-
CTOXMHOHA. bbuIO MoKa3aHO, UTO JIMCThSI TOMAaTOB
(S. lycopersicum L.) 5-6-HenenbHOTO BO3pacTa, IO/~
BepKeHHBIC B TeUeHHE 6 CYTOK IEeCTBUIO BHICOKOI
temriepatypbl  (38°C), comepXaau 3HAYUTEIILHO
0OJIbIIIe TIJIACTOXMHOHA (IIpUMepHO B 3 pa3a OoJblle
Ha eIMHUILY ChIPOro Beca), YUeM pacTeHUs, pacTylle
npu temmneparype 20°C (koHtpoib) [58]. MHTEpecHO,
YTO BO3BpallleHWE paCTeHUil TIocjie HarpeBaHMUsl B
KOHTPOJIbHBIE YCJIOBUSI HE MPUBOINUIO K CHUXEHUIO
coiepKaHMsI TUIACTOXMHOHA TaxKe yepe3 5 cyTok [58].
IToBblllIeHME TeMIIepaTyphbl BIMSIET U Ha TiepepacIiipe-
JieJIEHUe TIJIaCTOXMHOHA MeXy (POTOAKTUBHBIM U He-
(bOTOAKTUBHBIM TIyJlaMU B PACTUTEJbHBIX KJeTKax
[55]. 4-, 7- n 11-cyTo4YHBIE IIPOPOCTKU STYMEHS IO -
Bepraju terioBoMy crpeccy (3 yaca mipu 40°C) npu

HenpepbIBHOM ocBelieHuH (100 MKMOJ'[I)‘M_zc_l); no-
cJie TepMUYECKOU 00pabOTKU HEe OBLIO BBISIBJIEHO U3-
MEHEHUI HU B OOIIEM COlep>KaHWUM MJIACTOXWHOHA,
HU B OKUCJIUTEIbHO-BOCCTAHOBUTEIBLHOM COCTOSTHUU
nyna ITX [55]. OrcyrcTBUe U3MEHEHUIT MOXET OBITh
CBSI3aHO C HEIOCTATOYHOCThIO 3Kcno3uliuu. OmHaKo
HaOoAaIM TEPMOWHAYLIMPOBAHHBIE W3MEHEHUS B
COOTHOIIIEHUU MeXIYy (DOTOAKTUBHBIM U He(OTOAK-
TUBHBIM ITyJamMu. Tak, ObL10 3a(dKCHUPOBaHO OOlIee
CHUKEHME CONEepKaHUs TUIAaCTOXWMHOHA B (hOTOAK-
THUBHOM ITyJie, Mpu4yeM JaHHbIA 3¢ deKT ObLT Hanbdo-
Jiee CUJIbHO BBIpaXXeH y 0oJiee B3POCJbIX PACTEHMIA:
¢dotoaktuBHbBIN 1Ty [1X y 11-cyTOYHBIX TIPOPOCTKOB
yMeHblIajca 6osee, yeM Ha 50%, npu 3TOM KOJI4de-
CTBO IJTACTOXWHOHA B HE(POTOAKTUBHOM ITyJi€ YBEJIM-
yujock [55].

ﬂeﬁCTBI/Ie HUMU3KUX TEMIICPpATYP TAKXKE BJIUACT Ha
COONCpPXKAHUEC INIACTOXMHOHA B KIIETKaX. Pactenus

o3uMoii pxu (Secale cereale L.), BeIpallleHHBIE IIpU

MHTEHCUBHOCTH cBeTa 250 MKMOIb'M 2¢_ | 1 Temrie-

partype 5°C 10 COCTOSTHUS MOJTHOCTBIO PACKPBIBIIINX-
csl BTOPBIX M TPETBbHX JIUCThEB, comepxXain Ha 15%
OoJibllie TIJIACTOXWHOHA, B pacyeTe Ha XJIOpOGUILI,
yeM pacTeHusl, BbIpalleHHble pu 20°C u Takoi xe
WHTEHCUBHOCTU cBeTa [57]. Panee ObL10 mokasaHoO,
YTO y IPYroro copTa 03umMoii pxu (Secale cereale L. cv
Puma), xoropast pocia nnpu temiieparype S°C B Teue-
Hue 10 Hexenb, olliIee conepkaHue MIAaCTOXMHOHA B
pacueTe Ha xJI0poduiIT Bo3pactano Ha 260% [59].
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I1pu uccnenoBaHUY BIAUSIHUS 3aCOJICHUS Ha TIU-
KO(UTBHI U TaTO(MUTHI, MPEICTABUTEISIMUA KOTOPHIX
saBiastitoTcs A. thaliana v E. salsugineum cOOTBETCTBEH-
HO, OBLJIO MOKa3aHO, UTo 3acojeHue mousksl (0.15 M
NaCl, 7 cyToK) He IPUBOIMIIO K UBMEHEHUIO COIEeP-
>KaHUS MIJIACTOXUHOHA Y A. thaliana, omHako myn ITX
CTAaHOBMJICSI MeHee BOCCTaHOBJIIEHHBIM ~ Ha 10%. ¥V
E. salsugineum 3aconenue (0.3 M NaCl, 7 cyTok) He
MOBJIVSIIO HU Ha OKMUCIUTEIbHO-BOCCTAHOBUTEb-
HOE COCTOSTHME MyJia, HA Ha 00Ilee KOJIMYECTBO IJ1a-
croxuHoHa [60], YrO, MO-BUIMMOMY, OTpaxkaer
OTCYTCTBUE Pa3BUTUSI CTpecca B TAIOPUTHBIX pacTe-
HUSIX B U3y4aeMbIX YCIOBUSX. IIpy 5TOM B KOHTPOJIb-
HBIX YCJIOBUSIX Y O0OOUX BUJIOB YPOBEHb OKMCIUTEIb-
HO-BOCCTaHOBUTEJILHOIO coCcTOsTHUS Iyia I1X mpak-
TUYECKU He oTanyacs [60].

B pabore [61] ObLTIO MPOBEOEHO MCCIACAOBAHUE
BIIMSIHUS noauBa pacteHuit pactBopom NaCl B 6osiee
BbICOKOI KoHHeHTpauuu (0.4 M), Ha codepxXaHue
TUIACTOXWHOHA Y TAIODUTHBIX pacTeHuit Mesembry-
anthemum crystallinum. Ha 10-e cyTKu 3KCIIeprUMeH-
Ta o0lllee colepKaHUe TJIACTOXWMHOHA IO OTHOIIe-
HUIO K coiepXkaHUlo XJopoduiia B KOHTPOJIbHBIX
pacTeHUsIXx U B pacTeHusix, obpadboraHHbix NaCl,
He omyaiiock  (51.6 monp/1000  Monmp U
46.6 moib/1000 MO COOTBETCTBEHHO). OJJHAKO CO-
OTHOLIEHUE (HOTOAKTUBHOTO U HE(POTOAKTUBHOTO
MyJOB 3HAYMMO pPa3jnyajoch: B OTJIUYUE OT JAeii-
CTBUS MOBBIIIIEHHOH TeMIlepaTypbl, 3aCOJICHUE MPU-
BOJIMJIO K YBEJIMYEHUIO COMIEPKAHUSI TUIACTOXMHOHA B
(boToakTMBHOM TMyje Yy Talo(UTHBIX pacTeHUit
(Mesembryanthemum crystallinum) [61]. B KoHTpOIb-
HBIX PaCTeHMUSIX 10Jis1 (DOTOAKTUBHOTO ITyjia COCTaBU-
11a ~17% ot 0611ero coaepKaHus ITaCTOXUHOHA, B TO
BpeMsI KaK y pacTeHUI B YCJIOBUSIX 3aCOJIEHUS AOJISI
(oToakTBHOTO ITysIa coctaBwiia ~30% [61].

TToka3zaHo, 9YTO HE TOJHKO AOMOTHUYECKHE, HO M
ouoTuyeckue hakTopbl, HAIIPUMEp, 3apaxkeHue pu-
TOIIATOI€HAMU, BIIMSIOT Ha COIEepXKaHWe IUIACTOXU-
HOHAa B TUCThsAX. OOpaboTKa JIUCThEB S. nigrum pac-
TBOpOM 3ucutopa (P, infestans) TpuBoanUIa K yBEJIU-
YEHUIO COACPKAHUS IIJIACTOXMHOHA Ha EIVMHUILY
CBIPOTO Beca JIMCcTa Kak Ha cBeTy (Ha 34% mo cpaBHe-
HUIO C KOHTPOJIbHBIMU PACTEHUSIMU ), TaK U B TEMHO-
Te (Ha 96%) [21]. bonee 3HaUMTENBPHOE YBEIUUCHIIE
collepXXaHMsI IUIACTOXMHOHA B TEMHOTE, BEPOSITHO,
0oJiee TOJTHO OTpakaeT MaTOreH-3aBUCUMOE U3MEHE-
HUe colepxXaHMs, TaK KaK Ha CBETYy U3MEHEHHUE CO-
IepXXaHWe IUIACTOXMHOHA pEryaupyercs eme u
MPOTeKaHUEM CBETO3aBUCUMBIX peakuuil. MoXHO
MIPEINOIOXNTh, YTO YBEJIWYEHNE COASPKaHUS ILIa-
CTOXMHOHA B JIMCThSIX IIPY aTake IaToreHaMu HeoO-
XOIUMO JJII OCYILECTBJIICHUS aHTUOKCUIAHTHOI
(YHKIIMM MJIACTOXMHOHA, T.€. OIS 3aIUThI KJIETOK OT
ADK, obpasyromuxcst B 3Tux yciaobusx. Kpome to-
ro, UBMEHEHUE OKUCIUTEIbHO-BOCCTAHOBUTEIBHOTO
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coctostHUs (potoakTuBHOTrO Ityja I1X, B yacTHOCTH,
MOBBIIIIEHVE YPOBHSI BOCCTAHOBJIEHUSI, OTpaxkaeT U3-
MEHEHUS B yCIOBUSIX OKPYXKaloIel cpebl, 3armycKas
pSI ananTallMOHHBIX MEXaHW3MOB, OT KOTOPBIX 3a-
BUCUT (DYHKIIMOHAJIbHOE COCTOSIHUE pAacTeHU, Ha-
YyMHas OT U3MEHEHUS (POTOCUHTETUUECKUX XapaKTe-
PUCTUK, CUHTE3a CUTHAJIbHBIX areHTOB KJIETOK, DKC-
Mpeccuu TeHOB, — 10 U3MEHEHUIlI B MUKPOOHOM
CcOCTaBe TOYBbI MOCPENCTBOM BJIMSIHUS Ha TOpPMO-
HaJILHBIN cTaTyc pacteHuit. Hampumep, 6b110 moka-
3aHO, YTO pacteHust M. crystallinum L. He CIOCOOHBI
pa3BuBaTh 3allIMTHBIM OTBET Ha aTaky (uromnarore-
HaMu (B. cinerea) mpu HWCKYCCTBEHHOM MOIAEpKa-
Huu mysa [1X B OKMCIIEHHOM COCTOSIHUM MyTeM HUC-
MOJIb30BaHUS JUYPOHA — MHTMOUTOPA 2JEKTPOHHO-
ro TpancnopTta ot porocucteMs 11 k myny ITX [62]. B
3TOi paboTe OBLIO OOHAPYXXEHO, YTO OJHUM U3 3a-
IIIMTHBIX OTBETOB MpPU 3apakeHuu (putonaroreHamu
SIBJISIETCSI BO3pacTaHME aKTUBHOCTU KaTaja3bl U
CYTIepOKCUIAMCMYTa3bl B TUCThSIX; OAHAKO TaKas pe-
aKiysl He pa3BUBaIach B JIUCTbSIX pacTeHUit, oOpa-
0otaHHBIX 1uypoHOoM (500 MKM), HO pa3BUBajach B
JIMCTBSIX pacTeHUli, 00pabOTaHHBIX TUOPOMTUMOXHU-
HoHOM (500 MkM) — UWHIMOUMTOPOM OKHUCICHUS
ITXH, B uuTOoXpoMHOM bg/f-Kominekce [62]. Henb3st

HCKJIIOUUTh, YTO HaOIogaeMblit 3((EeKT B MPUCYT-
CTBUU TUOPOMTUMOXMHOHA CBSI3aH ¢ 0oJjiee BHICOKOI
CKOPOCTBIO 00pa3oBaHus EpOKCcUIa BOAOPOaa KOM-
rnoHeHTamu Iyia I1X, yeM B MpUCYTCTBUM IUYpPOHA.
PaHee ObLJ10 MOKa3aHO, YTO TIEPOKCUI BOAOPOIA SIB-
JISIETCSI OMTHOM U3 BaXKHEHIIIMX CUTHAJIBHBIX MOJIEKYJT,
YYaCTBYIOIIUX B PETyaSILIAM MeTa0oJIM3Ma pacTeHUM
B CTPECCOBBIX YCIOBHSX [63—66].

Takum oOpa3oM, pa3Hble CTpecCOBble (haKTOPbI
OKa3bIBaIOT pa3HOE BIMSIHME Ha O0lliee coaepKaHue
TUIAaCTOXMHOHA U €ro TiepepacrpenejeHue MexXay
(¢oTOoaKTUBHBIM U HE(DOTOAKTUBHBIM ITyJlamMUu. B Ha-
cTosilllee BpeMsl aKTUBHO U3y4aloTCsI MeXaHU3MBbI 00-
MeHa MeTaboJIMTaMy MEXIy I1acTOrI00y1aMu 1 TH-
JIAKOMIHBIMU MeMOpaHamu [67—69], B 4acTHOCTH,
ObLIIO BBICKA3aHO MPEAIOJOXEeHHUE, YTO TLJIaCTOTJIO-
oymsipHass kmHaza ABCI1K1 crmocobctByer muddy-
3UM MOJIEKYJI TIJIACTOXWUHOHA U3 TUIACTOIIOOY B TH-
JIaKOUJHble MeMOpaHbl JIsSI OOHOBJIEHUSI MOJIEKYJI
miactoxuHoHa B 1yie I1X [69]. Beuio mokasaHo, 4To
pacTeHusl, HOKayTUpOBaHHbIe 1o TeHy abclkl, xa-
pakTepu3yloTcsl 0ojiee HU3KUM CoAepXXaHUeM Ilia-
CTOXMHOHA B (DOTOAKTUBHOM MyJjie, HO 6oJiee BbICO-
KM B He(oToaKTUBHOM. OTHAKO AeTadbHbIN MOJIe-
KYJSIDHBIMI ~ MEXaHU3M  TONIEpPXKaHUsl  YPOBHS
doToakTuBHOTO TyJa [1X, He0OXOTMMOTO IS ONITH -
MaJIbHBIX CKOPOCTei (poTOCHHTE3a, BCE €Ille OCTaeT-
Csl HEBBISICHEHHBIM.

Ha ocHoBaHuu IPpECACTAaBJICHHBIX JaHHbBIX MOXKHO
cacjaTb BbIBOJ, YTO YBCJIMYCHUHNE COOCP2KaHUA Iljia-
CTOXMHOHAa I/I/I/UII/I N3MCHCHHNE KOJINYECTBA OKHNCIICH-
HbBIX W BOCCTaHOBJICHHBIX (bOpM IJIaCTOXMHOHA B
PaAaCTUTEJIbHBIX KJIIETKaX MIPOMUCXOOUT ITO MEPE poCTa N

BETOIIKWHA u ap.

pa3BUTHUS pacTeHU, a TakKke B OTBET Ha JEMCTBUE
pPa3UYHBIX aOMOTUYECKUX (HAIlpUMEp, TMOBBIIIEH-
Hasi OCBEIIIEHHOCTb, HU3KKWE U BBICOKME TeMIIEpaTy-
pbl) 1 OMOTUYECKUX (HAIIpUMEp, 3apakeHue rmaTore-
HaMM) CTpeccoBbIX ¢akTopoB (Tada. 1). Bo3pacra-
HUE COJepXXaHMUsl IUIACTOXMHOHA MOXET OBbITh
CBSI3aHO C HEOOXOIMMOCTBIO MOAAEPKAHWST BBICOKOM
CKOPOCTU OOHOBJIEHMS TIJIACTOXWMHOHA B TUJIAKOW/I -
HBIX MeMOpaHax M IJIs oaaepsKaHusI, TAKUM obOpa-
30M, 3((HEKTUBHOTIO 3JI€KTPOHHOIO TpaHCIIOpTa B
OITL, ocobeHHO B YCIOBUSIX CTpecca, a TakKXe C
BBITTOJIHEHUEM aHTUOKCUAAHTHOM (DyHKIIMY MJIaCTO-
XUHOHOM. [IpM 3TOM W3MEHEHHE OKWCIUTETbHO-
BOCCTaHOBUTEJILHOTO cOoCcTOsIHUS myJa [1X, mpeumy-
1IIECTBEHHO YBEJIMYEHUE YPOBHS BOCCTAaHOBJIEHUS
myJjla, KOTOPO€ MPOUCXOIUT TP IEHCTBUM CTPECCO-
BbIX (haKTOPOB, BaxKHO IIJIsI MHULIMALIMU PA3TUYHBIX
ajanTallMOHHBIX OTBETOB.

IIoAXOoAbl JIA YBEIUYEHUA
COIEPXAHHWA IMITACTOXMHOHA
B PACTEHHAX U CITOCOBDBI
IMTPAKTHUYECKOI'O ITPUMEHEHUA
INMTACTOXMHOHA B BUOMEAMINHE

VYBeanyeHue KoJIM4yecTBa aHTUMOKCUIAHTOB, OCO-
OEHHO PaCITOJIOXKEHHBIX B JIMITMAHON (pa3e, SIBISIETCS
MEePCIIEKTUBHBIM MOIXOIOM IS IIOJIyYeHMSI pacTe-
HUIi, 00JIagarolIuX MOBBILLIEHHON YCTONUNBOCTHIO K
cTpeccoBbIM (pakTopaMm (cM. BBenenue). YuurniBas,
YTO yBEJIMYEHUE CKOpOCcTU obOpaszoBaHust ADPK B
DOOTL MpoucXoauT B OTBET Ha AeMCTBUE Pa3IUYHBIX
a0MOTHMYECKNX U OMOTHMYECKUX CTPECCOBBIX (haKTO-
pPOB M YTO IUIACTOXWHOH SBJsieTCSI 3(h(OEKTUBHBIM
MeMOpaHHbIM aHTUOKCUJIAHTOM, YBEJIUYEHUE CO-
Jep>XKaHWs TUIACTOXMHOHA MOXET CTaTh YHUBEPCAIb-
HBIM TIOAXOAOM IJIsI CO3MAaHUSI PACTeHUM C ITOBBI-
IIEHHOM YCTOMYMBOCTBIO K pa3HBIM (DaKTOpaM OKpY-
Xalolleh cpensbl.

ITnacToxuHOH sIBIIsIETCS He(DepMEHTATUBHBIM aHTH-
OKCHIAHTOM, YTO YCJIOXKHSIET ITOIydeHIE PACTeHUI C €TO
MOBBIIIIEHHBIM cofiep>KaHreM. brocrHTe3 M1acToXuHO-
Ha BKJIIOYaeT 0Opa3oBaHME MPEAIICCTBEHHUKOB OOKO-
BOM 1IeNM 1 GEH30XMHOHOBOI'O KOJIbIIA B IIMTOILIA3ME,
usoneHTuHwiIIugocdara m L-TUpo3rHa, COOTBET-
CTBEHHO, KOTOPHIC TPAHCIIOPTUPYIOTCS U3 LIUTOILIA3MbI
B XJIopoIuiacT. B xyioporuiacte 13 n3oneHTHHWIA(OC-
dara ¢ yyactrueM depMeHTa cojaHe3uIndochaTcuH-
ta3el (SPS) cunTesupyercs comaHeswiaugocdar, a u3
L-tuposuHa B KOHeUHOM cyeTe — romoreHTm3ar. [lom
JeiicTBeM (bepMeHTa roOMOreHTU3aTcoaHe3mAudOC-
darTpaHcdepasbl IIPOMCXOAUT KOHIISHCALMSI OOKOBOM
LIeT1 ¥ OEH30XMHOHOBOTO KOJIblIA U3 COTAHE3WII(OC-
¢ata 1 romoreHTH3aTa ¢ 0Opa3OBaHUEM METUIICOJIaHe-
3JI0EH30XMHOHA 1 B JaJIbHEHIIIEM IJIAaCTOXMHOHA C y4Ja-
ctreM depMeHTa 2-MeTWI-6-(pUTHI0E H30XMHOIMETII -
TpaHcdepassbl (puc. 2).

B nurepatype npencTaBieHbl ABa OCHOBHBIX TTO/I-
X0da, IIO3BOJISIONIME YBEIUYUTH COACpXKAHUE He-
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Ta6auna 1. BiusitHue ctpeccoBbIx (haKTOPOB Ha coAepKaHMe MUIACTOXMHOHA B JIUCThSIX PACTEHUM
Jlonst
. Oo6ee comepkanue I1X, % | Jons ¢poToakKTUBHOTO
BosneiicTBue Bun pactenust BOCCTaHOBJIEHHOTO
OT KOHTPOJIS myina [TX
X
A. thaliana |25] Yeeanmuusaetcs, 300% He usmensiercs Her nanHbIx
Bricokas A. thaliana [22] Yeemmunsaercs, 800—1100% YMenbmaercs YBeauuuBaeTcsi
WHTEHCUBHOCTD
cBeTa Fagus sylvatica L. [24] Yeesmunsaercs, 500% HeT maHHBIX Het naHHBIX
Secale cereale L. [57] Yeeanmunsaetcs, 200% Her nannbIx Hert naHHBIX
S. lycopersicum [58] Yeeanmuusaetcs, 300% Her nanHbIx YBesmuuBaercst
Bricokast
TeMImepaTypa
H. vulgare [55] He usmensiercs ‘YMmeHbmaercst He usmensiercs
S. cereale [55] Yeesmunsaercs, 115% Het nanHBIX Her nanHHbIX
Huskas
TeMrmepaTypa Secale cereale L. cv
YBeimuuBaercs, 260% Het manubIx Het nannbIx
Puma [59]
A. thaliana [60] He uamensiercs Het nanHbix YMeHbmaercs
3acojieHue E. salsugineum [60] He n3mensercs Het nanHBIX He n3mensercs
M. crystallinum [61] He usmensiercs YBemuuBaeTcsa Het maHHBIX
duTomnaroreHb! S. nigrum [21] YBeanmunBaetcs, 134 — 196% Her nannbrx Hert nannbix

¢hepMeHTaTUBHBIX aHTUMOKCUIAHTOB: 1) yBeInyeHUue
9KCIPECCUU TEHOB, KOIUPYIOIINX (DePMEHTHI, y4acT-
ByIOIIIME B OMOCUHTE3e JaHHbBIX aHTUOKCUIAHTOB, U
2) WHTUOMpOBaHUE/CHUXKEHUE aKTUBHOCTU (ep-
MEHTOB, WCIOJb3YIOIINX 1IeJIEBOMI aHTUOKCUIAHT
ISl CUHTe3a Apyrux metabonutoB. Hampumep, us
CUHTE3UPOBAHHOIO IUIACTOXMHOHA MO IeHCTBHUEM
depmenTa Tokodeponuukiassl (VIEL, puc. 2) npo-
HMCXOIUT OOpa3oBaHUE ILIACTOXPOMaHOJa-8, KOTO-
pbIit TakXKe SIBIISIETCSI aHTUOKCUIAHTOM HedepMeH-
TaTuBHOI Npupoasl. bosee Toro, VI'El yyacTByeT B
o6rocuHTe3e U Apyrux 3pPEKTUBHBIX aHTUOKCUIAH-
TOB — TOKOGepoaoB (He MPEACTaBIEHO Ha puc. 2).
bru10 MoOKa3aHo, 4YTO B pacTeHUSIX, NeMUIMTHBIX O
VTE]I, He ToIBKO 3a0JIOKNPOBaH CMHTE3 TOKOdepoaa
M TUIACTOXPOMAHOJIa, HO M CHMXXEHO COAepKaHUe
IUTAaCTOXMHOHA, OHO COCTAaBJISAET IMPUMEPHO 25% oOT
o01Iero comepXkaHusl IJIACTOXWHOHA B PACTEHUSIX
nukoro turma [27]. Takum obpazom, IJisl TTOJIydEeHUS
pacTeHui ¢ OBBILLIEHHBIM COIePXXaHEeM TLIaCTOXU-
HOHa OoJiee IIEPCHEKTUBHBIM SIBJISICTCS IIOOXOH C
YBEIUYECHUEM JKCIIPECCUM TEHOB, KOOUPYIOLINX
¢epMeHTHI OMOCHHTE3a IUIACTOXMHOHA.

BUODU3UKA TomM 69 Ne 3 2024

Ha puc. 2 npencrasineHa cxema 6MocUHTe3a Ti1a-
CTOXMHOHA B XJIOPOILJIacTaX, OJHUM U3 KIIIOUYEBBIX
¢epMEeHTOB OMOCHUHTE3a IUIACTOXWUHOHA SIBJISICTCS
conaHe3nnaudocdarcuHTasa, KaTaTu3Mpyro1ias
KOHJeHcalilo OOKOBO 1IeTNu TJIaCTOXWHOHA. B re-
HOMe apabumoIicuca comepKarcs Tpu reHa AtSPS1
(Atlg78510), AtSPS2 (Atlgl7050) w  AtSPS3
(At2g34630), Komupymolue TpU cojaHe3uwiaudoc-
¢aTcuHTa3bl, ABE U3 KOTOPHIX YYACTBYIOT B OMOCUH-
Te3e MIIAaCTOXWHOHA, a TpeThs — AtSPS3 — ygactByer
B OMOCHHTe3e yOMXMHOHA B MuTOXOHApU:IxX [70, 71].
ITomoOHbIe bepMeHTHI ObUIM OOHAPYKEHBLI BO BCEX
Ha3eMHbBIX pacTeHUsIX. UHTepecHO, 4TOo y lIMaHObaK-
TEPUNA €CTh TOJIBKO OIWH T€H, KOAUPYIOIIMHA BTOT
Ky1acc (pepMEeHTOB, TOTIa KaK Y BceX 0e3 MCKITIOUEHUS
pacteHuii ux Heckoibko. Hanmpumep, y 3ei1eHoii Bo-
nopociau Chlamydomonas reinhardtii, KpacHOI BOHO-
pocinu Cyanidioschyzon merolae, saMeHs1, BAHOTpaza,
ToMaTa U oryplia ux asa, y Mxa Physcomitrella patens,
KYKYpY3bl, prica U COM — TPU, KaK y apabuaorncuca, a
y TpaBSHUCTOTrO Buaa Brachypodium distachyon — ge-
ThIpe [71].
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L-tupo3un
TAT
HPPR
4-runpoKCUPEHUIHUPYBAT
(4—I$PPD)

OBepaKcnpeccus rena
stamenst HPPD B Tabaxke
MIPUBOAMIIA K BO3PACTAHUIO
conepxanust I1X B mucTbax
B 1.5 paza

T'omorenTusar
(HGA)

HPPD

HST

Wzonentuamandocdar
(IPP)

BETOIIKHWHA wu np.

Iepanunrepanmnandocdar
(%GPP)

1,2)

Ogepoakcnpeccus SPS]

B apabunoncuce u SmPPSI

B mandee npuBogHIa

K yBeJIMYeHuIo cofepxkanus 11X
B UCTBsX B 1.5-2.5 paza

Conanesnngudocdar

MeTtunconane3mnoen3oxuaon (MSBQ)

VTE3

l

IInacroxuHoH-9

VTE1

VTE1 xonuyectBo [1X HUXKe, YeM B TUKOM

B pacrennsix apabumorcica ¢ HOKayToM
THIE, IpUMepHo Ha 75 %

ITnactoxpomanon-8

Puc. 2. Cxema 6MocuHTe3a 1utacToXuHOHa B xjtoporiactax. O6o3naueHus: TAT — tuposmnamuHorpaHcdepaza, HPPR —
4-runpokcudeHmwmupyBarpenayktaza, HPPD — 4-ruapoxkcudenunnupyBatanokcureHasa, SPS(1,2) — conanesunaudocdar-
cunTtasa 1 u 2, HST — romorentusarconanesuinnudocdarrpancdepasa, VIE3 — 2-MeTmii-6-buUTHI0e H30XMHOIME TUITPAHC-
depasa, VTE1 — tokodeposnimkiasa. 3eJeHbIM IBETOM 0003HaUeHbI Ha3BaHUSI (PEPMEHTOB, YEPHBIM LIBETOM — Ha3BaHUS Me-

TabOJIUTOB.

IMoxazano, uro ¢epment SPS2, mpomykr reHa
AtSPS2 (Atlgl17050), nokaau3oBaH B XJIOPOILIACTax
[71,72]. B TO Xe BpeMsI B JUTEpPaAType COIEPKUTCS
NpPOTUBOpPEUYMBas MHMOpMaAIUs O JOKAJIM3aluUu
SPS1, nponykra reHa AtSPS1 (Atlg78510), B KjieTKax
apabugoricuca: ObIJIO MOKa3aHOo, YTO JaHHBIN (ep-
MEHT pacIiojlaraeTcsl B 3HA0IIa3MaTUUYECKOM PeTH-
KyJiyMe [72], onHaKO TO3Xe ObLIO TOKa3aHo, 4TO
depmeHT SPS1 0O0HapyXUBaeTCSI UCKIIIOUUTEIILHO B
xJjoporuiacrtax [71].

lT'unepakcnpeccusi Moa KOHCTUTYTUBHBIM 35S
npoMoTopoM reHa AtSPS 1 B TUCTbsIX apabuaorcuca
MpUBOAWIIA K TOCTOBEPHOMY YBEJIMYEHUIO CoaepKa-
HUS TUTacToxuHOoHa (B 1.5 pa3za) [27]. IloBwiireHHast
BKCIpeccUst OKa3bliBajia BIUSIHUE TOJbKO Ha KOJIMYe-
CTBO IUIACTOXMHOHA B He(dOoTOaKTUBHOM Iryne [27];
IpU 3TOM pacTEeHUWS C TUIIepaIKcrpeccueili ALSPS1
OKa3bIBaJIMCh 00Jiee YCTOMUYMBBI K NEHUCTBUIO TTOBbI-
meHHoi ocBenieHHOCTH (1300 MKMOIb KBaHTOB

M_2C_]) 110 CPAaBHEHMIO C PaCTEHUSIMU IUKOTO TUIIA.
PacTeHus ¢ moBBIIIIEHHBIM COAep>KaHUEM TIJIaCTOXM-
HOHa HaKaIUTMBaJIM MEHbIIIE TIPOAYKTOB ITEPEKNCHO-
ro oKucjeHus TunuaoB; ¢orocucreMa Il Takmx pac-
TeHUI OKa3bIBajach MeHee noaBepKeHa (POTOMHIU-
oupoBaHuio [27]. UHTEepecHO, YTO B pacTEHUSX C
MOBBIIIEHHOU 3Kcrpeccueir AtSPSI mpoucxoauino
6osiee BBIpaXXEHHOE yBeJMYEHUE HAKOIUICHUS Tija-

cToXpomaHoJjia (IIpruMepHO B 3 pas3a); MOXHO IIpe.I-
MOJIOXKUTb, YTO TMOBBIIIEHHAs! YCTOMYMBOCTb pacTe-
HUIi CBs3aHa C YBEJIMUYCHUEM KOJIMYECTBA HE TOJIBKO
IJIACTOXMHOHA, HO M IuiacToxpomaHosa. OmHaKo
3HAYUTEbHOE YBEJMUYEHHUE KOJMUYECTBA IIAaCTOXPO-
MaHoOJIa B PAaCTeHUSIX C ITOBBIIIEHHOI 3KCIIPECCUE
VTE1 He npuBOAUIIO K YBEJIWYEHUIO YCTOMYUBOCTU
STUX PaCTCHMWI K MOBBIIIIEHHOM OCBEMIEHHOCTH [27].
T'unepakcnpeccust reHa SmPPS I, Konupyroiero co-
naaesmnudocdarcuHTaly B majixdee KpaCHOKOPHE-
BuiiHoM (Salvia miltiorrhiza), mpuBoaMia K Bo3pac-
TaHUIO COJIepXKaHUs TIACTOXMHOHA NPUMEPHO B
2.5 pa3a 1o CpaBHEHMIO C paCTeHUSIMU JUKOTO TUIIA
[73].

B pacreHusix apabunoncuca ¢ HokaytoM AtSPS1
comepKaHWe TUTAaCTOXWHOHA Ha 11% HIKe, 4yeM B
pacTeHUsIX TUKOTO TUIla, B TO BpeMs KaK HOKayT
AtSPS2 mpnBoauT K 0OoJiee 3HAUYMTEIBbHOMY CHUKE-
Huto comepxxanus [1X — mo 57% [71]. Conmepkanue
IUTACTOXPOMAaHOJIa CHIDKAIOCh Ha 35% B pacTeHUSX
6e3 SPS1, B TO BpeMsI KaK B paCTeHUSIX, HOKAyTUPO-
BaHHBIX MO TeHy SPS2, m1acToXpoMaHOJI He JeTEKTH -
poBaJicst BoBce. bojiee TOro, KOJMMIECTBO TIACTOXU-
HOHa B (DOTOAKTUBHOM MyJie B pacTeHuUsix 6e3 SPS2
3HAYNUTEJIPHO CHIDKaJIOCh (mpuMepHo Ha 60%), a B
pacteHusix 6e3 SPS1 pasmep doToakTMBHOrO myJa
He n3MeHsJIcs [71], Kak ¥ B pacTEeHUSIX C TUTIEPIKC-
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npeccueit SPS1 [27]. Pa3amep He(pOTOAKTUBHOTO TTy-
JIa CHYKaJICA y pacteHuit 6e3 SPS1, Ho Gosee BbIpa-
>XeHHoe cHIkeHre (Ha 40%) TakKe IMpOMCXOIUIIO0 y
pacteHuit 6e3 SPS2. MoXHO MOpenrojgoXuTb, 4TO
ponb SPS2 B OocuHTE3€e INIaCTOXMHOHA MOXET OBITh
OoJiee 3HAYMMOM, YeM poJib SPS1, uTo memaet pacre-
HUS ¢ TUIepakcnpeccueit AtSPS2 Gosnee mepcnek-
TUBHBIMU C TOUKHU 3PEHUS MMOBBIIIEHUS COAEPKaHUS
TUJIACTOXMHOHA U YCTOMYMBOCTHU K J€MCTBUIO pa3iny-
HBIX CTPECCOBBIX (hakTOpoB. I mnepakcnpeccus reHa
ssumeHst HPPD, 4-tuapodeHInupyBaTInOKCUTeHA -
3bI, (pepMEeHTA, YYaCTBYIOIIETO B OMOCHTE3€ Y TOKO-
depona, 1 maacToxmHoHa (puc. 2), B paCTEHUSIX Ta-
0aka MpUBOJMJIA K BO3pacTaHUIO COAEpKaHUS Tjia-
CTOXMHOHA B JUCTBhIX, nmpuMmepHo B 1.5 pasa 1o
CpaBHEHUIO C paCTeHUSIMU TUKOTO TuMa [26]. YBeau-
YyeHUe coliepxKaHUsl TOKOMEPOJOB B JIMCThSIX TMOJIY-
YyeHHbIX pacTeHMii Tabaka He HaOgogajoch [26].
PacteHus ciagkoro Kaptodes ¢ MOBBIIIEHHON 9KC-
npeccueit HPPD oka3bIBaJIUCh 00Jie€ YCTOMYMBEI K
JNEeUcTBUIO 3acyxu (IpekpallleHWe TMoJiMBa Ha
14 nueit), 3aconenus (moaus 200 MM NaCl) u okuc-
JIMTEJIbHOTO CTpecca, BHI3BBAHHOTO MHKYyOallMell BbI-
Ccedek JIMCTa B pacTBOpe MeTuiBHojoreHa (50 MxM)
[74]. ITpu 3TOM aBTOpPBI 3TOI pabOTHI, KaK U aBTOPBI
paboThl [26], He HaGMIOOAIM YBETMYEHUST COmepKa-
HUS TOKO(EPOJIOB B JIMCTHSIX CIAIKOro KapTodes.
K coxxaneHuto, aBTOpbI HE OIPEeAEsIId CoOAepXKaHUe
TUIACTOXMHOHA, TO3TOMY ITIPUYMHA TMOBBIIIEHHOM
YCTOMYMBOCTU K aOMOTUYECKUM  CTPECCOBBIM
¢hakTOpaM pacTeHUil C MOBBILIEHHON 3Kcrpeccuei
HPPD ocrtaetcsl HEBBISICHEHHBIM, HO MOXHO IIpef-
MOJIOXUTh OCHOBHYIO POJIb UMEHHO TJIaCTOXWUHOHA B
3TOM YCTOMYMBOCTH.

IToreHIMaIbHO TTEPCIIEKTUBHBIM LIS OJTYYEHUS
pacTeHuii ¢ TOBBILLIEHHBIM COIePXXaHeM TLIaCTOXM-
HOHa MOXET CTaThb YBEJIMYEHUE IKCIIPECCUU TeHa,
Konupytouero 6enok ¢pudpuaauH 5 (FBNS). bsuio
MOKa3aHo, YTO 3TOT OEeJIOK yyacTBYeT B OMOCHUHTE3e
IUIAaCTOXMHOHA B apabuporicuce [75] u puce [76].
FBNS5 B3aumoneiictByet ¢ SPS1 u SPS2 B xsmopormia-
ctax. bbuta BeIIBUHYTA runore3a, uto FBNS ctumy-
JmpyeT pepMeHTaTUBHYI0 aKTUBHOCTb SPS1 1 SPS2,
CBSI3BIBASICh C TUAPOMOOHBIM «COJTAHE3UIIBHBIM» MO-
TUBOM U CITOCOOCTBYSI BHICBOOOKIEHWIO 9TOTO MOTH -
Ba u3 SPS1 u SPS2 B apadbunoncuce [75]. O0miee co-
Jiep>KaHUe TUIAaCTOXMHOHA 3HAYUTEJIbHO CHUKAJIOCh B
MYTaHTHBIX pacTEeHUSsIX apabuaolicuca U puca ¢ 3a-
61oxkupoBaHHBIM cuHTe30M FBNS. Bosee toro, Ta-
KME pacTeHUs1 OKa3blBaJIMCh 60Jiee BOCIIPUUMUYMBhI K
XOJIONIOBOMY CTpPEecCy M TIOBBILIEHHOW OCBEIIEHHO-
CTU TI0 CPaBHEHMIO C DPACTEHUSIMU NUKOTO THUMa
[75,76].

YuurtsiBasi BBICOKYIO aHTMOKCUIAAHTHYIO aKTHB-
HOCTb TIJIACTOXMHOHA B PACTEHUSIX, MPEACTABISIETCS
MEePCHEKTUBHBIM TIPUMEHEHUE MTPUPOJHOTO MJIacTO-
XWHOHAa B TpakTUuYecKux lieysx. binaromaps auno-
¢dunbHOI TIpUpoie, TNIACTOXUHOH MOXET ObITh MC-
MOJIb30BaH B KauyecTBe IPOTEKTopa MeMOpaHHBIX
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CTPYKTYpP MPU OKUCIUTEIbHOM cTpecce. Ha maHHBbI
MOMEHT B JIMTepaType He yaajaoch HaiiTM nHpopMa-
U1 O IPUMEHEHUM TJIACTOXMHOHA-9, M301MPOBaH-
HOTO M3 PACTUTEIBLHBIX KJIETOK, UTO, BEpOSITHEE BCe-
r0, CBSI3aHO CO CJIOXXHOCTBIO BEIASICHMS 1 OUMCTKU B
KOJIMUECTBaX, JOCTATOUHBIX JJIsI IPOBEASHMS TECTU-
pOBaHUil. AHAJIOT TIJIACTOXWHOHA, 9'-TUapoKcucap-
raxuHoH (9'-hydroxysargaquinone, 9'-HSQ) ¢ 6oko-
BOIi 1LIenbi0 M3 16 MOJIeKyn yrieponaa, BbIIeIeHHBIN
U3 aHTapKTU4YeCKoil Oypoit Bomopociau Desmarestia
mengziesii, KaKk ObLJIO OKA3aHO, MPOSIBISIET BEICOKYIO
UTOTOKCUYHOCTh IIPOTUB JTUMMOUTHBIX HOBOOOpa-
3oBaHuii [77]. Iloka3zaHo, YTO APYroil aHajor Iuia-
CTOXMHOHA — 2-TepaHUJIrepaHUI-6-MeTHI0EH30XM -
HOH (15 Monekyn yriaepona B 00KOBOI1 1IeTIn ), U301 -
poBaHHBIE U3 Oypoit Bomopociau  Sargassum
micracanthum, o01agaeT BBICOKOII aHTHMOKCHUIAHT-
HOM aKTMBHOCTBIO, a TaKxXK€ MPOTUBOBUPYCHOM aK-
TUBHOCTBIO B OTHOILIEHUU LIUTOMETAIOBUPYCA YeJI0-
Beka [78, 79].

B Hacros11ee BpeMsI aKTUBHO MCCIIEAYIOTCS MU-
TOXOHApPUAIbHO-HAIIPABJIEHHbIE  AHTHUOKCUIIAHTHI,
pa3paboTaHHbIE MOl PYKOBOACTBOM akaiaemuka B.I1.
CkynaueBa, TaK Ha3bIBaeMble «MOHBI CKyjlaueBa», B
TOM 4YHCJIE colepKalllre B KayeCTBe aHTUOKCHAAHTA
CUHTETUYECKMIA aHAJIOT MJIaCTOXUMHOHA — JEeLMJITIa-
ctoxnHOH (SkQ, 10 yrimeponos B 60koBoiIi Liern). JIast
HaIlpaBJIEHUSI aHTUOKCHUIAHTA B MUTOXOHIPHUU HC-
noJyib3yeTcss TpudeHmindochonmneBrit KatnoH. Lle-
JIBIA psia paboT MOCBSIIEH MCCIEAOBAHUIO HEMpo-
MpPOTEeKTOpHOro AeicTBusa SkQ mpu pasaIuMyHBIX I1a-
TOJIOTUSIX (HampuMep, HIIEeMUsT Mo3ra, 00Jie3Hb
AJblreiiMepa, BO3pacTHbIe HelipoJaereHepaTUBHBIC
n3MeHeHUs1) [80—82]. B HacTosIIee BpeMsT HECKOJIb-
KO mpernapaToB ¢ aKTMBHBIM BeliecTBOM SkQ1 mpo-
XOISIT KIMHUYECKUE UCTIBITAHUSI, B YACTHOCTH TIpe-
mnapar IUISI JIeYeHUsI pacCesTHHOTO CKJIEpOo3a.

B npyrux mpencraBieHHBIX B JIUTEpaType UCCIIE-
IOBaHMSIX B KAUECTBE CUHTETUYECKMX aHAJIOIOB ILIa-
CTOXMHOHA pacCMaTpuBalOTCs pa3nuuHbie 1,4-0eH-
30XMHOHBI, B KOTOPBIX M3O0INPEHOUIHBIN XBOCT OT-
CYTCTBYET WJIM MOXET OBITh 3aME€HEH AIpyTUMU
rpynnamu. ITokazaHo, 4YTO CUHTETUYECKHUE aHATIOTH
IJIACTOXMHOHA Pa3jIMYHOM CTPYKTYpPHI, KaK Tajiore-
HUpPOBaHHEIC, TaK M HETAJIOT€eHUPOBaHHbIE, 00J1a1a-
I0T HUTOTOKCUYHOCTBIO MPOTUB Pa3HbIX BUIOB pakKa
[83,84], anHTuMUKpOOHOI [85,86] 1 aHTUTPUGKOBOIA
akKTUBHOCTIMU [87]. AMWHOOEH30XMHOHBI, TIpel-
cTaBJIsIoONIe cO00il PSI TeTEPOLIMKINYECKUX aMU-
HOB, CBSI3aHHBIX C SIApoM 1,4-06H30XMHOHOB, TaKXKe
00J1a1al0T aHTUOAKTEPHAJIBHOM 1 IIPOTUBOTPUOKO-
BOIf akTUBHOCTBIO [88]. Kpome Toro, mokasaHo, 4TO
HEKOTOpble aMUHOOEH30XMHOHBI 00JIamaloT 3HAUYM-
TEJIbHON aHTUHIpPOJU(pEepaTUBHON aKTUBHOCTHIO B
OTHOILIEHUU PaKOBBIX KJIeTOK [89]. Kpome omucaH-
HBIX BbIIIIE pabOT CYIIECTBYET psi IIaTEHTOB Ha MPU-
MEHEHME aHAJIOTrOB IJIACTOXMHOHA: HAIIpUMep, IIpU-
MeHeHue 1,4-0eH30XMHOHOB C ABYMSI TTIOJTUTIPEHUIIO-
BBIMU LIETISIMU, COAEPKAILMMU 2 WX 3 N30IIPEHOBBIX
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¢parmeHTa, B TIpoTuBOpakoBoil Tepanuu (RU

2411229 C2).

AHAaJIOT TUIAaCTOXWHOHA — YOUXWHOH, JTUTIOMDUITb-
HBII1 IePEHOCYMK OBIXaTeIbHOM 1IEIT MUTOXOHIPHIA,
TaK>XKe aKTUBHO MCCJIEAYeTCs B KQUeCTBE TepareBTU -
YeCcKOTO arcHTa IIpu LeJIOM psiae 3abojieBaHMWiA, Ta-
KHMX KaK cepledHasi HeaocTaTouHocTh [90], 601e3Hb
ITapkuHcoHa u xopest XaHTuHrToHa [91, 92], pak [93,
94]. IIpoBoasTcs UCCAEAOBAHUS HA MOJIEIbHBIX KU -
BOTHBIX 1 Y€JIOBEKE ITIPUMEHEHMs] yOMXMHOHA JIJIS JIe-
yeHus1 0XxoroB ([95, 96], nisa o63opa cM. [97, 98]). Ha
JaHHBI MOMEHT pa3paboTaHbl 1 aKTUBHO UCITOJIb3Y-
IOTCSI B KOCMETUYECKOI IIPOMBIIIIJICHHOCTA KpeMa 1
JIpyrue CpeiacTBa, colepxkaiue B KaueCTBe aHTHOK-
cUIaHTa YOUXUHOH.

Bce uccnenyemble aHaloru ILIAaCTOXWHOHA obJia-
JIal0T OoJjiee KOPOTKUMU, YeM IUIACTOXMHOH-9, 00KO-
BBIMU M30IIPEHOUTHBIMU 1ieTisiMu. OCHOBHEIE IIPO-
TEKTOPHBIE CBOMCTBA XUHOHOB CBSI3bIBAIOT UMEHHO C
OEH303MHOHOBBLIM KOJIBIIOM, OJHAKO UIMHA U30IIpe-
HOMIHOM IIETIM CBsI3aHA CO CTAa0MJIBHOCTBIO MOJIEKY-
JIbl B TuApo¢OoOHOM JIMITUIHOM Ouciioe. bosee Toro,
3Ta XapaKTepPUCTHKA IJIaCTOXWUHOHA, M0-BUINMOMY,
BJIUSIET HA APYTUE CBOMCTBA, TaKMe KaK MOIBWXK-
HOCTb M MEXXMOJIEKYJISIPHOE B3aUMOAEUCTBUE C MEM-
OpaHHBIMU OenkamMu. MexaHU3M TPOTEKTOPHOTO
IEeMCTBHUS IUIACTOXMHOHA TaKXKe MOXKET 3aK/II09aThCsI
B CTAaOMIM3allMU KJIETOUHBIX MeMOpaH: IIaCTOXM-
HOH, oOJiagasl JJIUMHHOM M3O0MPEHOUAHOI OOKOBOM
Lenblo, IIPY BCTPaMBaHMU B LIMTOILIA3MaTUYECKYIO
MeMOpaHy MOXeT YBEJIMYUBaTh CTAOMJILHOCTh MEM-
OpaH, 4TO OCOOEHHO BaXKHO B CTPECCOBBIX YCIOBUSIX.
Kpome Toro, kak moka3zaHo BBIIIIE, 1 aHTUOKCUIAHT-
Hasi aKTUBHOCTb MJIACTOXWHOHA CBsI3aHa HE TOJIBKO C
KOJBLIOM, HO U C OOKOBOI 1IeMbl0, HAIIPUMED, TYILLIS-
HHME CHUHIJIETHOIO KMCJIOpOAa IUIACTOXMHOHOM IIO
XUMMUYECKOMY ME€XaHU3My C 00pa30BaHUEM TUIPOK-
CUIPOU3BOAHBIX IUIACTOXMHOHA. TakuMm o0pa3om,
NpUMEHEHNE M30JIMPOBAHHOIO M OYUIIEHHOTO ILIa-
CTOXWHOHA-9 SBJISIETCS aKTyaJIbHbIM HarpaBiieHUEM
He TOJIbKO 0Jiarogapsi BbBICOKOIT aKTUBHOCTH ILIACTO-
XWMHOHA KaK aHTMOKCHIAHTA B 3alllMTe TIa3MaTUIe-
CKMX MEMOpaH OT OKMCJIUTEJIbHOIO CTpecca, HO U
OJsarogapsi BO3SMOXXHOMY MHpPOSIBJIEHUIO CBOICTB, OT-
JIMYHBIX OT CBOMICTB aHAJIOTOB.
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