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I. BBEAEHHUE

[Ipomecc 6mocuHTe3a XI0podriIia CIYKUT OCHOBOW (hOPMHUPOBAHUS
(hOTOCHHTETHYECKOTO armapara, 00eCIeqnBaroniero GyHKIIMOHUPOBAHUE
(dhoTocuHTE3a, a CIIEI0BATEIBHO, 1 CaMO CyIIIecTBOBaHUe Onocdeprl. bro-
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oOHapy»XeH y IMaHO0aKTepHid, 3eIEHBIX BOIOPOCIIEH, MXOB, TAITOPOTHUKOB
Y TOJIOCEMEHHBIX. JlpyToii, 6oJee CIIOKHO PEeryIHPYEMBIi, ITyTh 3aBEpIIIe-
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COOR, COOR,

Puc. 1. CrpykrypHbie GpopMyIibl MOJIEKyYIT poToXiIopodmuia(uaa) — A u xuopodui-
na(una) - b. R, pasno CH,~CH, nis MoHOBHHWIBHOM (popMbl nurmenta u CH=CH, —
IJIs IMBUHKIBHO# QopMmbl. R, pasno C, H,, ans mporoxsopoduina u xnopoduiia 1
COOTBETCTBYET aTOMY BOJIOPOAA ISl HPOTOXIOPODIILIHAA U XJIOPODHILTHIA.

HUSL OMOCHHTE3a XJIOpOQHIUIa U3 MPeIIIeCTBEHHUKA OCYIIECTBISETCS
B XOJI¢ CBETO3aBUCHMOI peakiuu (y BCeX BBICHIMX PACTEHUH a Takxke
Yy HEKOTOPBIX HHU3IINX PACTCHUH U TOJOCEMEHHBIX). 3aKIIOUUTeNbHas
CBETO3aBHCHMAs CTaaus OMOCHHTE3a XJopoduiia AaBHO MpUBIEKaIa
MHTEpEC UccieqoBarTesiel — MPOCTHIM I1a30M MOKHO YBUIETh MTHOBEHHOE
MOSIBJICHHE 3€JICHOW OKPACKH IPY OCBELICHUH BBIPOCIINX B TEMHOTE (3THO-
JIMPOBAHHBIX) IPOPOCTKOB PACTCHUH.

HenocpencTBeHHBIM MpeAIIECTBEHHUKOM XJIOPO(UIIa CIYXKHUT
NpOTOXJI0po(UILI, TOUHEEe ero OecuronbHas Gopma — MPOTOXIOPOPHII-
mun (Ilxan). Crpykrypabie Gopmynsl xjaopodunna(uaa) U MpoToXjo-
podmmma(una) (puc. 1) ObUTM yCTaHOBIEHBI OJarofapsl aHATUTUISCKUM
U CUHTETHYECKUM uccienoBaHusm @uiepa [1-3].

X10pohHiT U ero NpenlIeCTBEHHUK SIBISIOTCS MarHUH-nopdupu-
HaMu. MoJeKyIbl IPeICTaBISIOT cO00H 3aMKHYTYIO TETPAITUPPOJIEHYIO
cuctemy (muppoibHbIe Koabia A, B, C, J1) ¢ conpsikeHHBIMU TBOMHBIMHU
CBsI3MU. YeTbIpe MUPPOIIbHBIX KOJIbLA COSAUHEHBI MEXy COOOH METH-
HOBBIMH MOCTHMKaMH, 110 ntepeupru G0IbIIOr0 KOJIbl[a UMEETCSI BOCEMb
3aMeNIaIuUX rpynn. JomoNHNTeIbHOE TOMOLMKINYECKOe KOablo E
uMeeT KapOOHMIIbHBIN KUCIIOPOJ U 3TepepULUPOBAHHYI0 METHIOBBIM
CITUPTOM KapOOKCHIIBHYIO TpyIry. Mojekyna nporoxiiopoduiiia(uma)
OTIIMYAETCS OT MOJIEKYJIbl XJIOpohMIIa(uaa) OTCYTCTBUEM JBYX aro-
MOB BOJIOpOJa B MOJNOKeHHU 17—18 4eTBepTOro MuppoNbHOrO KOJbIla
(vompria D) maxporukna (puc. 1) [1-3]. Takum obGpa3om, B OCHOBE
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3aKJIIOYHMTENILHOTO dTana OMOCHHTE3a XJIOpOoQUIlIa JISKUT PeaKius
(OTOXUMHYECKOU M'MIPOTEHNU3AIIH [TOTYU30IUPOBAHHON JIBOMHHOM CBS3N
C17-C18 B MorneKyIie mpeAmnecTBeHHIKa. BoccTaHOBICHUE ATON CBSI3U
NOPQHUPHHOBOTO MAKPOIMKIIA COMPOBOXKAAETCS CYIIECTBEHHBIM H3MEHE-
HUEM CUMMETPHUUN MOJICKYJIBI U BCIICACTBUC 3TOT0 — UBMCHCHUECM CIICKTpa
MomIoIICHHA C PE3KUM YCHIICHUCM HHTCHCUBHOCTHU ZIHI/IHHOBOHHOBOﬁ
MOJIOCHI B KpacHO# obOnactu cnekrpa. HoBoe cBoiicTBO xpoModopa
(XJIOpMHOBOTO THUIA) HE TOJIBKO MOBBHIMAET CIIOCOOHOCTH MOJIEKYIBI K
MIOTJIOIICHHUIO CBETA B IMPOKOH CIIEKTPaIbHOM 001acTH, HO M OTIpeiesisieT
ero (yHKIMOHAIbHYIO aKTHBHOCTB: yYacTHE B aKT€ 3axBaTa SHEPIHH
CBETa, IEPEHOCE SHEPTUH MEKTPOHHOTO BO30YKIICHNUS, pa3elICHUH 3apsi-
JIOB B PEAKIIMOHHBIX EHTpax (OoToCHHTE3A.

BruttoueHne cBeTO3aBUCHUMOM CTaJnH, MTO3BOJISIONIEH PErylnupoBarh
CKOPOCTh OMOCHHTETHYECKOIO MPOIIECCa, MOKHO paccMarpuBaTh Kak
Ba2)XKHOE IBOJIFOIIMOHHOE JOCTHKEHHE BCEX BRICIINX pacTeHnid. OHo obec-
MEeYNBAET BO3MOXXHOCTH PETYNSIMHA HE TOJNBKO Ipoliecca OMOCHHTE3a
xJopoduILIa, HO ¥ pa3BUTHUS pacTeHus B IientoM. [Ipopacranue pacTeHui,
WX «TIOSIBIICHUE Ha CBET)» COMPOBOXIAETCS OBICTPHIM (HECKOIBEKO YacOB)
dhopMupoBaHHEM Bcero (POTOCHHTETHIESCKOTO armapara, o0ecIeqnBaio-
MM €r0 CaMOCTOSITEIEHOE aBTOTPO(HOE CYIIIECTBOBAHHE.

IlepBOoHAYAIBHO 3aKITFOYUTENBHBIN dTan OMOCHHTE3a XJIopoduIia
paccMarpuBacs B YICTO XMMUYIECKOM acTieKTe — Kak 3JeMeHTapHas (hoTo-
XUMHYECKas peakiys, 3aBepIaoniasi IOCTPOCHHUE MOJIEKYJIbl TMTMEHTA.
OnHaxo, 1o Mepe pa3BUTHS UCCIIEIOBAHHH, CTAHOBHIIOCH SICHBIM, UTO TaK
K€ KaK U IIpu (bOTOCI/IHTe?;e, Y4aCTHUKaMH pC€aKIuu CJICAYCT CUUTATh HE
M30JIMPOBAaHHBIC XPOMOQOPHI, a CIIOKHBIC TUTMEHT-0SITKOBBIE KOMILIEKCHI.
IIpobGnema OuocuHTE3a XJOPOGHUIIa MOKET pacCMaTPUBATLCS Kak
yacTh Oonee obmield mpobiieMbl OHoreHe3a (pyHKIMOHATBHO aKTUBHBIX
CTPYKTYp OTOCHHTETHYECKOTO armapara. B CBs3u ¢ 3TUM eCTECTBEHHO
BO3HHKAET BOMPOC O clielM(PUIecKuX MyTsIX OMOreHe3a MUTrMEHT-0eIKO-
BbIX KOMIUIEKCOB aHTCHH 1 PEAKIIMOHHBIX LICHTPOB IBYX (I)OTOXI/IMI/I‘-IGCKI/IX
cucteM (QOTOCHHTE3A.

CpaBHUTENBHO HEJABHO YIAIOCH OCYIIECTBUTh PEAKIIUIO TIPEBpallie-
HUSI IPOTOXJIOPOPHIUINAA B XJIOPO(UILTHI B HCKYCCTBEHHO COOpaHHBIX
komIuiekcax. OHaKo peabHas KapTHHa (GOTOTpaHCPOpMALU TUTMEHT-
0EeJIKOBBIX KOMIIJIEKCOB, ITPOCIICKUBAEMAas! CIIEKTPOCKOIMYECKH Ha LEIIBIX
JUCTBAX PACTCHHMH OKa3ajach ropasfo CIOXKHEE, YeM B MOJEIbHBIX
CUCTEMaX.

CxeMmsl myTei OnocruHTe3a XJI0podUIlIa, MpeICTaBICHHBIC Pa3HBIMHU
aBTOpaMH, CBUIETEIHCTBYIOT O MHOTOCTYTIEHUYATOCTH U Pa3BETBIICH-
HOCTH IIPOLIeCcca, UIYIIEro B )KUBOH KJIETKE, a TAKXKE O CYIIECTBOBAaHUH
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HECKOJIbKHX TyTed TpaHCHOopMaIud KOMIUIEKCOB IPEIIIeCTBEHHIKA
xJiopoduiia B TUTMEHT-0EIKOBbIE KOMILUIEKCHI XJIopoduna. Crnox-
HOCTh mpolecca GoToOMOCHHTE3a XJIopoduiia B )KUBOH KJIETKE B
3HAUUTEJILHON CTEIEHHN OonpeacIACTCa CTPOCHUEM, COCTOIHUEM U I'CTC-
POTS€HHOCTBIO HI/IFMCHT-6CHKOBBIX KOMIIJICKCOB MpEAMCCTBECHHUKA
xJIopoduinia, cPOPMUPOBAHHBIX TIEPE]] CBETOBOM cTaaueii. Hacrosmuii
0030p MOCBSIIIEH podieMe CTPYKTYPbI U GYHKIHH (HOTOAKTHBHBIX KOMTII-
JISKCOB TpoToxyopoduiuia(Maa) ¥ UxX poyiM B Impolecce oOpa3oBaHUs
xJopo¢uIa.

II. K UICTOPUU NUCCIIEJOBAHUSA ITUT'MEHT-BEJIKOBOI'O
KOMIUIEKCA MTPOTOXJIOPODUIIJIA

OTKpBITHE MIPEAIIECTBEHHUKA XJIOpO(UILIA U IEpBOHAYATIBHOE H3YUCHHE
€ro MpeBpalleHus B XJOpO(UIT BO MHOTOM CBSI3aHBI C UIMEHAMHU OTe-
yecTBeHHBIX uccnenoBarencit: K.A. Tumupszesa, H.A.Mounrtesepae u
B.H.JTrobumenko (KpaTKuil ucTopudeckuii 0030p 0TeYeCTBEHHBIX UCCIIe-
JIoOBaHUU cM. B pabore [4]).

XapaxTepHoi 0cOOEHHOCTBIO 00pa30BaHusI XJIOPOHILIA SBISIETCS TO,
YTO TOT MPOLECC OCYLIECTBIAETCS JIUIIb B EMOCTHBIX OMOJIOTHYECKUX
CUCTEMaXx — JINCThSIX PACTEHUI U X ToMOoreHarax. DoTOXUMHYECKYIO peak-
U0 IPEBPAICHHS TPOTOXJI0OpodriLTa(1aa) B XJI0pohmnI(1I) B IPOCTHIX
CHUCTEMax — pacTBOpax, 0 CHX IMOp HE yIAaeTcs OCYIIECTBUTh. YKE B
CaMBIX paHHUX paboTax ObLTO YCTAaHOBJIEHO, YTO OMOCUHTE3 XJI0podhriia
MPOTEKAET B CIICUANBHBIX HATHBHBIX KOMILIEKCAX MUTMEHTA C HEKUM
HOCHUTENIeM, 00eCTIeYnBaIONUM €r0 (PH3NOIOTUIECKYI0 aKTHBHOCTDh U
XapaKTepHBIE CIIEKTpaIbHbIC CBOMCTBA in vivo. Emie JIFroOnMeHKo BEICKaA-
3BIBaJl MBICJIb, UTO CHeNH(pHKa TPOTOXJIopodrinia U XJopodmuia B
PaCTEHUU OMpEEIsIeTCs HATNINEM MUTMEHT-0EIKOBOTO COSOMHEHMS
[5, 6]. ®usnonorniyecku aKTHBHBICE HATHBHBIC KOMIUICKCH Ha3BaJIH
TOJIOXpOMaMH (OT TpeuecKux ciioB: holos — 1enbrit 1 chroma — 1Ber) [7,
8]. KpacuoBckuii u Kocobymkast BriepBble CyMenH MOTYyYUTh aKTUBHBIC
9KCTPAKTHI TaKUX KOMIUIEKCOB MPOTOXJIOpOoduIIa B BOAHOH cpeae [9,
10]. B ucciemoBaHHBIX MU «KOJUIOMAHBIX PacTBOPax» BEIICCTBA ITHO-
JIUPOBAHHBIX JUCTHEB MPOTOXJIOPOPHIIT XapaKTepHU30BaICs MOJIOCOH
noryonieHus npu 637 HM, B TO BpeMs KaK B CIIEKTPaXx MOTIOMIEHHS IIETIBIX
STHOIUPOBAHHBIX JIUCTHEB OOHAPYKUBAJICS M Oojee JJTMHHOBOIHOBBIH
MakcuMyM — mipu 650 HM. [IpoToXI0podHIIT KOTOUIHBIX PACTBOPOB
coxpaHsi QOTOXMMHUYECKYIO aKTHBHOCTb, TIPEBPAIIAsCh 0] JEHCTBUEM
CBETa B XJIOPOPHILIL

Briaenenne npotoxnopoduii-0eKoBOro KOMIUIEKCa B IVIHLIEPHHE
OBLIO OocymecTBIeHO B paborax Cmura [8, 11]. [lomoxeHrne 0CHOBHBIX
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TMOJIOC MOTJIOIIEHHUS BBIICTIEHHBIX YACTHUIL IIPOTOXJIOPOPHILI-TOIOXPOMaY
3aBHCEIO OT BUJIA PACTCHHIA U TEMITEPaTyPHBIX yCIOBHH BblIeieHus. CMUT
u benunTc, uccienys remreparypHyr0 3aBUCUMOCTh PEaKIIUH IIpeBparle-
HUSI TPOTOXJIOPO(DUILIA B XJIOPODUILT, 0OHAPYKUIIH, YTO TEMIIEPATYPHBIN
KOS PUINEHT NHAKTUBAIIMY 3TOW PeaKklMH COBIAaeT C TeMIIepaTypPHBIM
ko3 ureHToM AeHaTypanuu HekoTopsix OenkoB [12]. [To3nnee, ¢
nomouipio auddepeHnranbHOro NeHTpudyrupoBaHus, ObUTH MOTYYCHBI
poToxJIopoduLI-6enKoBbIe KoMILIEKCH [13—17], xapakrepu3yrompecs
CHEKTPaMH HOINIOLIEHHUS, ONU3KUMU K CIIEKTPY LIEIO0T0 STHOTUPOBAHHOTO
nmcTa (MakcuMyMsbl ipa 637 1 650 HM), OJHAKO, KOPOTKOBOJIHOBBIN MaKCH-
MyM ObLI1 00Jiee MHTEHCHBHBIM.

[To3nHee ObTO YCTAaHOBIIEHO, YTO MPEALIECTBEHHHUK XJI0podmIa B
JIMCTBSX PACTEHHH NpeACcTaBiIeH OechuTonbHON (HOpMON MUTMEHTa — POTO-
XJIOPO(UILIHIOM, U TAKUM 00pa3oM, (POTOXUMHUYECKast peaKLysi IPEICTABIISIET
co001i TpeBparteHre MpoToxIopodwHaa B xiopodummz [ 18, 19].

II. ©OTO®EPMEHT HAJI®H-IPOTOXJIOPO®UJIJINI-
OKCHUJIOPEJYKTA3A (IIOP)

B cemuuecaTsix rojgax mpouuioro Beka B jabopaTopuu mpodeccopa
I'puddurca B bpucronsckom yHUBepcUTETE OBIIM MPOBEACHBI HCCIIEIO0-
BaHMS, TO3BOJIMBLINE BBISICHUTH NPUPOLY JTOHOPA BOAOPOXA B PEaKMH
(hOTOBOCCTaHOBICHHS MPOTOXJIOPOGHIUIHIAA U COCTaB aKTHBHOTO IIUT-
MeHTHOro Komrutekca. [ puddurc mokazan, uro modasnenne HAJIDH k
MeMOpaHaM 3THOIUIACTOB KyKypPY3bl U SIMEHS IPUBOJUT K PEBPAILECHUIO
HEAaKTHUBHOTO MPOTOXJopodmuinga (MaKCUMYM IOTJIOIIEHUS OKOJIO
630 HM) B ero akTHBHBIE ()OPMBI C MAKCHMYMaMH TOTIIOMIEHHS OKOJIO
640 u 652 uMm [20, 21]. Bo3HukI0 mpeamnoioxkenne 06 oOpa3zoBaHUU
aktuBHOTO KomIuiekca HAJI®H-6enok-IIxnma, B koropom HAJIOH
MOXXET OBITh BOCCTAaHOBHUTEJEM B peakuuu npespauieHus [Ixax B
xnopodumnun [20]. Mcnonb3yst SK30Te€HHBIA MPOTOXJIOPODHILTHA U
meuensid TputieM HAJIOH, I'puddurc n Memnecton vanum [22], uto
B Ipernaparax MeMOpaH 3THOIUIACTOB 00pa3yeTcs MEUCHBIH TPUTHEM
XJIOpOoPUILIHA. DTO SBUIOCH MPSIMBIM JOKA3aTelbCTBOM TOTO, YTO
cnenu(uIecKuM BOCCTAHOBUTENIEM B (POTOIH3UMATHYCCKON PEaKIiH
obOpasoBanus xjopodwmuiuaa in vivo seisercs HAID®H. I'puddurc,
JeTaIbHO UCCIeOBaBIINi oToBOCcTaHOBIEHKE [1XI1]] B HICKYyCCTBEHHOM
AKTUBHOM KOMIUIEKCe, BKItodatonieM mnpotoxiaopodumnua, HAJIOH u
MeMOpaHbl 3THOIUTACTOB SYMEHs, Ha3Basl (epMEHT, KaTalu3upyIOLui
(hOTOBOCCTAHOBIICHUE MPOTOXIOPOGHILTUIA, TPOTOXJIOPOPHILTHI OKCHIO-
penykraszoii (ITOP) [23].
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ITeproHauanbpHO cuutanu, uro Goropepment [IOP pacnpocTpaneH
TOJIBKO Cpely MOKPBITOCEMSHHBIX pacTeHHi. K Hacrosmemy BpemeHU
BBIICHUIIOCK, 4TO [TOP siBisiercst yHuBepcanbHbIM (GoTOhepMEHTOM, UMEIO-
IIMMCS Y BCEX BU/IOB PACTEHHH — OT IMAHOOAKTEPHil 10 BBICIIINX PACTEHHUI
[24-26]. B mocneaHue rofsl pa3BUTHE MOJEKYISPHO-OMOIOTHUYECKHUX
METOJIOB, B TOM YHCJIE METOJIOB TeHHON WH)KEHEPHH, TO3BOJIMIIO TIOTYUUTh
P LIEHHEHIINX JaHHBIX O CTPOEHUH OEITKOBOTO KOMIIOHEHTa aKTUBHOTO
MUTMEHT-0CJIKOBOI'O KOMILIEKCA MPEANISCTBEHHUKA XJIOPOHUILIA.

MomnexynspHas macca nonunentuga [1OP, paBnas 36 x/la, Obuia
He3aBHCHUMO omnpefenieHa B padbotax Onusepa u [ pudpurca [27] u Anens
c coasrt. [28]. C nomouipto renp-3nekrpodopesa OblI0 00HAPYKEHO JBa
nonunentuna [IOP ¢ monexynsiproi maccoit 35 u 37 x/la [29].

[1OP xomupyeTcs B iApE U TPAHCIUPYETCS B IUTOMIIa3My B Buze Oosee
BBICOKOMOIIEKYJISIpHOTO TipeiiecTBeHHuka (41-44 xJla) [30], koTopsrit
UMIIOPTUPYETCS B INIACTU/IBI Uepe3 I1acThIHy o 00omouky [30-32]. Tpan-
3UTHBIN Oenok (oxono 8 k/la) oTpesaeTcs cTpoManbHOM MenTruaa3oil, B pe-
3yJBTaTe 4ero o0pasyercst JepMEHT ¢ MOJIEKYIIIPHBIM BecoM Okoio 36 k/la.

MOJIEKYJISIPHASI CTPYKTYPA

Pe3ynbraThl nMcciienoBaHNl aMUHOKHCIOTHONW TOCIEA0BATEIbHOCTH
[33—34] u BropuuHoit cTpykrypsl [IOP [35] no3Bonunu caenaTts BBIBOJ,
YTO 3TOT (PEPMEHT MPUHAIESKUAT K CEMEUCTBY aJKOTONBIACTHUAPOTEHA3
KOPOTKOIIETIOYEYHBIX CIIUPTOB cyTiepceMeiicTBa hepmeHToB «RED» (pemyk-
Ta3bl — SIIUMeEPa3bl — JeTUAPOTeHAa3bl), KOTOPOE TaK)Ke Ha3bIBACTCS CyTIep-
cemetictBoM «SDR» (Short-chain Dehydrogenases-Reductases) [33, 36].

DepMeHTHI ATOTO ceMelicTBa B OCHOBHOM IPEICTABISIOT CO00i
roMonuMepsl wiu romorerpamepsl [37]. Orn karammupyior HA JIO(H)
n HAJI(H)-3aBucuMBbIe peakIiuy, BKIIOYAIOIIHE MEPEHOC THAPUA-HOHA
¥ npoToHa. JJIT HEKOTOPBIX WICHOB 3TOTO ceMelicTBa (PepMEHTOB ObLIa
ompeneeHa Kpuctamumdaeckas cTpykrypa [38, 39], u oM 3aTeM HCIIOIb-
30BaJINCh B Ka4eCTBE MIA0JIOHA JUISI CO3/IaHUS TOMOJIOTMYECKOW MOAEIH
ITOP [40]. ABTOpPBI IPEIOKUIN TPEXMEPHYIO MOJIENb CTPYKTYPHI TPOH-
Horo komruiekca [Ixna-HAJADH-IIOP Synechocystis Ha ocHOBE CTpPyK-
TypHO# Tomonoruu mexay IIOP u Genkamu cynepcemeiictBa «RED»
(puc. 2). IBe ocHoBHBIE 0coberHOCTH 0TIH4atoT [IOP oT npyrux wieHoB
ceMelcTBa KOPOTKOLIETIOYEYHBIX JIETHIPOTreHa3-PeayKTas3:

1. Ucnonp3oBanue noppuprHa B KadecTBe cyOcTpara.

2. Crporasi 3aBUCHMOCTb aKTUBHOCTH (pepMEHTa OT ACHCTBUSI CBETA.

[epBuunas crpykrypa [IOP Opiia BepBbIe onpeseneHa no KoMmiuie-
mentapHoit IHK rena I1OP sumens, xnonuposanHoro B Esherrichia
coli. TIOP Bxmrouaer 388 a.0. u 74 a.o. Tpan3zuTHoro Oenka [41]. OHa
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Puc. 2. Monenb BropuuHOi cTpyKTypsl Monekyisl IIOP [40].

CTpyKTypa COCTOMUT U3 LIEHTPAJIBHOTO MapajuIeIbHOTO P-CKJIaAuaToro cjos,
BKJIFOYAIOIIEro 7 B-merneil, OKPY>KEHHOTO JEBATHIO 0-CIUPAISIMHA. YHHKAJIBHON 0CO-
6ennoctbto [TOP o cpaBHenuto ¢ npyrumu wieHamMu RED cynepcemeiicTsa siBisieTcs
BHEIHsIsE meTist (33 a. 0.) MeXIy MATOH U MIeCToi P-mernsiMu, 0003Ha4YeHHAsT Ha
pucynke kpacHeiM 1nBeToM. HAJIOH BkirouaeTcst ¢ aMHHO-TEpMUHAIBHYIO 9acTh
MOJIEKYIbl (hepMeHTa.

XapaKTepU3yeTCsl BHICOKHM COAEpXKaHHEM OCHOBHBIX a.0. U OOJBIION
noineit ruapodo6HbIX aMmuHOKUCITOT. Bee ITIOP Beicnx pacTeHuit comep-
*aT deTpipe koHcepBaruBHBIX Cys octarka (119, 170, 280 u 307), 3a
uckimodennem [1OP ropoxa, kotopas B mosutiuu 170 cogepkut Asp. Y
3eJIeHbIX Bojopociiel u rmanooakrepuit [IOP uMeeT H0NOIHUTEIBHBIH,
HO HE KOHCEPBAaTUBHBIM UCTEUHOBBIN ocTaTok. [1o kpaiiHeil Mepe, onuH
M3 KOHCEPBAaTHUBHBIX IMCTEMHOBEIX OCTaTKOB, ckopee Bcero Cys-307,
MOXET 6I)ITI> BOBJICUYCH B CBs3bIBAHUC HX)'I)I, KaK IMoKa3aJi SKCIICPUMEHThI
¢ ucnonp3oBanueM MeueHoro N-penmnmanenmuna [31, 42]. C akTHBHBIM
CaliTOM SH3MMa BJIEKTPOCTAaTHYECKH CBsi3aHa C  -PONMMOHOBas TPyMna
[Ixnna [43].

BTOPUYHA CTPYKTVYPA I1IOP

s BBISICHEHHS BTOPUYHOM CTPYKTYpHI (pepMEHTa OBII UCTONB30BaH
METOJI KpyroBoro auxpousma B YD-oomactu [35]. MccnenoBanus o4uIieH-
Hoit MoHOMepHO# [TOP noka3anu Hanuuue B Helt 33% a-cnimpaneit, 19%
B-ckmaguarbix cioes, 20% moBopoToB 1 28% HEPETryIsIPHON CTPYKTYPHI.
VYHaukanbHo# ocodeHHOCThIO [IOP 1Mo cpaBHEHMIO C APYTHMMHU WiIEHAMH
cynepcemeiictsa RED cynepcemelicTBa sBIseTCs HATMYUE BHELITHEN TH/I-
pohoOHOM TN MEXKY TSTOU U IIECTOH -1ensMu, BKIro4aroreii 33 a.o.
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B pabotax [40, 44] ObLIO BbICKa3aHO HPEATIOIOKEHHE, YTO 10 aHAJIOTUH C
JIpyTuMH pepMEHTAMU TPYIITHI AJIKOTOJIBAECTHIPOreHa3 KOPOTKOIETIOYed-
HBIX CITUPTOB, CTPYKTYPa KOTOPBIX BBIICHEHA C TIOMOIIIBIO PEHTT€HOCTPYK-
TYPHOTO aHalu3a, MPOTOXJIOPO(HIIT OKCHIOPEAYKTa3a COCTOUT U3
HEHTPAILHOTO MapalIeIbHOTO (-CKIaI4aToro ciosi, IOCTPOSHHOTO U3
cemu P-1ernei, OKPYKEHHOTO JIEBSITHIO O-CIHpalsiMU. [ oMoJorudeckas
mozenb [TOP Synechocystis 6pl1a cozaana ¢ KCMOIb30BAaHHEM B KAUECTBE
CTPYKTYPHOI MaTpuIIbl 70-THAPOKCUCTEPOUTHOM leruaporenassl £. coli
(puc. 2) [40]. ITo cBorM XapakTeprUCTUKaM NPEATIOKEHHAs MOJIENIb COOT-
BETCTBYET IOOYISPHOMY PacTBOPHUMOMY OEJIKY, B CTPYKTYpe KOTOPOTO,
B aMHHO-TEPMHUHAIBHON 00JIACTH, CONEPKHUTCS TUMIUIHAS y3Kas CKIIaIKa,
csizpiBatonias kogakrop HAJI®H («Rossman foldy»). Tounas dyHkrims
MIMPOKOH TuIpodOOHOI BHEIIHEH NeTnn (KpacHas JTMHHUSA Ha PUCYHKE)
HE ICHA, OJTHAKO, BBICKA3bIBAIOTCS MPEATIONIOKECHHS, YTO OHA YIaCTBYET
B cBs3bIBaHMH [IXn7a, B TPOTEUH-MIPOTEMHOBOM B3aWMOJEHCTBUH,
WJIM OTBEYAET 3a CBsI3b (DepMeHTa ¢ MeMOpaHoil («3askopuBaHue» dep-
MeHTa) [35].

CpaBHUTENHHO HENABHO OBLIO TOKa3aHo, uTo aktuBHas [1OP in vivo
HaXOIWUTCS B arperHPOBAaHHOM (TMMEPHOM) COCTOSTHHH [45, 46]. ABTOpPEI
TOJIararoT, YTO0 UMEHHO AuMepHoe coctostHue [TIOP crmocoOcTByeT arpe-
ramuu [Ixum.

AKTUBHBIA CAWT IIOP

B nocnenHue rozsl MHOIHE yU€HbIE IIBITAIOTCS IIOHSITh MEXaHU3MBbI PEaK-
1M (POTOBOCCTAHOBIICHUS! IPOTOXJIOPOGMHILINAA, UCTIONB3YS HCKYCCTBEH-
HbIE (PEKOHCTPYUPOBAaHHBIE) TPOHHBIE KOMILIEKCHI, BKIIOYAIOIIHE OCHOB-
HbIE KOMITOHEHTHI eCTeCTBEHHBIX komrutekcoB: [Ixmmx, HAJI®H u doto-
¢epment IIOP. Ananu3 3aBUCHMOCTH peakiuu (HOTOBOCCTAHOBICHUS
[Ixn1a B peKOHCTPYHPOBAHHBIX TPOWHBIX KOMITJIEKCaX OT KOHIIEHTPAITUH
cyOcTpara ¥ (epMeHTa TIOKa3al, YTo in Vitro OHA MOJIEKYJa IMTMEHTA
cBs3aHa ¢ MmornomepoM [1OP [46, 48]. [locpencTBOM KOIHMYECTBEHHOTO
aHajM3a TUIMeHTa U 0ejka ObLIO IoKa3aHo, 4To oTHoureHne I1xmay/TIOP
(MoJB/MOIB) in Vivo (B 3THOILIACTAX OBCA) Takxke OMU3K0 K enuHuIe [49].

B cemeilicTBe neruaporeHas KOPOTKOIEMOUYCYHBIX CITUPTOB CyOCTpaT
BOCCTaHABJIMBACTCS TUIPUI-UOHOM, mocTynarormm ot HA JIOH, kotopsrit
¢uKcupyeTcs Ha THe CyOCTpaT-CBSA3BIBAIONICH MIeTH BOJIM3M KOHCEpBa-
TUBHBIX OCTATKOB THPO3MHA U JIM3HMHA, YYAaCTBYIOIUX B IEPEHOCE IPOTOHA
K cyOcTparty. B skcriepumeHTax ¢ TpaHcreHHON (POTOCHHTETHYECKON OaKTe-
pueit Rhodobacter Capsulatus c oepakcnpeccueii rena [IOP ropoxa Buike
n Tumxo [34] obnapy>xunu, yto npu 3ameHe Tyr-275 na Cys, a Lys-279
Ha Arg QepMeHT TepsieT akTUBHOCTb. B aToM coctout ormmuune ITIOP ot
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Lys279

N
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Puc. 3. Mogenp mpeamonaraeMoro MexaHu3Ma KaTallu3a IMPOTOXJIOPOGUILITHI-
OKCHIOPEIYKTa3bl B aKTUBHOM IIeHTpe TpoitHoro komriekca: [Ixian-ITIOP-HAJIOH.

B3aumopeiicTBre KOMITOHEHTOB KoMILIekca [34].

JIeTHJIporeHas, s KOTOPBIX Takas 3aMeHa Bo3MoxHa. [lo-BuanMomy,
nop¢upuH-cesi3piBatonuii cait [IOP Gosee xxecTkuii, ueM cyoCcTpar-cBsi-
3BIBAIOIINMN CaiiT B AeTHAporeHas3ax. ABTOPBI MPETIONI0KNIH, YTO THPO-
3UH MOXET OBITH JOHOPOM HIPOTOHA, TOTAa KakK JU3MHOBBIA OCTATOK
UrpaeT BaXXHYIO POJIb B OHMWXeHHH pKa THpo3MHA, TO ecTh oOneryaer
JETIPOTOHUPOBAHUE ero (PeHOMbHOU Tpynibl. Brike 1 TUMKO peAIoKuIn
MOJIENb MEXaHU3Ma KaTann3a OTOBOCCTAHOBICHHS POTOXIOpOGMIIIHAA
OKCHO-PEIyKTa30i B aKTHBHOM LIEHTPE TPOWHOIO KoMIUIeKca (puc. 3),
OCHOBaHHYIO Ha CPaBHEHHHU C AETHIPOreHa3aMH KOPOTKOLEMOYEUHBIX
CIIUPTOB C U3BECTHOM CTPYKTypoil. COIacHO 3TON MOJIENH MOJI0KEHUE
nophupuroBoro konbna D ¢ukcupoBano nporus HAJI®H u Tyr 275
111 00ecTiedeHusI ONTUMaIbHON BO3MOXKHOCTH ITEPEHOCA THIPHUI-UOHA U
npotoHa. [Ipoton o ¢penonbHOM rpynmbl THpo3uHa noctynaet k C  atomy
MOJIEKYITBI TpoTOXJIopoduuaa, Toraa Kak ruapua-uoxn or HAJI®OH me-
perocutes Kk C | MO3UIUH.

Ponbs KOHCEpBAaTHBHOTO JIM3WHOBOTO OCTarka B akTUBHOCTH [TOP
ObuIa IOATBEPKACHA IIPU UCCIIEIOBAHUY PEaKIH (POTOBOCCTAHOBIICHUS
[Ixnx B peKOHCTPYHPOBAHHBIX TPOMHBIX KOMIUIEKCAX, BKIIFOUAIOIINX
[1IOP Synechocystis sp. [50]. Ilo MEEHHIO 3THX aBTOPOB KOHCEPBATUBHBIH
JU3WHOBBIA OCTAaTOK NMPUHHUMAET ydacTHe B CBA3BIBAaHMHM Ko(akTopa
HAJI®H.
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B pabote [51] npuBeneHsl pe3ynbraThl HcclieoBanus GoToBoccTa-
HOBJICHUSI MPOTOXIOPOPUIINIA B PEKOHCTPYHPOBAHHBIX TPOHHBIX
komruiekcax (IIxma, [IOP, HAJZI®H) ¢ ucnonp3oBaHneM CHEKTPAIBLHBIX
METO/IOB U HampaBiieHHoro myTareHesa [IOP ropoxa (3amena Tyr275 u
Lys279 I1OP ropoxa na Phe u lle). ITonteepaunock, yto ocratkam Tyr275
u Lys279 npuHaaiie:;xut ocodast poiib B CO3IaHUU (OTOAKTUBHOTO COCTOSI-
HHS TUTMEHT-0ETKOBOTO KOMILIEKCa, OIHAKO, 3TH aMHHOKHCIIOTHI HE CTOJIb
Ba)KHBI JUIs1 CBA3BIBAHUS CyOcTpaTa Wi Kodakropa. ABTOpHI MOJIATaloT,
uyro Tyr275 u Lys279 crnocoOcTBYIOT npaBuiibHON (HEOOXOAMMOH 1is
ocymecTtBienus goropeaknuu) koopauHauuu HAJI®H u [Ixnx B
KaTaJIUTUYECKOM caiiTe epMeHTa U TakuM 00pa3oM KOHTPOIHPYIOT
s pexTuBHOCTL opMuUpoBaHUsS POTOAKTUBHOTO cocTossHus [1OP.
[TockonbKy 3aMeHa aMUHOKHUCIIOT ¢ nonsipHoi (Tyr) wim Hecymiel 3apsia
(Lys) R-rpymnmoii Ha aMHHOKHCIIOTHI C HEMOJSAPHON (HEUTpPaIbHOM)
R-rpymniioii NpUBOIUT K N3MEHEHHIO CIIEKTPAJIbHBIX CBOMCTB KOMIUIEKCA —
YMEHBLICHHIO CIIOCOOHOCTH K CO3JaHHIO ()OTOAKTHBHOTO COCTOSIHUS,
aBTOPBI CYUTAIOT, YTO UMEHHO OBEpXHOCTHBIN 3apsa IIOP urpaer Bax-
HYIO POJIb B CO3IaHMH ONITUMAJIBHOM 1U1sl poTOpeakuy KOH(QOPMAaLUH.

CIIEIU®UYHOCTD ITOP K CYBCTPATY

B 3THONMHMPOBaHHBIX TUCTHIX PACTEHUN CYIIECTBYET HECKOIBKO XUMHUEC-
KHX Pa3HOBHIHOCTEH MOJIEKYI IpEAIIeCTBEHHIKA XIopodma: 6echu-
TOJIHBIN TPOTOXIIOPOGHIUIHI; ITEPUDUITMPOBAHHBIN (DUTOJIOM, UM €TO
MPEIIIeHCTBEHHUKAaMH (TepaHUITEePaHHOI, TUTHIPOTepaHIIITepaHNOM,
TETParuAPOTepaHIITepaHNOIN ), IPOTOXIOPOMHUILIT; MOHO ¥ IMBHHIII- (Pop-
MBI 3TUX TUTMEHTOB. DOTOXMMHUYECKasT aKTHBHOCTh YKa3aHHBIX (oOpM
pa3nuYHa U OTIPENENeTCS CTIOCOOHOCTHIO MMTMEHTOB K B3aNMOJICHCTBUIO
¢ pepmentom [1OP. Crietupuanocts IIOP k cyberpary in vitro nzydanu
C UCIIONb30BaHUEM BhIJIeNICHHOTO (hepmenTa. OKa3anock, U4To JIs CBS3H
MoJieKyl1 poroxsiopoduiuia(uaa) ¢ [TIOP u poTtoxuMudeckol aKTHBHOCTH
KOMIIJIEKCA BayKHBI OITPEICTICHHBIC IPYIITBI AaTOMOB MOJICKYJIBI TUTMEHTA.
Hns Bersicienus cneruduunoctu [TOP k cydcrpary KiemeHT U coaBT.
[49] uccnenoBanu cioCOOHOCTH Pa3NUYHBIX MPOU3BOJHBIX K (HOTO-
BoccTaHosleHuto [1xna B uckyccrBensix komruiekcax ¢ HAJI®H u [TOP.
ABTOpEI Ipoananu3upoBaiu 13 ananoros nporoxiopodmuia(uaa). [llects
W3 HUX C Pa3IMYHbIMUA OOKOBBIMH Tpymmamu kojen A u B mposisim
ce0s KaK aKTHBHBIE CyOCTPaThl, TOT/Ia KaK OCTaIbHBIE aHAIOTH C 3aMEHON
OokoBbIx 1eneit kosen [ u E norepsinu ciocoOHOCT OBITH CyOcTpaTamMu
I1OP. Ynanoce BBIACHUTB, YTO 1O KpaiHEH Mepe Tpu caiiTa MUTMEHTHOM
MOJIEKYJIbI HTPAIOT BYKHEHIIIYTO POJIb JJIS CBSI3BIBAHHUS C aKTUBHBIM IIEHT-
poM (epMeHTa, a IMEHHO: LEHTPAIbHBIA aTOM MeTallia, IPONHOHOBas
kucnota (0oxoBas 1enp Konbna 1) u crpykrypa xonsna E.
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Puc. 4. Kitouessle mo3nnum mop(GHpUHIBOTO KOJIBIIA MOJIEKYIIBI IPOTOXJIOPO(UILTHIA,
HeoOxonumble st aktuBHOCTH [1IOP. B pamkax moka3aHbl XUMHUYECKHE TPYIIIIbI,
OTBECTBEHHBIC 32 ()OTOBOCCTAHOBIEHHE cyOcTpaTa mpu ydactuu [IOP [52].

ABTOpBI pa0boTHI [52] Ha OCHOBaHUH PE3YIETATOB psAJia HCCIEI0BaHU I
0000 B BUIE CXEMbI OCHOBHBIC YePTHl XHMHUYECKOTO CTPOSHHUS MOJIe-
KyJIBI IpoToXxJIopodrina(aa), HeoOOXOMUMEBIE AJIsl TOTO, YTOOBI OHA MOTJIa
obITh cyocTparom [1OP (puc. 4).

Okxkazanock, uyto u3onuposanHas [1IOP crnocoOHa BoccTaHaBIMBATH
NPOTOXJIOPOGWIIHI d, HO HE MPOTOXJIOpouit (3TeprupUIUpOBaHHYIO
dopmy) [20, 43, 53, 54]. [Ins akTUBHOCTH KOMILJIEKCa BayKHBI pa3Mep U
npupona 60koBo# rpynsl B mojaoxeHnu C17. Ota rpynmna qomKHa ObITh
MPONMOHOBON KUCIIOTOM, coaepkaieil B nonoxenud C17 cBobonHyIo
KapOOKCHIIbHYIO Tpymniy. bojee IMHHBIE CIUPTHL, HaOpUMep, GUTONI
WIH aKpuibHas TPYIIa, AeTar0T HEBO3MOXKHBIM (POTOBOCCTAHOBIICHHE
Monekynsl [49, 55]. 3amena mponuoHata OOKOBOHW memu konbia Jl Ha
METHIJIOBBIA 3QUP MPONMHMOHOBON KUCIIOTHI MM Ha aKPHUIIAT MTPUBOIMIN
K majeHno GoToxumMudeckoi aktuBHOCTH [49]. [lns akpumara emie
BO3MO)KHO MOHHAsI CBS3b C (DEPMEHTOM, HO 3Ta CBs3hL OoJiee KECTKas,
4eM CBSI3b nmponroHara. OIHAKO, BCTPEYaloTCsl U UCKITIOYEHHS U3 DTOTO
npaswuia. Tak, [IOP, Bernenennas u3 C-2A MyTaHTa 3eJICHOW BOIOPOCITH
Scenedesmus obliquus, MoTIIa BOCCTaHABINBATh MPOTOXJIOPOGUIIIH,
ATepU(PUIIMPOBAHHBIN IITHHHOIIETIOYCUHBIM CITUPTOM [56]. I1pn n3yduennn
MexaHn3Ma ()OTOBOCCTAHOBIICHNUS JITTHHOBOTHOBOW ATepU(DUITHPOBAHHOM
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¢dopmbl ipoToxiopoduiia [1xa682/672 B KieTkax MyTaHTa XJIOPEILUIbI
WrnaroB u JIuTBHMH mOKa3aiu, 4yTo 3Ta (popma nporoxsopoduiia cro-
coOHa mpeBpanarbes B JJIMHHOBOJIIHOBYIO (hopMmy xiopoduiia [57, 58].
ABTOpBI TIPENIONIOKUIN, YTO Yy BOIOPOCIEil, BO3MOKHO, CYLIECTBYET
ocobas ¢dopma [TOP, karanuzupyromas GpoToBOCCTAaHOBICHUE 3TEPH-
(GUIMPOBaHHOIN MOJEKYINBI IpeAlecTBeHHUKA xinopodumia. Cienyer
3aMETHUTh, YTO U B Oojiee paHHUX paboTax [59-67] ObuIM MOTyYEHBI
JaHHBIE, CBUIETEIBCTBYIONINE O CIOCOOHOCTH 3TEPUPHUILIMPOBAHHOTO
NPOTOXJIOPOHILIA IPEBPAIIATHCS B XJIOPOPHILT, XOTS U C HU3KOH S dek-
TUBHOCTBIO.

Yro kacaeTcsi MOHO- U AUBUHII (OPM NPOTOXIOPOPHILIIHAA, TO 00
oHu MoryT ObITh cyOcTparom I1OP. bokoBas rpynmna B nonoxennn C8
MOXeT ObITh Win BUHWIBbHOU (JIB-IIximn), wmu stunenoit (MB-ITxun)
[68—70]. bokoBas rpymnmna B nojoxeHur C7 MOXKET ObITh METHIILHOH, KaK
y IPOTOXJIOpOGMILIIHIA a, UITH allbACTHIHOM, KaK Y IPOTOXJIOpOhUIIIIa
b [54]. Ongnako, BOTIPOC 0 CYIIECTBOBAHUH MPOTOXJIOPOGIILIHIA b B ATHO-
JIMPOBAHHBIX JIUCTHSIX PACTEHHUH SBIACTCS CIIOPHBIM.

Baxnyro pons st cBsizu ¢ [IOP urpaer rienTpanbsHblid atom Mg, Tlpu
€ro 3aMeHe Ha aTOMBI JAPYTHX METAJJIOB (3a UCKIIOUYeHHEM aroma Zn?")
TepseTCsl aKTUBHOCTh KoMIUIeKca. [Ipu 3aMeleHun sxe Marausi IUHKOM
aKTHUBHOCTH TPOMHOTO KOMILIeKca coxpansercs [43, 71, 72].

st akTUBHOCTH TPOWHOI'O KOMIUIEKCA OY€Hb Ba)KHBI CTPOCHHUE
U crepudeckas KoHpuryparus koibiia E (calita cBsi3u ¢ (hepMEHTOM)
monexynsl [Ixnna [49]. IIporoxnopoduiima ¢ XUMUYEeCKUME MO HKa-
musivu koibiia E B momoskenusx C13'u C13? He ciocoben OBITH CyOCT-
parom I1OP [49]. Usmenenue crepeoxumuu rpynn —H u —CO,CH, B
nonokernn C132[49, 73] Takxke NIPUBOIUT K HHTHOUPOBAHUIO PEAKIIHH
¢doroBoccranoBienus [Ixig. ITH MOTUPHUKALIMY TMTMEHTA yTPaYHBaH
crocoOHOCTh K 00pa30BaHUIO YHOJIATOB MYTEM KETO-3HOJ TayTOMe-
puzanuu. Ha ocCHOBaHMM 3THX AaHHBIX aBTOPHI MPHIIK K BBIBOIY, YTO
00pa3zoBaHKE SHOIATOB MOCPEACTBOM KETO-3HOJ TayTOMEPH3aLui HEOO-
xoaumo Juisi poropeakuuu. Takum 00pa3oMm, NpOTOXJIOpOoUIIHg a'
(ctepeonsomep B monokeHun C13%) He MOXET OBITH HUCIONB30BAH KaK
cyoctpar [TIOP. CinenoBatensHo, xsopoduiut a’, pyHKIHoHUpyommii B PL]
@OC I, mo-BuanuMomy, 10JKeH 00pa3oBBIBAaTHCS HE U3 IPOTOXJIOpoduILIa,
a u3 xyopoduina [74].

Eciu npunasaTe npennonoxenue, uto menb (Rossman fold) sensercs
(opMOIl aKTHBHOTO LIEHTPA, KaK U B TOMOJIOTHYHBIX aJIKOTOJIb-IETHU-
poreHaszax [34], ¢ukcanus xonen | u E Ha gHe menu cormacyercs c
SKCIIEPUMEHTAILHBIMA JaHHBIME paOoThI [49].
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IV.TETEPOI'EHHOCTbB ITPOTOXJTOPO®HNJIVIN
OKCHUIOPEAYKTA3bI

Kak yxe roBopuiiocs, B pabore OnuBepa u [puddurca [29] ¢ moMoIibro
renb-3NeKTpodopesa ObiIM 00HAPYKEHBI JIBE MOI0CHI monumenTtiaoB [IOP
ropoxa 1 (haconu ¢ MoneKynapHoi maccoi 35 u 37 k/la, COOTBETCTBEHHO.
OpHako, y 1eNOoro psla pacTeHHH IepBOHAYalbHO OBLT OOHApYXKEH
ennncTBeHHbl nonunentun [IOP. [lo naHHBIM psga aBTOpOB pasMep
I1OP pa3nuuHbIX BUAOB pacTeHuil BappupoBai ot 33 no 38 k/la [29, 30,
75, 77-79]. MeTonom H303J1eKTpUIecKoro (hoKycHpoBaHus ObUIO ycTa-
HOBJICHO CYIIIECTBOBaHHE, 110 KpailHel Mepe YeThIpeX pa3IuIHbIX BUOB
npoToxjopoduum penykrassi [76, 80]

B 1995 1. B mabGoparopuu Amenst ObUTO MIPOJEMOHCTPUPOBAHO, YTO
B Arabidopsis thaliana n B STUMeHe CyIIECTBYET JIBa THUIIA SICPHBIX
reroB, kogupytouwx [1OP: Por A u Por B (¢ 75% romonorun) [81, 82].
B cooTtBeTcTBHE ¢ 3THM [Be cOOTBETCTBYMOmME hopmbl hepmenta [IOP
onutn HazBauel IIOP A u [TOP B. Monexynsipustii Bec ITOP B Heckonpko
Oompimie, veM Mosekyapabii Bec [IOP A — 37 x/la [83]. buoxumudeckas
aktuBHOCTE [IOP A u IIOP B Obuta mpomeMoHCTpHUpOBaHa in Vivo B
TPaHCTEHHBIX PACTEHUIX C OBEepAIKCHpeccuei atux dhepmentos [84—87].

Okcripeccus reHa Por A Obliia 3aperncTprupoBaHa B STHOINPOBAHHBIX
nmpopocTkax, cienosarensHo [IOP A cuHTe3npyeTcst B TEMHOTE M COC-
TaBJIsIET OCHOBHYIO MacCy MapaKpUCTANINYECKUX MPOJaMeIsipHBIX
Ten stuorutactoB. OnHAaKO TpaHCKpunuus reHa PorA mpekpariaercs
Ha CBETY, M H3UM OBICTPO pa3pyiiaercs (B HepBbic 4 yaca 3eJICHCHU)
nporeasoif, nuayMpyemoit ceerom [88-90]. C npyroit CTOpPOHBI, TpaHC-
Kpunuus reHa PorB ocyluecTBisieTcs U B TEMHOTE, U Ha CBETY C HEIpe-
PBIBHOU IOCHEAYIOIIEH TPaHCIALUEH B DH3UM, OTBETCTBEHHBIN 3a
OMOCHHTE3 M HaKOIIEHHE XJIopoduiia Ha THEBHOM cBeTy. [lepeHoc
oUToIIa3MaTHyeckoro npeamectsennuka [IOP A B miacTunsl sBiseTcs
MPOTOXJIOPOMUIIHI-3aBUCUMBIM IIPOLIECCOM, YETO HE HAOMIOAaeTC s IS
npenmectsennuka [1OP B [85]. ccnenoBanust 3aBUCMMOCTH SKCIPECCUU
renoB I1OP ot Bo3pacTa BelpalimBaeMbIX Ha CBETY pacTeHHi (apaduor-
cuca W sSUMEHsI) OKasaliH, 4To dKcrpeccusi PorA HabIooaeTcsl mouTH
WCKITIOYHTENIFHO B MOJIOABIX MPOPOCTKAaX, a sKcmpeccusi PorB — Kak B
MIPOPOCTKAX, TaK U BO B3pocibx pacTeHusx [81, 91]. ITockonbky 3THO-
JSIMs 1 00pa30BaHUE NPOJIAMEIUISIPHBIX TN SBISIFOTCS YacThIO €CTECT-
BEHHOTO IOCJIeI0BATEIbHOTO IIUKJIA TEMHOTA — CBET B TEUCHUE CYTOK,
caenyetr oxunare, yto [IOP A u IIOP B urparoT onpeneiaeHHyo poiib
B TeyeHHEe OMOCHHTE3a U HAKOIUICHHS XJIOPO(GMILIa @ B €CTECTBEHHBIX
(dhoronepronnIecKkux yciaoBmsax. O0pa3oBaHue B ATHOIIACTAX MTPOIaMeT-
JSPHBIX TET W aKTUBHOM (opmbl mpoToxiopodmmauaa [Ixna655/650
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cBs3ano ¢ HammaueM [1OP. s BeisicHeHus poiu AByX BuaoB [1IOP B dhop-
MUPOBaHUM (POTOAKTUBHBIX CTPYKTYP OBUIN UCCIIEJOBAHBI MYTaHThI Ara-
bidobsis thaliana ¢ neduuTom npoameIIpHbIX Tel u [Ixnaa655/650
MocJIe OBepaKcHpeccuu B HuX reHoB ooeux [TOP [85]. bruto nokazaHo, 4to
pecrappauyst kKak [TOP A, tak u [TOP B BeneT k popMHpOBaHHIO STHOILIACTOB,
colleprKaIX OOIIMPHBIE MPOJaMesUISIPHBIC Tella U OONBIIoe KOJTUYECTBO
¢oroaktunoro [Txnn655/650. ABTOpHI 3aKITHOUMIH, YTO 00a 3H3UMa ([IOP
A u T1OP B) siBstoTcest npuurHO#M AndepeHIpoBaHus STHOILIACTOB.

KonugectBo renos I1OP pa3nuuHO y pa3HBIX BHAOB pacTeHHil. B
npokapuoTax Obiia 00HapykeHa Tonbko [IOP B B nomonHenue k cTpyk-
TYpHO HE CBA3aHHOMY, aKTUBHOMY B TEMHOTE YH3UMY, BOCCTAHaBJINBAIO-
ieMy IpoTOXIJIOPOGMILTH. Y CIIOPOHOCSIINX pacTeHuit (Spermatophyta)
nosiBisiercst nonoiauTenbHo [IOP A. Y Arabidopsis thaliana BHauane Haxo-
JIWITA TOTBKO JiBa TeHa: Por4 v PorB v NHIITb CPaBHUTENBHO HETABHO OBLIT
oOHapyxeH Tpetuii reH — PorC (cM. HIke). B aMcThsIX nagaHHOM COCHBI
oOHapysxeHo 1Ba ceMeticTBa reHoB [IOP: cemelicTBO porA comepkuT qBa
reHa, CeMeNCTBO porB — 110 kpaitaeit mepe 11 renos [92]. IlosBnenne Gomnee
YyeM OIJHOTO I'€Ha He SIBSIETCsI 00LIMM IpaBuiioM. P pacteHuii conepxut
TOJIBKO OMH TeH. K HIM OTHOCSATCS HEeKOTOphIe MuanoOakTepuu [93, 94]
1 3eJICHBIC BOIOpOCHH [95], 3emeHble MUCThS orypra [96] u camoBbIi
roporek [97].

HenasHo Ovla oOHapyxkeHa TpeThs pasHoBHIHOCTE [TOP. Ipu cex-
BEHHpOBaHUH reHoMa Arabidopsis thaliana 6p11 UACHTUDUIIIPOBAH TCH,
KOJMPYIOIINI HOBBIN, HEM3BECTHBIN paHee 6enok, mogoousrit [TOP [98,
99], xoropsrit HazBamu [IOP C. Ero monekymnsapras macca 38 xlla [83].
B otnuane ot PorA n PorB sxkcnipeccus reHa PorC B 3STHONMNPOBAHHBIX
JIUCTBSX HE HAOJTIOIAIach, a HAKOIJICHHE cooTBeTCcTRYIoMeH MPHK Haun-
HaJIOCh cpa3zy nocie Hadana ocBemeHus [98, 99]. [lomoOHbIe pe3ynbTaTs
panee 6putn mosydeHsl aus [IOP orypuos [100] u Marchantia [101].
Bosnuk Bonpoc o ¢pyHkuuonansHoi ponu [TIOP C — sBusiercst 1 3TOT
(hepMEHT «IHNIIHUMY HITH JKE CIY>KUT JUTS aAanTaluy PACTeHUH K CHHTE3Y
XJI0po(hHIIa B A3 IMYHBIX CBETOBBIX YCIOBHUSIX. ABTOPHI paboThl [99] 00Ha-
pyxunu aktuBHOCTB [TOP C in vitro (ren PorC sxctipeccupoBaiu B E.coli).
Beisicaunocs, uyto aktuBHOCTH [IOP C (kak u aktuBHOCTE [IOP A 1 [IOP
B) 3aBucur ot cBeta n Hannuust HAJZIOH. Bo B3pociibix, afanTHpOBaHHBIX
K CBETY pacTeHHsIX, ooHapyxkensl Tonbko MPHK ITOP B u MPHK TIOP C.
Pazmuune mexxay [1IOP B u [TIOP C Op10 HaiiieHO B MPOPOCTKAax, BbIpa-
LICHHBIX IO HEMpPEpBIBHBIM OesibiM cBeToM. Ilpu momMerieHnu Takux
pacrenuii B reMHOTy KoHUEeHTpauusi MPHK ITOP C OpicTpo ymeHbIanach
Y BCKOpE Majiaja HWKe Mpeesa perucTpanuy, KoHueHTpanus ke MPHK
[1OP B He uzmenstiace. [Ipu 5KCOOHUPOBAHUY PACTEHUI Ha CBETY pa3HOU
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nHTeHcuBHOCTH KojmdectBo MPHK TTOP B ocrtaBalioch HEU3MEHHBIM,
a xonmaectBo MPHK IIOP A u MPHK I1OP C 3aBuceno oT u3MeHeHHs
MHTEHCUBHOCTH cBeTa. YcTtaHoBieHo, 4To MPHK ITOP A o6napyxuBaercs
TOJIBKO B IIPOPOCTKAX, BEIPAIIIEHHBIX HA CBETY HU3KOM HHTEHCUBHOCTH, U
MCcUYe3aeT NP BBICOKOI HHTEHCUBHOCTH CBETA, TOT/Ia KaK KOHIIEHTpaIHs
MPHKTIIOP C yBenuuuBaeTcs ¢ MOBbIILIEHHE HHTEHCUBHOCTH cBeTa. Takue
pa3ianyHbIe OTBETHI Ha JIeHCTBHUE CBETA MO3BOIMIIN MPEANOI0KUTh, YTO
y Arabidopsis thaliana dyakunonupyrot Bce Tpu [IOP. OHu 103BOJISAIOT
pacTeHHI0 o0ecreunBarh ero moTpeOHOCTH B OMOCHHTE3e XJIopoduiia
Oosiee CENEKTHBHO, MyTEM MPEANOYTHTEIEHOTO UCTIONB30BaHUS OJHOTO
u3 Tpex (EepMEHTOB NPHU Pa3HBIX CBETOBBIX PEKUMaX. DTH BBIBOJBI
MOJTYYMIIH TOATBEPKACHUE MPU UCCIICIOBAHUM MYTAHTOB Arabidopsis
thaliana ve cnocoOHbIX cuHTe3upoBars [IOP B unu ITIOP C [83,
102]. B sTHoNMpoBaHHBIX MPOPOCTKAX MyTaHTa porB Habm0OAANO0CH
NOHIKEHHE (POTOAKTHUBHOCTH MPOTOXIOPOGUIUINIA U YMEHbIICHUE
pa3MepoB mpojamMeJyIspHbIX Tel. Ilpu ocBemeHNH 3THONNPOBAaHHBIE
IPOPOCTKH MYTaHTa porB 00iananu coCOOHOCTHIO CUHTE3MPOBATH
XJIOpo(HILT B TOH Ke CTENEeHH, KaK U PACTEHUS JUKOTO THUIIA, OAHAKO 3Ta
CIOCOOHOCTh 3aMETHO CHIDKAJIACh B YCJIIOBHUSX HU3KOH MHTEHCHUBHOCTH
cBeTa. 3eNIeHeHHE JKe MyTaHTOB, IMIeHHBIX [IOP C, yrHeTanock ¢ yBenm-
YeHNEM HHTCHCHBHOCTH CBETa. DTO MPUBEIIO K 3aKitodeHuio, uto [IOP C,
HaKAIUIMBAIOLIAsICS IIPY BBICOKUX MHTEHCUBHOCTSIX CBETA, IIPU 3€JICHEHUH
3THOJMPOBAHHBIX IIPOPOCTKOB MOMKET CIIYXKHUTh ISl MX 3AILUILbI OT I10B-
pexnarormero aeicTus ceera. I1o muenmro aropos, [IOP B taxke Hecer
3alUTHBIC (DYHKIUH [IPU 3eJICHEHHH, IOCKOJIBKY OBbLIO 0OHAPYKEHO, YTO
STHONHUPOBAHHBIE MIPOPOCTKA MYTAHTOB porB Goiiee 4yBCTBUTEIBHBI K
ONOKMPOBAHMIO 3€JICHEHUS JTaTbHUM KPACHBIM CBETOM, Y€M MPOPOCTKH
JIUKOTO THIIA.

Taxum 06pa3om, K HACTOSIIIEMY BPEMEHU MOYKHO CYHTATh yCTAHOB-
JIEHHBIM, YTO B JIUCTBAX PACTEHUU CYIIECTBYET TpPH Pa3HOBHUJIHOCTHU
npotoxsopopumu okcaopenykrassl — [IOP A, TIOP B u ITIOP C, xonu-
pYIOIIKecs pa3HbIMHU reHaMu. DTH OeJIKH Ou4eHb OJIM3KH 10 CBOCH CTPYK-
Type, O 4YeM CBHJIETEIBbCTBYET BBICOKAs FOMOJIOTHUS aMHUHOKHCIOTHON
noclieoBarenbHOCTH [98] 1 61HM30CTh MONEKYIISpHBIX Mace (36, 37 u 38
k/la, COOTBETCTBEHHO).

Bwmecre ¢ TeM ycTaHoBneHo, uTo cuHTe3 Tpex BUA0B [1OP Takxe, kak
U cuHTe3 cooTBeTCTBYIOIMX MPHK, mo-pazHoMy perynupyroTcs CBETOM.
Tpanckpunius PorA cTporo HHrHOUpyeTcst CBETOM; TpaHCKputiyst PorB
CTUMYJIMPYETCSl CBETOM NPH ACITHOJSLMY PACTCHUH, HO HE 3aBUCHUT OT
MHTEHCUBHOCTHU CBETA NPH BHIPALIMBAHUU PACTCHUH NPH HENPEPHIBHOM
ocgerenny oemsv ceetoM [81, 82]. YposeHs Tparckpummmyn PorC, He oOHa-
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PY’KHBaeMOI B TEMHOTE, YBEIMUMBAIICS B TEIEHHUE OCBEIICHNS, U €€ HaKOII-
JIEHVE CTUMYJIMPOBAJIOCH CBETOM BBICOKOW HHTEHCHBHOCTH [98, 99, 102].

MHTEpecHO OTMETUTB, YTO JJI1 OPraHU3MOB, UMEIOIINX TOIBKO OUH
red [IOP, 3aBucumMoCTh TpaHCKpUNIUHN (epMEHTa OT ACHCTBUS CBETa
pasznuyHa: UIg OJHUX pacTeHUH OHA HE 3aBUCUT OT ocBeleHus [97,
103], mist apyrux — yBenwuuBaeTcsl moja AeiictBueMm ceera [96, 100],
JUTSL TpeThUX — nHrnoupyercs [104]. BoaMokHO, TPUUMHY TaKHX pas3iid-
YU yIacTcs BBIICHUTD MPU AajbHEHIIEM H3yYeHHH MEXaHU3MOB (oTo-
perymsauun 6nocunresa [IOP u npotoxnopodummaa.

V. JOKAJIM3ALIUA AKTUBHOT'O KOMIIJIEKCA B
IVIACTUJAX, CBA3b POTOPEPMEHTA C MEMBPAHAMUA

[NepBas nombITKa BBISICHEHHS JIOKATU3AIMU IPOTOXJI0poduiunaa Oblia
npeanpunata bopamanom u Aunepcorom (1964) ¢ momorpo diayopec-
neHTHol Mukpockonuu [105]. OHu 0OHApYXUIH, YTO (QIyOopeCHECHIHS
HE paBHOMEPHO pacipeziesieHa o 3THOILIACTY, a COCPEOTOUEHa B Orpa-
HUYCHHOH 00JacTH, KOTOPYIO aBTOPBI Ha3BaJH «IIEHTPOM CTPOMBI».
VYIBTpacTpyKTypa dTHOIIIACTOB ObLIa 3y4YeHa C IOMOIIBIO SIEKTPOHHOM
mukpockornuu [106, 107]. beuin oOHapykeHbl TpyOuaThie MeMOpaHBbI,
o0pasyrolye napakpucTauInIeCKyI0 CTPYKTYPY, HOIyYUBILHE HA3BaHHE
«mponamessipasie Tenay (IUIT). U «ueHTp cTpoMbn» ObLT IepeMMEHOBaH
B IJIT.

Jlamennspabie MeMOpaHsbl, okpyxarorrue [1JIT, Obutn Ha3BaHBI IPOTH-
naxounamu (I1T). [lo3gree ¢ momomibio criekTpockonudeckoro [108,
109] u 6bumoxumudeckoro ananusa [ 110], a Takyke *UMMYHHO(QEPMEHTHOTO
metona [111, 112], 6pu10 mokazano, uro [IOP u aktuBHas dpopma mpoTo-
xaopodmmmuna IIxmm 655/650 nmokann30BaHEl B OCHOBHOM B IpoJIa-
MEJULIPHBIX TeJaX, OJHAKO B HEOOJIBIIMX KOJINYECTBaX OHM OOHapy-
XKHUBAIOTCA U B MeMOpaHax CTPOMalbHBIX HMpoTuiakounnoB. Ilpuuem
[TOP mpoTunakonaoB oka3ajgach 00Jiee YCTOMYMBOW K pa3pyIIafomeMy
nercTBHIO cBeTa 1Mo cpaBHeHUIo ¢ [1OP, mokanuzosannoit B IUIT [111].
Koppenstus xommaectsa [IOP ¢ o6pazosanuem [IJIT moarBepaumack
noxxe nyprumu aBropamu [87]. OmHaxo, B MOJIOABIX (2—3 THEBHBIX)
STHONHUPOBAHHBIX JIUCTHAX, B KOTOPHIX €Ille He 00pa30BaIMCh MpoIaMer-
nsipHble Tena [ 113], aktuBHas hopma IpoToXI0pOPHLIHIA COCPEAOTOYCHA
B MIPOTHJIAKOUaX.

®orodepment [TOP He siBIsieTCst MHTETpAILHBIM OEJIKOM MEMOpaH, OH
CKOpee MOXeET OBITh KIIaCCU(PHUIIMPOBAH Kak epruQepruuecKuii MeMOpaH-
HBI OENOK, IOKaJIM30BaHbIH HAa CTPOMAJIbHOM CTOPOHE TUIIAKOWIOB, ITOC-
KOJIBKY B €r0 TUAPooOHOH 001acTr HE 0OHAPYKEHO y4acTKa, J0CTaTOYHO
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JUTMHHOTO ISl IPOHU3BIBAaHUA MeMOpans! [24, 31, 79, 97, 114-116]. Iloa-
TBeprKAeHIEM nepudupraeckoi mpupoast [IOP ciryxuT Taxoke ero comoou-
TM3aIyst IPA HU3KOH KOHIICHTPAIIUH JAeTepreHTa (n-oKTHiI-B-D-riroko3u),
TUIWYHOM JUTS COMIOOMIIN3AIIMH HAPYKHBIX OelIkoB MeMOpaH [49].

HNmmyHonornyeckuii aHaimu3 oKa3all, 4To B XJIOPOILTACTax alalTupo-
BaHHBIX K CBETY pacTeHuil u 3eieHbx Bogopociueir [IOP u Ilxnn
JIOKaJM30BaHbl HA CTPOMAILHOW CTOPOHE THUJIAKOMIHBIX MEMOpaH W B
MeMOpaHax XJjoporuiactHoi obonmouku [117—121]. AxrusHocts I1OP B
peakuuu (POTOBOCCTAHOBIICHHUS MTPOTOXJIOPOQUILTHIA TPOSIBIISIIACEH TIPH
OCBEILIEHHH MeMOpaH XJIOpOIUIaCTHBIX 000s0uek B pucyTcTBud HAJIOH
[118, 122]. Janun ¢ coaBropamu [119], uccnenopapiuiue in vitro UMIOPT
IIOP B xj0poruiacTel ropoxa, nokasanu, uyto [1OP npucoeaunsercs
CTPOMaJIbHOH CTOPOHE THUJIAKOMIHBIX MEMOpaH Kak NepupuprudecKui
6enok. [lo-Bugumomy, pactipenenenune oenka [IOP Mexay ctpoManbHBIMH
TUJIAKOWJAM{ U BHYTPEHHHMH MeMOpaHaMH O0OJIOYEeK XJIOPOILIACTOB
3aBUCHUT OT Bua pacteHuit [120].

CBs3b I[IOP C MEMBPAHAMMU

Pesynwratsl HccaeqoBanus BTOpUIHOM cTpykTypsl IIOP [35] no3Bonummn
BBICKa3aTh mpenmnonoxkenue, uro [IOP mpukpernnsercs k memOpane c
moMoInbto aMmpuduILHOTO CErMeHTa, T0KaITN30BaHHOTO B C-TepMHUHAIb-
HOHM yacTh Oellka W COJepiKallero TPUNTO(MAHOBBIH OCTATOK, HIIH C
MTOMOTIIBIO JUIMHHOW TUAPOPOOHONH IKCTpa-TETIN, PACTIONOKEHHON B
TOH ke o0ylacTh, KOTOpasi OCYHIECTBISET «3asKOpHUBaHHE» (hepmMeHTa
[35]. ApoHcoH ¢ coaBt. [123, 124], HCTIONB30BABIITHE IS HCCIICIOBAHMS
MyTaHTBI Topoxa ¢ aenenusmu [IOP B C-tepmuHanpHO#M obmacTy,
MTOKA3aJIH, YTO AaMHHOKHCIIOTHI 3TOH o0acTH (¢ 362 ocraTka) HeOOXOIMMBI
st coequaenus [IOP ¢ memOpaHoii 1, mo-BuauMoMy, UMEeHHO C-KOHeTI
[TOP BrITIONHSIET POITE MEMOPAHHOTO SKOPSI.

Eme B padote 1993 roma Tuxire u [ puddurce Brickazamm mpeamnonoxe-
Hue 00 3ekTpocTarnieckoii mpuposue ceszu [IOP ¢ memOpanoii [31]. B
MoCIIeIHEE BpeMsI TIOSBUIICS sl pabOT O POJIH MOBEPXHOCTHOTO 3apsa
Ha aMHHOKHUCJIOTHBIX octarkax [TIOP mis ee cBs3u ¢ Tunakougamu [51,
125]. MeTonoM MyTareHesa, ¢ 3aMEHOM 3apsKEHHBIX aMUHOKHCIIOT
He3apsHKCHHBIM aJlaHWHOM, OBLIO ToKa3zaHo [125], 4To UMEHHO mHpH
3aMEHE aMHHOKHUCIJIOT B I[EHTPAIbHON YacTH Oelika (MEXKIy OCTaTKaMHu
86 n 342) [1OP TepsieT crnocoOHOCTH K HaUIEKAIIEeMy MPUKPETIICHUIO K
TUJIAKOMJIaM, YTO BEAET K CHIDKECHUIO €¢ KaTATUTUICCKON (PYHKITUY.

Takum o6pazom, 3akperuienue [IOP Ha MeMOpaHe OCyIIeCTBIsETCS
¢ moMotiblo C-TepMUHATBLHON YacTH MOJICKYNBI, HO €€ TMOJIOKCHHE,
HEOOXOAMMOE ISl KATATUTUIECKON (PYHKITUHN, KOHTPOIHPYETCS MTOBEPX-
HOCTHBIM 3aps/I0M Ha aMUHOKHUCIIOTAX IIEHTPAILHOM YacTh (hepMEeHTa.
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VI. MHOKECTBEHHOCTDH ®OPM IIPEJINECTBEHHUKA
XJIOPOPUJIJIA IN VIVO

I'eTeporeHHOCTh AKTHBHBIX TUTMEHT-(EPMEHTHBIX KOMILIEKCOB MPE/IIECT-
BEHHHUKA XJIOPO(HUILIA IPOSBIISETCS TAKKE B CYLIECTBOBAHHH 1I€JI0TO PAa
Moau(UKaIMii TUTMEHTA, BXOAAIIETO B COCTaB aKTUBHOTO KOMILIEKCA,
KOTOPBIE Pa3In4aroTcst JM00 MO0 XMMUYECKOMY CTPOCHHUIO MOJIEKYI (4TO
00OHapy>KnBaeTcsl NP SKCTPArHPOBAHUH H TMOCIIEYIONIEM UCCIIEIOBAHUN
NUTMEHTA), MO0 MO WX Pa3IMYHOMY COCTOSHHUIO HETMOCPEIACTBEHHO B
cocTaBe KoMIuIeKkca. Takue pasnndusi MPOSBISIOTCS IPU CHEKTPATIBHBIX
HCCIENOBAaHUAX LIENIBIX KIIETOK WIH BBIJECICHHBIX U3 HUX KOMILIEKCOB.

XUMHNYECKU PA3JIMYHBIE ®OPMBI ITPEAIIECTBEHHUKA
XJITOPODUIITIA

Tlpomoxnopoguin u xnopoguin

Kak 6su10 ckazano Beime (cM. pasaen «Crnermudpuaaocts [TOP k cyOct-
pary»), B COCTaB aKTUBHOT'O KOMILIEKCA IPEIIeCTBEHHUKA XJI0poduia
B OCHOBHOM BXOIHT OccduToibHAs GopMa — MPOTOXITOPODHILITH.
Eme I'omgueBbiM [126] 6b110 BRICKa3aHO MHEHHE O TOM, YTO JIIMHHAS
¢uTONBbHAS IETh CO3/Ia€T CEPhE3HOE CTEPHUECKOE 3aTpyJHEHHE TpU
CBSI3BIBAHUU 3TEPUPUIMPOBAHHONH MOJIEKYIbI CO CHEHUPUIECKUM
OenkoBbiM HocuTesneM. Mccenenosanus ['puddurca [43] mokazanm,
4TO JIst 00pa30BaHMs MUTMEHT-OEIKOBOTO KOMIUIEKCA IEPBOCTEIICHHOE
3HAUCHHE UMeeT CBOOOIHAs KapOOKCHIIbHAsI Tpynna y 17-ro aroma yrie-
poxna. IIpu sTepudukanuy IPONHMOHOBOTO OCTAaTKa Jake HEOOIBILOH
METUJILHOH TPyMION TUTMEHT TePSIET CIIOCOOHOCTH K 00pa30BaHMIO CBSI3H
¢ O6enxoM. B To ke Bpems 1emblil psi uccienoBareneil HaOmonany, 4ro
3TepUPUIMPOBAHHBIE (PUTOJIOM MOJEKYNBI NPEALIECTBEHHUKA XJIOPO-
¢uUIa MOTYT Y4acTBOBAaTb B peaKMU (POTOXMMHUYUECKOTO BOCCTaHOBIICHHS
¢ oOpazoBanueM xyopoduia, XoTs u ¢ Manoi 3 dekTuBHOCTHIO [59, 61,
66, 67, 127-131]. IloaTOMy MOXKHO AyMaTh, YTO CYILIECTBYET MUHOPHBIH
MYJI aKTUBHBIX KOMIUIEKCOB, BKJIIOUAIOIINX ITEPUPULUPOBAHHYIO (UTO-
noM (opmy mpeniiecTBeHHNKA Xnopoduiuia. THTepecHO OTMETHTE, YTO
3Tepu(PUIUPOBAHHBIA MPOTOXJIOPOGUITI B OCHOBHOM JIOKAaJIM30BaH B
nporuiakoungax [132].

MeTonamu Macc-CIeKTPOMETPUIECKOT0 aHAJIN3a M Fa30->KUAKOCTHOM
xpomarorpauu yCTaHOBJIEHO, YTO 3TCPUPUUIMPYIOIUMU CIUPTaAMHU
MIPOTOXJIOPO(GUIUIOB MOTYT OBITh TaK)Ke M MPEANICCTBEHHUKH (HUTOJIA!
repanunrepanuon (GG) — C, H,,OH, nuruaporepanunrepanuon —
C,,H,;,OH u rerparnaporepanunrepannon — C, H, OH [133-137].
ITporoxiopodumisl, STepUPUIUPOBAHHBIE PA3IUYHBIMU CIUPTAMH,
Mpe/IIecTBeHHUKaMH (UTONA, OBUTH BBIJICIICHBI M3 3THOIUPOBAHHBIX
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MIPOPOCTKOB pa3iIMyYHBIX BUAOB pactenuii [136, 137]. OGHapyxeHo, 4To
B JINCThAX suMeHs yacTh GG-npoToxsiopoduiia moj AeHCTBUEM CBETa
MoxeT mpeBpariarbes B GG-xmopodwmnt a [135].

Monosunun u OusuHUI- RPOMOXAOPOPULL(UO)

Psagom aBropoB [64—66, 138—141] ObUIO YCTAaHOBJICHO, YTO 00a Mmyna
NpeAleCTBEeHHUKA XJI0pouiuia (MPOTOXIOPOGUILTHI U STEPUPHLIUPO-
BaHHas1 (OpMa) reTEPOTreHHBl — OHM MOTYT BKIIIOUaTh KaK MOHOBWHHJI,
TaK U JUBUHWI-MOM(HKAU XpoModopa (a He TOIEKO MOHOBUHII-TIPO-
TOXJIOPOQMILIH, KaK 3TO MPEANoarajock paHee). OTH MOTUPHUKALUT
Pa3IMYaIOTCs 10 HAJTUYKI0 OOKOBBIX BUHWJIBHBIX TPYII B MaKpPOIIUKIIE
MOJIEKYJIBI: Y 3-TO YIJIEPOJHOTO aTOMa B TUPPOJILHOM KOJIbIle A (MOHOBH-
HUJI-TIPOTOXJIOPOMIILTNL) UK JABYX OOKOBBIX BUHUIIBHBIX T'PYIII: y
3-ro u 8-ro aTOMOB B NMUPPOJILHBIX KoJbIlaX A u B (auBHHMI-TIpOTO-
xyopodmmua). B Monekyne MmoHOBHHMI-IIXIT] BMECTO BTOPOW BUHHIIB-
HOW TPYTITBI B TIOJIOKEHUU 8 MaKpOIMKIIA HAXOAUTCS dTHIIbHAS TPYIIIA.
MOHO U AUBUHUII-TIPOTOXIOPOPHILIBI( AR ) OBLTH Pa3/eIeHbI C TOMOIIBIO
TOHKOCJIOHHON XpoMaTorpagum.

MOoHO- 1 TUBHHIUTEHBIE (DOPMBI TPOTOXIOpOdHIIa(MIa) pa3IndaroTcs
IO CTIEKTPaM MHOTJIOIMICHHUS (WITH CIIEKTPaM BO30YKICHHS (QITyOpECIICHITIH )
B cuHEH obmacth (B «mmosoce Cope»). MOHOBHHIII- TTPOTOXJIOPO(IILT B
adupe npu 77K xapakTepusyeTcsi MAaKCUMYMOM TTOTIIONICHUS TpHy 437 HM
(c MeHEe BRIpAXKCHHBIM CaTSIITUTOM IpH 443 HM), TUBUHWII-TTPOTOXJIOPO-
¢unn — makcumymoM Tipu 443 B (¢ Tuiedom mipu 451 H M) [64—66,140].
[Mox neficTBueM cBeTa 00e GOPMBI MPOTOXIOPOPHUILINAA TPEBPAIIAIOTCS
B JIBe pasHble GOPMBI XJIOPODWILIH/IA, PA3INIAIONINECs IO TIOJIOKEHHIO
MOJIOC MOTIIONICHHUS B CHHEH 00JNacTH CrieKTpa. 3aTeM MOHOBUHHII- U
JUBHHUII-XJIOPOQUILTH B PE3yJIBTaTe TEMHOBBIX MapalIeIbHBIX PEaKLIUit
MPEBPAIIAIOTCS B IBE COOTBETCTBYOLIME (DOPMBI XJIOPOQUILIA a, TAKKE Pa3-
JTUYAOIIUXCS TIOJOKEHUEM KOPOTKOBOIHOBBIX TOJI0C ToriomieHus [142].

OTHOCHTETBHBIN BKJIaJ MOHOBUHWI- U JWBHHUJI-KOMIIOHEHTOB B
o0mui GoH MPOTOXJIOPOPUILIOBEIX MUTMEHTOB OINPEACIISICTCS TaK-
COHOMHMYECKOH MPUHAANEKHOCTHIO pacTeHHUs. B 3THOIMPOBaHHBIX
OJHONOJIBHBIX PACTEHUSX HAKAIUINBAIOTCS B OCHOBHOM MOHOBHUHUJIbHBIE
(bopMbI IpeecTBEHHNKA XJIopoduiuia [65, 143]. YV nBynonbHBIX BUIOB
peooIaiatoT JUBUHII-TIPOTOXJIOpOGMILIBI (Mabl) [ 143, 144]. J1ns Heko-
TOPBIX IBYIOJBHBIX PacTeHUi (orypisl, 0600bI) XapakTepHO 0Opa3oBa-
HHE MPHUOIU3UTEIHLHO PAaBHBIX KOJIUYECTB 00EUX Pa3HOBHUIHOCTEH
MPOTOXJIOPO(PHUILIOBEIX TUTMEHTOB [143].

OtHocuTenbHO HemaBHO (20-30 yet Ha3ad) CyIIecTBOBAaNa TOYKA
3penus [131, 139, 145], comacHO KOTOPOl JUBUHUIIbHBIC MUTMEHTHI
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CITy’KaT TpeANieCTBEHHUKaMi MOHOBHHMIBHBIX. OIHAKO, B pe3yJbTare
CHUCTEMaTUYECKUX HcciaemoBanmii Prbaiiza u coasr. [64—67, 140, 141, 146,
148, 149] BBIsICHMIIOCH, YTO 00a KOMIIOHEHTa (OHA MpeAIIeCTBeHHUKA
xsopoduiia B BBICHIMX PACTEHHSAX 00pa3yrOTCS HE3aBHCUMO JPYT OT
npyra. TeMHOBOH mporecc OMOCHUHTE3a MPEAIIECTBEHHUKA OCYIIECT-
BIISIETCS] YETHIPHMsI TTapaJUIETbHBIMU ITyTAMHU (Pa3BEeTBICHHE Ha CTAIUH
KoponopupHHOTeHa) U NMPUBOAUT K HAKOIJICHUIO MOHOBHHHII- H
JUBUHHI MPOU3BOAHBIX [Ixnma u mpoToxiopoduiia, KOTOpeIe IpH
OCBEILEHNH BOCCTaHABIMBAIOTCSA, COOTBETCTBEHHO, O MOHOBHUHHII- H
JUBHHWI- XJIOPOQMILIHAA U XJIopoduiuia. 3areM TUBUHHUI-XJI0POGUIT
BOCCTAaHABJIMBAETCS 10 MOHOBHHWI-XJIOpOQHIAa. DTa peakuusl Kara-
TIU3UpYeTCs 8-BUHWII PeAyKTa30i. B BBICIINX pacTeHUSX BECh (QYHKIHO-
HAJIBHBIA XJIOPOHIT HAXOAUTCS B MOHOBUHMIBHON ¢opme. Ilo3nnee,
Pubaii3 ¢ coaBT. mpennoxuiy eie 6osee cioxHyto cxemy [150], Bkiro-
YAOLIYI0 LIECTh MapajUIeNbHBIX IMyTed 00Opa3oBaHMs MOJIEKYIBI Mpen-
LIeCTBEHHUKA XJIopoduia. J[Ba TOMOTHUTENBHBIX yTH OepyT Hadaio
OT AUBUHWII- © MOHOBUHWJI-TIPOTONIOPQUPHUHOTeHA, 3TEPU(PULIMPOBAHHOTO
AJIKUJIBHOM rpyIIOi ¢ HEU3BECTHOM NJIMHOM LIETIN.

O6a cymecTByIOLUIMX B 3THOJIMPOBAHHOM PACTEHUU ITyJa IPOTO-
xJaoporuiHaa: aKTUBHBIA (TIPEeBpaalOMIMICA B XJIOPOPMILIHI O
JeHCTBHEM CBETA) U HEAKTHBHBIM, COCTOSAT U3 CMECH AUBHUHWI- U
MOHOBHHWI- ()OPM MHUIMEHTa B IPUOIM3UTENHHO PAaBHOM OTHOIIECHUH
[87]. Bpicka3pIBaIMCh TPEAIIONOKEHHUS, YTO pa3Hble XUMHUUYecKue (op-
MBI xJopoduia, o0pasyomuecs U3 XUMUYECKH Pa3IuIHBIX (HOpM
MPEIIIECTBeHHNKA, MOTYT 00NagarTh ONMpeaeNeHHON (yHKIMOHAIBHON
cnenn(UIHOCTHIO B Iipotiecce potocuHTesa [ 149], omHako, 3Ta rumoresa
JIO CUX TIOp He MOJTy4YniIa MOATBEPKACHHUS.

WTak, MOXKHO 3aKIIFOYUTh, YTO B STHOIUPOBAHHBIX JIMCTHSIX PACTCHUH
MPUCYTCTBYIOT YEThIPE OCHOBHBIE XUMUYECKHIE PA3HOBUAHOCTH IPEIICCT-
BEHHHKa XJIopoduiia: 3TepuuIupoBaHHbIN (UTOIOM B MOJIOKEHHU 17
nportoxsopodui, [Ixna, a Takke UX TUBUHUI- 1 MOHOBHHWII- (DOPMEI.
AXTHBHBII Iy IIPEIIIECTBEHHUKA COCTOMT B OCHOBHOM U3 O€CUTONBHOTO
[Txna, BKIIOYAIOIIEr0 AUBUHUII- © MOHOBUHHII- ()OPMBI B TIPOTIOPILIHSX,
omnpeaensieMbIX TAKCOHOMHYECKOW MPUHAIEKHOCTHIO PACTEHH.

CIIEKTPAJIBHO PA3JIMYHBIE ®OPMbI ITPEAINECTBEHHHUKA
XJIOPODUIIIIA

CriekTpbl HOMIOIIEHUS poToXJiopoduiLia (Maa) in vivo | in Vitro CyliecT-
BEHHO OTIMYAIOTCS JpYr OT Apyra. OCHOBHOM KpacHBIH MaKCUMyM
MpoTOXJIopoduiia B cepHOM ddupe pacnoiioxker npu 621-623 HM, B
nupuanne — npu 633—640 um [151, 152]. B ecTeCTBEHHOM COCTOSIHUU,
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TO-€CTh, B I[€JIOM HEPa3pyLUIEHHOM 3THOJMPOBAHHOM JINCTE KpacHas
M0JI0Ca MOTIOMIEHHUS IPOTOXJIOpoduiIa ObUIa O0Hapy)KeHa pu 650 HM
[151-154], a B BOgHBIX TOMOTeHATaX (KOJUTOMIHBIX PACTBOPAX ) BEIIECTBA
STUOIUPOBAHHBIX JTUCTHEB — MpH 635-636 um [9, 10].

B xonne 50-x romoB, UCIONB3YS CIIENUATBEHYI0 METOIUKY HM3Mepe-
HUSI CBETOpaccenBaroIux o0beKkToB, [llnbara cMor BriepBbIe 3aperucT-
pUpPOBATh Ba KPACHBIX MAKCUMyMa B CHEKTpPE MOMIONIEHHUS HHTAKTHBIX
STHOJMPOBAHHBIX JINCTHEB: MpU 636 1 650 uM [155, 156], npunaiexa-
IIMX TI0 €r0 MHEHHUIO JBYM (opMaM IMpealIeCTBEHHHKA XJIOpoduLIa:
OoJee IIMHHOBOJIHOBOM, CITIOCOOHOH K ()OTONPEBPAILIEHUIO B XJIOPOQUILI,
¢dopme [Ix11650 u HeakTUBHOI O0JIee KOPOTKOBOIHOBOH popme. OnHako,
MO3JHEE BBISICHUIOCH, YTO (JOpMa MPOTOXJIOPOPUIIIA, XapaKTEepU3yIo-
1I1as1Cs [TOJIOCOH MOMIOLIEHUs TpU 636 HM, Takke ciocoOHa MpeBpararhes
B XJIOpoprIuI(1]T), HO MEHEeEe aKTUBHA 110 CPABHEHHIO C OCHOBHOM (popMOii
npenmectseHHuka [Ixnn650.

Criextpsl (uryopecueHInH poToXI0pohUILTNAR i1 Vivo YAAIOCH 3ape-
THCTPUPOBATh OJ1arofapsi TOPMOKEHHIO IIpoliecca ero (oTONpeBpaIleHHs
C MOMOILBIO0 MTyOOKOTO OXJIXKACHHUS 00bEKTa KUAKHUM a30TOM. DTOT
METOJ1, BriepBbie MpuMeHeHHbIN JIuTBuHBIM 1 KpacHoBckum [157—-159]
JUIS1 ICCIIEA0BAHMSI TMTMEHTOB 3TUOINPOBAHHBIX U 3€JICHEIOIINX JIUCTHEB,
HOJYy4YMJ IIHUPOKOE PAaCIpOCTPaHEHHUE IPU UCCIECIOBAHUM CBOWCTB U
¢byHKIHH BeeX (DOTOCHHTETUYECKHUX MUTMEHTOB. bIio 00HapyXeHO, 9T
B HU3KOTEMIIEPAaTYPHBIX CIEKTpax (UIyopecLEHIUH 3THOJUPOBAHHBIX
JIUCTHEB OCHOBHOW MaKCUMYM PACIIONIOXKEH MPH 655 HM 1 3HAYUTEITHHO
MEHee MHTCHCHBHBIH MakCUMyM — Ipu 633 HM. B anmnHHOBONHOBOI
o0acTy OBLTH 3apETUCTPUPOBAHBI HEOOIBITNE MAKCUMYMBI — Iipu 690 1
705-707 aM. B Gonee MO3IHUX MCCIENOBAHUSX YIaTIOCh OOHAPYKHUTH B
KpacHOM 00J1aCTH crieKTpa (IyopeCeHIINH STHOMPOBAHHBIX JICTHEB €IIIe
HECKOJIbKO MEHEe MHTEHCHUBHBIX MAaKCUMYMOB. BbIIIO 3aperucTpupoBaHo
miecThb nosoc: npu 629-635, 655-657, 674, 686—690, 712-713, 725-728
HM [160-165].

[IpumeHeHne METO10B MPOM3BOJHOM CIIEKTPOCKOITUH U MaTeMaTniec-
KOTO Pa3JIOKEHMsI CIIEKTPOB Ha COCTABJIAIONIME TayCCOBBI KOMITOHEHTHI
MO3BOJIMIIO OOHAPYKHUTH €Ille HECKOJIBKO JOMOJHUTENbHBIX MOJOC B
CHEKTpax HOIIOUICHUS U (PIyOpeCUEHIMH 3THOIUPOBAHHBIX JHCTHEB
[166]. B nmuHHOBOIIHOBOM 001aCTH CIIEKTPA MOTIIOIICHUS OBLITH 00HAPY-
JKEHBI MTOJIOCHI IIpH 669, 676, 686, 696 1 710 HM, B criekTpe (uIyopecieH-
LMY — OJIOCHI ITpH 669, 686, 710—712 1 728 HM. ABTOpPBI IPUILUIN K 3aK-
JIFOYEHHUIO, YTO TOJIBKO MoJIoca OKoslo 712 HM sABJsieTcsl KonebaTeTbHbIM
CaTeJUIUTOM OCHOBHOM MOJIOCHI IIpU 656 HM. Pe3ynbraTsl pazinokeHus
CIIEKTPOB Ha rayCCOBbI KOMIOHEHTHI IO3BOJIMIIH CIEIIAaTh BBIBO, UTO I10JI-
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A (nm)

Puc. 5. Paznoxenue Ha ['ayccOBBI KOMIIOHEHTHI HU3KOTEMITEPATYPHBIX CIIEKTPOB (uryo-
pecueHnuu (B) u Bo30yxaeHus guryopectieHimu (A) STHOIUPOBAHHBIX JIUCTHEB KYKY-
py3sl. (0,0) —sanexrponHble nepexonsl, (0,1) — konedaTenbHbIe KOMITOHEHTHL. CIEKTPhI
BO30YXx/1eHUs (DITyOpECIEHIINU U3MEPEHbI 1151 amuccuu rpu 740 um [170].

HBII HA0OP POPM MPOTOXIOPODUILIA i7 ViVo IPEACTABIISIICS B CIISTYIOIEM
Bune: 11633/628, 11642/637, 11655/650, [1669/657, [1682/669, 11692/675,
117/685, 11?/697,11730/711 (nepBast undpa — MakcuMyMm (GIyopecIieHIINH,
BTOpasi — MAKCUMYM IOTIIONIeH! ). Pa3zioxkeHne CrieKTpanbHBIX KPUBBIX
Ha COCTaBJISIONINE TayCCOBH KOMIIOHEHTHI MPUMEHSJIOCH U B Ooee
MO3THAUX paboTax IPyTUMH UCCIIEIOBATEISIMHA JJ1s1 BBIICHEHHUS KOJIMIECTBA
¥ TIapaMeTpOB CHEKTPaIbHO Pa3NUYHBIX (GopM MpoTOXIopoduia.
[Nomyuennsie pe3ynsrarel [ 132, 167—-169] B OCHOBHOM COBIIAIAIH C PE3YiIh-
TaTaM¥ TPeapIAyIIuX nccienoBaHuii. MccmenoBanue CreKTpaabHBIX
¢dopm IIxna B 3THOTMPOBAHHBIX TUCTHSIX JBEHHA AT BUIOB PACTCHHHA
C TIOMOIIIBIO PA3JIOKEHUS CIIEKTPOB (IIYOPECIICHIIMH Ha TayCCOBBI KOM-
TIOHEHTHI TI03BOJIMIIO aBTOpaM padoThl [167] BBICKa3aTh MPEIIIONIOKEHNIE O
CYILIECTBOBAHUH B STHOJMPOBAHHBIX PACTECHHUSIX PA3HBIX BUJIOB YEThIPEX YHHU-
BepCaAJIbHBIX (DOPM MPOTOXJIOPOPHUILIHIA, XaPAKTEPU3YIOIIUXCS MTOII0CaMHU
¢myopecuentmn pu 633, 645, 657 1 670 HM.

Ha puc. 5 npuBeneHsl pe3ynbrarhl HeaBHed pabotel [170] — komri-
JIEKCHOTO CHEKTPaJbHOTO MCCJIENOBAHUS ITHONHPOBAHHBIX JIMCTHEB
Pa3HBIX BHJOB PACTEHUH (B TOM YHCIIE MYTaHTOB) C Pa3IMYHBIM OTHO-
HICHHEM CIEeKTPaJbHBIX (OPM MO CHEKTpaM (QIyopecHeHLHHd U BO3-
OyIeHus (IyopeclUeHIHH U N0 COOTBETCTBYIOUIMM MPOU3BOJHBIM
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cnekTpam. [IpoBoaniock pas3iiokeHne CeKTpaIbHBIX KPUBBIX HA COCTaB-
JIAIOIINE TayCCOBBI KOMIOHEHTHI. B paboTe ymamoch pasrpaHUYHTH
KoJe0aTeNbHbIE CaTeJIUThI OCHOBHBIX (hopM [IXJI ¥ ATMHHOBOIHOBEIE
MOJIOCHI, IPUHAJIEKAINE caMocToATeIbHbIM (opmam [Ixma. Kpome
KOJICOATEIBHBIX CATeJUINTOB B JJIMHHOBOJIHOBOUW obOnacTtu (mpu 675,
684, 695 1 712 HM), OBUIO BBISIBICHO ISITh TIOJIOC, TPHHAAIIEKAIINAM (Op-
MaMm mpoToxjopodpmwumaa — npu 666, 680, 690, 698 u 728 HM, u coOT-
BETCTBYIOILIE UM IIOJIOCHI B CIIEKTPE BO30YKAeHHS (DIIyOpeCLICHIIUH — IPH
658,668, 677, 686 1 696 HM. B pesynsrare ObUT yTOUHEH IepedeHb GopM
NpOTOXJIOpOMIIHIA U UX CIIEKTpajbHble napamerpsl. [lo cpaBHEHHIO
C JaHHBIMH OoJiee paHHeH paboThl [166] B KOPOTKOBOIHOBOW 00JIACTH
ObutH OOHapy)keHBI JomosHuTenbHbIe GopMmel [Ixng 627/620 u Ixnxa
646/640, a Takke MOKa3aHO, YTO MMOJIOCAM TMOmIoNeHus ipu 686 u 696
HM COOTBETCTBYIOT MakCUMyMbl (hryopecueHuuu npu 697 u 728 M
(popmer TIxnn697/686 u I1xnn728/696), KoTopble paHee HE ynaBajioCh
UACHTH(QULIUPOBATH.

TakuMm 00pa3oM, B 3THOIMPOBAHHBIX JHUCThSIX CYLIECTBYIOT TPH OC-
HOBHBIE CIEeKTpajbHbIe (OpMBI mpoToxiopodmmmnaa: [Ixnn633/628,
[Ixnn643/637, [Ixnn655/650 (momuHMpYyTOmas GopmMa), ¥ IS Th MUHOPHBIX
JUTMHHOBOJTHOBBIX dopMm: [Ixnn666—669/658, IIxnn680—-682/668,
[Ixn11690-692/677, IIxn11698/686 n I1xnn728/696.

OcnosHule cnekmpanbHule hopmbl NPOMOXI0POPUITUOA

Tpu ocHOBHBIE cTIeKTpasIbHBIE (hOPMBI TIPEIIECTBEHHUKA XJI0poduiia
MIPOSIBIISIIOTCS 110 PA3HOMY B CIIEKTPax MOIOMIEHHS U (DIyOpeCIeHIINH.
ITonmoca pu 628 HM B aOCOPOLIMOHHOM CHEKTPE HOPMAIBHOTO 3THOJH-
POBaHHOTO JIUCTA IUOO0 HE pa3pelaeTcsl BOBCE (U3-3a HAJIOKEHUS COCell-
HUX IT0JIOC TIOIJIOLIEHHUST), TMOO MPOSIBIISIETCS B BUJIE OYSHB CIIa00T0 I1eda.
IMockonbky KopoTkoBoJIHOBasi opma IIxina 633/628 xapakrepusyercs
04eHb cNaboii (OTOAKTUBHOCTHIO MTPU KOMHATHOH TeMIIEpaType 1 BOBCE
He roaBepraeTcs GOTONPEBPALIEHHIO ITPH OTPHLIATEILHBIX TEMIIEpaTypax,
€€ M10JI0Cy MOIVIOUIEHU NTPH 628 HM MOKHO OTUETIIMBO BUJIETH B CIIEKTPE
TMOIVIOIIEHHSI OCBEIIEHHOTO STHOIMPOBAHHOTO JIUCTA OCTIE HCUE3HOBEHUS
nojoc AByX akTUBHBIX ¢opm [Ixnma. B Bunge HeGonbimoro Makcumyma
nojoca rnpu 628 HM NposBISIETCA B IPOU3BOAHBIX CIIEKTPax MOMIOMEHHS
1 BO30Y>KIeHHS (DITyOpeCIIEHIINHN U IPH Pa3ioKEHUH CIIEKTPOB Ha COCTaB-
JSIFOILME TayCCOBBI KOMIIOHEHTHI. B KOPOTKOBOIHOBOI 00:1aCcTH CIIEKTpa
noryiomeHust popmel [1xna633/628 0CHOBHON MakCHMyM pPacIONOXKEH
mipu 440 HM (puc. 6).

KopotkoBonnoBas dopma [Ixnn628/633 cumraercs HEaKTUBHOU
¢bopMoii, oHa He moABEpraeTcs MPEBPAILCHHUIO NPH KPAaTKOBPEMEHHOM
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Puc. 6. Huzkoremneparypusie (77 K) ciektpsl Bo30yxaeHus QiryopecueHnun (A) u
(nyopecuennuu (b) ocHOBHBIX POpM MPOTOXIOPOPUILTNIA, U3MEPEHHBIE B 7-THEB-
HBIX 3THOJIMPOBaHHBIX JIUCTbAX (aconu [194].

A: ¢nyopecuenius peructpupoBanach npu 655 um (1), npu 633 M (2) u ipu 642
HM (3), criekTp 3 u3MepeH A STUONUPOBAHHOTO JUCTa (Hacoau, UHKYOUPOBaHHOTO
2 cyTOK B pacTBOpe O-aMHHOJIEBYIMHOBOH KHCIOTHI Uil HAKOTUICHUS (hOPMEI
IMxnn643/639.

b: 1 — cniektp dayopecueHIMH 7-AHEBHOTO 3THOJIMPOBAHHOTO JHCTa (acoiy;
3 — CHeKTp STUOIMPOBAHHOTO JINCTA, HHKYOUPOBAHHOTO 2 CYTOK B TEMHOTE B paCTBOPE
S-amuHONEBYTHHOBOM KHCIO0THI (10 MM) [yt HakoruieHus (POPMBI TPOTOXJIOpOdHII-
muna [Ixng 643/639.

ocemennu [167, 171]. OgHako, B pacTeHHUAX, 0OOTAIMEHHBIX ATOU
dhopmoii, HaOIIOMAIOCh €€ MEIJICHHOE MPEBPAIICHUE B XJIOPODUILIHI
[172—175]. Kak 6put0 MOKa3aHO B HAIIUX HMCCIEIOBAHMAX, 3Ta (popma
CIOCOOHA K MPEBPAIIEHHUIO B XJIOPO(MHUILT TOIBKO IPH TEMITEPATYPE BBIIIIE
5°C [176]. CoracHo pe3ynbraraM psaa MCCIenoBaTeNeii, 00cyKaaemas
¢dopma [xnaa sBASETCS MPEAIICCTBEHHUKOM OCHOBHOHN (POTOAKTUBHOM
¢dopmsl [Ixmg 655/650 B e TeMHOBOTO CHHTE3a MUTMeHToB [21, 177,
178]. B wactHocTH, B padote ['puddurca [21] ¢ nomompio auddepen-
UATBFHOHN CIIEKTPOCKONNH OBIJIO MOKa3aHo, 4To 10-MUHYTHast TEMHOBAS
WHKYOAIHs IPEAOCBEMICHHBIX (17151 OTONPEBpAILCHNS aKTUBHON (POPMBI
nportoxiopodummuaa [Ixnn655/650) nponamessipHBIX Tell, BHIICICHHBIX
u3 aThorutactoB sumens, ¢ HAJI®H npu koMHaTHOM Temneparype IpuBo-
T K yosut [Ixinn 633/628 1 o6pazoBanio 6osee IITMHHOBOIHOBBIX (hopM
¢ MakcuMyMamu norionieHus okono 640 u 650 M. UccienoBanue crexT-
POB AelcTBHsI 00pa3oBaHMs XJI0poduIa TaKXkKe M0Ka3ajo, YTO y4acTHe
B 3TOM miponecce ¢popmsal [Ixna633/628 ocymecTpisiercs: uepes3 cTaauio
npeoOpa3oBaHusl 3TOH HEAaKTHMBHOW KOPOTKOBOJHOBOH (opMblI B Oojiee
JUTHHHOBOJHOBYIO OCHOBHYIO (hoToakTuBHYIO popmy [179]. Ilpeamona-
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ranu, uyto Gopma [1xn1633/628 cooTBETCTBYET MPOTOXJIOPOPHILIHIY, HE
CBsI3aHHOMY crieninpuaeckum obpazom ¢ pepmentom [1OP [23, 42, 132].
C npyroii CTOpPOHBI, He HCKITIOYEHO, YTO COOTBETCTBYIOIINI KOPOTKOBOTHO-
BO# opme mpoToxsopoduiutua npukperuieH k [IOP takum oOpa3oM, uto
TepsieTcs ero PoToXuMHUECKas akTUBHOCTH [49]. [lonTBepkeHueM Toro,
YTO MOHOMEPHBI KOPOTKOBOJHOBBIN mporoxyiopodmn [Ixmmx 633/628
CBsI3aH C OCJIKOM, CITy’KaT JaHHBIE O BpEMEHH 3aTyXaHusl (IyopecIeH N
3TOH (OPMBI, KOTOPOE IO JaHHBIM pa0oThI [180] 3HAYMTETLHO MEHBIIIE
(okosi0 6 HC) MO CPaBHEHMIO CO BPEMEHEM 3aTyXaHus (QIyopecueHINH
nporoxyopoduiuaa B pactsope (okoio 10 He).

®opma npotoxsopopuminga [1xnn643/637 oOnapyxuBaeTcs 10
CIEKTpaM IMOMIOUIEHHUS (OCHOBHBIE MAaKCUMYMBI Iipu 637 u 444 HM), HO
NPaKTHYECKU HE MPOSIBISIETCS B CIEKTPax (UIyOpeCeHLUH, YTO CBA3aHO
¢ BeIcOK03(hexTrBHON Murpanueii sneprun (6nuskoit k 100 %) c sroit
¢dopmel Ha [Txma655/650 [165, 181-183]. [Tomoca npu 643 HM mosiBIsieTCS
B CIIEKTPE 3THOJIMPOBAHHBIX JINCTHEB MOCIIE TOT0, KAK OHU MIOABEPraroTCs
KaKUM-J00 BO31€IICTBUSM (B TOM YHMCIIE IPOLIEYPE BbIACTICHUES aKTUB-
HBIX TIMTMEHT-0CJIKOBBIX KOMIIJIEKCOB), HApyLIAIONMM B KaKOH-TO Mepe
WX HaTUBHOE COCTOSIHHE, ofecrednBaromiee dPPEeKTUBHYIO MUTPAIHAIO
SHEPrUu MEXAY MOJIEKYJaMH NUTMeHTa. B OonbiioM koianuecTBe
yKazaHHas (popMa HakaluIMBaeTCs NMPU UHKYOAIlMH 3THOIHMPOBAHHBIX
JACTHEB B PAacTBOpPE O — aMHUHOJEBYJIMHOBOW KHCIOTHI (CM. puc.6).
®Dopma [Ixn1643/637 ABIICTCS TOMHHHPYIOMIEH B 3THOIHMPOBAHHBIX
JUCTBAX HEKOTOPHIX BUAOB pacTeHwii [ 184,185]. B pasHOCTHBIX crIeKTpax
(GIIyopecleHIINH «CBET — MUHYC — TeMHOTa» [169] oTpuIaTeIbHbIH
MakcuMyM Tipu 643—644 HM HAOMIOMAJICS JIWIIL B O4€Hb MOJIONBIX (70
4 nHel) STHONMPOBAHHBIX JUCTHAX. [Ipu najpHENIeM BBAEP)KUBaHUU
pacTeHuii B TEMHOTE YCHIIMBAJIACh MHUTPAIs SHEPTHH C 3TOH (HOPMEI
Ha OCHOBHYIO, 00Jiee JJIMHHOBOJHOBYIO (JOPMY MPOTOXJIOPOPUILIHIA
xnn655/650. ®opma [Ixnn643/637 GOTOXMMHUYECKH aKTUBHA M O]
JIECTBUEM CBETa MPEBpAIAETCs B XJIOPOGWILIIH TIPU TOCTATOYHO HU3-
KHX TeMIlepaTypax Takke, Kak u mporoxiopodpmmnua [1xian655/650.
OnHaxko, ee POTOAKTHBHOCTS i# Vivo CHJIbHEE 3aBUCHUT OT TEMIIePaTyphl,
4yeM (POTOAKTUBHOCTH OCHOBHOHM akTUBHOHM (opmbl [1xnn655/650 [176].

OcHoBHast ¢poroakTuBHas ¢opma [Ixna655/650 obHapyxuBaercs
JIMLIB B EJBIX 3THOMHPOBAHHBIX JINCTHSIX. B KOPOTKOBOTHOBOI! 00OnacTu ee
CIEKTpa MONIOLIEHUs HAOII0AaeTCsl ABE Moockl: pH 448—450 HM 1 ipu
460—462 um (cM. puc.6). [lpu HapylIeHUU HATUBHOTO COCTOSHHUS JINCTA
¢dopma IIxn1655/650 rcyesaeT c OMHOBPEMEHHBIM YCHICHHUEM TIOTTIONIe-
HUS ¥ QyopecueHIy 0onee KOpOTKOBOJIHOBBIX (hopM. /IMHHOBOIHO-
BOE MOJIOKEHHE MAKCUMyMOB aKTHUBHBIX ()OPM MPOTOXJIOpOGHIINAA
[Mxnn643/637 n 1Ixna655/650, nmo-BuaguMomMy, 00yCIOBIEHO CBSI3BIO
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xpomodopa ¢ pepmentom [TOP u nonopom Bogopona HAJIOH, a rakke
XpoMo(dop-xpoMoQOpHEIM B3aUMOAECHCTBUEM MOJIEKYJ MTUTMEHTA,
0 KOTOPOM CBMJIETEIbCTBYIOT Pe3yJabTaThl UCCIEIOBAHHUSI KPYTOBOTO
nuxpousma [186, 187], monspusanuu GayopecUCHIIUH U MUTPAIIUU
snepruu [188]. [Ipeamnonaraercs, 4To Mosiekyibl [Ixnga oOpasyroT
nuMepsl [186] wiu Terpamepsl [188]. Bo3aM0OXHO, TUTMEHT-ITUTMEHTHOE
B3aMMoeHCTBHE 00ycIIOBIeHO arperauueil 6enxoBbix Moneky:n (ITOP),
HECYIIUX XpOMO(OPHI.

Cocrostaue kodakropa HAJIDH, ro Beceli BepoSTHOCTH, TAKKE BIHUSET
Ha CTeKTpajbHble CBOHCTBa akTUBHOHN (hopmbl [Ixnna. beuto mokaszano,
yro gobasnenue HAJI®" k ocBeieHHbIM (U151 IpEeBpaLeHH B XJI0pO(UILT
AaKTHUBHOM (opMBI MpoTOXJIOopOodMIIHIA) IpenapaTaM 3THOMIIACTOB WIH
STUOIUIACTHBIX MEMOpaH NPUBOIUT K HAKOIIIEHHIO B TEMHOTE HEAKTHBHON
MUTMEHTHON ()OPMBI C MAKCHMYMOM TIOTJIOIIEHUS TPy 642 HM 1 MaKCH-
MyMOM (rryopeciieHnuu mpu 649 HM, B TO BpeMs Kak B pe3yiipTare J00aB-
nennst HAJI®H B TemHOTE hopMupyercs 6oiee NITHHHOBOTHOBasT (POTO-
aKkTuBHAas (hopMa MPOTOXIOPOPHILTHIA C MAKCUMYMOM TTOTIIOIICHUS IIPH
650 HM 1 ¢ MakcuMyMoM ¢uryopecteHIuu pu 655—657 am [189—-191].

Kpowme Toro, mo-BuanMoMy, HEMaJIOBAXKHYIO POJIb B (POPMUPOBAHUHT
JUTMHHOBOJHOBOU (hopmbl [1x111655/650 in vivo urpatoT MUNuIBI BHYTPEH-
HUX MeMOpaH 3THOILIACTOB, KOTOPHIE, CKOpEe BCETO, CIOCOOCTBYIOT 00pa-
30BaHUIO arperaToB MATMEHT-0ETKOBOTO KOMITIIEKCa (CM. HIDKE).

IIporoxiopodmmmma [1xna655/650 mom neficTBHEM cBeTa IpeBpaa-
eTCs B XJIOPOGMILTH Jake TIPY OYeHb HU3KUX Temreparypax (mo 190 K).

O 08yx nynax akmuenou ghopmsi npomoxaopogunnruoa Ixno655/650

IIpeamnonoxenue o CyIecTBOBaHUH JIBYX ITyJIOB OCHOBHOM ()OTOAKTHBHOM
¢dbopmbl nporoxsopoduminaa [Ixnn655/650 OblI0 BHICKA3aHO HaMU
[192, 193] Ha ocHOBaHMH HAONIOACHUS MapaUICIHLHOTO 00pa30BaHUs
JBYX TIEPBUYHBIX (POPM XJIOPOPUILTHIA IOCTIE KPATKOBPEMEHHOTO OCBe-
HIEHUS STHOJMPOBAHHBIX JIUCTHEB NMPH HU3KOW Temreparype. HemnaBHo
OBUIM TONTy4YEeHBI MPSIMBIE JI0Ka3aTeIbCTBA CYIIECTBOBAHUS ABYX ITYJOB
xnn655/650 [169, 194, 195]. C nomoInipio MeTOAa Pa3IOKESHUS pas-
HOCTHOTO CIIEKTpa (DIyopecUeHLMd: CBET MUHYC TEMHOTa, Ha COCTaB-
JISIIOILME TayCCOBBI KOMIIOHEHTHI OBLIO MTOKa3aHo, YTO mojioca duryopec-
ueHuu GoroakTuBHON (opmel [Ixa1655/650 BrIoUaeT aBa KOMIIO-
HEHTa C MakcuMyMaMHu npu 652—-653 um u 657 HM [169]. Popma
[Ixnn653 MakcUMalbHO HAKAIJIUBACTCS B OYEHb MOJIOABIX ABYX-TpPEX-
JHEBHBIX 3THONHMPOBAHHBIX JIUCTHAX, KOT/AA eIle He c(HOpMHUPOBAIIICH
nponamesusipHele Tena. Hakornenue gporoakruBHoro I1xnga c Makcumy-
MoM ¢iyopecueHIMY Ipu 653 HM 00HApYKEHO TAKXKe B JIMCTHSAX pacTe-
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HUH, BBIPALIMBAEMBIX B HOPMAJIbHBIX (POTOMEPUOTUICCKUX YCIOBHUIX
(IeHp—HOYB) MOCIIE TEMHOBOTO Tieproaa [ 169] u B 3€ICHEIONIIX IUCTHIAX
SYUMEHS TOCJIe HECKOJIBKUX YacOB OCBEIICHHS, KOIJla pa3pylaloTcs
MpoJIaMEJUTAPHBIE Tella U Pa3BHBAIOTCS TWLTakouabl [174]. Ucxoms u3
3TUX (DaKTOB, aBTOPHI MOJAraroT, uTo nporoxiopodmuun [Ixaa653
CBSI3aH C MPOTHJIAKOWJIAMH WIW TWIAKOMAAMHU B oTianuue oT [Ixmm655,
kotopsiii cesizad ¢ [1IJIT. B pabore WUruatosa u Jluteuna [194, 195]
TaKkxe ObLIO MMOKa3aHO, YTO OCHOBHas akTHBHas dopma IIxnn655/650
CYIIIECTBYET B JIBYX MOJU(PHUKAIMIX C MAKCUMyMaMHU (DIyopecieHITu
npu 653 u 655 HM U MakcuMyMaMHM NoromeHus npu 648 u 650 Hwm.
CrHekTphl MOMIOMIEHUS 3TUX JBYX (JOPM CYIIECTBEHHO Pa3InYaroTCs B
CHHEH 00JIaCTH CIIEKTpa: KOPOTKOBOJIHOBBIC MOJIOCHI ATHX (OPM pactio-
JIararoTcs, COOTBETCTBEHHO, Ipu 440 1 450 HM. YCTaHOBIIEHO, UTO OoIee
KopoTkoBosiHOBast popma IIxnn653/648 obpasyercs mox nelcTBueM
KpPacHOTO CBETa U3 MUHOPHOW JUTMHHOBOJHOBOW (POPMBI TIPEIIIIECTBEH-
Huka xyopoduiura [Ixnn686/676, HakarMBaromeHcs B O4€Hb MOJIOJBIX
MPOPOCTKAX, U CIYKUT MPEAMIECTBEHHUKOM HE(IyopeCIupyIOIEero
xnopodmna P-680 peaknnonnsix iearpos OC 2 [194, 195].
OOcyxnaemMbie OCHOBHBIE (DOPMBI TpEAIIeCTBEHHNKA XJI0poduiia
00HapyXHUBAIOTCS HE TOJIBKO B 3THOJMPOBAHHBIX JINCTHSIX M HA PAHHUX
cramusax 3eneHeHus [169,196], HO ¥ B TOTHOCTHIO CHOPMUPOBABIIIIXCS
3eNeHBIX JUCThAX [197, 198] (cMm. puc.7), a Takke B BBIpANICHHBIX B
TEMHOTE TPOPOCTKAX TOJIOCEMSIHHBIX [199].

®dororpeBpatieHns dTHX GopmM, HaOIogaeMble MPH MOCIEAYIONEM
OCBEIICHNH, CIyXaT JOKa3aTeIbCTBOM TOTO, YTO IOCTOSHHBIN CHHTE3
XJIOpOHIIIa B 3€JCHBIX JUCTHIX PACTEHUI OCYIIECTBISETCS Yepe3 Te
e (pOpMBI MpeAIeCTBEHHNKA, YTO U B 3THOJIMPOBAHHBIX JIUCTHAX [197,

198] (cm. puc. 7).

Dnyopecyenmuble UCCIe008aAHUS POpM NPeOuleCmEeHHUKA
X0pohunna 8 yervlx MUCmbsix npU PU3UOI0SULeCKUX YCLOBUAX

VYernexu B uccnenoBaHuH POTOXUMHYECKUX Peaklnii OnoCHHTE3a XI0PO-
¢ B LENbIX KJIETKaxX CTald BO3MOXHBIMU Onarofapsi IpUMEHEHHIO
YyBCTBUTENBHBIX (DIyOpPECHEHTHBIX METOJO0B. TPyAHOCTH COCTOsIIA B
TOM, YTO CBET, BO30yAaBINK (UIyOpecleHLUIO, OIHOBPEMEHHO BbI3bI-
Bal U (oTonpeBpaleHre TUIMEHTOB. Boixox ObuT HaliieH B ITyOOKOM
oxJlakaeHnu o0bekTa (cM B, cTp 21). OnHaKo, ¥ 3TOT METOA UMEI
Psi CYIIECTBEHHBIX OIPaHUYCHUH, TOCKOJIbKY U3MEpeHHUs (yopeciieH-
UM HE MOIJIM OCYIIECTBIIATHCS HA OJHOM M TOM K€ 00BEKTe, a Xapak-
TEPUCTHKH (IyOpecLEeHIIMN B pealbHOM IpoLecce, IPOTEKAIOIEM IPH
(U3MONOTNYECKUX TEMIIEPATYPax, OCTABAINCH HEU3BECTHBIMH.
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Puc. 7. Hakomnenue u ¢otomnpespa-
II€HHE OCHOBHBIX ()OPM MPOTOXIIO-
podminnaa B 3€JNEHBIX JTUCTHAX
rubuckyca [198].

1 u 2 — HU3KOTEMIIEepaTypHbIE
(77 K) cnekTpsl ¢uyopecueHIuu
3€JIEHBIX JIUCTbEB, U3MEPEHHBIE JI0
1 mocie 16 9acoB TEMHOBOTO HHKY-
OupoBanus o0pasua, 3 — mocine J1o-
MOJTHUTEIBHOTO O0ITydeHus1 OebIM
1 . . ceeroM 103 B1/mM2, 4 — mmioc emte
600 620 640 660 680 10 MuHyT 00IIydeHUsI GEIBIM CBETOM

[nuHa BonHbI, HM 103 Bt/Mm2.

CoBcem HemaBHO B Hamiel saboparopun ([yOpoBckwuii, JIutBuH,
HEOMyOJINKOBAaHHBIC PE3YIIHTAThI) OBLIA CYIIECTBEHHO MOBHITIICHA TyBCT-
BUTEJIBHOCTh METOZA, YTO IO3BOJMIIO IPEOJOJIETh 3TO OIPaHUYEHUE.
ITosiBuIach BO3MOKHOCTh U3MEPSATH (UIyOPECLICHIIUIO IIPU CTOIb HU3KOM
WHTEHCHBHOCTH CBETA, YTO €0 (POTOXUMHUYECKOE ICHCTBUE TPAKTUICCKH
He MposABIsUIOCH (puc. 8, 9). baronaps 3ToMy yzanoch IpoOBECTH UcCIie-
JOBaHMsI (POTOXUMHUYECKOH CTaiH mporecca B GU3HOIOTMIECKHUX yCII0-
BUSIX HETIOCPEICTBEHHO B X0OI€ PEBPAIICHUsI TMTMEHTOB HA OJTHOM U TOM
JKe 00BeKTe.

bbina uccnenoBana uryopecieHIIUs aKTUBHBIX (opM MpemecTBeH-
HHKa XJIOpO(Hia, HAYMHAs C CAMBIX PAHHHUX CTaJIUi Pa3BUTHS dTHOIUPO-
BaHHBIX POPOCTKOB (PACTEHUS C elle HEPACKPBIBIIUMHUCS CEMSIOSIMH
1 Hepa3BEpHYBUIMMUCS JIMCTOYKAMH), KOTIa TIpeobataromei BiseTcs
KOPOTKOBOJTHOBasI popMa MPOTOXJIOporiInIa ¢ MAKCUMyMOM (Iryopec-
ueHImu npu 637-638 um (hopma [Ixn638). U3 puc. 8A BugHO, 4TO 11O
JIECTBHEM CBETa HU3KOW MHTeHCHBHOCTH (hopma I1x111638 npeBparaercst
B MPOJYKT CO CIIEKTPOM, XapaKTepHBIM IJs xyopodwmmna(uaa). [Ipu
JOIOJTHUTEILHOM MHTEHCHBHOM OOJTy4YeHUH (IIyOpEeCCHIs IPOayKTa
peaKknuu CHadaixa pacTeT, HO IpH JanbHeimeM u 6ojiee HHTCHCUBHOM
00JIy4YeHUN U3MEHEHHS JOCTUTal0T HEKOTOPOTO MPENEIbHOTO 3HAYCHUS,
YTO MOKHO OOBSICHUTB IEPEHOCOM SHEPTHH JIEKTPOHHOTO BO30YKICHHUS
Ha (QoTonmpoayKT (Tporiecc, KOTOPBIH KOHKYPUPYET ¢ (oTopeakmuei).
OO0paraer Ha ce0s BHUMaHHUE U TOT (aKT, UYTO CHEKTP PIIyopeCIeHITHH
obpazyrommxcs GopM XITopopHILIHIa HE CMEIIAETCS B JITHHHOBOJIHOBYIO
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Puc. 8 dnyopecieHius KOpOTKOBOTHOBOW ()OPMBI MPE/IIECTBEHHHUKA XJIOpOQHIa
B JIUCTBSIX (paconu npu GU3NOI0TuIecKux ycaoBusx (25 °C)

A. Cnektpsl ¢uyopecieHIin (JJIMHA BOJHBI BO30YyXIaromiero ceera 445 um),
M3MEpEHHbIC Ha OTHOM U TOM K€ JIUCTE.

1. UcxonHblit CIEKTp HEPa3BEPHYBIIETOCS STHOIUPOBAHHOTO JIMCTA.

2. To xe, uro 1, mocie ocBeenns 2 MUH ¢BeToM 6,7 MBT1/M2.

3. To ke, 4TO 2, TIOCIIE TONOIHUTEILHOrO OCBeIeHus S MuH ceeToM 200 MBT/M2.
4. To ke, uro 3, mmroc 2 ¢ ocsemenus ceeTtom 100 Br/m2.

5. To e, uto 4, mociae HHKYOauH B TEMHOTE 15 MUH.

b. MI3MeHeHne KBaHTOBOTO BBIX0/1a (hi1yopeCcLieHIIN IIPH HAKOTLIEHUH IPEALIECT-
BEHHMKA B 3THOIMPOBAHHBIX JINCTHAX.

ITo ocu abcruce — ontuyeckas IWIOTHOCTE (D) B kpacHoM Makcumywme. Ilo ocu

OpJIMHAT OTHOCHTENBHBIN KBAHTOBBIN BbIXOA (uryopectieHiun mpu 638 um (1) u mpu
655 uMm (2).

00J1acTh MpH OYE€Hb UHTEHCUBHOM OCBEILEHUH (KpHBbIe 3 U 4), KaK 3TO
HaOmonaeTcst Uil OCHOBHOM ()OPMBI MPEIIECTBEHHUKA C MAKCHMYMOM
¢nyopecueHuun 655 HM. DTOT HaKT CBHUACTEIBCTBYET O TOM, YTO
KOpPOTKOBOJIHOBas ¢opma mpenmectBeHHUKa [Ixnn638 ydgacTByer
TOJIBKO B OJHOW M3 JIByX IOCJIE€NOBATEIbHBIX (OTOPEAaKLUUN B LEHIU
obpasoBanus xiaopoduiia. Ha puc. 8b npencraBinensl n3mMeHeHuUs
KBAaHTOBOTO BBIXOAa (DIyopecUeHINN KOPOTKOBOJHOBOU (638 HM) H
OCHOBHOH (655 HM) ¢dopM mpenmecTBeHHHKA 10 Mepe HaKOILICHHS
MPOTOXJIOPOMUIIINIIA B STHOJIMPOBAHHBIX IPOPOCTKax. OTHOCUTEIbHBIN
KBaHTOBBIN BBIXOZ KOPOTKOBOJIHOBOH (DOPMBI 3KCIIOHEHIINAIBHO YMEHb-
HIaeTcsl MpY HAKOIUIEHUM IUIMEHTa. Brixon ¢uiyopecueHIMy IJIMHHO-
BOJIHOBOH (hOpPMBI 3HAUNTENFHO MEHBIIIE U MaJI0 U3MEHSAETCS B TIpoIiecce
€€ HaKOIUIEHHS1. DTO COTTIacyeTcs C MPEATIONIOKEHHEM O TIEPEHOCE SHEPTHH,
MIPY KOTOPOM POJIb JIOHOPa MIpaeT KopoTKoBostHOBast popma [Txnn638, a
pOJIb aKIenTopa — ero JUIMHHOBOJIHOBas (opma.
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Puc. 9. Comnocrasnenue crexktpoB ¢ayopecueHiuu (A) u nonomenus (b) npu
(hoTonpeBpatiieHu 0CHOBHOM (hOpMBI IpeiecTBeHHKa xiopodua (Txnu655/650),
U3MEPEHHBIX B (PU3HOIOrNUecKUX YCIoBUsX (25 °C) Ha 0JHOM U TOXe JUCTe (6 IHEB-
HBIE STHOJIMPOBAHHBIE IPOPOCTKH (acoin).

1. McxonHbIi CIIEKTP 3THOIMPOBAHHOIO JHUCTa

2. To xe, uro 1, mocie ocBemenns 2 MUH cBeToM 6,7 MBT1/M?

3. To xe, 4To 2, OCIIE JOMOJHUTEIHLHOTO OCBeIIeHHs 5 MuH cBeToM 200 MBT/M?

4. To xe, uto 3, mociyie 15 MUH HHKYOAllMU B TEMHOTE.

5. To ke, uto 4, mroc 2 ¢ ocsemenust ceetoMm 100 Bt/m2.

6. To ke, uTo 5, mocine 15 MUH UHKYOAIluK B TEMHOTE.

Takum 00pa3oM, Ha CaMbIX PAHHUX CTAIUSX 3EICHEHHSI 3THOITHPOBAHHBIX
JIUCTHEB aKTUBHOM SBJISIETCS HE HAOMIONABIIIAsICS paHee KOPOTKOBOTHOBAs
¢dopma mpoToxIopoPrILIHIA C MAKCUMYMOM (hiryopectieHnmu ipu 638
oM (ITxma638).

Ha puc. 9 npencraBneHbl U3BMEHEHHS CIIEKTPOB (IyOpECICHITNI
(A) u nornomenust (b) STHOMUPOBAHHBIX JTUCTHEB Ha OoJiee MO3AHEH
CTaJIN¥ THUOIISIINH, KOTJIa PeodIaaroiiel CTaHOBUTCS OCHOBHAS (hopma
MpeIIeCTBEHHIKA XJIOpOohHIIa ¢ MAKCHMyMOM (PIIyOpecleHIInN TPU
655 HM. M3 comocTaBieHus CIIEKTPOB MOTIIOMEHHUS U (PIyopecieHInn
BHJIHO, YTO KBAaHTOBBEIH BBIXOJ 0Opasyromuxcs Gopm xiopodumanga
M3MEHSETCSl KaK B pe3ynbTare (OTOpeakiui, TaK U B XOA€ TEMHOBBIX
nporeccoB. VIHTEHCHBHOE OCBEIICHHE COMPOBOXKIAETCS CMEIICHHEM
criekTpa QOTOMPOAYKTOB B JITMHHOBOIHOBYIO CTOPOHY (Cp. KpHUBBIE 3 U
5 na puc. 9b). D10 cBuaerenbpcTByeT 00 yyactuu Gopmer I1x11655/650
(B omitnume ot hopmbl [1x511638, cM. BIlIe), B 00CHX HOCISI0BATEIBHBIX
(oTopeaknusaX 3aKIIOYUTENBHON CTa Il OMOCHHTE3a XJIOPOQHILIA.

B nenom, npeaBapuTenbHbIe CIEKTpaIbHbBIC HCCIENOBaHU QIyopec-
LCHIIMH STHOJTMPOBAaHHBIX JINCTHEB B IPOIIECCE HATUBHBIX (POTOXUMUIECKHX
NpeBpalieHui PU KOMHATHOH TeMIIepaType IeMOHCTPUPYIOT CIIOKHOCTD



DomoaxkmueHvle nueMeHm-pepmeHmHble KOMNIEKCHL ... 219

HPOLIECCOB, IPOTEKAOIINX B JIUCTE (110 CPABHEHHIO C OTHOCUTEIIBHO IIPOC-
TOW KapTHHOM, MOTy4YEeHHON Ha MOJIEIbHBIX CHCTEMAaX).

VII. POJIb ATPETAIIUU TPOTOXJIOPODPUNIIJINIA U T1OP
B OBPA3SOBAHUU ®OTOXUMHNYECKHN AKTUBHOI'O
KOMIUIEKCA

Vxe B panHUX padorax [157] BBICKa3BIBAIOCH MPEIITOIOKEHHUE, ITO
aktuBHas (opma mpotoxnopodumumuna [Ixnn655/650 npencrasmuser
c000ii arperaT MUTMEHTHBIX MoJyieKyn. OO arperalimoOHHOW MpPHUPOJE
JUTMHHOBOJTHOBBIX ()OPM CBHUJIETEIBCTBYIOT XapaKTepHbIE 0COOCHHOCTH
UX CIIEKTPOB. ITO NMPEXK/IE BCETO JUTMHHOBOIHOBBIN CIIBUT CIIEKTPAIILHBIX
MaKCUMyMOB 0 CPaBHEHHIO CO CIEKTPaMH pacTBOPOB MUTMEHTA.
CyXeHre MoJ0C MOTIIOMmEeHHsT U (QIyopecleHIINN aKTUBHOW (OPMBI
[Txnn655/650 (B monTopa-apa pasa o cpaBHeHuto ¢ popmoit [Txnn633/628)
YKa3bIBAeT Ha BOZHUKHOBEHHE B3aMMOJCHCTBHS MEKAY DJIEKTPOHHBIMHU
cTpykTypamu xpomodopos [200, 201]. HdeiicTBue nezarperupyrommx
areHToB (YMepEeHHOE HarpeBaHue, J00aBKH OpraHMIeCKUX PacTBOPHUTEINEH
WIN IETEPTEeHTOB) NPUBOANT K YMEHBIICHHUIO MM NCYE3HOBEHHIO JUINH-
HOBOJIHOBBIX CHEKTPAIbHBIX MOJOC U YBEIUUYEHHIO KOPOTKOBOIHOBBIX
[12, 157, 202-205].

UccnenoBanus CeKTpaibHBIX CBOMCTB MpoToxjopoduia(una) B
MOZEJIBHBIX CHCTEMaX B CPABHEHUH C €0 CIIEKTPAIbHBIMHU CBOMCTBAMHU int
ViVo TarxoKe IPUBEIH K Pe3y/bTaram, MOATBEPKIAIOLINM IIPEAOI0KEHUE
0 TOM, YTO aKTUBHas (opMma MPOTOXIOpOo(MIUINAA HPEACTABIET COOO0M
arperar MUrMeHTa. MHOTHE HCCIIeI0BaTEeN OTMEY A OJIN3KOE CXOACTBO
(WM UOEHTUYIHOCTD) CIEKTPAThbHBIX XapaKTEPUCTHK aKTUBHOU (HOPMBI
npoToxjopoduuinaa in vivo co CHEKTPaIbHBIMU XapaKTEPUCTHKAMHU
arperaToB MPOTOXJIOPO(HIIIIIOBEIX MATMEHTOB B pacTBopax [206-213],
KOTOPbIE XapaKTEPU3yOTCs OATOXPOMHBIM CABUIOM I10J0C IOIIOIIEHHS
(Bximrogas moocy Cope). CoBnageHne 0CHOBHOTO MaKCHMyMa ITOJIOCH
Cope arperaroB MpoTOoXJIOPOMHITIHIA i71 Vitro Y TIONIOCHI, TPUHAIJIeKAIIEH
akTUBHOW Qopme mporoxnopodmmmuaa [Ixnn650/655 in vivo (okono
460 HM), ABISETCS CBHAETEIBCTBOM arperupoOBaHHOTO COCTOSHHS
[Mxnn650/655. CriekTpbl TBEPABIX MIEHOK MPOTOXJIOPOPHILITIOBBIX TUTMEH-
TOB (00pabOTaHHBIX MTApPaMU aMMHaKa) B KpACHOM 00JIACTH TaK)Ke BeChMa
OJIM3KH K CIIEKTpaM MpeIecTBeHHUKA xyiopoduina in vivo [214-220].

XapakTepHoe JJIs arperaroB 3HepreTUYecKoe B3auMoIeCTBHE MoJTe-
KyJI IPOTOXJIOPOMMIIHAA B 3TUOIUPOBAHHBIX JIUCTHSAX MOATBEPKAACTCS
pe3yibTaTaMy UCCIIeIOBaHUH MO pU3aluy (GIyopeCeHIIH, KPYTOBOTO
nmuxponsma [ 187-189] u murparuu saepruuu [87, 165, 181-183, 221-225].
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Takum 00pa3om, LeIbIi psiIl JaHHBIX YKa3bIBaeT Ha TO, 4TO (POTOAKTHB-
HbIE QOPMBI TIPOTOXIOPODUILTHIA ik VIVO HAXOIATCS B arperHPOBAaHHOM
COCTOSTHHH.

ITockonbky omua Mosekyna IIOP mMoxeT BoccTaHaBIMBATH TOJIBKO
OJTHY MOJIEKYJTy TIPOTOXJIOPO(UILINIA B KAaTATUTUYECKOM caiite |34, 49],
CTPOEHHE aKTUBHOTO MUTMEHT-OEIIKOBOTO KOMITJICKCA IPEACTABIISETCS KakK
00beAMHEHHE HECKOIBKUX TPOMHBIX aKTUBHBIX KOMILIEKCOB. [Ipu sTOM
paccTosiHie MEXIY MOJEKyJaM{d MUTMEHTa JOJKHO OBITh JOCTaTOYHO
MaJIbIM JJIs1 OCYIIECTBIICHHUE IIepeady SHEPTHH MO MHTyKTUBHO-PE30HAHC-
HoMy MexaHu3My. CnenoBarensHo pepmenT [IOP nomken 0Opa3oBbIBaTh
onuromepsl. [Ipennonoxkenus o6 arperupoBaHHoM coctossHuu [1OP in
vivo BBICKa3bIBaIMCh U paHee [227, 228, 229]. Cnenyet 3aMEeTUTb, YTO
Oenku, mpUHAIIeKamue K cynepcemerictsy RED, xapakrepusyrorcs
CIOCOOHOCTHIO 00pa30BhIBaTh arperarsl [37], 1 OOMBIIMHCTBO (pepMEHTOB,
NpUHAUIEKALINX K 3TOMY CEMEHUCTBY, QyHKIMOHUPYET B BUIE TUMEPOB
i terpamepos. [Ipu uccnenoBannu [1OP in vitro Opio ycTaHOBIEHO,
4yTO0 arperauus pepMeHTa OnaronpuaTHa Ais ero (GepMeHTAaTUBHOM
aktuBHOCTH [226]. [Ipn dpakmmonnposanuu [IJIT mmennis MmeTogom
M303JIEKTPUIECKOT0 (OKYCHPOBAaHUS HAa PA3HBIX CTAJUSAX 3€JICHEHUA
BBISICHUJIOCh, YTO JJa)K€ Ha 3aKJIIOUUTEILHOM 3Tarie 00pa3oBaHUs XJI0PO-
¢umra, Bo Bpems capura IlInbara, murmenT u [TIOP accoruupoBaHbl B
omHO# u To¥ ke ppakmum [230]. ABTOPHI IPEIITOIOKHITH, 9TO KOPOTKO-
BOJIHOBBIN CIIEKTPaJbHBII CIBUT HA 3TOM ATAIl€ CBS3aH C Pa3pylICHUEM
arperaroB I1OP, uto mpuBoguT K Ae3arperany nurmMeHTa. C MoMoOIIbO
METO/Ia TIEPKPECTHOTO CBSI3BIBAHUS OBLIM TONYYEHBI Pe3yabTaThl, CBU-
JeTenbCTBYIOmue o ToM, 4yto IIOP B mponamesuIsIpHBIX Telax Haxo-
IUTCS B arperupoBaHHOM COCTOSIHMH, MPEUMYIIECTBEHHO B BHJE
nuMepoB [230]. MeTtonoMm renb-(QUIBTPAMOHHON XpoMarorpaduu
ountienHoro cymmapHoro 6einka MCB-ITIOP (ManbsTo3y cBs3bIBAIOLIMA
oenok — [1OP), monyuenHoro myrem osepakcnpeccun [1IOP ropoxa B
E. coli, Ob110 HanpsAMYIO MTOKa3aHO, YTO HATHBHBIN (PEPMEHT CYIIECTBYET
MPEUMYILECTBEHHO B JUMEPHOM COCTOSHUU [226].

B pab6ote [231] uccnenoBanuchk GoToakTuBHBIE KoMIUIeKCH [TOP,
BBIZICJIEHHBIE U3 3THOJIMPOBAHHBIX JIUCTHEB MIIEHHUIBI U OYMILEHHBIE
C MOMOIIBIO rejib-Xxpomarorpaduu. bonpmas mMonekynspHas Macca
xomruiekcoB (112 k/la), xapakTepu3yommxcs MAaKCHMYMOM HOTTIOICHHS
npu 640 HM 1 MakcuMyMoM (iryopecueHuny npu 643 HM, CBUAETENbCT-
ByeT 00 arperauuu cyobeaAnHUL epmeHTa. [Iprn yMeHbIICHNN KOHLICHTpa-
LIUU JIeTepreHTa IpHu COMIOOUIN3aNNH IPOJIaMeJUIIPHBIX Tell ObLIN
MOJTy4eHBI Oosiee TsKenble yacTulbl ¢ Moi. Maccoir 10804+250 x/la,
CIEKTPaJIbHbIE CBOWCTBA KOTOPHIX COOTBETCTBOBAJIM OCHOBHOW aKTUBHON



DomoaxkmueHvle nueMeHm-pepmeHmHble KOMNIEKCHL ... 221

dhopme poToxitopoduuiaa in vivo — IIxmm 655/650. B aTux KoMIUIeKcax
ITOP Obuta JOMUHUPYIOIIUM MOJTUIENTHAOM. [enb-xpoMarorpadus
OCBEIIEHHBIX 00pa310B MOKa3ana, 4To mocie (OoTOmpeBpaIECHHS TPOTO-
XJ0poWILIHIA TPOUCXOIUT OBICTpast Je3arperamuns KOMILIeKca.

CornacHo naHHBIM psifia ucciaenosateneit [228, 231, 232], ¢popma
npotoxnopodrmaa [Txnn643/638 moxeT ObITh AUMEpOM, a [1xna655/650
JIOJOKHA OBITH 00JIee KPYITHBIM arperaroM. B mosb3y 3Toro CBUACTENbCT-
BYET TaKXKe CY)KCHHE TI0JIOC MOTIOIeHUs U uryopecueHtmu [Txnn655/650
M0 CpaBHEHHUIO ¢ nonocamu [1xna643/638.

WTak, c mOMOIIBIO pa3IMYHBIX SKCIIEPUMEHTAIBHBIX TOJIXO0I0B MOy -
YeHBI JaHHbIE, YKa3bIBAIOLINE HA TO, YTO AaKTUBHBIM TPOHHON KOMILJIEKC
Ixna-HAJ®H-IIOP HaxonuTcst B arpernpoBaHHOM COCTOSHUM B BUJIE
JUMEpOB WK OoJsiee KPYMHBIX OJIMIOMEPOB. Arperauuy MUIMEHT-0el-
KOBOTO KOMIIJIEKCA, MTO-BUAMMOMY, CIIOCOOCTBYIOT JIMIHBI (CM. HUXKE).

[Ipupony HaTHBHBIX JIIMHHOBOJHOBBIX CIIEKTPAIBHBIX ()OPM CBSI3BI-
BalOT C CYIIECTBOBAHMWEM KPYITHBIX arperaroB mpoTtoxiopodummaa. 06
3TOM € CBUIETENHCTBYET HaJUYHe aHAIOTUYHBIX TOJIOC B CIIEKTpax
arperupoBaHHOTO MPOTOXJOpPOdHILIa B MOJAEIbHBIX cuctemax [207,
208, 210, 215, 233, 234] u B crieKTpax IpoToxiIopoduiia B 060I09Kax
CEeMSIH HEKOTOPBIX BUJOB pacTeHuid [235-238], rae, contacHO JABHHBIM
10 CHEKTpaM KPyroBoro muxpousma [237] mIWHHOBOJIHOBas dopma
MPOTOXJIOPO(HIIITA HAXOAUTCS B KpUCTAUTHIECKO# hopme. OOpa3oBaHme
arperaToB MPOTOXJIOPO( TN AA BOSMOXXHO Oylaromaps arperarus Gporo-
dbepmenta [1OP, obneryatomei B3auMoielicTBHE TTOP(OUPUHOBBIX KOJIEIT
MOJICKYJI IUTMEHTA.

VII. ZJOINOJHUTEJBHBIE KOMIIOHEHTBI,
ACCOIIMUPOBAHHBIE C AKTUBHBIM
NUIMEHT-®EPMEHTHBIM KOMIIVIEKCOM
9TUOJJIMPOBAHHBIX JIUCTBEB

Kpome Tpex OCHOBHBIX KOMIIOHEHTOB aKTHBHOTO MUIMEHT-(ep-
MEHTHOTO KOMITJIEKCa ATHOIIACTOB (mpotoxiopodmmina, HAJIDOH
u ¢orodepmen I1OP), BO3MOXKHYIO poiib B (PyHKIIHOHUPOBAHUH
KOMIUIEKCA i1 ViVO UTPAIOT HEKOTOPBIE IOTOIHUTEIBHBIE KOMITO-
HEHTBI.

Dnasumsl KAK KOMAOHEHM aKMUBHO20 KOMNLEKCa
buocunmesa xnopoghuina

JlaHHbIe, TTOyYEeHHBIE C MCIOJIB30BAHHEM KaK CIEKTPOCKOIUYECKHUX
[239], Tak u mpenapaTuBHBIX MeTOAOB [240], CBUAETENHCTBOBAIU O



222 O.b.bensiesa, @.D.Jlumeun

TOM, YTO B ()OTOAKTHBHOM KOMIUIEKCE MPHUCYTCTBYIOT (IIaBUHEI, (QYyHK-
AT KOTOPBIX MOKa HesicHa. Yoikep u ['puddurc [240] Brickazaiu
npeanonoxenne o ¢uaBuHOBOW npupone kosH3uma [IOP. O6 sTtom
CBUJICTENLCTBOBAN Pl GakToB: 1) akruBHOCTh [IOP mHrHOMpoBamach
aHTaroHUCTaMH (PIaBONPOTEMHOB — KHHAKPUHOM U TPUPIUOTIEPA3HHOM,
2) npenaparsl, cogepskame [IOP, cnocoOHBI BOCCTaHOBIMBATH LIUTOXPOM
¢, 3) B MmemOpaHnax, oboramenabix [1OP, ®A]J] Boiaensuics BMecTe C
¢depmentom. Haiiap u coaBt. [241], uccnenys GoTomHIynHpOBaHHBIC
B3aMMOACHCTBHSI NOPOUPHHOB U (IIABUHOB B MOZENBHBIX CHCTEMaXx
NPENIOJIOKUIH, YTO i Vivo (IaBUHBI MOTYT CIY>KUTb JOHOPOM 3JIEKTPOHA
B peakuuu (HOoTOBOCCTaHOBJIEHUS npoToxnopodumnuaa. [losnuee [pud-
¢duTC nepecMoTpeN CBOIO TOUKY 3pEHHUS Ha y4acTHe (DIaBUHOB B AKTHB-
HOM TUTMEHT-0enkoBoM KoMmiuiekce [242]. Beinenennas um [1OP ne
cozeprkana (paBUHOB, HO MOIJIa KaTaJIM3UPOBATh (POTOBOCCTAHOBIICHHE
nportoxsiopopuummaa. [lockonbky MCKyccTBEHHBIH KoMmIutekc 1Ixia-
HAJI®H-IIOP oxazancs ¢oToakTuBHEIM 1 0€3 GraBuHOB, [ pudduTc 3ak-
JIFOYMJL, YTO H i Vivo (DIaBUHBI HE BXOAAT B aKTUBHBIN KOMIUTEKC. OHaKo,
10 HallleMy MHEHUIO, COXpaHeHue akTUBHOCTH ounlieHHoi [1OP in vitro
eIlle He JOKA3bIBAET TOTO, UTO U 71 Vivo (B LIEJIBIX STHOIMPOBAHHBIX JIUCTHSIX)
(hITaBUHBI HE YYACTBYIOT B IpoIlecce OMOCHHTE3a XIIOpodHiIa.

Hamu Obu10 MCCIenoBaHO MHAYLMPOBAHHOE OCBELIEHHUEM IpHU
77K u3MeHEeHHE CIEKTPOB (IIYOPECIEHIMH IEIbIX ITUOIUPOBAHHBIX
JUCTHEB KyKypy3bl B IIMPOKOM AHAra3oHe UIMH BOJH, BKJIIOYAOIIEM
MakcuMyMbI prryopecueniina HAJIDOH (470 um) u diiaBurOB (525 HM)
[239]. Okazanock, 4To MO AeiicTBHEM CBETa OAHOBPEMEHHO C TYIIIEHHEM
¢utyopecieHIIuu akTUBHOM (opMbl X118 pe3Ko yMEHbIIaeTcs Moji0ca
dutyopeciieHIMK (UIaBUHA, YTO, IO BCEH BEPOSATHOCTH, CBS3aHO C €ro
(doToBOCCTAaHOBIEHHEM, TaK Kak (hryopecueHueil o0nanaer TOIbKO
okucieHHas Gopma. [Tocie MOBBIIEHUS TEMIIEPaTypPhl, OAHOBPEMEHHO
¢ o0pa3zoBaHHEM MEPBUYHBIX (OPM XJIOpopuiuinaa, HAOII0AaI0Ch
BO3pacTaHUe MHTEHCUBHOCTU (pyopecieHnnu (HraBHHOB (MakCHMyM
npu 525 HM) A0 BENWYHHBI, MPEBHIAIONICH €e UCXONHBIH ypOBEHb B
HEOCBEICHHBIX 00pasiax, YTo yKa3blBaeT Ha BO3pacTaHWe KOHLIEHTPALUH
OKHCIeHHBIX (pnaBuHOB. IlodydeHHbIEe JaHHBIE CBUICTEIHCTBYIOT O
BO3MOXHOCTHU y4yacTus ()JIaBUHOB B MEPBUYHBIX (POTOXHMMHUUECKHUX
peakuusx (OTOBOCCTAHOBICHHs MpOoTOXiopodmuaa. MexaHu3Mbl
(hOoTOBOCCTAaHOBIIEHUSI IPENIIIECTBEHHNKA XJIIOPOPIILIA inn VIVo U in Vitro
MOTYT pa3nu4arbesa. Ham kaxercs, 4To Ha JaHHOM 3Tare UCCIeJOBAHUH
HEJIb3S MOJHOCTHIO HCKJIIOYUTH POJIb (DIABUHOB B OPraHU3alUHU U
(GYHKIIMOHMPOBAHMH AKTHBHOTO MTUTMEHT-0EJIKOBOTO KOMILIEKCA MIPOTO-
xyopounmnna in vivo.
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Ponb 1unudos 6 06pazoeanuu akmueHo20 KOMNIEKCa
nPOMOXI0POPUITUOA

Bruto nccnenoano [243] BAMsIHHE TalaKTO- W CYITb(OIHUITAIOB, BhIJE-
JICHHBIX M3 ATHOIUIACTOB SIUMEHS, Ha CIEKTPaJbHBIE CBOMCTBA UCKYCCT-
BEHHO CO3[JaHHOTO 7 Vitr0o aKTHBHOT'O KOMILIEKCA, BKIFOYAIOIIETO
Zn-tipotropeodopodun a (Znllda) u Zn- nporodeotdopdun ¢ (ZNI1Ds);
¢depmentst [IOP A u I1OP B sumens u HAJI®H. OcHoBHOM MakcuMyM
crnekTpa (rryopeceHI KoMIuiekca 0e3 J00aBIeHS TNIHAA0B HaXOHIICS
mpu 630 aM. JfoOaBneHNe cMeCH TallaKTONUIHUAOB H CYIb(OIUTHIOB
MPUBOAWIO K CIBUTY MakCUMyMa J10 655 HM, XapakTEpHOTO ISl aKTUB-
HOTO KOMITJIEKCa ix Vivo. JINus, Mo-BUAMMOMY, CITIOCOOCTBYIOT arpera-
MM TUTMEHT-0eIKOBOTO KOoMIUIeKca. K TakoMy BBIBONY NMPHIIIN H
aBTOpHI paboTHI [244], B KOTOPOW HCCIEAOBATIOCH BIHSHUE TIIHIICPHHA
¥ XJIOPOTUTACTHHIX JIMIHIOB Ha U3MEHECHHS CIIEKTPOB MCKYCCTBEHHBIX
MUTMEHT-(EPMEHTHBIX KOMIUIEKCOB. [I0CKOJIbKY H3BECTHO, YTO CTPYKTYpa
MPOJIAMEJUISPHBIX TEJI BKIIFOUAET ABOMHOM JIUIUIHBIN CJIOH, COCTOSIIANA U3
MOHO-TaJIaKTO3WJI-IHAIWIITIIUIIEPOIIa U IU-TaTaKTO3UII-THALMIIIHIIEPosia
[245], aBTOphI paboThl [244] UCTONB30BAIM UMEHHO 3TH ILIACTUIHBIC
JIUTAIBI IS TOOABIICHHSI K UCKYCCTBEHHBIM KOMITIEKCAM, BKITFOYAFOIIIUM
I[MOP, HAA®H u Zn-npotodeodopbun a. [Ipu s3ToM HabIrOAANCS JIMH-
HOBOJIHOBBIM CIIBUT MaKCHMyMa MODIJIOIIEHUS KoMIUIekca (¢ 628 1o 646
HM). [Tocne ocrelenus: 00pa3ioB oTMeUeHO oOpa3zoBanue heodopousa
C MaKCUMyMOM TIOTJIONICHUS TIpH 678 HM, KOTOPBIN 3aTeM CMEIIAJCs B
TeMHOTE 110 668 HM. ABTOPBI IIOJIATAIOT, YTO MOJYUYECHHBIE TaHHBIC SIBIIS-
FOTCS JIOKa3aTeIbCTBOM yYaCTHs IBYX JIMITUJIOB B 00Pa30BaHUM aKTUBHOM
JUTHHHOBOIJTHOBOW (JOPMBI MpEAIISCTBEHHUKA Xiopoduiuia in vitro, a,
BO3MOKHO, U i1 ViVo.

MuHOprle nonunenmuobl KAk KOMNOHEHMbl HAMUBHO20
KomnJjiekca npeémecmeeﬂﬂuka xﬂopoqbu/ma

B stronnactax oOHapyKeHBI U JpyTHe CBI3aHHBIE C POTOXJIOPODUILITH-
Jiom nonunenTuabl momumo [TOP: 70,41, 17, u 14 x[{a [246]. 1514 BeIsSICHE-
HUS TyTel OroreHe3a (JOTOCHHTETHYECKOTO amnmapara 0coObIii HHTepec
MpeACTaBIsIeT 00HAPYKEHUE B 3THOIIIACTAX MOJIHUITETITH/IOB, HACHTUIHBIX
BXOJISIIIMM B COCTaB PEAKIMOHHBIX IIEHTPOB (hoTocucTeMsl 11 [247, 248].
C moMompio MeToIa OBICTPOH paTHOAKTUBHON METKH B HEOCBEIIIEHHBIX
ATHOIUTACTAX STIMEHS OBLITN OOHAPYKEHBI B HEOOIBIMX KOTUIECTBAX
HpaKTI/I‘IeCKI/I BC€ OCHOBHBIC aHO6e.HKI/I peaKHI/IOHHBIX HeHTpOB O6eI/IX
¢dorocuctem: P700, CP47, CP43, 12 u /{1 [249-251]. OnHako, HakoIIe-
HHUE THX ano0eIKOB HAYMHAIIOCH TOJIBKO MTOCJIE OCBEIIECHHS.
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Ha ocHOBaHNM MHOTOYHCIEHHBIX HCCIIEIOBAHUA MOYKHO 3aKITIOUHTH,
YTO OCHOBHBIMHU KOMIIOHEHTaMH aKTHBHOTO KOMILIEKCA 3aKIIFOYUTENbHOM
cTa Iy OMOCHUHTE3a XJIOPO(HILIA SBIISIOTCS: aKTUBHBIC ()OPMBI IIPOTOXJIO-
podmwumuaa: (Ixnun655/650 u [Ixnn643/637); doropepment ITOP,
THPO3UHOBAs T'PYyIIa KOTOPOrO CIYKUT OAHHM U3 JOHOPOB NMPOTOHA
(n1s mosumu C,.); HAJI®H — 10HOp BTOPOro NpoToHa (THAPU/I-HOHA)
1, BO3MOKHO, (pIaBUHBI, KOTOPBIE MOT'YT OBITH IOHOPAMH HJIH ITEPEHOCYH-
KaMH 37ekTpoHa. KpoMe Toro, HeManoBakHYI0 poib B 00pa3oBaHUHU
AaKTUBHOI'O KOMILJICKCA UTPAIOT JTUHUIBIL.

He uckiroueHo, 4To psig MUHOPHBIX TOJMUIIENTUIOB, OTIUYHBIX OT
ITOP, B uacTHOCTH, OeNKH, XapaKTepHbIe A7 1BYX (poTtocucteM hOoTOCHH-
Te3a, TAaKKe HaXOASTCS B aCCOLMALMU C aKTUBHBIMHU KOMILIEKCAMHU
MpeaIeCTBEHHUKA XJI0poduiuia uiu, BO3MOXHO, BXOIST B COCTaB
HEKWX MHHOPHBIX aKTHBHBIX KOMILJIEKCOB. Ha OCHOBaHHMU pe3ylbTaToB
xpomarorpagpudeckoro ananusza (HPLC) BblaeneHHBIX W3 HIIEHULBI
¢oroaxtuBHBIX [Ix111-1IOP KOMIIIIEKCOB OBIIIO BBICKA3aHO MPEATIONIOKEHHE
0 BO3MOXXHOH acCOIMaIliy 36aKCaHTHHA 1 BHOJIAKCAHTHHA ¢ (POTOAKTHB-
HBIM KOMIDIEKCOM TpoToxiopoduminaa [231].

IX. BAKJIIOYEHUE

3a mocneaHue NECATUIETHS ObUIM TOJIyYeHbl BaXKHBIE PE3YNbTaThl B
o0yiacTv M3y4eHHs CBETOBOM cTaguy OMOCHHTE3a XJI0poduiuia. Yianoch
BBISICHUTB COCTAB KOMILJIEKCA, B KOTOPOM OCYILIECTBIISIETCsI peakuusi GoTo-
BOCCTAHOBJIEHHUS TEMHOBOTO IpeALIeCTBEHHNKA XIopoduuia. Kommieke
BKJIIOYAET TPU KOMIIOHEHTa — MPOTOXJIOPOPHIUIHI, JOHOP BOAOpOAa
HAJI®H u dorodepment npotoxnopoduin okcunopenykrasy (IIOP).
OmnpeneneHsl OCHOBHBIE cBoOiicTBa hoTodepmenta IIOP, Bocipon3BeneHa
peakus GOTOBOCCTAHOBICHUS MPOTOXIOPOPUIIIMAA B MOACIHHOM
CHCTEME — HCKYyCCTBEHHOM TPOWHOM KOMILIEKCE.

BwMmecTte ¢ Tem, pa3BUTHE CIIEKTPAJIbHBIX UCCIEAOBAHUN MPOIECCOB
HaKOIJICHHS M BOCCTAHOBJICHUS IPEIIECTBEHHUKA XJIOPO(dMIIIa HEToC-
PEICTBEHHO B LIEBIX KIETKAX U JINCTHSIX PACTEHHUH II0Ka3a10, 4TO IPOLIEcC,
IIPOTEKAIOIIUH B KJIETKE, 3HAYUTEIHHO 00JI€e CI0KEH, YeM B MOJEIIbHBIX
crucremax. ['ereporeHHOCTs opM IpeAlIecTBEHHUKa XJopodra,
pasnu4ne MmyTed uX MpeBpalieHus B XJIOpOQUII, MHOTOCTYIEHUATHIH
xapakxrep (POTOXMMHUIECKHX U TEMHOBBIX peakituii [ 178] cBuaeTensCTBy 0T
0 TOM, YTO PE3yJbTAaTOM Mpoliecca SBISETCsS 00pa30BaHUE HECKOIBKUX
(YHKIIMOHAEHO aKTHBHBIX ITUTMEHT-O0CIIKOBBIX KOMIUIEKCOB HEOOXO/TH-
MBIX JJIsl IOCTPOEHUsT OTOCHHTETUYECKOTO ammapara. Pe3ynbrars
WCCIIeIOBaHUH MO3BOJISIIOT HACHTU(PUIUPOBATH TyTH, BEIyIIHe K BKIIIO-
YEHHUIO MMTMEHTA B COCTaB JIBYX Pa3IUYHBIX (POTOXUMHUECKUX CHCTEM
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doTtocunTe3a. MOXKHO HafeAThCS, YTO HA CICTYIOIIEM JTale UCCIENo-
BaHM OyIeT BBISICHEHa MPUPOJA TETEPOTeHHOCTH HAaTUBHBIX (HOpM
NpeALeCTBEeHHUKA XJIOpOoHiia, UX CTPYKTYpa M y4acTHE B 3aKJIaJKe
OCHOBHBIX ITHTMEHT-OEJIKOBBIX KOMILJIEKCOB, (PYHKIMOHUPYIOIIUX MPH
¢otocunTese. B cBa3u ¢ mpobiaeMoil mpUpoAbl aKTUBHBIX KOMIUIEKCOB
NpeIIIecTBEHHNKA XJIopoduiia 0ocoboe 3HadeHHe MPHOOpeTaeT X Hcclie-
JOBAaHHE B )KUBBIX (PyHKINOHUPYIOIUX KIETKaX.
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