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CraThsl TOCBSIICHA aHAM3y COBPEMCHHBIX CBEJICHHH B 00JIACTH OWOXMMHUYECCKMX MEXaHH3MOB
¢dotocuntesa. [Toka3aHo, 4TO HAIIM 3HAHHS 00 HTHX MPOIECCAX BCE €IIE HEMOJIHbI WM OTPaHHYCHBI.
D10 Kacaercs mpolecca BblATeHHsT Kuciopona npu ¢ortocuntese, accumuisiiun CO,, MposBICHUIM
Co-potocunte3a. OTMEUEHO, YTO COBPEMEHHAsh TPAKTOBKA XEMUOCMOTHYECKON TEOPUH HE BIIOJHE
3aBepmieHa. [Ipyn 3ToM eauHbIN (0 00mIeMy MPU3HAHHIO) MeXaHU3M 00 paszoBaHust AT® oOycnoBieH
pPa3sHBIMH pEXHMaMH pPabOThl 3JICKTPOH-TPAHCIIOPTHON ek (HOTOCHHTE3a, 0003HAYACMBIMH Kak
HEUMKINYECKHH, [HMKIMYSCKUH M  ICEBAOLMKIMYECKHH TpaHCHOpT 3JeKTpoHoB. Chenano
3aKIIOYCHHAE, YTO B II€JIOM MHOTOYHCICHHBIE W MHOTOOOpa3sHbIC pPe3yJbTaThl HCCICOBAHUS
(OTOCHHTETHYECKOTO TMPOIlecCa BCE €IIe HEAOCTATOYHBI Ui TOTO, YTOOBl OBIAJCTh HMH UL

HCIOJIE30BAaHUS B OMOTEXHOJIOTHIECKUX Oeax.

KmioueBble cioBa:  ¢omocunmes,

evloeienue

Kuc*/zopoda, xemuocmomuveckast — meopus,

accumunayusn CO,, npodyxkmol pomocunmesa

dorocuHTe3 — OAVH W3 HAUOOJEEe HCCie-
JIOBAaHHBIX TponieccoB. [Ipu 3ToM TiyOOKOE TpO-
HUKHOBEHHE B M3yY€HHE MEXaHM3MOB YCBOCHMS
COJIHEYHOM SHEPruM PAaCcTEHWIMH U €€ TpeBpalle-
HUS B DHEPIUI0O XMMHMYECKHX CBS3€H JlellaeT 3Ha-
HUSI B COOTBETCTBYIOIIMX OOJjacTsAx Ouonoruyec-
KO HayKH HACTOJNBKO JETAM3UPOBAHHBIMH, UTO
3aTpyAHsIeT aHAIM3 M 00O0O0INCHHE JaHHBIX M COC-
TaBJIEHUE NPECTaBICHU O (POTOCUHTE3€E KaK e/1H-
HOM LejioM. Hampumep, K HacTosieMy BpeMEHH
MPOLIECCHl TPAHCIOPTa ANIEKTPOHOB NPU (OTOCHH-
Te3€ CTaJM MPeAMETOM OMOPU3HUECKHX HCCIIe0-
BaHMIA, B KOTOPBIX CKOPOCTH TIPOLIECCOB M3MEPSIIO-
TCS BO BPEMEHHBIX JMala30HAaX, HA MHOTO TOPSI-
KOB TIPEBOCXOISIIMX T€, KOTOPbIC XapaKTEePHbI JIJIsI
OMOXMMHWYECKHUX peakimid U mporieccoB (Mokpo-
HOCOB W Jnp., 2006; Santabarbara et al, 2014;
Savikhin, Jankowiak, 2014). Ceenenmst o coOCT-
BEHHO OMOXMMHH (POTOCHHTETHYECKON acCUMMIS-
MM HEOPTraHMIECKOro YIIIepoAa W MpPEeBpAIlCHHSIX

Aopec ona xoppecnonoenyuu: ViBammmeB Buktop Bacmibe-
BUY, TyJIbCKUI rOCyJapCTBEHHBIN IMEJaroruuecKuil yHHUBEP-
curer uM. JLH. Toncroro, np. Jlenuna, 125, Tymna, 300026,
Poccus;

e-mail: avdey_VV@mail.ru

NPOJYKTOB (POTOCHHTE3a TaKKe CYIIECTBEHHO MO-
TIOJTHWIHCK.

Jenenrie poTOCHHTE3a HAa CBETOBYIO M TEM-
HOBYIO CTaJMH CIJIy)KUT OTIPAaBHOM TOUKOH I
paccMOTPEHHsT IPOLECCOB, KOTOPBIE HEMOCPEACT-
BEHHO CBSI3aHBI C TPAHCIIOPTOM MPOTOHOB U 3JIEK-
TPOHOB 3a CUET 3HEPIMH CBETA, 3aBEPILAOIIMMCS
cvare3oMm HAJIOH u AT®, mub0 ¢ uX HCIIONbL30-
BaHUEM 11 00pa30BaHMs OPraHUIECKUX COEIUHE-
auid. [lpm sToM wmccnexyempie OHOXMMHYECKHE
MPOLIECCHI MHOT/Ia PacCMAaTPHUBAIOTCS JOCTATOYHO
Pa3pO3HEHHO, YTO HE TMO3BOJAET B3TJSIHYTH HA HUX
c Oonee oOMMX TO3HMIMA. SpKUM TpUMeEpoOM CIy-
KHUT OIMCaHWE Pa3MYHBIX THUIOB QoTodochopu-
JIMPOBAHMS, KOTOPOE NEN[T Ha IMKIMYEeCcKoe, He-
IMKIMYECKOe U TiceBIOMKIMIeckoe. Kaxmprii m3
NPOLIECCOB JTOCTATOYHO XOPOIIO U TOAPOOHO M3Y-
yeH U omicaH. OHAKO MHTEpIpeTalys pe3yibTa-
TOB WCCJICIOBaHMSI TIEPEHOCA DJIEKTPOHOB M MPO-
TOHOB U WX CBsi3b ¢ obOpazoBanmeM AT® nocur
HEOIPEICJICHHbIM XapaKkTep, a UIMEHHO: yKa3bIBae-
TCS, HATIPUMEP, HA HEOJMHAKOBOE Y4aCTHE Pa3HBIX
tarnoB  porodochopwMpoBaHE  «B  OTIEIBHBIX
MeTa0O0IMYECKUX MPOIEeCCax PacTUTEIBHOTO Opra-
HmMa» (MokponocoB u 1p., 2006). IIpu srom wr-
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Puc. 1. IlpunnunuanbHas cxema (orTosm3a
TPAHCHOPTHYIO eNb (POTOCHHTE3A.

HOpHPYETCS TOT OOINETPU3HAHHBIN (pakT, 9TO CHUH-
te3 AT® ocymecTBusercst OGmaromapst €IHHOMY
MeXaHm3My — 00pa30BaHHIO AIEKTPOXUMHUIECKOrO
rpajJiueHTa Ha MeMOpaHe TWIAKOMIOB, U KaXKAbIi
Tt GoTodocPOPIIUPOBAHIS BHOCHT ONpeieleH-
HBIi BKJIaJ B (OPMHPOBAHME TAKOrO I'pajMeHTa
(kax o00mIero pe3yiIbTHUPYIOUIETO NEWUCTBHS) Ha
MemOpanre. [ToaToMy, KakuM 00pa3oM TakKyro Kap-
THHY MOXKHO CBSI3aTh C BIJIMSTHUEM pa3HBIX THIOB
totodochopwmpoBanns Ha pa3Hble MeTaboIMye-
CKHE TPOLIECChI, ocTaeTcs 3araakoil. JInbo ciemqyer
NpU3HATH, YTO KPOME OCHOBHOTO MEXaHm3Ma 00-
pazoBannst ATP mpu ydacTum MeMOpaHOCBSI3aH-
Hoii AT®-cuHTeTaspl B XJIOpOIUIACTAX, CYLIECT-
BYIOT ¥ MHbIE OMOXMMHMYECKHE MEXaHM3MbI CHHTE-
3a AT®, koTopble He CBsI3aHbI ¢ Teopuelt Muruen-
Ja, MO0 OoTYacTH (WIM HpU ONpeeNICHHbIX YCIIO-
BUSIX) KOHKYPHUPYIOT C 3TUM MEXaHM3MOM (MeXa-
Hu3MoM Murueia). B nporuBHOM cityyae B3au-
MOCBSI3b MEXKIY BUIaM# (GoTodochoprIHpoBaHisI
Y OTACJILHBIMU My TSIMU META00MM3Ma MOXKET OBITh
00BSICHEHA TEM, YTO B X0 Kakaoro Buaa (oro-
(ochopwmpoBanus (WM TapajuielbHO eMy) 00-
pa3yloTCsl KaKue-TO MPOAYKTHI, BaXKHbIE I TOTO
WM WHOTO IyTH MeTabonmMa.

Cpeau 3HauYMMBIX TpoOJieM (POTOCHHTE3a
MOXKHO Take OTMETHUTH TPEJCTABICHUI O MeXa-
HM3MAaXx BBIJICJICHHS KUCIIOpOZa, KOTOphIe HE T03-
BOJIIIOT OOBSICHUTH JIPyTHie, CBSI3aHHBIE C HAM (DH-
3HOJIOTMIECKUE TIPOLIECCHI; O JIETAIX MEXaHMm3Ma
MPEBPAICHHST  IEKTPOXUMHUECKOTO TpaJIeHTa,
BO3HHKAIOIIETO HA MeMOpane, B sHepruto ATD; o
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BOAblI H IIepeaAavYu NICEKTPOHOB B JJICKTPOH-

MEXaHMm3MaxX CHHTE3a YIJIEBOAOB, UX JKCIIOpTa M3
XJIOPOIUTACTOB M O B3aUMOCBSI3U C OOMEHOM [pY-
TUX BaXKHBIX TPYII OPraHMYECKUX coeauHeHuil. B
CBATHU C 3THUM, NPEJCTABIAETCS LIEJIeCO00pa3HbIM
000011IeHre UMEIONIMXCSI JAHHBIX O (POTOCHHTETH-
YeCKOM TMpolecce Uil TOABEACHHS HEKOTOPBIX
NPOMEKYTOYHBIX WTOTOB HCCIIEIOBAaHMN W 0003-
HAYCHUS HATIPABIICHHI, KOTOpPBIE TPeOyIOT BHUMA-
HUSL KaK MCCJICAOBATENCH, TaK U PAKTHUKOB.

Buloenenue kucnopooa npu gpomocunme3se

Ilepoxcuo 6000poda kak cybcmpam 015 00-
pasosanus Kuciopooa npu pomocurnmese. B nHaua-
ne 40-x romoB mpouuioro Beka A. Bunorpanos u
P. Toiic nmokaszany, YTO UCTOYHHUKOM KHUCIIOPOAA B
xone ¢orocuHTe3a saBisieTcs Boga. OIHAKO 3TOT
NPU3HAHHBI BCEMH U Ka)KyHIMHCS HEOCTIOPHMbIM
(akT B TeUEeHHE NPUMEPHO MOyBEKa MOJIBEpraeT-
Csi COMHEHHIO CO CTOpPOHBI HCCIIeI0BATElIs
I'. KomuccapoBa, KOTOpBIi OTCTaMBAE€T «HOBYIO
KOHIICTIMIO (DOTOCUHTE3a, OTKPBHIBAIOIIYIO TiepC-
nektuBel» (Komuccapos, 2010). I'unoresa aBropa
MOCTPOEHA Ha Pe3yNbTaTaxX MpaKTHIeCKOH padoThl
M0 CO3/IaHUI0 YCTAHOBOK, 00J1a/1af0IHX CTIOCOOHO-
CTBIO K (oTopasnokeHno Boxbl. B mocnennee
BpeMs 3TOM npobiieMe yAeNsioT BHUMaHUE U JIpy-
THE HCCJIEJIOBATEIH, KOTOPbIE 3aHUMAIOTCSI B TOM
YHUCJie BOMPOCAMH CO3/1aHUS MCKYCCTBEHHBIX XJIO-
porractoB (Shi et a., 2014; Young et al., 2015;
Feng et al., 2016; Nilsson et al., 2016). Heobxo-
JUMO OTMETHUTh, YTO NPAKTUIECKUE Pe3yIbTaThl B
3TOM HAMpaBJICHUM HE CTOJb 3HAYUTEJBbHBI, KaK
3TO MOXHO OBbIIO OBl TpeAnonoxurb. OgHON 13
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IPUYMH TAKOTO COCTOSHMS JeJ, IO HallleMy MHe-
HUIO, SIBJSIFOTCSI HEJIOCTATOYHO IOJIHBIE M YETKHE
TIPEACTABICHHUS O MPOLIECCE BBIAEIIEHNS KUCIOPOIa
npu (POTOCHHTE3E, HECMOTPS Ha TO, YTO KapTHHA B
LeJIOM Ka)KeTcsl BIONHE ucuepnsiBaromeii (Mok-
poHocoB u gp., 2006; Heldt.,, Pichulla, 2011)

(puc. 1).

I'. KomuccapoB cauraeT, 4To GoTopas3iioke-
HHE TIEPOKCHIa BOAOpona B xoae (OTOCHHTE3a,
SBISIETCS TPETNIOYTHTENHHBIM 110 MHOTUM TIPHY U-
HaMm. Hampumep, ¢ XUMHUUECKOM TOYKU 3peHUS
9TOT TE3HC HE MOKET BBI3BIBATH BO3PAKCHHUII BBH-
Jy TOTO, YTO 3HAYEHHE CTAHIAPTHOTO JIEKTPOTHO-
ro moreHimana mapel H,0,/O, cocraBuser
—0,69 B, B TO BpeMs Kak aHaJOTHMYHAS BEJINYWHA
s napel H,O/O, paBra —1,23 B. Ilpu aTom ana-
M3 HAYYHOW JIMTEPaTyphbl TOKa3aj, 4TO Jaxke B
TPWKIBl JUCTWUIMPOBAHHON BOJIE COJIEpKaHUE
MEPOKCHAA BOAOPOJA COCTABISIET 10'9, B BOJax
pex, o3ep, Mopeii u okeanos — 10° M, a B moxe-
Boit Boze — 10° M. Mmerompecs qaHHbIe 06 06pa-
30BaHMH 3HAYMTEIILHBIX KOJIMYECTB MEPOKCHIA BO-
JI0pozia B XJIOpoIuiacTax | KieTkax pactenuii (0,5-
1 MmxMonb Ha 1 MT xJopodwnia) Takke JaloT aB-
TOpPY OCHOBaHWE JII TOTO, YTOOBI TOBOPUTH 00
9TOM TIOTEHIMAILHOM cyOcTpaTe Juis oTopasio-
KEHWSI M KaK WCTOYHHKE BBIICIICHHUS KHCJIOpOAa
(Komuccapos, 2010). Ilpu 3Trom BepxHHil mpefen
conepxanua H,O, B IUCTBAX M XJIOpoIUIacTax, B

YaCTHOCTH, MOXKET OBbITh ele Bbiie (MBaHmines,
201706).

KocBeHHBIM J10Ka3aTEIbCTBOM TaKOTO pe-
mrenust ipobnemer I'. KoMuccapoB cunraeT Xopo-
10 M3BECTHBIC JAHHBIE O BHICOKOW TpaHCIHpAIN
pacTeHuii, (U3HOIOrMIECKOe 3HAYEHHE KOTOpPOM
JI0 CHX TIOp OCTaeTCsl He BIIOJIHE TOHATHBIM, OCO-
OCHHO, €CJI YUYUTHIBATH, YTO B TEX WU UHBIX OHO-
XAMHMYECKHX PEAKIMSIX MOJICKYJIbI BOJIBI HCIIONb-
3YIOTCSI B €MHUYHBIX ciiydasx. Tak, Ha oOpa3oBa-
HUE TPOAYKTOB (DOTOCHHTETHUIECKOH aCCUMWISI-
MM HEOPraHWIECKOro YIJIepoJa 3aTpadyuBaeTCs
npumepHo 0,001 yacTh ucnonb3yeMol pacTeHHEM
Boasl (Kommccapos, 2010; Heldt, Pichulla, 2011).
B T0 ke Bpemsi M3BBECTHO, YTO OITHO PACTEHHUE KY-
Kypy3bl WIK TIOJICOITHEYHUKA MOXET HUCTIAPHUTH €€ B
konmmdectBe A0 200 1 3a ce3on (MBanumes, 2011),
B TO BpeMsl KaK 3alluTa pacTeHusI OT Tieperpesa 3a
CYEeT TpaHCIMpalMH, TMO-BUIUMOMY, He TpeOyer
TaKHX KOJMMYECTB BOABI. OTMETHM TaKKe, 4TO CY-
IIECTBYIOT MHOTOKPaTHO TIOATBEPKICHHBIC pe-
3yJIbTAThl UCCIICIOBAHHIA TI0 YBEIMUCHHIO MPOITYK-
THUBHOCTH PACTEHHH MyTeM X 00paboTKH pacTBoO-
poM mepokcuna Bogopona. Hekoropeie u3 crioco-
00B jmake zampineHbl mareHramMu. K ToMmy e,
yBenmueHnue kouneHtparwmu H,O, mnpu ucmapennn
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BOJIbI — OJIMH W3 METOAO0B XMMMUUYECKOM NPAaKTHKH,
KOTOPBIN peanmsyeTcs Onaromaps XyAme JeTyde-
ctu nepokcuna sopopozaa (Komuccapos, 2010).

N3BecTHO Takxke, 4TO dPPEeKTUBHOCTH CBe-
TOBBIX peakimii (POTOCHHTE3a OmpeaesieTCs] He
o0nmM copepxkanvieM xJopodwnia, a, cKopee,
YHUCJIOM PEaKIMOHHBIX IICHTPOB (POTOCHHTETHY €-
CKUX €JIMHUII, COICPKAIllMX B CBOEM COCTaBE He-
CKOJIbKO COTE€H JIPYyrHX MOJICKYN XJopowiia |
WHBIX TIMTMEHTOB (DOTOCHHTE3a, OpPraHM30BaHHBIX
B cBetocoouparommmii komiuieke (Heldt, Pichulla,
2011; Blankenship, 2014; Ladygin, 2016). Ecim
Y4eCTh 3TOT (aKT, a TakKe MPUHATH OOIIYI0 KOH-
HEHTPAIM0 XJIOpohwnia B 3 MI/T CBIPOH MaccChl,
TO MOJISIpHAsl KOHIEHTpaIws XJIOpohwuia peaki-
OHHBIX IICHTPOB MOXXET COCTABIISITH BEJIMYUHBI HA
TPH TIOPSIJIKA HIDKE (TO €CTh B THICSYY Pa3 MEHBIIR)
M0 OTHONICHHIO K MOJISIPHOW KOHIIEHTPAIMH Iie-
poxcuna Bogopona (Meanumies, 20176). B To xe
BpeMs TIOKA3aHO, YTO B MPOIECC TOTIIOMICHUS CBE-
Ta B KaXXIbIi JJaHHBII MOMEHT BOBJICUCHBI HE BCE
UM CIOIINECS (OTOCHHTETHYECKHE  €JIMHHIIBI
(Ladygin, 2016). IToatromy I'. Komuccapos pe3on-
HO CYUTAET, YTO IN VIVO coOII0maeTcs COOTHOILIE-
HUE, TIPY KOTOPOM KOHLICHTpAIMs NEPOKCHIA BO-
JI0poJla Ha HECKOJIBKO TOPSIIKOB MPEBHIIIAET KOH-
MEHTPAIMI0 XJIOpo(Wwia PEaKIFIOHHBIX IIEHTPOB.
DTOro BNONHE JOCTATOYHO JJISI OOBSICHCHHS
Ha0JII0IAeMBIX CKOPOCTEH BBIJEIICHUS KHCJIOPOIA
B xone Qorocunresa (Komuccapos, 2003).

OKcrnepuMeHTaJbHbIE JTaHHBIE TAaKXKe T'OBO-
PSIT O TOM, YTO TIpH JIOOOM BHIE CTpecca Kojnde-
CTBO TMEpPOKCHIAa BOAOPOAA B JIUCTHSIX pPaCTCHH
MOXET CYIIECTBEHHO Bo3pacTath (I"apud3sHOB U
np., 2011; Cheeseman, 2006). OmgHako, 3TO He
yBeNMIMBaeT (POTOCHHTE3, a Jallle BCETO MaryoHo
BIISIET HA HETO, a TAaKKe HA WHBIE, CBSI3AHHBIC C
HAM Tpoliecchl. HeraTuBHOe BIMSHME B TaKHX
ciydasix OOBIYHO OOBSICHAIOT TOBPEXKIAIOLINM
JIEUCTBUEM JIPyrMX aKTUBHBIX ()OpPM KHCIIOpOa,
KOTOpBIE 00pa3yroTCs MpH CTpecce W o0NamaroT
OospIeit  pa3pylmuTebHONH CWIOi.  BeposiTHo,
HaJlMivie TAKWX JaHHBIX HE TO3BOJSAET OONBIIMH-
CTBY HCCIieIOBaTeNel XOThb KaK-TO YYWTHIBATh
muenue ['. Komuccaposa.

B kadecTBEe IOMOJHUTENHHOTO apryMeHTa
MOYKHO TIPHBECTH JIaHHBIE O CO3JaHuMH (IpU yda-
ctmm I'. Komuccaposa) goToBoTamaeckoi 0ara-
peu, B COCTaBe KOTOPOil MPUCYTCTBYET CUHTETHY €-
ckuii aHasor xjopopmwuia — QranomanvH [Ipn
OCBCIIICHUM BUJIUMBIM CBETOM Takasi OaTapes BbI-
JIeTSIeT Ta3000pa3HBIi KUCIOpoa u3 Boabl. M3yde-
HUE TIOPHCTBIX IUICHOK, COAepKaImxX (rarorma-
HUH, HA METAJUIMYECKOM ODJIKTpONEe TIPUBEIO K
MBICIIH O TOM, 4TO (POTOPA3IIOKEHHUIO TIOJABEPratoT-
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Cs HE MOJICKYJIbI BOAbI, @ MOJICKYJIbI IIEPOKCHOA
BOJIOPO/Ia, KOTOPBIH 00pa3yeTcs Ha TPAaHMIEC pas3-
Jena murMeHr—meTait. [lo3maHee 310 ObUIO JTOKa-
3aHo 3kcrepuMmenranbao (Komuccapos, 2003).

OTtnenbHas npobieMa, KOTOPYIO 00CYXKIaeT
I'. Komuccapos (2010), kacaercsi HEOOXOAUMOCTH
JTIONIOJTHUTENILHOM TEIUIOBOM SHEPruM JJsl TpoTe-
KaHus (POTOCHMHTETHYECKOro mporecca. JTO Xo-
POILIO corfiacyeTcs ¢ M3BECTHBIMU JaHHBIMU O T10-
IJIOIEHUH JIUCThAMU 25% sHeprun HHppakpac-
HBIX Jydeii conmHeuHoro cBera (MBanmues, 2011).

Eme omamMm moBOgOM aBTOpa B MONB3Y
npe/iJlaraéMoOil UM TEOpUM SIBISIETCS TIOHATHE O
JIOKQJILHOM Pa30rpeBe MHKPOYyYacTKOB XJIOPOIUIa-
CTOB, KOTOPBIA MOXeT cocTaBisaTh A0 70°C, 4To
CIIOCOOCTBYET OTPBHIBY JJIEKTPOHA OT MOJIEKYIIBI
xyopodwia peakmponHoro tenrpa (Komuccapos,
2003). C 3TUM MyHKTOM TaKXe MOXKHO COTJIACHUTb-
csd Tpu ompelelieHHbIX ycnoBusix (lBanmies,
20176).

Taxum obpazom, Touka 3penus I'. Komucca-
poBa MMEET MHO)KECTBO OCHOBOIOJNATAOLINX IKC-
NEPUMEHTANIbHBIX JaHHBIX W MOJTOMY BIIOJHE 3a-
CIIy)KMBAa€T CIELMAJbHOM OIBITHOM IPOBEPKU.
Oco0blit mHTEpPEC K 3TOMY BOMPOCY BO3HUKAET B
CBETE JaHHBIX MOCIEIHUX JIET 00 00pa3oBaHHH
KHCJIOPOZla B UCKYCCTBEHHBIX CUCTEMAX C UCHOJb-
30BaHMEM TIEPOKCHUIIOB.

Tlepoxcuo (okcoH) KaK UCMOYHUK KUCTLOP O-
oa npu ¢pomocunmese. IlocTynupyemoe Teoprei
o0pa3oBaHHe CBS3H MEKAY aTOMaMU KHCIIOpOAa
(O-O) mpu yyacTui MOHOB MapraHia He HaXOIHT
MOKa HHUKAKOTO SKCIEPUMEHTAIHHOTO TOITBEPIK-
nermsi. OcTaeTcsl HEBBISICHSHHBIM TaKKe BOIMPOC
00 ydacTuM pa3HbIX MOJIEKYJ BOABI (CBSI3aHHBIX C
BOJJOOKHUCIITIONIMM KOMIUIEKCOM M CBOOOIHBIX OT
HETO — HaXOJAIINXCS B OKPYXKAIOIIeH cpeie) B 00-
pazoBanm kuciopona (Vinyard, Brudvig, 2017).
[TosToMy JOMONHUTEIBHBIM apryMEeHTOM B BBHIOO-
pe HampaBIEeHHUS JaIbLHEHUIINX paboT ISl pelICHUS
JTAHHOTO BOIPOCA MOTYT CITYXHUTh PE3YJIbTaThl MO-
JIETFHOTO WCCIIEIOBAHMUS TI0 BBIIEJICHHIO KUCIIOPO-
na B cpene H,'®O B npucyrcTBum nepokcuaa (Ok-
cona) coctaBa HSOs (Young et al., 2016). I1oka-
3aHO, YTO TIOYTH CTOKPATHBIN M3OBITOK OKCOHA B
cpelle TIPUBOMII K OOpa30BaHUIO HEMEUEHOTO KH-
cjopoia, B TO BpeMsi Kak 20-KpaTHBIH M30BITOK
JaBaj TOJIBKO TMPUMEPHO TOJIOBHHY HEMEYEHOrO
(BBIIEMBIIIETOCS B XOZI€ OTBITA) KHCJIOPO/a, OCTa-
JbHAs YacTh Ta3a OblIa MEYEHOM MOIHOCTHIO HITH
HATIOJIOBUHY. ABTOpBI HMHTEPIPETHPYIOT 3TH pe-
3yJIbTaThl KaK YKa3aHue Ha TO, YTO KHCJIOPOJ MO-
XKeT ObITh 00pa3oBaH, MO0 KpaiHed Mepe, IByMs
Pa3IMYHBIMU MyTSAMHU. AHAJIOTHMYHBIC PE3yIbTaThI
MO0 TOMYYEHHIO THOPUIHBIX MOJIEKYJT KHCIIOpOJa
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(****0,) GbUM MPOXEMOHCTPHUPOBAHBI B SKCIICPH-
Menrax Hwiccona ¢ coaBropamu (Nilsson et al.,
2016), uTo yka3plBaeT Ha y4yacTHe B IpoLEecce
OKWCJICHUS OFHOW MOJEKYJIbl BOZBI, CBSI3aHHON
HETIOCPE/ICTBEHHO C BOIOOKUCISIFOIIAM KOMIUICK-
COM, ¥ JIpyroil MOJICKYJIbI BOJBI, B3SITOH U3 OKpY-
Karouley cpenbl.

B MonenbHBIX SKCTIEpUMEHTaX T0 W3Y4CHHIO
BOJIOOKHCJICHUS B MPUCYTCTBHH
[(OHz)(terpy)Mn(u1-O),Mn(terpy)(OH,)I**  (terpy
=2,2":6’2”-terpyridine), amcopOMpOBaHHOrO Ha
KaolmHe Wi ciosx caonbl, 1 CelV B kadecTBe
OKCHIaHTa Taioke OBUIO TOKa3aHO O0pa3oBaHME
HOpMaIbHBIX (°0; 1 °0,) M rHOPHIHEIX MONEKYT
xuciopona (*°*°0,) B mpucyTcTBHM B cpejie pasHoO-
ro xommecta H,'°0 (Yagi et al., 2009). B Boa-
HOM pacTBope (0e3 copOimu KaTanM3aTopa Ha Ka-
OJIMHE WM CIIF0/IE) BBIACJICHUS KHCIIOpOAa B yCJIO-
BUSIX DKCIIEpUMEHTa He HaOmoxam. Kpome Toro, B
paborax Brudvig u coaBT., OMyOJMKOBaHHBIX B
Hadayie Beka (1ur. mo: Yagi et al., 2009), mydam
BBIJICJICHAC KHCJIOpOa B MPHCYTCTBHM TaKOTO JKE
xomiuiekca ¥ comm — NaClO wm KHSOs B xauec-
TBE JJOHOPOB KUCJIOpPOJia B BOJHBIX pacTBopax. Ha-
OimomaemMasi CKOPOCTBH BBIIENCHHMSI KUCIOpona B
NPUCYTCTBHH TIEPOKCUMOHOCYb(aTa Kajaus Obuia
B 400 pa3 BbllE, Y€M B MPUCYTCTBUM THIIOXIIOPHUTA
HATPWSL.

[IpencraBieHHbIe pe3yIbTaThl MOKHO HHT -
prIpeTHpoBaTh B nonb3y rumnoressl I'. Komuccapo-
Ba O TIEPOKCHIE BOIOPOJA KAK UCTOYHUKE KHUCIIO-
pona mpu ¢orocunrese (Komuccapos, 2010). Ilpu
9TOM o0paliaeM BHMMAaHHE Ha HEOOXOAMMOCTh
cBs3piBanms  katammmsatopa ([(OH,)(terpy)Mn(p-
0),Mn(terpy)(OH,)]*") ¢ xaomuHOM WM CIOIOM,
Troylarasi, 4To NPUPOIHBIA BOJTOOKHCIITIOIINNA KOM-
IUIEKC, BO3MOXKHO, TAaKXKE IOJDKCH OBITH CBSI3aH,
HampuMep, ¢ MeMOpaHO! ISl Pa3IoXKEeHHUs TIEPOK-
cula BOAOPONA, B pe3y/lbTaTe YEero MPOMCXOIUT
o0pa3oBaHHe KHUCIIOPO/A.

CJOXMBIIAsICSI CUTyallsl CTaBHT BOIPOC O
HEOOXOIUMOCTH NPOBE/ICHUS OPUTMHAIIBHBIX — HC-
CJICJIOBAaHU 10 BBIIEJICHUIO KUCJIOPO/a B MPUCYT-
CTBHH B CpeJie MepoKcuaa Boaopoaa. Bo3moxHo,
YTO ISl OCYIIECTBICHUS Peakimy OymyT HeoOXo-
JUMBl WHBIC JIOTIOJHUTEJIbHBIC YCIIOBUS (HATPH-
Mep, HaJIMKMEe B PEaKIMOHHOW cpelle Takux Qep-
MEHTOB, KaK KapOoaHTHapa3a, KaTana3a Wik KOM-
TIOHCHTOB MeMOpaH), KOTOpbIE paHee He YUUTHIBA-
JIMCH TIPH M3YYEHHH TporieccoB in Vivo. Ipu stom
CO3/IaHHE MCKYCCTBEHHBIX CHCTEM JIOJDKHO CTpPO-
UTHCSI HA MHOM OCHOBE, TaK KaK MPUCYTCTBHE OeJl-
KOBOW YaCTH B COCTaBE KHCIIOPOJI-BBIICISIFOIIECTO
KOMIUIEKCA MOXET OIpaHHYMBATh CKOPOCTH €ro
paboThl B cily TaOWILHOCTH CBOWCTB OEJIKOBBIX
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cuctem (Young et al., 2015). B To xe Bpems B pea-
KIMOHHOH cpesie (Kak U B pacCMaTpPHBAEMOM Me-
XaHM3ME TIporiecca), Mo-BUIUMOMY, 00s3aTeNbHO
JIOJDKHBI  TIPUCYTCTBOBAaTh M HWOHBI OMKapOOHaTa
(cM. HIDKeE), ¥ IEPOKCH BOZOPOJIA.

Hcmounuk kuciopooa npu pomocunmese -
bukapbonam-uon. [{pyras nmesi, CBSI3aHHAS C TIPO-
OJieMOH BBIJIEICHHS KHCIIOpoAa B Xoje (HOTOCUH-
Te3a, OCHOBaHA Ha JaBHO M3BECTHBIX PE3yJbTaTax
WCCJICJIOBAaHMN M0 aKTUBAIMK (HOTOpPA3IIOKEHHUS
BOJIbI B TMPHCYTCTBUM B cpejie OMKapOOHAT-HOHA
(Stemler, Govindjee, 1973). I1pu 3Tom ero oTCyT-
CTBHE B PEaKIMOHHOW Cpelle MPHBOAWIO K MHIH-
OMpPOBaHMIO TPAHCIIOPTA 3JIEKTPOHOB TpH (poTOCH-
urese (Wydrzynski, Govindjee, 1975). Muoro mo-
3Hee OBUIO YCTAHOBJICHO, YTO HA AaKIENTOPHOM
cropone ¢orocuctemsl I1 (OC II) ecth aBa yuact-
Ka ISl CBs3bIBaHMWSI MOHOB OukapOonata (Tepen-
ThEB Ap., 2013).

doroxuMHUecKasi peakiys NepeHoca JEKT-
pona (npu pabore ®C II) mpuBomur k obpa3oBa-
HUIO HWOH-PaJMKAJIbHOM Tapbl, COCTOSILIECH M3 MO-
JIeKyJIbl OKHcJIeHHoro xyopodmwina (P*) u Moneky-
JBI BOCCTAHOBJICHHOIO aknenropa. BTopoil xom-
TIOHEHT — BOJIOOKHCIISIOIIMA KOMIUICKC, KOTOPBIH
OKHCIISIETCST 00Pa30BaBIIMMCS KaTHOH-PaUKAJIOM
P* 1, B CBOIO 0YEPE/Ib, OKUCIISIET MOJIEKYJIbI BOJIBI C
o0pa3oBaHieM CBOOOJHOTO KHCJIOPOJa, TPOTOHOB
(TepeHOCUMBIX B JIFOMEH XJIOPOIUIACTHOM CTPYK-
TYpbl) U 3JCKTPOHOB (3ATIONHSIIONMX OCBOOOIHB-
mmecs Ui HUX MecTa B BO30Y)KICHHBIX MOJICKY-
Jax XJIOpO(IUIOB PEaKIMOHHBIX IICHTPOB, YbH
SNIEKTPOHBI OBUIM TiepelaHbl Ha JAPYrHe NepeHoC-
YHUKH OJICKTPOH-TPAHCTIOPTHOW Lieru (DOTOCHHTE-
3a). KaTanuruueckuM HEHTPOM BOJIOOKHCIIAIOILETO
KOMITICKCA SIBIIETCS HEOPraHMIECKUH KiacTep,
CTEXMOMETPHIO ~ KOTOPOrO  O00O3HAYAKOT  Kak
Mn,CaOs (TepenrbeB u np., 2013; Vinyard,
Brudvig, 2017).

OObeMHast CTPYKTypa JTOr0 KOMIUIEKCa
copmMupoBaHa TakUM 00Pa30M, YTO KaJILIHM CBS-
3aH CO BCEMU YETHIPbMsI HOHAMH MapraHi@ yepes
OKCO-MOCTHKH, @ HOHBI MapraHi@a pa30uThl Ha CBSI-
3aHHBIE MEXIy COOOMW Mapbl C TIOMOIIBIO TEX XKe
OKCO-MOCTHKOB. B pesynbrare ¢ KiiacTepom acco-
[MAPOBAHBI YETHIPE MOJIEKYIBI BOJBI, OPUEHTHPO-
BaHHBIC TIO JIBE y MOHA KaJIbIMS M MOHA MapraHig,
ob0o3HauaeMoro kak Mn4 (Tepenrbes u np., 2013).
[Ipu >TOM moKa3zaHa Ba)KHAs POJIb MOHOB XJIOPA,
KOTOpBIE O0pa3ylOT CETH BOJOPOIHBIX CBS3Eil C
JIPYTMMH MOJIEKYJTaMH BOIBI M (DYHKIMOHAJILHO
AKTUBHBIMH TPYIIIAMH PAJa aMHHOKHCIIOT, BXO-
JSIIMX B COCTaB MOJIEKYJ OCJIKOB BOJOOKHUCIISIO-
nrero komuiekca (Umena et al., 2011). B pe3ynb-
TaTte (OPMHPYIOTCS KaHAJbl JJIsl yhaneHus oOpa-
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3YIOIIMXCSI NPU Pa3JI0KEHUM BOIbl NPOTOHOB OT
MapraHieBOro KiacTepa Wi J10CTaBKH MOJEKYIT
BOJIbI JIsl X PA3JIOKEHHSL.

[TokazaHo Takke, 4YTO JJSI CTPYKTYPHO-
(DYHKIMOHAJILHOW OpraHM3allid  BOJOOKHUCIISIOIIC-
ro KOMIUIEKCa HeOOXOIMMO TIPHCYTCTBHE OHMKap-
0OOHAT-MOHA, KOTOPBIA O0ECTICYMBACT CBS3LIBAHUC
HOHOB MapraHia BHyTpHu kimactepa (Klimov et al.,
1997; Hulsebosch et al., 1998; Vinyard, Brudvig,
2017). Ilpm sToM OuKapOOHAT-WOHBI 00JAJAIOT
3HAYUTENBHBIM 3alIUTHBIM 3(dekToM st ¢oTo-
cucteMbl [l mpy MOBBIIEHHON TeMIepaType cpe-
nel. IIpeamonokeHne 0 BO3MOXKHOCTH HCTIONB30-
BaHUsA OWKapOOHAT-MOHA B PeaKIimu (HDOTOOKHUCIIE-
HUSL BMECTO BOJIBI HE HAILIO AKCTICPHM EHTAIbHOTO
TIOJITBEPXKICHUSI, XOTSI TPEIJIOKEHHBIN MeXaHM3M
Ka)XeTCsS JocTaToyHO sicHbIM (Zeinalov, 2005).
Tem He MeHee, MOXHO TOJIaraTh, YTO B MPUCYTCT-
BUM OMKapOOHAT-MOHA TPYAHO OKHCIIIEMBIA aKBa-
kaTHOH Mn’* (moremmman okucnermss mo Mn®* =
1,18 B) moxer TpaHCHOPMHUPOBATHCA B JIETKO
OKHUCJIsIeMble  Mn-OukapOOHATHBIE KOMIUICKCHI C
norerimanom okucienns 0,52-0,67 B (Tepenrnen
u 1p., 2013). OtyacTy, Takoe CHIDKEHHUE TOTEHITH-
aja OKHCJICHUS MCCJIEI0BATEN O0BSICHIIOT CTIOCO-
OHOCTBIO OMKapOOHATa CBA3BIBATH MPOTOHBI, 0Opa-
3yronwiecs Tpu (GOTOPA3IOKESHIN BOABL. B TO ke
BpeMs HAKOIUICHHBIC pPEe3yJbTaThl HCCIICIOBAHHIA
MO3BOJISIFOT TOBOPUTH HEKOTOPHIM aBTOpaM, TIO
KpalHEel Mepe, O IBYX Pa3HbIX MyTSX BbIACICHUSL
KHCIIOpoia mpu (POTOCHHTE3Ee W AUHAMHYECKOM (a
HE CTPYKTYpHOM WIA CTAaTUCTHYECKOM) TOHSITHH
(POTOCHHTETHYECKON eIMHHUIBI KaK OTPaskeHUN CO-
CTOSTHUS CBETOCOOHMPAIOIIETO KOMITIEKCa
(Zeinalov, 2005).

N3yuenne cocTaBa M 3IEKTPOXUMHIECKUX
CBOWMCTB KOMIUIEKCOB MapraHia ¢ OMKapOOHATOM
T0KA3aJI0, YTO B BOZHOM pacTBOpe HOHbI Mn’*
CBSI3aHBI C IECTHIO MONIEKyIaMu Boabl. [Ipucyrcet-
BHE B CpeJlie Pa3HbIX KOHICHTpaIwii OukapOoHaTa
TPUBOAIIO K OOPa30BaHHMIO ¢ HMOHAMH Maprasia
KOMIUIEKCOB pa3HOro coctara. [IpraToM 3HaueHve
TIOTEHIMATa OKWUCJICHHS OWKapOOHAT-MOHA OBLIO
cyliecTBeHHO Hke U coctaBisuio 0,52 B, B TO
BpeMs KaK TOTCHIMAJ OKHCJICHUS BOIBI paBeH
1,23 B. Uzyuenue Bmusaus pH Ha paccmaTpuBae-
MBIH IPOLECC TAKKE NOKA3aJ0 CHIDKEHUE TOU BE-
TrauHBL.  HavMeHpIie BENMYHHBI  TIOTCHIMAA
okucienuss Habmonamm mpu pH 7,60-7,90, koro-
phle CUHMTAIOT ONTHUMAaJbHBIMH JJI mporecca (o-
tocunresa (Tepenrses u np., 2013).

Takum 00pa3oM, pacCMOTPEHUE OIMHCAHHOTO
nporecca B CBETE SBOIOIMM HANICH IUIAHETHI U
3apOXKICHIS JKM3HA HA 3eMJIe T03BOJWIO MPE/IIO-
JIOXKHUTBb, YTO TaKOM MEXaHW3M MOr MPHUCYTCTBO-
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BaTh y TepBbiX (ororpodos. [Ipu 3Trom Bompoc o
BO3MOXKHOCTH Hctions3oBanmsi H,O, B mporecce
¢orookucienust aBTopel (TepenrseB u np., 2013)
paccMaTpUBaIOT TOJBKO Yepe3 MpH3MY ero MpeB-
palieHus B BOLY NP ydacThd (pepMeHTa KaTasassl
C TOCHEAYIOIMM (OTOOKHUCIECHUEM MOJEKYI BO-
JIbl, @ HE HA00OPOT.

[TonBo/sST UTOTW UCCIICIOBAHMAM B 00JIACTH
V3YYCHUS MEXaHW3Ma BBIICJICHHS KHCJIOPOAA IMPU
¢orocuHTe3e, CIeAyeT OTMETHTh, YTO PELICHHE
BOMPOCa 00 HCTOYHHKE KHCJIOPOZa MOXKHO CUUTATH
BCE €IIe OTKPBITHIM, JIMOO HE MOJHOCTHIO M3Y4YEH-
HbIM. KOCBEHHBIM CBHIETEILCTBOM HETIOIHOTHI
HAIIMX 3HAHWA B 3TOM BOINPOCE SIBISICTCSI HEBO3-
MOXXKHOCTh BOCTIPOM3BEJICHMS 3TOr0 Mporecca B
cucteMe In VItro ¢ BrIcokoi 3(pheKTUBHOCTBIO.

o meopuu
Mumuenna

XeMUOCMOMUUECKOU

Bonpocwi xemuocmomuyeckoti meopuu u ux
peuienus. Teopus Muruea nonaraet, 4TO XUMU-
yeckuii (ApH) u snexrprueckuit (Ay) KOMIOHEH-
THl TIPOTOH-ABWXKYILEH CWIbI, HEOOXOAMMOW IS
cuare3a AT® Ha MemOpaHHO-cBsizanHOW AT®-
CHHTETa3e, CO3/Ial0TCsI 32 CUET JIBIKEHUS U Tiepe-
HOCa €JMHCTBEHHOTO BHIIa HOHOB MPOTOHOB
(Heldt, Pichulla, 2011; Voet, Voet, 2011). Ilpu
3TOM B XJIOPOIUIACTAaX BEJIMYHMHA 3JIEKTPOXUMMYE-
CKOTO TpaJueHTa Ha MeMOpaHe BO MHOTOM OIpe-
JensieTcsl pa3Huieid B Beanauae pH mo obe cTopo-
Hbl MeMOpaHbI, KoTopasi nocturaet 2,5-3,0 equHu-
1bl. BenmuuHa 3MeKTpUdecKoro noTeHpana coc-
TaBiageT okono 60 MB. B aHamormaHOM Tiporiecce
MepeHoca OHIEKTPOHOB TIPY IBIXaHMM BEIYIIAs
pOJIb, HANPOTHB, TPHHAJJICIKHUT SICKTPUIECKOMY
MOTEHIMATy, BEJIWYMHA KOoToporo nocturaetr 200
MB mpu pasnuue ApH, pasnoit Bcero oxomno 0,2
enunanipl (Heldt, Pichulla, 2011).

Psn uccnenosateneil oOpaTwi BHUMaHHE Ha
00paTHYIO 3aBUCHMOCTb MEXIY YKa3aHHBIMH KOM-
HOHEHTAMH JJIEKTPOXUMUYECKOr0 I'pajJMeHTa, Ko-
TOpbIE OJJTHOBPEMEHHO CO3/IAI0TCS 32 CUET TOJBKO
MEpPeHOCca JJIEKTPOHOB, YTO HEBO3MOXKHO C TOYKH
3peHust o0mMX mpeacTaBieHud. [Ipu 3ToM BKITHO-
YEHUE CBETa BBI3BIBACT TNEPBOHAYAIHHOC BO3HHUK-
HOBEHUE 3JIEKTPUYECKOro MOTEHLMala, BCled 3a
KOTOpPBIM 00pa3yeTcst XuMudeckui rpaaueHt (Mo-
KpPOHOCOB U Jip., 2006). JIONOMTHUTEHHBIM CTUMY-
JOM U pa3pabOTKU 3TOTO BOMPOCA TOCITYKIITH
pe3yibTaThl TI0 WCCIEOBAHUIO MOJCKYISIPHOTO
MexanmMa paborel  AT®-cunrerassr  (Nath,
Villadsen, 2015; MBanumes, 2017a).

Jns pemeHWst yKa3aHHBIX MPOOJIeM OBbLI
NpEeUIOKEH MEeXaHmM, Ojarogapss KOTOPOMY 00-
e ABWKyIMe cwibl cuHre3a AT® cozparorcd
JByMSI HE3aBHCUMBIMU WCTOYHHKAMH SHEPTHH, a
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IEPEeHOC TPOTOHOB M0  3JIEKTPOH-TPAHCHIOPTHOM
nerm orocuHTe3a (WK JBIXaHUs ) SBIAETCS TOJb-
ko onunM w3 HEX (Nath, Villadsen, 2015). B stom
Cilydae, B COOTBETCTBUM C M3BECTHBIMH 3aKOHO-
MEPHOCTSIMH I MEKMEMOpaHHOTO TEpeHoca B
OMOJIOTMYECKUX CHCTEMaX XapaKTEePHbI SIBJICHHS
CUMIIOpTa WIHM aHTHIOpTa, OJlarofaps 4emy COx-
paHseTcsi 00Was dJIEKTPOHSUTPAIBLHOCTh Cpel
(Jain et al, 2004). Torma, M0 MHEHHIO aBTOPOB
(Nath, Villadsen, 2015), kak1blif U3 areHToB, T.C.
A7/C" (A~ — ammon, C* — karwon) u H', BHOCHT
NPUMEPHO PaBHBIN BKJIAJl B CO3/IaHKEC SHEPreTHY e-
CKOro TMOTEHIMaia, HEOOXOIHUMOro s CHHTE3a
ATO.

[IpenmonaraeTcsi, 4To HA OOLMI TpagUeHT
KOHIICHTpaImii 10 00beMHBIM BOJIHBIM (azam, HU
o0NIMii ANEKTPHYECKU TOTCHIMAT Ha MeMOpaHe
HE CNOCOOHBI KOCBEHHO BJMATH Ha CBSI3b JIBYX
TPAHCTIOPTHBIX CHUCTEM, KOTOpbIe OOHApPYKEHBI B
a-u c-cyobpeauarax AT®-cuHTeTassl, CBI3aHABIX
¢ MemOpaHoil. TombkO COBMECTHOE MPHCYTCTBHE
HOHOB B COOTBETCTBYIOIIMX KaHajaxX JOCTyNa B
a- M c-cyObeAMHMIAX HAa TpaHULE a-C BOJHO-
JIMTTATHON TIOBEPXHOCTHU MEMOpPaHbl MOXKET BIIMSTH
Ha CBSI3b MEXAY TeHepalyeil Bpamamomero Mo-
MEHTa [EHTPAJbHAX CYOBEIMHHIl OJmromepa ¢e-
pmenra u cuare3zoM AT®. Ilpu srom oOmmit me-
XaHM3M B LIEJIOM 3JIEKTPOHEHTpajieH, U OH pabora-
€T MPU y4aCTHH Pa3HOTrO Yucia c-cyobenunui B Fy

yactu omiromepa ATd-cuarerassr (0T n =8 10 n
= 15) (Nath, Villadsen, 2015; Wpanumes, 2017a)

(puc. 2).

Kax BumHO u3 puc. 2, o0pa3oBaHue rpajaue-
HTa HA MeMOpaHe TWIAKOHM/IA MPOUCXOMINT 3a CUET
TOr0, YTO (PUBHOJNOTHMYECKUN aHHOH (A~) TIepeHo-
curcs ¢ nomoupio OC [ u OC II u3 cTpomsl B Jto-
MeH, a oOpaTHo — 4depe3 a-cyobeaunmipl ATO-
cuHTeTa3bl. BO3MOXHOCTH  (PYHKIMOHMPOBAaHUS
TaKOro CHMIMOpTa (WIM aHTHIOpTa) ObLIa TOCTY-
JupoBaHa I OOBSCHEHWS MeEXaHW3Ma CHHTE3a
AT® B COOTBETCTBUM C NPUHLMIIAMY €IUHOU TEO-
pvH  (PYHKIMOHHPOBAHUS COTPSKEHHBIX  OHOIHEP-
reTudecknx cucteM. [lomoOHBI MeXaHW3M [0JI-
JKeH BBITIONHATHCS 11 BCEX M3BECTHBIX B MPUPOJIE
AT®-a3 ananormunsix Tunos (F-, V-, P-, A-) (Jain
et al., 2004; Nath, 2004; Nath, 2008).

Onpeoenenue Ko-mpancnopmupyemo20 anu-
oHa 015 x10poniacmog. Izyuenne cunre3a ATO ¢
UCTIOJb30BaHMEM TWIAKOMIOB JINCTHEB ILNMHATA
TM0KAa3aJI0, YTO MPUCYTCTBUE MaJjaTa B Cpejie Cylle-
CTBEHHO TOBHIIIANO 3(PPEKTHBHOCTH Tporecca.
Hpyrue myudennsle cyOcTpaThl (OKcaoaLerar,
Oyrupat W T.1I.) obecrneynBaiv 3PPEKTUBHOCTH
cunre3a AT® na ypoBre a0 10% oT TOro, KOTO-
pblif HaOmoaaM B MpUCYTCTBUU MayaTa. Mccie-
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Puc. 2. Conpsi:ke HHBI MePEeHOC MPOTOHOB 1 AHNOHOB Yepe3 poTocucreMbl (PC I u @ C II), a Tak-
JKe yepe3s a- U c-cyObequHu bl AT®-cuateTasnl (b6f - koMmiexke nuroxpomos, F; — yacts pepmen-
Ta AT®-cuHTeTa3bl, Ha KOTOPO ¥ MpoucxonuT cunTes AT®)(mo: Nath, Villadsen, 2015, ¢ nusmene-

HUSMH).

JIOBaHHE TpolLiecca B MPHUCYTCTBHM HEOpraHW4ecC-
KHX MOHOB — MOHOB XJIOpa, Opoma, Hojga — He Jajio
BO3MOYXHOCTH CUHMTATh MX Ba)KHBIMU JJISi obectie-
4yeHus m3ydaemoro mnpouecca. Ha ocHoBanmm mo-
JTy4EHHBIX Pe3yAbTaTOB ObUI C/I€NIaH BHIBOA O TOM,
YTO MaJIaT SIBJISICTCS TEM AHUOHOM, KOTODPBIN TpaH-
CHIOPTUPYETCS COBMECTHO C MPOTOHAMH OOEHMH
(oTocrucTeMaMu B X0O/I€ CBETOBBIX PEaKLid v BO3-
BpalliaeTcss 0OpaTHO B CTPOMY uUepe3 KaHalbl MO-
nexynsl AT®d-cunretassl npu cunreze ATD B
xioporviactax (Nath, Villadsen, 2015).

Takast ¢yHKIMOHAJIbHAS PO MajiaTa He
Ka)KeTCS YJAMBHUTEIILHOM I 3TOrO TpoIecca, TaK
KaK JIOCTaTOYHO JIaBHO M3BECTHO HAJIMUHE COOT-
BETCTBYIOLIUX MEPEHOCUYHMKOB JMKaPOOHOBBIX KHC-
JIOT C BBICOKHM CpPOJCTBOM B MeMOpaHax XJopo-
miactoB (Edwards, Walker, 1983; WBanwies,
20176). Bonee Toro, oOMeH TUKapOOHOBBIX KHCIIOT
B XJIOpOIUIACTaX 0OECTeurBaeT OWH M3 MyTeH Tie-
pEeHOCa BOCCTAHOBUTEJIBHBIX 3KBHBAJICHTOB 3a
Tpe/iesbl XJIOPOIUIACTOB, 8 TAKXKE META0OIM3M JTH-
KapOOHOBBIX KHCIOT B HHMX (AOmymiaeB u Ap.,
1989; 1992; Wpammmes, 1992; 1997; Mpanuiges,
KypranoB, 1993a; 19936). OOHapyxeHHOEe ydac-
THE MajlaTa B CO3/IaHHH JIEKTPOXUMHIECKOro Tpa-
JIMeHTa Ha MeMOpaHe XJIOpOIUIACTOB TOJIBKO pac-
IMpsieT TpPEeJCTaBICHUS O 3HAYUTEIBLHON pONH
3TOro cyOcTpaTa, KOTOPYIO OH WrpaeT B pa3iihd-
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HBIX Tpoueccax u mMerabommme kieTku (MBanu-
meB, Kyprasos, 1992).

[Tpu aTOM perraeTcst v npodieMa HeNPOy K-
THBHOTO BO3BpAILCHUS TMPOTOHOB B CTPOMY XJIO-
poriacTa, a WMEHHO:. OOpa3yIONMiiCS B TaKWX
YCJIOBUSIX M30BITOK MajlaTa MOXET OBITh MeTabo-
TM3UpoBaH psiioM gepMmentoB (AOaymnaes u Ap.,
1989; 1992; NBanmmues, Kypranos, 1993a; 19930)
WK BBIBEJICH 3a TIpeJielibl XJIOPOIUIacTa NPy ydac-

THM COOTBEeTCTBYylomero uyenHoka (Edwards,
Walker, 1983; Heldt, Pichulla, 2011).

AHAJIOTHYHBIE CHUCTEMBI TIepeHOCa MOTYT
UMETh MECTO U B MPOIIECCE, CBI3aHHOM C paboToit
JNIEKTPOH-TPAHCTIOPTHOM 11T JIBIXaHWs, TJI¢ B Ka-
YeCTBE aHMOHA MOXKET BBICTYNATh CYKIMHAT, a Y
MUKPOOPTraHM3MOB B TIOJOOHBIX CHCTEMax TaKylo
POJIb BBITIONHSAIOT HEOPraHWYECKHE HWOHBI, HAIpH-
Mep, WoHbl Kamwsi, HaTpus U ap. (Nath, Villadsen,
2015; WBanammes, 2017a).

Ocobennocmu CmMpYKmypbl AT®-
cunmemasvl. OOHApy)KEHHE CYILECTBCHHOM 3Ha-
YUMOCTH OcTaTkoB Arg-210 a-cyObeauHuIpl U
Asp-61 c-cyObeaVHUIBI JUJISI TPOSBIICHHS aKTHB-
HOCTH (pepMeHTa JO0JIroe BpeMs He HAXOIWIO 00b-
scuennid. [Ipu 3TOM m3ydeHue ocoOeHHOCTEH u3-
MEHEHMsT KOHpopMarmn Moekyn ATd-cuATeTasbl
B XOJI€ peaklyy MPUBEJIO K MOHMMAHUIO TOTO, YTO
OTMEYEHHbIE aMUHOKHCIIOTHBIE OCTATKH y4acCTBY-
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Puc. 3. O0mast cxeMa HeMKJIMYECKOr0 M IUKJINIECKOro epeHoca 31e KTPOHOB Npu GoTOCHHTe3e
(Q — cucTema NJIACTOXMHOHOB, bg, f— cHCTeMa U TOXPOMOB, Z — aK1Ie ITOP 3J1e KTPOHOB /LISl UX Me-
penauu Ha cucteMbl @1 — deppenokcuna, ®C I u ®C II — dpoTocucremsi).

0T B CO3JaHUM OJIM3KO PACIOIONKEHHBIX IPYr K
IpyTy, HO BCE € Pa3HbIX KaHAJOB I MEpPeHoca
pa3iIMUHBIX 3apsSA0B B XO/A€ pEaKIMH CHHTE3a
AT®. DTo0 mo3BoIsIeT paccMaTpuBaTh (HEPMEHT
KaK CHUCTEMY, MPU Y4acCTHUH KOTOPOH OCYIIECTBIIsI-
€TCSl COBMECTHBIN TPAHCTIOPT MPOTOHA ¥ aHUOHA, B
pe3ynbpTaTe 4ero o0ecrneYBaeTCs B IIEJIOM 3JICKT-
pOHEWTpaJIbHBI MEXaHM3M TIpolecca IepeHoca
(Nath, Villadsen, 2015).

B kauecTBE KOCBEHHOIO I0KA3aTEILCTBA AB-
TOpPBI TIPHBOJAT JAHHBIE O KOHCEPBATHUBHOCTH TIO-
CJIeIOBATEIbHOCTH aMUHOKHUCIIOTHBIX y4aCTKOB a-
cyobenuanil  AT®-cHUHTETA3bl, BBIICICHHON W3
OpPraHM3MOB Pa3JIMYHBIX TAKCOHOMHYECKUX TPy,
HauymHast or omHokieTouHslx (Escherichia coli,
Saccharomyces cerevisiae) u naiee — 10 pacTEHHI,
JKUBOTHBIX W 4elioBeka. [IpucyTcTBue B momoxe-
mrm 210 aprunamHa, B monokennn 211 — neiiruna,
a B ToJiokeHnH 214 — acrmaparuHa mo3BoisieT (QyH-
KIFOHAJILHBIM TPYITaM 3THX aMHHOKHCIJIOT o0ec-
MEYHMBATH XMMHUECKOE B3aMMOIEHCTBIE, CBA3LIBA-
HUE Y TIEPEHOC JTMKapOOHOBOM KHCJIOTHI Yepe3 Mo-
nexyny AT®-cuarerassl. KoHcepBaTuBHOE TMOIO-
JKCHUE PAJIa OCTATKOB CEPUHA U TPEOHHHA B OJIM3-
JIeKAIUX y4acTKaX MOXKET CO3/1aBaTh JOIOJHHUT e-
JIbHBIC BO3MOYKHOCTH JIJIL CBSI3BIBAHMS W TIEPEHOCA
JIMKapOOHOBBIX KUCIIOT Yepe3 KaHajl, o0pa3yeMblid
a-cyobeauaniiamu gepmenra. [Ipu sToM mepeHoc
NPOTOHOB B CTPOMY, TIO-BUIUMOMY, OCYIIIECTBIIsIC-
TCA TO Apyromy (OJIMZKO PacToiIOKEHHOMY) KaHa-
ny, TA€ KI0YeBas POJIb OTBEJACHA aMHHOKHCIIOT-
HBIM OCTaTKaM TIyTaMHHOBOW WU acTiaparuHOBOM
KHCJIOTBI B 61-OM IIOJIOKCHMM aMMWHOKHCJIOTHOM

rocJieIOBaTEeNbHOCTH  c-cyObenunavipl  ATP-
cunreTassbl (Nath, Villadsen, 2015).
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[Ipu paccmorpenuu nporecca cuareza ATO
y OaxTepuil Takke BO3HHKAET DsJ BOMPOCOB, KO-
TOpBIE HE MOTYT OBITH PEILCHBI B paMKaX TEOPUU
Muruemna. [lo-Bunumomy, y OakTepuii Takxke
JIOJDKEH paboTaTh aHAJIOTUIHBI MEXaHU3M COBM €-
CTHOIO IEepeHoca MpPOTOHA M JPyroro HoHa (Wi
opranmaeckoro  BemectBa) (Nath, Villadsen,
2015). OpHako, OJ11 TOATBEPXKACHUS 3TOM TOYKH
3peHUs HEOOXOIUMBI COOTBETCTBYIOLINE IKCIIEPH-
MEHTaJIbHBIE JOKA3aTeIbCTBA

Ilpobremvl npedcmasnenuii o ghomogpocgho-
puauposaruu. VI3BecTHbIE COOBITHS HELMKIIHYEC-
KOTO TepeHoca 3JEKTPOHOB MpH (oTocHuHTE3E 3a-
Bepmarorcs cuarezom HAJIDPH (puc. 3). [lepeka-
9YKa MPOTOHOB B JIIOMEH, MPOUCXOJSINAsl aBTOMa-
THYECKH B XOjic PabOTHI ANIEKTPOH-TPAHCTIOPTHON
1eny, 00eCreYMBaeT CO3JaHUE AIEKTPOXUMUYEC-
KOTO TpaJueHTa, KOTOpPBIA Jajiee HCIONb3yeTcs
nist cunre3a AT®. Tlpu sTtoMm, ecau npeacTasie-
Hust o mexanmme cuHre3a HAJIOH goctatouHo
sCHBI, TO pobsieMa cuHTe3a AT® no cux mop oka-
3pIBaeTCS TIOJ] TPUCTAJILHBIM BHAMAaHWUEM HCCJIe-
noBarened. [lepeHocumku B Tiemn (DOTOCHHTE3a
pacronoXeHbl B MOPSIAKE BO3pPACTaHUs OKUCIIMTE-
JILHO-BOCCTaHOBHUTEIbHOTO —moTeHimana (Heldt,
Pichulla, 2011). ITpu 3TomMm MecTa HanOOMBIIUX pa-
3MMMUA B BENMYHMHAX TAKOTrO MOTEHIMANA MEXIY
COCEIHIMU TIePEHOCUHMKAMHU YacTO W JI0 CUX TIOp
WHTEPHPETUPYIOTCS KaK YYaCTKH, TJE «IPOUCXO-
aur cunre3» monekyil AT®. [Ipu 3rom mnossTHE
«IYHKTBI COMNPSKCHUSD» (TO €CTh — YYacTKU LeTH
MepeHoca 3JIEKTPOHOB, TJie MePeHOCYMKH B Hau0O-
JBIIEH CTENeHH pa3indaroTcsi MEexay coboil 1o
OKHCITUTEIbHO-BOCCTAHOBUTEIIHHOMY TOTEHIAAIY,
«Onarogapss KOTOpPOMY» TIPOHUCXOIMT 3aracaHue
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sHepruu B Bune AT®) B kpyrax ucciemoBaTesei
BCE K€ CTajO0 MEHATh CBOW MEPBOHAYAIbHBIN
cMmbici. Temeph OHO OTpa)kaeT 3HAYNMOCTH (PyHK-
LIMOHUPOBAHMUS (SHEPreTUIECKUA BKJIAA) OTIEIb-
HBIX KOMIIOHEHTOB 3JIEKTPOH-TPAHCTIOPTHOM IIeTH
B CO3/IaHWM T€HEPUPYEMOro Ha MeMOpaHe JIEKT-
POXMMMUYECKOro rpajiieHra, o00pa3yemMoro 3a cueT
IepeHoca MNPOTOHOB M3 CTPOMBI XJopoIvlacTa B
mromeH (MoKpoHOCOB 1 Jp., 2006).

B TpOTHBOIOJIOKHOCTH ATHM Tpe/ICTaBIIe-
HUSIM O ITYHKTaX CONPSDKEHUs» Teopus Muruesua
00BSCHIET HEJCIUMBIN HA TOTO0HBIC YACTH MPUH-
IMIMMANILHEINA o0l MexaumsM cunre3a ATO.

Hecmorps Ha oueBHOHYIO B3aMMOCBSA3b
JIBYX TIPOIIECCOB, HEOOXOMMMOM SICHOCTH U TOJTHOW
B3aMMO3aBUCHMOCTH MEXIY 3TUMH B3auMOoOyc-
JIOBJICHHBIMH TIPOIIECCAMHM B HAYYHOW U y4IeOHOU
JUTEpaType, Mo KpalHeH Mepe, B HCTOIb3yeMOU
TEPMUHOJIOTYH, JO CUX MOp He OOHAPYKHBAETCS.

Ecimm B ommcanmu B3ammMonencTBUsl paboOTHI
3NEKTPOH-TPAHCTIOPTHON WLETH JbIXaHWs, KOTOpas
obecrieunBaeT 0OpazoBaHUE DIECKTPOXUMHIECKOTO
MOTEHIMAala Ha COOCTBEHHOM MUTOXOHAPHATBHON
MemOpane, u cuaTe3a AT® KapTuHa JOCTATOYHO
sICHA U MOHSTHA (HO HE BCerja NpaBWILHO WLIIOC-
TPHUPYETCsI), aHAJIOTMYHbIE MPOLIECCHI, pacCMaTPH-
BaeMble NpU M3y4eHUU (POTOCHHTE3a, ONHUCHIBAIOT-
Cs B HECKOJIBKO 3aIlyTaHHOM MaHepe.

[Ipu paccmorpenHnn (HOTOCHHTETHIECKOrO
poriecca BOMPOC OKa3bIBAaeTCsl 0oJiee CIIOKHBIM B
CWIy TOr0, YTO HCCJIeIOBAaTEN Pa3iniaroT LUKIH-
YECKHM, HEIMKIMYESCKUA U TICEBIOLMKINYECKHUI
BUJIBI TIepeHOCa AIIEKTPOHOB M TOBOPSIT O COOTBET-
CTBYIOIIMX BHUAaX ¢orodochoprwmpoanus (Mo-
KpoHOCOB U 1ip., 2006; Heldt, Pichulla, 2011). Ax-
LEeHT  JejaeTcss Ha  y4acTKaX  JIIEKTPOH-
TpPaHCHIOPTHOM Iier (poTOocHHTE3a, TAE COCETHHE
MIEPEHOCYUKY B HAMOOJBIIEH CTETIEHN Pa3IndatoT-
Csd MeXIy co0OH MO BEIMYMHE OKHCIHTEIHbHO-
BOCCTaHOBUTEJILHOTO TMOTeHIMaNa. B wcronb3ye-
MBIX TPH 3TOM PACCYXICHUAX OO0BEAHHIIOTCS
MPOLIECCHI, KOTOPbIE HE CBSA3aHbI HAPSIMYIO IPYT C
Ipyrom (miepeHoc 3nekTpoHoB U cuHTe3 ATD) 1,
Oornee TOro, MPOCTPAaHCTBEHHO W BO BPEMEHH pa-
300mmens! (Heldt, Pichulla, 2011).

Kak mpaBwio, uiccrieioBaTesi HUIKAKUM 00-
pa3oM He AaKIEHTHPYIOT BHUMAaHWE HAa TOM, YTO
000 BU TepeHoca 3JIeKTPOHOB MpH (HOTOCHH-
Te3€ JODKEH NPUBOJUTH K 00pa30BaHHIO 3JIEKTPO-
XAMMYECKOTO TpajIieHTa Ha MeMOpaHe TIIaKouaa
(kax «aBWKyIIEH cwibl»y oopazoBanust AT®D). [lpu
3TOM BKJIAJl TOrO WIM MHOTO BUIA NEPEHOCA 3JIEK-
TPOHOB B CO3JaHHE TpagueHTa (10 KOJMYECTBY
curresupyemoro AT®) oneHuBaeTCs Kak pe3yib-
TaT OTJENbHBIX (Pa3HbIX) IKCIIEPUMEHTOB, TIPOBE-
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JeHHBIX B creimdraeckux yciaoBusix. bonee Toro,
OCTAIOTCS HESICHBIMU OMOXUMHY €CKHE MEXaHI3MBI,
KOTOpBIE JIe)KaT B OCHOBE HEKOTOPBIX JKCIICPH-
MEHTAJIbHBIX PE3yJbTAaTOB, KOTOPhIE TPAKTYIOTCS
KaK HEOIMHAKOBOE YYacTHE Pa3HBIX THIOB (OTO-
(hocoprwmpoBaHuI «B OTACIBHBIX METa0OoIHMIeC-
KUX TIPOLIECCax pacTUTEIBLHOro opranmMa» (Mok-
poHOCOB U Ap., 2006). [TomywaeTrcs, 4TO KOHSUHBIH
pe3ysibTaT KaXKAOrO0 THIA TEPEeHOCa 3JEKTPOHOB
(VKT ECKOro, HEIMKINIECKOTO, TICEB/OIMKITH-
YECKOr0), MPOSBISIIOIIMIACA (B KOHEUHOM HUTOTe) B
CO3/IaHMM €JIMHOTO pe3ybTaTa — JIEKTPOXUMHYe-
CKOI0 IpaJueHTa Ha MeMOpaHe TWIaKouaa — BbI-
3pIBaeT pazHelid Gusuonormdeckuii d3gdexr. C ta-
KM BBIBOZIOM BpSJ JIM MOXHO cOrjiacurbes. Pe-
[ICHWE BOMpPOCA, TO-BHIWMOMY, COCTOMT B TOM,
YTO B XOJ€ KaXIOro THmna mnporecca ¢porodocdo-
pPWIMpOBaHKMS OOpPA3yIOTCS WHBIE TPOAYKTHI (Be-
IIECTBA), Wrparolye OoJiee BaXKHYIO PErYJsTOp-
HYIO pOJIb JIJI Peau3allii pa3HbIX MPOLIECCOB Me-
tabommma (MokpoHocoB u ap., 2006). OgHako 10
CUX TIOp HESICHO, YTO TPEACTABIIIOT COOOW 3TH
«TPOJYKTHD» (BEIIECTBA).

Taxum oOpa3om, emie pa3 NOJUEPKHEM, YTO
ONMCAHHBIE TPEJICTABICHMS CO3/1AaI0T HESICHYIO H
3alyTaHHYIO0 U1 TIOHUMAaHWs OOIIYI0 KapTHHY
B3aMMOCBSI3U MEXIY TporeccaMu paboThl AJIeKT-
POH-TPAHCIIOPTHOM 1ier U oOpazoBanuss AT®D B
xo7ie OTOCHHTE3a, HECMOTPSl HA TO, YTO OHH pa3-
JIeJIeHbl BO BpeMEHH M B npocTpaHcTse. [losromy,
HECMOTpSI HAa HAJMYHME HOBBIX HKCIICPHMEHTANb-
HbIX JAHHBIX B O0JIACTH M3y4YeHUs OOpa30BaHUs
AT® B XMBBIX CHCTEMaX, KOTOpbIE CYLIECTBEHHO
JIOTIOJTHSAIOT M3BECTHYI0 XEMHOCMOTHYECKYIO TEO-
PHIO M TIpeJIaratoT JIOCTATOYHBIC OCHOBAaHMS IS
YTOYHEHUs CII, yYaCTBYIOIMX B CO3JJaHUM 3JIEKT-
POXMMHMYECKOT0 TpajJlieHTa Ha OMONOrHIecKOi
MeMOpaHe, HeOOXOIUMBI JlalbHEHITINE UCCIIeI0Ba-
HUSL [T BBISICHEHUS COOTBETCTBYIOLIMX OMOXUMH-
YECKUX MEXaHM3MOB, 00ECTICYHMBAIOIINX B3aNMOC-
Bs3b (POTOCHHTE3a C MHBIMH (PUBHOJIOTHYECKIMU H
OMOXMMUYECKUMHU TpoLiecCaMU B PaCTUTEIILHOM
KJIETKE.

Ocooennocmu ouoxumuu yuxna Kanveuna

D-pubyno3o-1,5-6ucdocharkapdokcmiaza-
okcurenaza (Pyboucko, KO 4.1.1.39) — xmouesoit
¢depmenr 1ukia KanpBuHa, ¢ IOMOIIBIO KOTOPOTO
HEOPraHMIE€CKHI YIIIepol CTAHOBHUTCS YaCThIO Op-
raamaeckoro BemecTBa. CoBpeMEHHbIE NPEICTAB-
JeHus 0 CTpykType W QyHkumsix PyGucko gocra-
TOYHO TONHBI. PasnmaaroT nBe OCHOBHBIE (HOPMBI
¢depmenra. OnHa mTpeacTaBlieHA KIACCHYECKON
dopmoi, coctosiimedt u3 8§ OonmbIMX U 8 MalbIX
CyOBEIMHMII M MMEIOIIEH MOJEKYJApHYI0 Maccy
okono 560 x/la. OHa xapakTepHa s BBICIIUX pa-
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crenrit. Jlpyrasi (hoopma NpUCYTCTBYET y HU3KOOP-
TaHM30BaHHBIX (POTOABTOTPOGOB M TPECTABIICHA
TOJBKO OONBIIMMU CYOBEIUHUIIAMH B KOJIMIECTBE
2-6 (Martin et al., 2000). Ilpu 3TOM 0COOEHHOCTH
TCHCTHKH (PEpMEHTa COCTOSAT B TOM, YTO OOJIBIIIHE
cyopenunnipl kogupytorest JJHK xnopomiactos, a
Majble — I'€HOMOM sijpa KJIETKH, IpUdeM B XOAe
OHTOT€He3a MOJMIETITHIHBII COCTaB MaJIbIX CyOBb-
SIVHHIL] MOKET MEHATHCA.

MexaHmM peakimii KapOOKCWIMPOBAHKS U
OKCHreHHupoBaHus  TofpooHo  mwyudeH  (Roy,
Andrews, 2000). IIpu 3ToM npricoeJuHEeHKE Ta3a K
aKTHBHPOBAHHOMY KOMIUIEKCY PyOucko mponcxo-
JIUT, TIO-BUIMMOMY, 0e3 00pa3oBaHus KOMIUIEKCA
Muxasnuca, HO TIpH HAJIWYMM OJHOM W TOM Xe
eHonbHOU (opMmbl akrienropa — D-pubynozo-1,5-
oucdocdarata. B TO jxe Bpemsi KOHKYpEHIMS Me-
Ky MOJICKYJIaMU KHCJIOPOAA W YIJIEKUCIIOrO ras3a
3a aKTUBHBIN IICHTP OMNPEEAeTCS MPUCYTCTBHEM
MarHusi, MOHbI KOTOPOTO TIOBBIMIAIOT CHCIM(pUY-
HOCTh B3aUMOJIEHUCTBUSI C KHCJIOPOZOM M YTJICKHUC-
neM ta3zoM B 10-25 pa3s (Jordan, Ogren, 1983).

Cpenu BOIPOCOB SH3MMOJIOTMM B 3TOH 00-
JaCTH MOXKHO OTMETHTHh HEOCTAaTOK CBEJICHHH O
HaJIMYWM W CBOWMCTBAaX pasHbIX m3odopMm depmen-
TOB, KAaTAMBUPYIOUIMX PEAKIHH, aHAJOTHIHBIE
peakmmsaM mpkiia KaibBuHA, HO JIOKQJIM30BAHHBIX B
Jpyrux KOMIapTMeHTax KieTkd. K Jiokanm3oBaH-
HBIM HCKJIIOUUTEJIPHO B XJIOPOIUIACTAX OTHOCST
(hochoprOynokrHa3y, TpaHCKETONa3y, puO030do-
chatmzomepasy u  pudozodochaTImmMepasy
(Gontero et al., 1988; Schnarrenberger et al., 1995;
Martin et al., 2000; Heldt, Pichulla, 2011). dep-
MEHTaMH, HEOOXOAMMBIMHU JIJISI TIPOTCKAHUS B IH-
TO30JI¢ TJIFOKOHEOT€HETUIECKHUX PEaKIMil, CUMTa-
oTes (ochormiepaTkuHa3a, TIvepabaerudo-
coar-gerunporenasa, ¢pykroso-oucdocaraza u
ap. (Heldt, Pichulla, 2011). B To >xe Bpems Taxwue
(epMeHTl (YHKIMOHHPYIOT M B PEAKIMAX IHKIA
KanbBuaa B xsoporuiactax. [IpoGiaeMbl pa3rpanu-
qeHusT M30(OpM, MX KOJIMYECTBA, KMHETHYECKHX
CBOICTB W TEHETHKH OCTAIOTCS OTKPBITBIMH, HE-
CMOTpSl HAa TO, YTO aHAOONMYECKas HAIPaBJICH-
HOCTHh MeTabommBMa pacTeHni OOBSICHIET Mpeod-
JaJaHie aKTUBHOCTU HEKOTOPHIX ()EpMEHTOB
UMEHHO B XJIOPOIUIACTAX 3E€JICHBIX JIMCThEeB (Ha-
npumep, A0 90% nna  docdormmuepaTKIHa3hI,
riepanbaeruidocdaTaermiporesasbl, anbona-
36l U (pykro3zo-Oucocdarassr). [ms  apyrux
(epMEHTOB OKHCIMTEILHOTO TNEHT030(0oC(haTHOTO
IMKJIa XapakTepHa Oosiee BHICOKAas aKTUBHOCTH B
IMTO30JIe KJIETOK. [IpyM 3TOM BaKHO YYHTHIBATH
(akT mepexoga OT reTepoTpodHOro ImraHud (3a
CYET 3aMacHBIX BEIIECTB CEMEHH) K aBTOTPOPHOMY
pPOCTY pAaCTEHHH, YTO TaKKE MOXKET COIPOBOXK-
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JIaThCs 3aMEHOM OHUX M30hopM (PepMEHTOB Jpy-
rumu (Schnarrenberger et al., 1995).

OTaenbHBIA MHTEpPEC TPENICTABISET BOMPOC
00 OCOOEHHOCTSIX OpraHM3allk HaJAMOJEKYIIp-
HBIX KOMIUICKCOB. Pe3ynbTaThl paHHUX HCCIEIO0-
BaHUH, CBIICTEIILCTBYIOIINE O BHICOKOH CKOPOCTH
npeBpaimeHus D-pubo030-5-docara 1o docdor-
TWIepanbIeTuaa 10 CPaBHEHHIO CO CKOPOCTSIMU
peaKkimi, KaTaJM3UpyeMbIX HHIMBUAYaJIbHBIMHU
(epMEeHTaMU 3TOH MOCJIC0BATEIHLHOCTH PEaKIMIA
mkia KanbpBuHa, 1amm OCHOBaHHE TOBOPHUTH O
«TYHHEJIMPOBAHHI» TPOMEKYTOUYHBIX TIPOJYKTOB
peaximii, OOYCJIOBIIEHHOM HaJMdMeM KOMIUIEKCa
¢depmenroB (Gontero et al., 1988). M3BectHsie k
Hayairy 70-X roJ0B MPOLUIOro CTOJETUA JaHHBIE O
MYIbTUQEPMEHTHBIX CHCTEMAaX CHHTa3bl JKUPHBIX
KUCJIOT, TMPYBaTIETHIPOTEHA3HOITO KOMITIEKCA
CITy)XWIH OCHOBAaHHMEM Il YTBEPXKICHUS O BO3-
MOXXHOU (popMme opraHm3aimy (pepMEeHTOB U B IU-
ke KanbBuHa.

B kauecTBe TIepBOHAYANBHBIX JIOKa3a-
TEJIbCTB OBUIM MCIOJIb30BaHbl JaHHbIE 00 OJIHO-
BPEMEHHOM TPUCYTCTBUM B TpenapaTax C aKTUB-
HOCTBI0 PyOWCKO M aKTHMBHOCTH JIpyrux (epmen-
TOB, TaKMX Kak, Hampumep, puoozodochaTmome-
pasa, ¢ochoprOyIOKHHa3a, YTO HAOIIOAN B XO-
Je OouucTKM (epMeHTa METOAaMHU  Tellb-
¢unbTpamm U xpomatorpadmu. [pyrumu aBTO-
paMH TIOKa3aHa BO3MOXKHOCTH CYILECTBOBaHUSA
KOMIUIEKCOB MHOro coctaBa (Martin et al., 2000).
CooTHoIIeHHe aKTUBHOCTEH (pepMEHTOB OBLIO pa-
3HBIM B 3aBHCHUMOCTH OT O0OBEKTa HCCIEIOBaHUS U
ocoOeHHocTel sxcniepumenTa. [Ipu aTom Bo3HMKa-
T BOTIPOCHI O MOJICKYJISIPHOM OpraHM3alii TaKux
KOMIUIEKCOB M KOJIMYECTBEHHOM COOTHOILICHHH
MOJIEKYJ Pa3HbIX (PEPMEHTOB, C YIETOM TOr0, 4TO
Ha gomo PyOucko — rinaBHOro ¢epMeHra IHKiIa
KanmpBuna (mmeromiero cpeau (epMeHTOB IHMKIA
KanpBrHa oniHy M3 camMbIX 3HAYWTEIHHBIX MOJEKY-
JEIPHBIX Macc) mpuxomurcs 10 50% pacTBOPUMBIX
6esikoB mHcTa WM 10 80% OEIKOB XJIOpOIUIacTOB
(Edwards, Walker, 1983; Heldt, Pichulla, 2011).

bnaromapsi MCHONB30BAaHMIO MMM YHOCTICIH-
¢ugeckoro Merona ObUIO MOKa3aHO MPHCYTCTBUE
TaKUX KOMIUIEKCOB iN VIVO Ha BHEIIHEH MOBEPXHO-
CcTH MeMOpaH THIAKOHIOB, B TO BpeMs Kak PyOuc-
KO ObuTa OOHapykeHa Takke M B cTpome. llpm
9TOM KMHETHYECKHE CBOWCTBA OTIENBHBIX (epme-
HTOB B TAKUX KOMIUIEKCAX, €CTECTBEHHO, ObLIN He-
cKonbKo uHBIMU (Martin et al., 2000).

Takue naHHbIC CTABAT BOIIPOCHI HE TOJILKO O
TOM, HACKOJIbKO X€CTKO OpraHM30BaHbl TaAKHE CUC-
TEMBI, HO 1 00 ¥MX CTaOWILHOCTH BO BPEMCHU, UTO
CBSI3aHO C O0ECIICUCHHEM nogacpiKaHusd CKOpPOCTHU
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Puc. 4. Yupoue Huasi cxema pazaesenusi C3- u C,-(poTocuHTEe3a MeKTy Pa3HBIMH KJIETKAMM JIUCTA

pacTeHus.

peakiyii, KOHIEHTpalud MeTaboNuTOB, CBSI3aH-
HBIX B CBOIO OYEPEab C HAIMYUEM B XJIOPOIUIACTAX
HEOOXOAMMBIX ~ KOJIMYECTB BOCCTAHOBUTEJBbHBIX
skBuBaNicHTOB, AT®, moanepxkanrueM HEOOXOmU-
MOM BennuuHbl pH, KOHIEHTpalWii MOHOB MeTa-
JIOB U TIp.

Domoovixanue u C,-ghomocunmes

OTKpBITHE OKCHTCHa3HOM peakiun PyOucko
NPUBEJIO K TIOSBICHUIO TIOHSITHS (OTOABIXaHHS M
nofipoOHOMy m3ydeHuo ero Mexanmma (Tolbert,
1997; Heldt, Pichulla, 2011). MccaenoBane MHO-
roo0pasus MpeCTaBUTENIeH PACTUTEIBHOTO HApC-
TBa ¥ OCOOCHHOCTEH MPOSIBIICHUST (POTOCUHTETHY €-
CKOTO TIpoliecca y HUX CYIIECTBEHHO PACIIHPHIIO
3HAHMS O MEXaHM3Max (POTOCHHTETHYECKOH acCH-
MWK YTIIEKHUCoro ra3a. [Ipu 3ToM HecKombKo
HEOXKUIIAHHOKM SIBWIACh TpaHchopMamms TpeJcTa-
BIcHUH O ¢oroasixann. OOHapyx)eHHEe 0co0eH-
HOCTEH TpaHCTIOpTa MeTaboIuTOB (B TIEPBYIO OUe-
pellb, TIMIMHA) MEXIY Pa3HbIMHU KJICTKAMU JIUCTA
pacTeHHii, a TaKkKe pa3HOe COACPKAaHUE MHUTOXOH-
JIpUii ¢ TIPUCYTCTBUEM B HHUX KIIFOUEBOTO (pepMeH-
Ta — NIMIMHIEKapOOKCHIa3bl TIO3BOIWIO copMy-
nmpoBaTh mpejcTtaBieHus o C,-porocuHTese, Ko-
TOPBIN CTallM pacCMaTPHBATh KaK 4acTh (DOTOCHH-
ternueckor accummsiim CO, (puc. 4).

OCcO00EHHOCTH CXEMBI TIOKa3bIBAIOT, YTO, HE-
CMOTPS Ha TaKOE K€ MOTPEOJICHHE KHCIIOPOIa, KaK
U NPY TPOLECCE JIBIXAHWS, BBIJCICHUST YTIIEKUCIIO-
ro ra3a B OKPYXKAIOIIyI0 Cpeay HE MPOUCXOJUT,
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TIOCKOJIBKY OH YJIaBJIMBA€TCsI XJIOpOIUIacTaMu. Tem
HE MEHee, TIPOIIECC OKa3bIBaeTCs BEChMa DHEPro3a-
TpaTHeIM. Cuwnraior, 4To Co-IMKI HCTIONH3YET
NPUMEPHO B TPH paza OOJbIle SHEPTUM HA OIHH
obopor Monekynsl CO,. B pe3ynbraTe mpu BeICO-
KOW  WHTCHCHMBHOCTH  CBeTa  JUII  HETTO-
(otocuaTe3a, obecneumBaemoro Cs-mmkiaom Ka-
JIbBHHA, UCTIONTB3YETCS TOYTH TAKOE MKE KONMNIECT-
BO JHepruu (POTOCHHTE3a, KOTOpOe MOTpedseTcs
koM C, (Tolbert. 1997). Takum obpazom, C,-
(hOTOCHHTE3 MOXKHO paccMaTpHBATh KaK OJIHMH W3
BAKHBIX OMOXMMUYECKHUX TyTeH, Oiaromaps KOTo-
pOMYy HNOCTHTaeTcs HelTpammiaims W30BITOYHOTO
KOJIMYECTBA SHEPIUH, TIOTy4aEMOr0 PACTCHHEM OT
ConHila, Hapsay € HEOOXOAMMBIMH TPOLECCAMH
CHHTE3a TJIMIMHA W CEPUHA, a TaKXKe WX UCIIONb30-
BaHHEM B JIPyTHX OMOCHHTETUIECKHX TPOIeccax.

Tpagmmonnass Ouoxumudeckas TpaHcgop-
Mamust gocdorimkonara npu (HOTOABIXaHUM TIpe-
JyCMAaTpHUBAaeT €ro MpeBpalleHHe B TJIMIMH C Ja-
JbHEWIIMM 00pPa30BaHMEM MOJIEKYJIBl CEpHHA M3
IBYX MOJeKyn TrimimHa ¢ BbigeneHueM CO,
(Heldt, Pichulla, 2011). CoBmecTHOE ydacTHe XJo-
pOIUIACTOB M NMEPOKCHUCOM B 3TOM IIporiecce, ¢ Of-
HOM CTOpOHBI, MPUBOAUT K CHHTE3Y BaKHEWILIEH
aAMUHOKHCJIOTBI — TJIMIMHA [JI HCHOJNb30BAaHUA B
pa3HBIX METaOONMYEecKHX IMyTAX I CHHTE3a
MHOXeCTBa coefiuHernil. C qpyrod CTOPOHBI, CHH-
Te3 CepHHa W3 JABYX MOJEKYJ TJIMIMHA TIPU ydac-
TAM MUTOXOHJIPHH, T/I€ JIOKAJIM30BaHA TJIMILIAHIIC-
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KapOOKCHIa3a, COMPOBOXKIACTCS MOTEPEl B STOM
nporiecce CO,, KOTOpyro U 0003HAYAIOT KaK (POTO-
JIBIXaHUE.

Oco0eHHOCTH TepeHoca TMIMIMHA M3 OJJHHUX
KJIETOK JIMCTa B JIPyrHe COBMECTHO C HAJMYHEM
3HAYUTENHHOTO YHCJIa MUTOXOHIPHHA C TPUCYTCT-
ByIOIIEH B HUX TJIMIMHIECKApOOKCHIA30M W yJaB-
muBanve oOpasyromerocs CO, xyoporiacTaMu
MPUBOZSIT B pe3yibTaTe K yBeIMUeHUIO S deKTrB-
HocTH obOmiero ¢orocunre3a pactennit (Douce et
al., 2001). MHreHcHBHOE W3y4YeHHE CTPOCHUS H
JIOKaIM3aIly  TIHIMHAEKapOOKCIIa3bl MOKA3allo,
9TO (PE€PMEHT COCTOWUT W3 YETHIPEX THIOB cyOUac-
ol (P-, H-, T- u L-0enkoB), kaXxkaast 13 KOTOPBIX
OKa3bIBACTCS BAYKHOM Uil OOECTICUEHHsS 3TarioB
npeBpamieHust  9Tod  amuHOKMCOoTHl  (Pratt,
Cornely. 2014). ITokazaHo, 9YTO CHIDKCHHE COIEP-
KaHUs JT000N CcyOuYacTHIpl TIIMIMHIEKPOOKCHIIa-
3bI HETATHBHBIM 00pa30M CKa3bIBAJIOCH HA MPOIY-
KTHBHOCTH Jake OOBIYHBIX C3-pacTCHHM, Y KOTO-
pbIX (epMEeHT y4acTBYeT B (OTOIBIXaTEIHHOM
nporecce (Schulze et al., 2016). IIpu aTom mMe-
HeHHe JIoKam3aimu epMenra (mpeodliajanne aK-
THUBHOCTH B MUTOXOHIPUAX KJIETOK OOKJIAIKH CO-
CYIVCTBIX Iy4YKOB) TO3BOJBSJIO TaKUM PAaCTECHHSIM
TPOSIBIIAITH  (DOTOCHMHTETHYECKHE CBOWCTBA, TPHO-
JIIDKaroNye ux 1o 3pdekTHBHOCTH (HOTOCHHTE3a K
C,-pacTeHusIM.

Takum 00pa3oM, OBLIO YCTAaHOBJICHO, YTO
AKTMBHOCTH TJIMIMHACKAPOOKCIWIA3bl Ba)KHA JIJIS
obecrieuenusi OOIIEH MPOAYKTUBHOCTH PACTEHHI
BHEC 3aBHCHUMOCTH OT THMa (DOTOCHHTETHUYECKOM
ACCUMWIALIMM HEOpraHMIEeCcKoro yriaepona. SIBis-
€TCS JIM 9TOT ()eHOMEH MPSIMBIM CIIEICTBHEM Jeiic-
TBUA (epMEHTa WIM elle TOAKIIOYAIOTCS WHbBIC
OMOXMMUYECKUE MEXaHMm3MBI — HemsBecTHo. [lpum
3TOM BO3HHKA€T MHTEPEC K BOMPOCY O TOM, KAKHM
o0pa3oMm paboraeT mmmHAcKapOokcwiaza y Cy-
pacTeHMii, 1 KakoBa €€ poiib B 00ECNeueHHH MX
MpoAYKTUBHOCTU? W 3TOT MeXaH3M 3aTparuBa-
eT TonbKo pacteHus ¢ C3-Cy-IpOMEKyTOUHBIM TH-
oM Qorocunre3a? WM B xome spomomm y Cy-
pacTeHuii Ha CMeHY (YHKIMOHHPOBAHUIO TJIWLIMH-

nekapOokcwiaszel  mpuum  HAJ[-manmk-3H3uM,
HAI®-mamuk-3m3umM = 1 dochoeHoMmpyBat-
KapOOKCHKMHA3a?

Cunmes, mpancnopm u ymuau3auyus np o-
0yKmos ¢homocunmesa

Accumunayus HeopeaHuuecko20 y21epooa u
Mooenuposanue 3mo20 npoyecca. llpencraBieHus
0 MeTabommiMe (OoTOaCCUMWIATOB CIOKWINCH J10-
CTAaTOYHO /IaBHO B BHJI€ BIOJHE 3aBEpILCHHOMN
kaprusbl (Martin et al., 2000; Heldt, Pichulla,
2011). Obmee ypaBHeHHE (OTOCHHTE3a TPa UL
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OHHO 3alMCHIBAETCS B PYCCKOS3BIYHON ydeOHOU
JUTEPAType B CIEAYIOLIEM BUIE:

6CO, + 18AT® + 12HAJI®H + 12H" + 18H,0 —
— (CH,0) + 18AJI® + 18D, + 12HAJID".

®dakTHdeCKOoe ypaBHEHHE BBITISIINT HMHAYE
BCJICJICTBUE TOTO, YTO TIEPBBIN CTAOWILHBIA TPO-
IOYKT (POTOCHMHTETHYECKOW aCCUMWIAIMN YTIIEKUC-
JIOTO rasa Tpuo3odocdar (3-
(ocorymiiepruHoBasl KKCJIOTa), YTO HAILIO OTpa-
K€HHE B WM3JIaHHBIX B TOCJIEJTHAE TONBI 3apyOeiK-
Heix ydeOmmkax (Heldt, Pichulla, 2011; Pratt,
Cornely, 2014). Ero MoxHO Takxke TNepenucaTh Io-
WHOMY, €CJIM YYUTHIBATh, YTO TJIABHBIM JKCIIOPT-
HBIM (M3 XJIOPOIUIACTOB B LIUT030JIb) META0OIUTOM
pacTeHuii (HaKaIUIMBAIONIMX B XJIOpPOITIACTaX Kpa-
XMaJl B TeUEHHE CBETOBOIO NIEPHO/Ia) SBISIETCS M-
caxapyj MaJlbT03a WIH OCHOBHBIM TPaHCTIOPTHBIM
BEIIIECTBOM TI0 PACTCHHIO CITY)KUT JHCaxXapuj ca-
xapo3sa (MBanuues, 20178).

KonmuecTBeHHble NpeACTaBICHUS O B3au-
MocBsi3u orocuHTeTHIEecKON accmMmwistim CO,
Y TIPOYKTHBHOCTH PACTEHHI TPUBJICKAIOT BHAMa-
HHE HCCIIE0BATENE Ha MPOTSHKEHUM MOYTH CTa
JeT CO BPEMEHU BBEJICHUS TOHATHS YHCTOH MPO-
JNYKTUBHOCTH (DOTOCHHTE3a U pa3padOTKU MeToza
ero onpenenenvsi (MBanmmes, 2011). M3BectHoe
ypaBHenne JI. MBaHoBa W ero MomupuKanys
A. HruvmopoBudeM OTpa)kalli KOJMIECTBEHHYIO
CBSI3b MEXIY TNPONYKTHBHOCTBIO PACTEHHS, €Tr0
(POTOCHHTETHYECKMMU TIOKAa3aTEISIMUA ¥ JIBIXaHHU-
eMm. bornee rimybokoe MonenmpoBaHue ¢ pa3padoT-
KOW MaTeMaTHIeCKOi 0a3bl OBLIO OCYIIECTBICHO B
paborax rpymmnsl aBTopoB (Farquhar et al., 1980).

B Hayaje HBIHCHIHETO CTOJICTHS B CBA3H C
20-neTvieM CO3IaHMS MOJEIH, OIHMCHIBAIOIICH
nporiecc (oTocuaTeTHdecKor accummwiim CO»,
OTMEYaJioCh, YTO B MOJICJIM KOJMIECTBEHHBIC Xa-
PAKTEPUCTUKN KHHETHUKH eHcTBrs PyOucko cooT-
HOCHITUCH C TAKMMU MOKA3aTeNIIMH, KaK CTEXHOM €-
TpUs BOCCTAHOBUTEJILHOTO TeHT030(ocdaTHOrO
nytd (mmkna KanbBuHA) W IMKIa QOTOABIXaHUS B
CBSI3U C OCOOEHHOCTSIMU UX SHEPTeTHYECKOro ode-
crieueHusl (MEKTPOHHBIM TPAHCIIOPTOM M CHUHTE-
3oM AT®) (Farquhar et al., 2001). [IpenoxenHas
MOJIeJTb TIO3BOJIWIA O0BEUHUTH KOJMYECTBEHHBIC
TIOKa3aTeNM Tra3000MeHa JHCTHEB (TI0 KOTOPOMY
4acTo OMPEIEISIOT (POTOCHHTES) ¢ TpeICKa3aHueM
MaTeMaTHUECKH OKHUIAEMON BEJMIUHBI (HOTOCHH-
te3a. OHa fana Gonee siCHOE MOHMMAaHHE TIOTy4eH-
HBIX PE3YJIBTATOB HCCIICIOBAHUA U UX JajbHEMIIe
SKCTpanonsimy. [Ipu 5TOM Takke OTMEUaloch,
YTO 3a MPOIIEIIIee BpeMs MOJEIb He TpeTepriea
CYIIECTBEHHBIX M3MEHEHUH, U IO CUX TIOp C €€ To-
MOIIIEIO MOXHO OIHACATh U OOBSCHHUTH Psiji HAOIO-
newnnii (Lenz et al., 2010).
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Ipespawenus npodyxkmos gpomocunmesa.
Jlpyroii Bompoc acCUMWIBIIMM YTJICKUACIIOrO rasa
BBICIIMMH PACTCHUSMH CBSI3aH C TPOOJIEMOM DKC-
TopTa MPOAYKTOB (POTOCUHTE3a M3 XJIOPOILIACTOB.
N3BecTHO, 4TO B XOf€ JHEBHOrO (hoTOCHHTE3a B
XJIOpPOITIACTaX MHOI'MX PAaCTCHHA CHHTE3HpPYETCS
kpaxmai. [lpu s3Tom, yem Ooblliee ero KoIMIecT-
BO HAKaIUIMBAETCsI B JIAHHOM KOMIAPTMEHTE, TeM
cinabee waeT mporecc (porocwHTE3a, TO €CTh Ha-
OJros1aeTCsl SIBHOE TOPMOYKEHHUE TPOIIECCa aCCUM H-
s CO,. OTyacTy, 3TO CBSA3aHO C TEM, YTO Ha-
pymiaercst 6aaHc MeXIy CKOPOCTHIO TOCTYIUICHUS
HeoOXOIUMOro KoimdecTBa opTrodocdara M 3KC-
TIOPTOM TPOAYKTOB (hOTOCHHTE3a (B BHIIE TPHO30-
(ocdaroB, B OCHOBHOM, AHOKCHAIETOH(OChaTa)
M3 XJIOPOIUIACTOB C HMX JaJbHEHIIMM HCIIONh30Ba-
HMEM I cuHTe3a caxaposwl (Paul, Foyer, 2001).
WHast mpuvMHA CHWKCHUS CKOPOCTH (DOTOCHHTE-
Traeckor accumuwimp CO, MOXKeT OBITH CBSI3aHa
C YMEHbBIIIEHHEM CBOOOJHOTO MPOCTPAHCTBA BHYT-
¥ XJIOPOIUIACTOB M CYIIECTBEHHBIMH W3M EHEHHSI-
MM B KOHICHTPAISIX U CKOPOCTSIX TepeHoca Heo-
OXomMMBIX Ui (PEPMEHTATHBHBIX PEAKIMA Be-
ecTB ¥ KOYaKTOpOB.

N36pITOYHOE KONMMYECTBO SHEPreTHYECKUX
SKBHBAJICHTOB, OOPa30BaHHBIX 3a CYET HHEPrur
COJIHEYHOTO CBETa, NOJDKHO OBITH TEpeIaHo 3a
Ipeesbl XJIOpoIIacTa Uil 00eCHeYeHus MpoLec-
COB POCTa U pa3BUTHA pacTeHui. Takoil TpaHCTIOPT
sueprmv B BuAe AT® u HAJI(D)H nporcxoaur c
HIOMOLIBIO JIBYX Pa3JIMUHBIX MeXaHm3MOB. [1epBbrii
BKITFOYAET TMepeHoc Tpro3odocdaTos, rIaBHBIM 13
KOTOpBIX SIBJSETCS JUOKcHanieToHpochar (doc-
¢donuokcuaneTon). B oOMeH Ha 3TO BHYTpb XJIO-
poriacta MyTeM aHTHIOPTa BHOCHTCSI HEOpTraHH-
yecknii ¢ocdar (0CBOOOKICHHBIM B PeaKIMsIX
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CHHTE€3a Caxapo3bl), KOTOPbIH KOMIEHCHPYET MO-
Tepto ¢ochopa B Bume Tpuo3odocdara (Paul,
Foyer, 2001). Dtor yenHOK paboTaeT B CBETOBOI
NIEPUOJ] BPEMEHH JTHS.

Hpyroit 4eNHOK, TO3BOJIAIONIMIA BBIHOCHTH
SHEPIHI0 W3 XJIOPOIUIACTOB, NMPEICTABIEH CHUCTE-
MO THKapOOHOBBIX KHUCJIOT, B KOTOPOH KITFOUEBast
poilb oTBefeHa ManaTy W acmapraty (Edwards,
Walker, 1983; Heldt, Pichulla, 2011). IIpu sTom
HallMiuie TIEPEHOCUHKOB JIMKAPOOHOBBIX KUCIIOT B
MeMOpaHe XJIOpOIUIACTOB MOXXHO OOBSCHHTH HE
TOJBKO 3THM TMPOLECCOM, HO M MHOT00OpPa3HbIM
UCTIOJIb30BaHUEM BHYTPH XJIOPOIUIACTOB OKCAJIO-
areTaTa, BO3BPAIIaeMoro B XJ0OpoIiacT B CBOOOI-
HOM BHWIE WIM B BHAE acraprara, MepeHOCAIIero
a30T st o0ecTieYeHrs BHYTPUXJIOPOIUIACTHBIX MO~
TpeOHOCTE! ¢  00pa3oBaHMEM, OIITh K€, OKCaJIo-
anerara (MBanwmues, 1997).

Hcue3HoBeHre B TeUYEHHWE HOYM W3 XJIOPO-
IVIACTOB Kpaxmajla, HAKOIMBILIETOCS 3a CBETOBOM
NIEpUOJ], CO BPEMEH KJIACCHUECKHX IKCIIEPUM EHTOB
HE BBI3BIBAIO OCOOBIX MuCKyccuil. OnHAaKo B Ha-
CTOAIIIEE BpPEMS YCTAHOBJICHO, YTO pPa3pyILlCHHE
KpaxMalia — 3TO CJIOKHBIH TPOIeCcC, KOTOPBIHA Mpo-
HCXOJUT B HECKOJIBKO ATAINOB TPU CKOOPIUHUPO-
BAaHHOM JICUCTBHMM Cpa3y HECKOJBbKHX (PepMEHTOB
(Stettler et al, 2009). bruoxumMudeckuii MeXaHU3M
COCTOMT B TIPUCOCJMHEHUH OCTATKOB (hochopHOI
KHCJIOTHI K OTAEIbHBIM OCTATKaM TIFOKO3HI (Y 3-TO
w1 6-r0 aTOMOB YIJIEPOAa) B COCTaBE aMWIO3bI
WM aMWIONEKTHHA. DTO TPOWCXOAMT TPH ydac-
THM TakuX (EpPMEHTOB, KaK IJIIOKaH-BOjA-
JnuKuHa3a U ocdormokan-Boaa-aukuHasa. Jlanee
NP y4acTHH ellie 1ecTr pepMeHTOB 00pa3yroliy-
ecsl B KOHEUHOM HTOTe MaJIbT03a U TIIIOKO03a C TI0-
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MOIIpI0 crierpraeckux nepeHocunkos (MEX1 —
U1 ManbTo3bl ¥ pGleT — 1718 TITFOKO3BI) TPaHCTIo-
PTHUPYIOTCSI B LIUTO30J1b, B TO BPEMS KaK IJIFOKO30-
1-pocdat BBIHOCHTCS W3 XJIOPOIUIACTOB TIO HESIC-
HOMY MexaHmMy. CuuraeTcsi, 4TO Ha OO Majlb-
TO3bI MPUXOAUTCS NpuUMeEpHO 85% BKCHOpTHpYye-
MBIX YTTIeBOAOB (pHC. 5).

BriHeceHHass W3 XJIOpOIUIACTOB MaJlbT03a
pacIieIuieTcs 10 TIIFOKO3BI ¢ Mpeodpa3oBaHMIMH
B TIIOK030-6-Pocdatr — ¢pykTo3o-6-docdar u
JaJbHEHIIAM CHHTE€30M Caxapo3bl — IJIABHOTO
TpaHCHOPTHOro yriesopa pactenuil (lBanmies,
20178). OtyacTtu QochopmpoBaHHEIE MOHOCA-
Xapuabl MOTYT BKJIFOYATHCS B MPOIECCHI TIMKOIH-
32 W OKHCIIMTEJILHOrO TeHTo30dochaTHOro myTu
11 obecriedeHus TOTPeOHOCTE B DHEPrHM N
IPOAYKTax MeTadonm3Ma /s CHHTe3a WHBIX Be-
mecTB. Mcnonp30Banrue caxapo3bl BO3SMOXKHO 0J1a-
rozaps akTUBHOCTH JIBYX (Dp€pMEHTOB — MHBEPTA3bl
(pacmerusiromiei yriieBoa MpHU y4acTUX BOIBI Ha
TJIFOKO3y M ()PYKTO3y) WIM Caxapo30-CHHTAa3bl B
COOTBETCTBYMOIICH peakimu. [IpucyrcTBue pa3iu-
YHBIX m30(OopM 000OMX YKa3aHHBIX (DEPMEHTOB B
Pa3HBIX OpraHax M TKaHiX, a TAKXKe HAJIMYHEC MEM-
OpaHOCBSI3aHHBIX (OPM O0ECTICUHMBACT IIHMPOKHE
BO3MO)KHOCTH TI0 WICTIONE30BAHHMIO CaXapo3bl, MPH-
4eM HWHBEpTa3a, Mo-BUIMMOMY, MTPAET BEIYIIyIO
POJIb B MPOLIECCE HMCTIONB30BAHMS Caxapo3sl in VIVO
(MBanumes, 20178).

Takum 00pazoMm, OMOXUMHUECKHE MEXaHU3-
MBI Tporecca (POTOCHHTETUIECKOH aCCUMWISAIMN
HEOpraHM4EeCKOro yriieposia M NpeBpalleHud Iep-
BUYHBIX TPOTYKTOB (POTOCHHTE3a, HECMOTPS Ha
Ka)XYIIYIOCs TOJHOTY HCCIICJOBaHHIA, MOCTOSHHO
JIOTIONHAIOTCS HOBBIMH TPEICTABJICHUSAMH, KOTO-
pble TIO3BOJSIFOT HaM TOHATH OOJee TECHBbIC B3aM-
MOCBSI3H MEXIy TaKHMH XapaKTePHCTHKaMH, KaK
VHTCHCUBHOCTH (POTOCHHTE3a U TPOTYKTHBHOCTD
PacTEeHHIl B CAMBIX Pa3HBIX aCTIEKTaXx.

3axnrwuenue

doTocuHTE3 — OCHOBHOW MyTh, ONaromaps
KOTOpOMY 00pa3yeTcs MOAaBIIONas Macca opra-
HUYECKUX COCJIMHCHMUA Ha HaleH mianete. B He-
JaBHEM 0030pe, TOCBSIIEHHOM JIOCTIDKCHUSAM B
ucclieIoBaHiM  (DOTOCHUHTE3a, OTMEYaloch, 4YTO
NPOJIYKTUBHOCTh PACTEHHI OMpENIeNsieTCS HeCKO-
JBKUMHU COCTABIISIONIMMH, CPEJIU KOTOPBIX Ono(u-
3M4eCKHe M OMOXMMHYECKHE MEXaHW3MBl WTPatoT
KITIOYEBYIO POJIb HA BCEX YPOBHSAX YCBOCHHUS DHEP-
rud conmHevyHOro cBera pactenmsimu (Fliigge et al.,
2016).

W3noxxeHHoe BBIIIE NPUBOAWT K BBIBOLY O
TOM, YTO MHOTOYHUCIICHHbIE K MHOTOOOpa3HbIE pe-
3y/IbTaThl  HCCJEN0BaHUS (DOTOCHHTETHIECKOrO
npoliecca Bce ellle HeIOCTaTOYHbI J1JIsl TOT0, YTOOBI
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OBJIAACTh MMH OJI1 HUCIIOJIb30BaHUA B OHOTEXHOIIO-
THICCKHX LCIIAX.
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PROBLEMATIC QUESTIONS IN BIOCHEMISTRY OF PHOTOSYNTHESIS

V. V. Ivanishchev

Lev Tolstoy Tula State Pedagogical University
(Tula, Russia)
E-mail: avdey_VV@mail.ru

The article is devoted to the analysis of modern information in the field of biochemical mechanisms
of photosynthesis. It is shown that our knowledge of these processes is still incomplete or limited.
This concerns the process of oxygen release during photosynthesis, CO, assimilation, manifestations
of C,-photosynthesis. It is noted that the modern interpretation of the chemiosmotic theory is still
not completed. Herewith a single (admittedly) mechanism of ATP formation is due to different
modes of operation of electron transport chain of photosynthesis, referred as non-cyclic, cyclic and
pseudocyclic electron transport. It is concluded that in general, numerous and diverse results of
study of photosynthetic process are still insufficient to master them for use in biotechnological

purposes.
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Crarrid mpucBSYeHA aHAN3y Cy4YacHHX BITOMOCTEll y raimy3i O0i0XIMIYHHX MeXaHi3MIB (OTOCHHTE3Y.
INoxa3zaHo, 10 HamI 3HaHHS TPO IIi MPOIECH Bce e HemoBHI a0o oOMexeHi. Lle cTocyeThes mp o-
1ecy BUAUICHHS KUCHIO TpH ¢oTocuHTesi, acumiminii CO,, nposiBiB Cy-¢poTocunTesy. BimsHaueHo,
0 CydJacHe TIyMadeHHS XeMIOCMOTTHYHOI Teopii 3aBepIeHe He noBHicTo. [Ipn nmeoMy emmHUiA (32
3arajJbHUM BH3HAHHAM) MexaHi3M yTBOpeHHS AT® 3yMoBIeHHH pi3HUMH peXKHMaMU pOOOTH eleK-
TPOH-TPAHCTIOPTHOTO JIAHIIOTa (OTOCHHTE3Y, IO MO3HAYAIOTHCS SK HEIUKIIYHUN, UUKIYHUN i
MICeBAOMUKIIYHAN TPAHCIOPT EIEeKTPOHIB. 3pOOJICHO BHCHOBOK, IO B IUIOMY YHCIICHHI 1 pi3HO-
MaHITHI pe3yibTaTH JOCHIDKEHHS (OTOCHHTETHYHOTO MpOIlecy BCE If¢ HEJOCTAaTHI AL TOro, 00
OBOJIOJITA HUMHU I BAKOPUCTAHHS B OI0TEXHOJIOTIYHUX LIUISIX.

KarouoBi cioBa: gomocunmes, euodinenmns xucuio, xemiocmomuyna meopis, acuminayis CO»,
npooyKmu pomocunmesy
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