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Hectpykuust xnopodumia (Xi1) MaccoBO MPOMCXOAUT TPH CTAPEHHH JUCTHEB U JO3PEBAHHUH ILIOJIOB.
B yHKI[HOHUPYIONIEM XJIOPOILIACTE MOYTH BeCh XJI CBSA3aH C OClIKaMH U B COCTaBe XJI-OCIKOBBIX
KOMIUIEKCOB obecrednBaeT (OTOCHHTETHUECKY0 TpaHchopmanuio sHepruu csera. CBoOOIHBIH Xt
NpU OCBELICHUH, KaK M ()OTOXMMHUYECKH AKTHBHBIC MPOIYKTHI €ro Meraboin3Ma, TeHepHupyer
CBOOOIHBIC PAJMKANbI, BBI3BIBAIONIME JCTCHEPATHUBHBIC MOBPEKICHUS TKAHEH pPACTEHHS, MOITOMY
yKe Ha MepBbIX dTanax karadonusma X (OTOXMMUUYECKH aKTHBHBIC TIPOYKTHI pacuierisitorcst. [pu
CTapeHUH JINCThEB Jierpaaaius XJ1 HAauMHACTCs ¢ pa3pylleHus xenara XJ1 U MarHusi 1 o0pa3oBaHus
¢deodutnna npu ydactuu (eoUTHHA3BI, TOT/A KaK OPU JO3PEBAHUM IUIONOB paspylieHue X
Karanusupyercs xmopodumnasoit (Xmaza, KO 3.1.1.14), ruaponusyroomeii Xia ¢ obpa3oBaHHEeM
BOJIOpacTBOpUMOro xjopoduminia u gurona. Dkcnpeccust TeHOB XJia3bl aKTUBUPYETCS STHICHOM U
METHJI )kacMoHaToM. XJta3a Obuta oTkpbiTa 100 jieT Ha3am, 0JJHAKO ee CTPYKTypa U (PU3HOIOTHICCKas
POJIb 10 HACTOSILEr0 BPEMEHHU MOJHOCTHIO He ompexaeneHbl. HemaBHo ObuLIo mokas3aHo, uTo Xiasa
JIOKaJTU30BaHA HE TOJILKO B XJIOPOIUIACTAaX, HO U B BaKyOJISIX, B KOTOPHIX HAKAJIWBAIOTCS MPOIYKTHI
kataboin3Ma X 1 Xi-0eTKOBBIX KOMIUIEKCOB JUISl OCIIEAYIOLIET0 UCIOIb30BaHUsl B METa00IN3ME B
Ka4ecTBe UCTOYHMKA a30Ta.
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nopgupun, xroponnacm

®doTocuHTe3 — OMOJOTHUECKUN MEXaHU3M,
3aIyCKaIONMi T7I00aJbHBIE TOTOKW BEIIECTBA W
SHEPruM B IJIAHETAPHOM MaciiTade, OCYIIECTRIIS-
eTcs O6maroaapsi HAIMYHUIO B KIIETKaX JKUBBIX (POTO-
CHUHTE3UPYIOIINX OPraHU3MOB CIEIIHAN3UPOBAH-
HBIX ITMTMEHTOB U, B TIEPBYIO OYEPE.lb, XJIOPOPHII-
na (Xor). Pons X01 COCTOUT B TIOTTIONICHUN KBAHTOB
COJTHEYHOU SHEPTUU U MEePBUYHON €€ KOHBEPTaIlUU
B JIGKTPUYECKYI0 (hOpMy, KOTOpas, B CBOIO Oue-
penb, B CEpUH TOCJCIOBATEIbHBIX  PEIOKC-
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YcpenHeHHBIH JUCT PacTeHUs COJMEPIKUT
0k0J10 70 MWUTHOHOB (DOTOCHHTE3UPYIOIINX KIle-
TOK, B K&XJIOM U3 KOTOPBIX UMEETCA 5 MUJIIIUAPA0B
XJIOPOILTACTOB, COEpKAIUX NpudIu3uTensHo 600
MUJUTMOHOB ~ MOJIEKYJ 1  xyiopodmnia  (Simpson,
Knotzel, 1996). Exerogno MuiuapIsl TOHH XJIO-
poduna cuHTesupyrotcs de NOVO U pacmaaaroTes
MIPU CTapEHUU JIMCTHEB B KOHIIE CE30HA BEreTaluu
pacTeHui.
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eMmy Obuta mpucyxaeHa HoOeneBckas mpemus.
Hpyrum poctmxenneM BmiemreTTepa OBLTO OT-
kpeitre B 1913 1. B coaBTopcTBe ¢ Aptypom llT0-
nem (Willstatter, Stoll, 1913) mepBoro u3 pacrtu-
TeTBHBIX (GepMeHTOB — Xiopodmmiaszer (Xiasa,
XJI0pOP LT XIIOPOQHILTHATHAPOIIA3a, Ko®
3.1.1.14), kartanu3upyrouieii B pacTBOpax pasio-
JKEHUE XJIOpOoUIIa Ha BOJAOPOPACTBOPUMBIN XJIO-
podmuTHI ¥ HEPACTBOPUMBIA B BOJE MHOTOATOM-
HEIH crupT durton. Torma ske BIepBBIC OBLIO BEHI-
CKa3aHO MpEINOIOKeHHe, YTo KaTabomu3m Xi B
JUCTE HAYMHACTCA C yIalleHus! (PUTOIHFHOTO OCTaT-
ka Xmazoii (Willstatter, Stoll, 1913).

Xmaza IOUPOKO pacmpocTpaHeHa Cpeau
BBICIIUX PacTEeHHl, OOHapy)keHa BO MXax, Iaro-
POTHHKAX, OYpBIX, KPACHBIX M TUATOMOBBIX BOJO-
POCIISIX M HE TOJBKO KaTaJH3UPYeT THIPOJIH3 XJIO-
poduina, a Takke peakuuH dTepUPHUKAINN U Tie-
peaTepudUKaIIK XIOIPULIHIA B 3aBUCUMOCTH OT
ycnoBuii peakmmu (Mayer, 1930; Berret, Jeffrey,
1964; Jeffrey, Hallegraeff, 1987). OcoGeHHO MHO-
ro Ximasel COJCPKHUT JTHATOMOBAs BOJOPOCIH
Pheodactilum tricornutum (Barret, Jefrey, 1964).
Haxorutenue xnopodumuiuaa Obula HPOJASMOHCT-
PHUPOBAHO B CTAPCIOLIUX IIJIOAAX U JIUCTBAX LUTPY-
coBeix (Trebitsh et al., 1993), B muctesx Melia, u
Pisum, a Taxke B HexenreweM mytante Festuca
(Matile et al., 1999). B ecTecTBEHHBIX YCIOBUSIX U
[P MCCIICIOBAHUK pa3pyieHus X in Vitro y pas-
JMYHBIX BHJOB OBLIO TIOKA32HO HAIWYHE JOMOIHU-
TCJIBbHBIX KaTa6OJ'II/I‘ICCKI/IX MMPOAYKTOB, KOTOPBIC
MOTYT OBITh CHHTE3UPOBAHBI TOJBKO M3 XJIOPO-
¢mwmmmna (Trebitsh et al., 1993; Matile et al.,
1999).

B wu30iMpoBaHHBIX MpenapaTax XJIOpPOILIa-
CTOB KaKoW-mi0O0 3aMEeTHOW Ne(hUTHIN3AIUU TTUT-
MEHTOB 0€3 COJTFOOMITU3AINI MEMOPaH C TIOMOIIBIO
nereprentoB (Matile et al., 1997) nnm B mpucytcr-
BUU BBICOKHMX KOHIIEHTpALUH OpPraHUYecKHX pac-
tBOopHuTenel (Garcia, Galindo, 1991) He oGHapy-
skuBaetcs. [IpudeM, B pacTBopax ¢ BBICOKHM CO-
JICp)KaHUEM OPraHUYeCKHX PAacTBOPUTENICH aKTHB-
HOCTh XJa3bl He mojaBnsercs. Jlaxe mpu crape-
HUM JINCTHEB, 3Ta XapaKTepHas 0COOEHHOCTh (ep-
MeHTa coxpansercs (Matile et al., 1997).

MHOro4mncICHHBIE HMCCICAOBAHUS XJIA3HOU
aKTUBHOCTH Yy OOJIBIIIOTO YUCIIA PA3JIUYHBIX pacTe-
HMI HE IO3BOJIMJIN BBISIBUTH KAaKOH-IMOO 3aBUCH-
MOCTA MEXAYy ypOBHEM ()epMEHTAaTHBHOW aKTHB-
HOCTH U 3KOJOTMYECKOW MpUYypOYEHHOCTHIO JaH-
Horo pactrenus (Mayer, 1930; Cynwina, 1958;
Drazkiewicz, 1990). Ortmeuanach O4YeHb HH3Kas
aKTHUBHOCTh XJa3bl Y BEYHO3EJICHBIX BUJOB, Ha
¢doHe KoyneOaHusi aKTUBHOCTH (pepMEHTa B IIUPO-
KUX Tpenenax y ocTanbHbIX pacteHuit (CympiHa,

1958). beuto Takxke caenaHo 3aKIIOYCHUE, YTO OJI-
HOJOJBHBIE, B O0IEM, NMEIOT 0oJiee HU3KYIO aK-
TUBHOCTb, YeM JIBYAOJbHBIE, XOTS, HAPUMeEp, aK-
TUBHOCTh XJIa3bl y TIICHUIBI CPABHUTEIBHO BHI-
coka (Holden, 1961).

[Torepss Xi 00OBIYHO HCIIONMB3yeTCA B Kade-
CTBE KpUTEPHUSI MPOrPECCUPYIOIIETO CTapeHHUs 3e-
neHou TkaHu. IIpeanomaranoce, yro Xia3a WHU-
LUUPYET Jerpagaunto XJI, U MOBBIIICHUE aKTUBHO-
¢t XJa3pl JOHKHO KOPPEIUpPOBATH CO CTapECHHS
muctbeB. Jlerpamarus X siBiseTcss kaTaboyde-
CKUM IPOILIECCOM, KOTOPBI MacCOBO MPOUCXOIAUT
BO BpEMsI CTapEHHUsI JINCThEB U CO3PEBAHUS IIIOA0B
(Hortensteiner, Krautler, 2011), a takxke Hempe-
PBIBHO Ha HEKOM 0a3aJlbHOM YPOBHE INPHU €CTECT-
BeHHOM obOopote murmenta (Goldschmidt, 2001),
Ha KOTOPBIM CYIIECTBEHHO BJIMSIIOT YCIOBHUS OK-
pYXKaloIIe cpelbl, HAlpUMep YpPe3MEPHOE OCBE-
UICHUE U T. II.

Y MHOTMX PacTeHHH MOBBILICHUE AKTHBHO-
ctu Xuasel koppenupyer ¢ morepeit Xi (Gong,
Mattheis, 2003). B TUCTBSX mIMUHATA U TETPYIIKA
CHIDKEHHE cofepikaHus XJI TPU TOXKENTSHUH JIH-
CTBEB COIIPOBOXIACTCA YBCINYCHUCM AKTHBHOCTHU
Xnasel (Yamauchi, Watada, 1991; Yamauchi et al.,
1995). Tem He MeHee, Xa3a aKTUBHA TaKKe B Ha-
YHUHAIOIMX CTAPCTh JIUCThAX, B 3CJICHCIOIINX TKa-
HAX B NCPUOAbI IOBBIIICHHOTO CHHTE3a X1. Ot
HaAOIIOJICHNSI JIETJIA B OCHOBY TIPEIIOJIOKEHUS 00
yaactun Qepmenta B OumocmHTeze X (Cynapina,
1958; Tanaka et al., 1982; Matile et al., 1996;
Minguez-Mosquera et al., 1996). B mucTesax ca-
XapHOH CBEKJIBI HaOMOAamu (IyKTyaluto aKTHB-
HOCTH XJ1a3bl B TE€UEHUE BETETAIMOHHOTO MepHOa
(Holden, 1963). B oTiin4mie oT 3TOr0, yMEHbIIICHUE
aKTUBHOCTH XJ1a3bl TIPU TIOTEpe XJI OTMEYaioch B
muctesix cou (Majumdar et al., 1991), dacomn
(Fang et al., 1998), a mpu u3yueHnn apadbuaonCcrca
HUKaKOH KOPPEISAIINU MEXy aKTHBHOCTHIO XJIa3bl
u conepkanneM XJI oOHapykuTh He ynanock (To-
dorov et al., 2003a).

Bxnao pabom E.I.Cyovunoii 6 usyuenue
xa0poghunnaszot

Bonpuioli Bkag B U3ydyeHUE CBOWCTB U pe-
rymsanu - ximopoduiazel  BHecnd  paboTHI
EI.Cynpunoit (1929-1995) u e€¢ coTpyaHUKOB
(M.I'. Tomon, K.II. JloBOum, P.M. domuminHa,
A.A. Cusam, T.}O. baiimynosa-babko, E.I'. ba-
OeHko u ap.). B pesynpraTe MHOrOJIETHUX HCCIIe-
JIOBaHUI OBUIO ONpeNesIeHO MOJIEKYJISIPHOE CTpOe-
HUE XJIOpOo(WIa3bl, TeTEPOreHHOCTh €€ OpraHu3a-
UM B MeMOpaHax, pojb MPHUPOJIbI OEITKOB U IMOP-
¢upuHOB B (POPMUPOBAHHM KOMILIEKCOB, COAEP-
xamux Xi a (PomimuHa Ta iH., 2009). BeisicHeHO,
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YTO MOJIEKyJa (PepMEHTa COCTOMT KaK MHHHUMYM
U3 YeThIpeX CyOhEeTUHHUI], KOTOPBIC B TUCCOIIMUAPO-
BAaHHOM COCTOSIHUU UMEIOT OOJBIIYI0 aKTHBHOCTS,
yem omuromep (CynpuHa Ta iH., 1975). B skcme-
pPUMEHTaX ¢ HATUBHBIMH W MOJICIBHBIMU CHCTEMa-
MU JIOKa3aHO, YTO (YHKIUOHAIbHAS aKTUBHOCTH
3aBUCUT OT MHKPOOKPYXEHHsS (hepMeHTa W IUIOT-
HOCTH YITAKOBKH €ro MOJIeKyn. Upe3MepHas IioT-
HOCTh YIAKOBKH MPHUBOJHUT K B3aMMHOMY SKpaHH-
pPOBaHHUIO MOJIEKYN XJia3bl U (HOPMHUPOBAHHIO He-
aKTUBHBIX KOMIUICKCOB H3-32 OEJIOK-OeIKOBOTO
B3anmoeiicteus (CynpuHa Ta iH., 1988).

HckyccTBeHHOE CO3[aHHE MHUIEUT  THIIA
KOAllePBAHTHBIX  Kamedb IO3BOJIMIO  W3Yy4YHUTh
BJIMSIHUE JIUIHUIHOTO OKPY)KCHUS Ha aKTUBHOCTD
Xma3el ¥ chopMyTUpOBaTH THIOTE3y O MeMOpaH-
HOU peryisiiuy akTUBHOCTH depmenTta. CyTh KOH-
UENIMU COCTOUT B y4YeTe HM3MEHSIOMIErocsl B3au-
MOJEHCTBUS (pepMEHTa CO CTPYKTYPHBIMH KOMIIO-
HEHTaMH MeMOpaH W CyOBeIWHHUI] B MOJIEKYJe, a
TaKXe B OCYILIECTBICHHH KOHTaKTa ¢ CyOCTpaToMm
(Cynpina Ta iH., 1988). depMeHT mpeacTaBiIeH He-
CKOJIBKUMH (OpPMaMH, OTJIMYAIOIIMMUCS HPOYHO-
CTBIO CBSI3BIBaHUS C (DOTOCHHTETHYECKHMMH MEM-
Opanamu. VX ynanoch BBIICTUTH, BapbUPYysS HOH-
HYIO CHJIy W3BJICKAIOIIErO PAacTBOPAa U MPUMEHS
neteprenthl (Cyapina Ta iH., 1988). bbutn BbISB-
JICHbI U3MEHEHHSI COOTHOIIICHUH Qpakiuii Xma3sl B
oHTtorenese ymctheB (Cyapina Ta iH., 1975).

Hecmotps Ha 10, yTo Xia3a IIMPOKO H3yda-
J1aCh, XOPOIIIO U3BECTHHI €€ KaTaTUTHIECKHE CBOII-
ctBa in vitro, ¢pusnonornueckue GyHKuuH Xa3bl
OCTalOTCS B 3HAYUTEIILHOW CTENEHM 3araJO0YHbIMU
(®owmimuna Ta ix., 2009; Matile et. al., 1999; Tsu-
chiya et. al., 2003; Hortensteiner, Krautler, 2011).

Hezpadayus Xn kak 3auwgumnasn peakyus
CMpecco8biX YCi106UAX

B HOpMaIbHBIX YCIOBHSX B XJIOPOILIACTAX B
xoJie hoTOCHHTE3a 00pa3yrOTCS aKTHBHBIE (POPMBI
kucnopoga (ADK), Takue Kak MOJEKYIAPHBIN
CUHIJIETHBIN KHUCJIOPOJ, CYNEPOKCUIHBIM aHHWOH-
paaMkan M Tepekuch Bojopona. KoHueHTpanus
A®K pe3ko Bo3pacTaeT B YCIOBHIX (PU3UOIOTHYE-
ckoro ctpecca. [IponcxoxaeHre OCHOBHBIX KOJIH-
yectB ADK B pacTeHHsIX CBsI3aHO ¢ paboToil ¢o-
TOCUHTETUYECKOW 3JIEKTPOH-TPAHCHOPTHOW CHC-
tembl (Foyer et. al., 1994), Bxirouatomeit goroak-
THBHBIE MOJICKYJIBI XJIOpoduiIa, BO30yXIatomue-
CSl U Tepexofsmue B cBOOOTHO paJuKalbHOE CO-
CTOSIHME TIPH TOTJIOIICHUH KBaHTOB cBeTa. B Tmia-
KOMJHBIX MEMOpaHax Bech XJI CBSI3aH ¢ OeTKaMu U
HaxXoAWTCAd B cocTaBe (POTOCHCTEM M AHTEHHBIX

KOMILJIEKCOB, OpPTaHW30BaHHBIX TaKUM 00pa3om,
YTO DHEPTHUs BO30YKICHHON MOJEKYIBl XJI B KO-
HEYHOM CYeTe HMCIOJNB3YeTCsl JUIsl MOJIe3HON pabo-
Thl. MexaHn4eckue MOBPEKIEHHUS TKaHEH, 3apa-
JKCHHE TATOTCHAMH, JAPYTHE CTPECCOBBbIC BO3/CH-
CTBUSI, aKTUBUPYIOIIUE XJIOPOIUIACTHBIC MPOTEa3Hl,
NPUBOIAT K OTAENCHUIO XJI WM MPOLYKTOB €ro
gerpajanud — xuopodwunna, ¢eoduTHHa OT
OenkoBoil MaTpunbl. B Takoit cutyarmu X u ¢o-
TOXUMHYECKH aKTUBHBIC TPOJYKTHI €ro MeTado-
JM3Ma TOJDKHBI OBITH OBICTPO JIMKBUAMPOBAHBI BO
n30ekKaHrue MOBPESKICHUS KIIETOK BCIEACTBHE (O-
TOJMHAMUYECKOr0 JIeHCTBUST (DOTOAKTUBHBIX MO-
nexyn (Takamiya et al., 2000). 3amenyenue aect-
pYKUMH xJopoduisia B 3TOM ciydae MOXKET yBe-
JUYUATH KOJIm4decTBO oOpasyromuxcsi ADK B takoit
CTCIICHHU, YTO MOIIHOCTHh HMMCHKOIIUXCSA aHTHOKCH-
JAHTHBIX CHCTEM HX ACTOKCHKAIIMHN OKaXXCTCsS HE-
IOCTaTOYHOW. MBOBITOK TOKCHYHBIX CBOOOIHBIX
paIUKaNOB BBI3BIBACT MOBPEKIACHUE OpraHel U
rudenp kimetok (Foyer et. al.,, 1994;. Wojtaszek,
1997). [loaToMy 17151 BEDKHBaHUS PACTEHUIO HEOO-
XOJIUMO, YTOOBI YpOBEHb CBOOOAHOTO XI M TIPO-
IYKTOB €To MeTaboIn3Ma KECTKO KOHTPOJIUPOBAII-
cd, a MX yJaJICHHUE OCYIIECTBIBLIOCH OBICTPO U 3(-
(heKTHUBHO.

Ilepeuunvie  peakyuu u
Kamaoboauma xaopogunna

npooyKnivl

XoTrsa Owocunre3 Xi, cocrodmuid u3z 18
(hepMEHTaTUBHBIX CTaIUi, XOPOIIO HW3y4YeH, XOJ
npoliecca ero JeCTPYKIMH OCTaBaJICsl 3araJOYHbIM
B TeueHue jumaTenapHoro Bpemenu (Hendry et al.,
1987; Brzezowski, Grimm, 2013). IlepBsie cBejie-
HUS O TpoAyKTax Karabommzma XJ1 TOSBHIIUCH
TOJBKO B Hayane 90-x TOI0B MPOIUIOrO BEKa, KO-
rna ObUI XMMHYECKH OXapaKTepU30BaH HeQIIyo-
pECIHMPYIOINN HHTEPMEINAT, 00pa3yIOIIHACS Tpr
pa3pylieHud XJ, U TEPMUHAIbHBIA IPOLYKT Je-
rpagammu Xn w3 samens (Kréautler et al., 1991).
OTO CTUMYyIUPOBAIO TOWUCKHA APYTHUX MPOIYKTOB
kartabomu3ama Xi1, a Takke (EpMEHTOB U T'€HOB,
KOHTPOJIMPYIOIIMX 3TOT IMpoliecc. AHAIU3 Karabo-
JUTHYECKUX TIpeoOpa3oBaHuii XIJI y MYTaHTOB C
HapyIIeHUsIMU B €ro Jerpajaluy MO3BOJIMI B OC-
HOBHOM BBISICHHTB, KakuM 00pa3om Xi paspyliia-
€TCSl TPU CTAPSHHHU JIMCTA W JIO3PEBaHUU ILIOJIOB
(Krautler and Hortensteiner 2006; Hortensteiner u
Krautler, 2011). IlepBas yacTp myTH JOKaJIN30BaHa
B CTaperomux xjopomiacrax. OHa COCTOUT U3 ce-
pUHM peaknui, OOIWX JUIS BBICIIMX PACTCHHHA W
NPUBOJSAIIMX K 00pa3oBaHUIO OCHOBHOTO (IyoO-
pecuupyoiero karadonura xjaopodumia (OKX)
(Miihlecker et al., 1997) (puc. 1).
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Puc. 1. ITocsienoBare/ibHOCTh KATA0OJNTHYECKUX PEAKUUH U CTPYKTYpPa NePBUYHBIX KATA00JIHTOB

xJ0poduiia.

Mg?*-0exenamasa kamanusupyem yoanenue uona Mg uz monexynwl Xi ¢ obpasosanuem peodumuna; deodumuna-
3a Kamauzupyem omuyenienue SUopophooHo20 GUMONLHOZ0 OCMAMKA, 3AAKOPEHHO20 6 MuiaKoude, ¢ 06pazoea-
Hue geogpopbuda a; geodopbud oxcuoaza Kamaiuzupyem pacujenyienue nopPHuPUHO8020 Koabyd ¢ 00pa308aHuem
KKX (kpachvix kamabonumos xnopoguina), komopvie oaiee He(epMeHmamueHo KOHGEpMUPYIomes 6 Hegryopec-

yupyiowjue npooyKmul U OenOHUPYIOMCA 8 8AK)ONAX.

Ha nepBoii craguu pacnaga MOJEKyIbl XJI
LeHTpaTbHBIE atoM Mmaruus (Mg®") ynansercs u3
MOJIEKYJIBI C MIOMOIIBI0 TEPMOCTAOMITBHBIX HHU3KO-
MOJIEKYJISIPHBIX METaJUI-XENAaTUPYIOLIUX COCHHE-
Hu#t (Suzuki et al., 2005), MonekysspHas MpUpoia
KOTOPBIX JI0 CHX TOp Heu3BecTHa. [Ipennonaraer-
Csl, 9TO ATOT KOMIOHEHT IPEICTaBIsIeT cOO0H JTH-
00 HEOONBIIOW MENTUI WIN APYIYI0 OpraHuye-
CKYIO MOJIEKYJY, ACUCTBYIOUIYIO KaK XeJIaTHpYyo-
IIM{ areHT Ui JBYXBaJCHTHBIX KaTnoHOB. OjHa-
KO JI0 CHX IOp HEHM3BECTHO, (PYHKIMOHHPYIOT JIN
3t Mg* -XenaTHpyroliie BeecTa camMi 1o cede
WIN SBISIIOTCA KO(pakTopamMu Kakoro-to hepMeHTa
(Mg**-nexenarassr). IIpoJyKT peakiuu JeXenaTh-
poBaHus — (Hheo(pUTHH, TTOABEPraeTCs TUIPOIHU3Y C
oOpaszoBanreM (eodopbuma u durosa mpu yda-
ctun ¢epmenta ¢eoputnnasel (Schelbert et al.,
2009), uMeroIeTro Ype3BbIYaitHO BBICOKYIO CIIEIIH-
(UYIHOCTH B OTHOILIEHUU cyOcTpara — deoduTrHa.
B Teuenme monroro BpEMEHH CUUTAIOCH, YTO Jie-
¢duToNM3aMs OCYIIECTBISIETCS B peaklHH, Kara-
musupyemoirt  xjopoduiiazoit (Takamiya et al.,
2000), HO HeAaBHMI aHAIM3 MYTaHTOB apabuaor-
CHcCa, TOJTYYEHHBIX JBOWHBIM HOKAyTOM COOTBET-
CTBYIOIIMX TE€HOB MPOJEMOHCTPUPOBAJ, 4YTO Je-
rpaganusi XJ MpU CTapeHUM JINCTHEB HE 3aBHCUT
OT akTUBHOCTH 3TOro (pepmenta (Schenk et al.,
2007; Biichert et al., 2011). Bmecto sToro ¢eodu-
TUHA3a KaTajJu3WpyeT OTIIeIUIeHHe Qurona oT

¢eoputrHa (HO He oT Xi). MyTaHTBI MO TEHY
(deoduTrHA3ZEI HE COCOOHHI K Jerpaganud Xi H,
KaK CJIEICTBHE, NMPHOOPETAIOT «BEYHO 3EJIEHBIN»
¢denorun (Schelbert et al., 2009). Paspymenue
MaKpoLHKIa NOpQUPHHA MIPOUCXOIUT IyTEM pac-
HieruieHus ABoitHou cBsizu Mexny C4 u C5 atoma-
MU (eodopbuma M MPUCOSAMHEHHS KHUCIOPOJIA.
Ora QeppenoKCHH-3aBUCHMAasi peaKiysi KaTaln3u-
pyeTcs MHTerpajbHbIM MeMOpaHHBIM (hepMEHTOM
¢deopopbun a oxcurenazoit (PaO) — moHOOKCHTE-
Hazoi Tuma Pucke (Hortensteiner, 2006). deodop-
Oun b nmeiicTByeT kak KOHKYpPEHTHBIH HHIHOUTOP
9TOrO (hepMeHTa. ITO TaKKe OOBICHSAET, IOUYEMY B
NpOAYKTax (EepMEHTATUBHOM JEKOMIIO3UIMHA XII
HeT kataboauroB Xi b. ®eohopbus a okcureHasa
(Pa0) saBnsiercst KIOYEBBIM (pepMeHTOM Katabo-
Jm3Ma XJI, TOCKOJIBbKY €€ aKTHMBHOCTb OIPEIEISAET
0a30BYI0 CTPYKTYpPY BCEX MOCIEIYIOUINX Karado-
JUTOB. DTOT MyTh pa3pylleHus XJ B HacTosIlee
BpeMs yacTo HasbiBaroT "®a0 myTém".

IIpu pacmeriennn Kkosblia  Geodopouaa
oOpa3yercss HeCTaOWJIBHBIA KpacHBIM KaTabOJUT
xsopodmmna (KKX) (puc. 2, 3), KoTopslii ObICTPO
BOCCTaHaBIIMBaeTCcsl ¢ oOpasoBaHueM (Qiyopeciu-
pytomiero karabonuta (®KX). Boccranosienue
npoucxoautr no C20-Cl1 gsoitnoit cBszu KKX u
KaTaJIM3UPYeTCsl CHEIMATbHON PEeTyKTa3ol — XO-
POIIO PacTBOPUMEIM CTPOMAIILHBIM OellkoM. Briio
MOKAa3aHO, YTO peIyKTa3a KpacHOro karaboymra



KATABOAH3M XAOPO®PHAAA B PACTEHHAX

oL (7 i DS [ \ /:/ N
* N\ —fn w—? n ) N
/~ /[ H \
<' Y \‘-. /
N_ /{ S—NH O HN—
g R /2 e ey
e <\,---f' "‘é,-,,/“\‘f—r;/\/ & il J\i-’;?\ 73 JQZ// |
\\ // \,\ /
ﬁ 0 ,v.) o \/ \\( ) ) 0 —( %()
o0 O—CH; el 0— CH, g ° 0-R3
nepBUYHbIN o
dheochopbug a Hedn op ——— HednyopecuupyoLwmi
A KkaTtabonut xn
KaTtabonuTt xn
) o (5
£ (a) z (6) = (B)
L 5} i)
] 3 .
- 8 E
: g g
= e =
5 5 : - 5
350 450 550 650 250 350 450 250 350 450
A (HM) A (HM) A (HM)

Puc. 2 CTpykTypa H CeKTphI NOIJIOMIEeHUsI KaTa00auToB XJjJopoduiia: (a) ¢peodopduna a; (6)
NEePBUYHOro (uiyopecuupymomero karadoaura xjaopopuinia; (B) HequiyopecuupymoIero Kara-

0oJsiuTa X0poduILia.

xnopodusuia y Arabidopsis HaxoauTCst HE TOIBKO
B IDIaCTHAaX, HO U B MUTOXOHIPHUAX, W HIrPaeT
BOXHYIO pOJb B  3alUTE€  PACTEHHH  OT
(hOTOOKHUCITUTENLHOM KiIeTouHOM cMmeptu (Yao et
al., 2004). Takum oOpazoM, 3TOT OEJIOK IEHCTBYET,
TJIaBHBIM 00pa3oM, Kak INIanepoH, CBSA3bIBAIOMINN
(OTOAKTUBHBIE TETPAMUPPOIBI M HAMPABIISIOIIHIA
WX Ha Tocienyromue ctaauu nerpananuu (Horten-
steiner, 2006).

Ha mnocnepyromux »sTanax pacUIeIUICHHUS
¢dnyopecupyromue KatabonuTel MOAUQUIUPY-
I0TCS IYTEM THAPOKCHIMPOBAHUS, TIIOKO3HINPO-
BaHUsI W/WIA MAJIOHWINPYIOTCS U JAEMETHIUPYIOT-
cst o Tpem mosummsv: C3, C8 u C13% Tlocre He-
(epMEeHTaTHBHOW TayTOMEpPH3alUH B KUCIOH cpe-
Jie, HapyllIallel cucTeMy JBOMHBIX CBS3€H, B Ba-
KyoJiu 00pa3yroTcst HeduIyopecupyolue Karabo-
autel (HOK) (Christ et al., 2012; Brzezowski,
Grimm, 2013).

Xots B pacuipoBKe MEXaHH3MOB KaTabo-
JU3AIUN U BBISCHEHUH TIPUPOJIBI MTPOAYKTOB KaTa-
Oonm3Ma 3a MOCIIEHHE TONTOpa JIECATKA JIET JTOC-
TUTHYTBI BIICUATIISIIOIIAE YCIIEXH, JIOKAIU3AIMS U
(GYHKIIMM HEKOTOPBIX KaTa0OIMYeCKUX (epMeH-
TOB, a Takxke opranuzanusi ATdD-3aBUCUMOTO FKC-
opTa KataboJIMTOB XJIOpO(HILIa U3 IIACTH B Ba-
KyOoJid TpeOyeT JaabHEHIIEero 3KCIepUuMEHTaIbHO-
T'0 U3YYCHUSI.
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IKcnpeccusn 2€H08, Kooupywouux
dhepmenmul kamabonuszma xnopogunna

HecmoTpst Ha TO, uro Xiaza U3BECTHA yXKe
100 mer, xomgmpyromue e€ TeHbl (00O3Ha4YeHHE —
CLH), obun Haitnenst y Arabidopsis mnumms B 1999
r. I'enom Arabidopsis comepxur aBa reHa, KOIu-
pylolMe, Kak Npearnojaraercs, Oenkd XJiasbl.
AtCLH1 unnynupyercs Bo BpeMs aTaku MaToreHa
W CTapeHwH, Torjaa Kak uzodopma 2 GyHKIMOHU-
pPyeT Kak KOHCTUTYTHUBHBIA THIPOIU3YIOIIUNA X1
¢epment. CLH KIIOHUpOBaHBI Y HECKOJIBKHX BU-
noB pactenmii Triticum aestivum, Oryza sativa,
Ginkgo biloba, Arabidopsis thaliana, Brassica
olearacea, Chenopodium album, Citrus sinensis,
Citrus unshiu, Piper betle L. (Schenk et al., 2007;
Hortensteiner, 2006) Oka3zanochk, 4To HE BCE KIIO-
HupoBanHble CLH comepxar TpaH3UTHBIN TTENTHI,
HEOOXOIUMBI JIJIsl BCTpauBaHHUs CHHTE3MPOBAHHO-
ro de novo depmenta B xsoporutact (Tsuchiya et
al., 1999; Takamiya et al., 2000). 3o crano ocHo-
BaHueM [yt npeanosioxenus, uro CaCLH ummop-
TUpPYETCs] B BaKyOJb Yepe3 JHJIOIMTOIIa3MaTHye-
ckuil petukyinyMm. ClenoBaresibHO, B ACTpagalluu
X1 nomumMo ¢peopopOua OKCUTeHasbl U PeyKTa3bl
KpacHbIX KaTabonuToB XJI, aKTHBHBIX B CTapero-
HIMX XJIOpOoIUIacTax, NPUHUMAIOT y4acTHE dKCTpa-
nactunasle CLH u HemsBecTHhle okcupaasbl, JO-
KaJn30BaHHbIC B Bakyousix (Schenk et al., 2007).
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Puc. 3. Kara6oau3m xsopoduiiia npu crapeHuH JUCTA U CO3PEeBAHNU (PPYKTOB.
I'M-Xu — 7-ruppokcumernn xmopodmmmua a; ndKX nepBudHsIl Quryopecrupyromuii katabomuT ximopodua;
KKX — kpacupie katabomutsl xiopodpmmnia; OKX — ¢myopectmpyrommii katabomut xmopodmmma; HKX —

HEeIIyopecIup Yyl KaTaboIHUT XJI0POohIILIa.

Jlo HenaBHEro BPEMEHH Ka3aloCh HEOCIO-
pumbiM, uro CLH HeoOxomumbl [t merpajanuu
XJ1, BBI3BAHHOM CTapEHUEM JINCThEB B €CTECTBEH-
HBIX ycnmoBusaX. OmgHako Onaromapsi TOCIEIHAM
WCCJICIOBAHUSAM, CTAaHOBUTCS OYECBHJHBIM, 4YTO
pois CLH B mporeccax TUAPOJIMTHYECKOTO pac-
HieruieHus: XJ1, CKopee BCero, BeCbMa OrpaHuveHa.
B monbk3y rumote3sl 0 HeydacTHH XJia3bl B MPO-
neccax CTapeHHsT CBHJIETEIBCTBYIOT CIEAYIOIIUE
¢axter: 1) Bo3pactanue ypoBHs AtCLH1 He BBI3HI-
BaJO XapaKTEpHBIX YIS CTAPCHUS (PEHOTHITUYC-
ckux u3meHennii (Arkus et al., 2005; Kariola et al.,
2009); 2) cmermuduuHOCTh XITa3bl, MTOIYYEHHOM
myteM skcnpeccun CLH w3 mmenwusl, okazanack
HEBBICOKOI — OHa OJMHAKOBO XOPOIIO KaTallU3H-
poBaiia THAPOJIH3 CIIOKHOIPUPHON CBS3HM B XJI U
pacuieryieHne TUAPO(OOHBIX HHUTPOPEHHUIOBBIX
cinoxHbIx 3¢upoB (Arkus et al., 2005); 3) 3a uc-
KiroueHneM (eohopOn] OKCUTEHA3HON peaKIIuw,
Jpyrue TPOIIECCHl, HAIlPaBJICHHBIE HA OKHCIICHUE
X711, 10 HACTOSIIIEr0 BPEMEHH HE BBISBIICHBI, TAKKE
KaK HE HUIACHTU(QUIIMPOBAHBI COOTBETCTBYIOIINE
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MPOJIYKTHI €T0 OKUCIUTENbHOU Aerpagaruu (Hort-
ensteiner, 2006); 4) mporecc cTapeHus JINCTHEB U
CBsI3aHHAS C HUM Jierpajarws XJ1 He OTINYaINCh Y
JIMKOTO THIA ¥ Y MyTaHTOB apaOuaoICHca, MOoJTy-
4yeHHBIX JBOHHBIM HOKayTom AICLH1 u AtCLH2
(Schenk et al., 2007).

VY runro (Ginkgo biloba) nauBbicimii ypo-
BeHb dkcnpeccun Xiassl (GbCLH) 6but oTMeueH B
3€JICHBIX JIUCThSIX W 3HAYUTEIHHO CHIDKAIICS TPH
WX TOXKEJITCHWH, YTO YyKa3blBaeT HA yd4acTue
GbCLH B moanepsxanwnu romeoctasa Xia (Tang et
al.,, 2004). Xma3a Piper betle BoBieuena kak B
npolecc MOJJAEPKaHUs OMeocTa3a XJIOPOQPHILIb-
HOT'O MyJla, TaK ¥ B JIETPajalyio MMUTMEHTa IPH
nociieyoopounoM crapenun uctheB (Gupta et al.,
2012).

Ananuz nocienoBarensHocteit CLH mo3Bo-
JINJI BBISAIBUTH KOHCCpBaTHBHBIﬁ JINIIa3HBIN MOTHB,
COJICpKAIMHA CEPHUHOBBIA OCTATOK B aKTHBHOM
unentpe (Tsuchiya et al., 1999). C nomomisio pas-
JIMYHBIX BAapHUaHTOB CaﬁT-HaHpaBHeHHOFO MyTare-
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He3za CaCLH ynmamoce mokasaTh, 4TO OCTaToOK ce-
puHa (S162) abcomOTHO HEOOXOIUM IS MPOSIB-
JeHus1 XJa3Hou akTUBHOCTU. Kpome Toro, octaTku
Aspl191 u His262 Taxke UMEIOT MEPBOCTEIICHHOE
3HaueHue s QyHKImoHupoBanus depmenta. [lo-
CJIEJIOBATENILHOCTH Pa3HbIX XJja3 UMEIOT HU3KYIO
romouioruto (31-42%), HO HECKOJILKO 00JacTeid, B
TOM YHCJIC JIMIA3HBIi MOTHB, BBICOKO KOHCEpBa-
TUBHBI. J[0NI1 TOMOJNOTUYHBIX YYacTKOB B TOCIIE-
nosarenpHocTsx CaCLH w TunmmyHOM Junasbl
oueHb HuU3ka (10%), a B reHOME IMAaHOOAKTEPUI
HE yJalioch OOHAPYKUTh TOMOJIOTUYHBIX TIOCIIE0-
BarenbHocTel (Tsuchiya et al., 1999).

TpaHCKPUNIMOHHBIA W OCJIKOBBIN aHAIU3bI
MOKa3au, 4To 3Kcnpeccus GpeodopOum a okcure-
Ha3bl aKTUBUPYETCS] BO BPEMsI CTapeHUs, B TO Bpe-
Msl KaK pelayKTaza KpacHOro KarabosuTa XJIOpo-
¢wmta mocTosiHHO 3Kcnpeccupyercs. [Ipu uzyde-
HUK MyTaHTOB Arabidopsis, meeKTHBIX M0 reHaM
®a0 u penykraspl KKX, ycraHoBineHo, 4TO OcBe-
HIEHWE WX JIMCTHEB BBI3BIBACT HEKPO3 TKaHEH
(Hirashima et al., 2009). ['uGenp K1€TOK y 3THUX
MYTaHTOB OOBSICHHIIN HaKOTICHHEM (OTOATHBHBIX
katabonmuueckux npoaykroB ®aO KKX penykrasbl
¢ mocienyronmm obpasopanueM A®DK, B ocHOB-
HOM, CHHTJIETHOTO KHCIIOPO/Ia.

Jokanuszayusa ¢pepmenmos Kamabdonuzma
Xnopogunna

BryTpukneTouHas iokanu3amys (epMEHTOB
kartabonm3ma Xi ocraercsa cropHoil. OcoOeHHO
MIPOTHUBOPEYMBHI CBEJICHHMSI, MOJIYYCHHBIC B UCCIIC-
JIOBaHMSX, KaCAIONINXCs JIoKanmn3anuu Xma3el. He-
OJTHOKPATHO TOATBEPXKIANOCh HallM4ne XJIa3HOH
aKTUBHOCTH B CYOXJIOPOIUIACTHBIX YacTHUIAX U
MMUTMEHT — OCJIKOBBIX KOMIUJIEKCaX, MIPUTOTOBJICH-
HBIX pa3MU4IHBIME criocobamu (Ardao, Vennesland,
1960; Tarasenko et al. 1986). Jlokanmu3amust Xma3sl
B MeMmOpaHax xsoporuiactoB Gingko biloba obuta
MOJITBEPIKIeHA C MOMOMIBIO (DITYOPECIEeHTHON BH-
syanuzauu (Okazawa et al., 2006). C nmpyroit
croponsl, Matuipb ¢ coast. (Matile et al., 1997)
MOKa3alli, 4TO OYMIIEHHbIE BHYTpEHHHE MeMOpa-
HBI OOOJIOYKH XJIOPOIUTACTOB KAITyCTHI U STAMEHS
UMEIOT TIOBBIIICHHYI0 XJIa3HYIH0 aKTHBHOCTb, W,
CJIEJIOBATENbHO, 3TOT (JEPMEHT MPOCTPAHCTBEHHO
orneneH oT XJu (OTOCHHTETUYECKHX MEMOpaH.
CornacHO BBIIBUHYTOW THUIIOTE3€ B3aUMO/ICHCTBUE
MeXTy (hepMEHTOM H cyOCTpaToM OCYyIIeCTBIISIET-
Csl C TIOMOIBIO TPAHCIIOPTHBIX OEJIKOB, MEPEHOCs-
IIMX MOJIEKYJBI XJIopodmia U3 (GOTOCHHTETUYE-
CKHX MEMOpaH K MpeanojaraeMbIM caiiTaMm JecT-
PYKIIMU BO BHYTpeHHeH MeMOpaHe obomouku. On-
Hako auib 6% OT oOIIel akKTUBHOCTH XJIa3bl ObI-
JIO BBISABJICHO BO BHYTPEHHHX MeMOpaHax, Toria
Kak nokanmzanus 94% depMeHTa STHM MeETOIOM
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He Moria ObITh ycTaHoBieHa. Jlokamuzarus ¢ep-
MEHTa BO BHYTpPEHHEH 000JI0YKE XJIOpPOILIACTOB,
T.e. KOMIAPTMEHTHAsI Pa3/ICJICeHHOCTh MEXIy OSH-
3uMOM U cybctparom (Xi1), COCPeTOTOUCHHBIM B
MeMOpaHaX THJIAaKOWIOB, MO KpaiHel mepe, y JH-
MOHA U STYMEHSI, MOXKET OOBSICHHUTH €r0 CTPYKTYp-
Hyr0 JlareHTHOCTh (Brandis et al., 1996, Matile et
al., 1997).

[Ipumenenne Meroma KOH(POKATHHOW CIICK-
TPOCKOIIUU BBIBUIO COBMECTHYIO JIOKQJIN3ALHIO
npumepHo 75% xmnopoduiia u Xnassl B (POTOCHH-
TETUYECKHX MEeMOpaHaX. DTOT BBIBOJ COTJIACYETCS
C IpennonoxeHueM, 4ro Xiyasza u e€ cyOcTpar
BCTYIAIOT B KOHTAKT, KOT/1a B (POTOCHHTETUYECKOM
MeMmOpaHe ocBoOoOxmatoTcst Monekynsl X (Har-
paz-Saad et al., 2007).

B psnge pabor coolmianoch, 4YT0 pacTBOPH-
Mas XJja3a U3 JUCTLEB 4Yasdg W JTUAaTOMOBOM BOJIO-
pociu P. tricornutum HaxoguTCs B IMTOILIA3ME
(Ogura, 1972; Terpstra, 1976; Moll, De Witt,
1979). Tlo omuum nmauHbM, y Arabidopsis wuzo-
¢dopmer Xmazel AtCLH1 n AtCLH2 nokanm3oBaHbI
B ruToriazme (Schenk et al., 2007), a mo mpyrum —
B miactuaax (Tsuchiya et al., 1999). Ilpu ucce-
JOBAaHMM HMHAYLUPOBAHHOI'O J3THUJIEHOM paspylle-
HUL XJ1 B 3peJibIX 3€JICHBIX IJIOAaX JUMOHA METO-
JIOM UMMYHOQIyOPECUESHIINU TOKa3aHo, 4To XJia-
3a acCOIMHMPOBaHa C XJOPO(PHIUIOM B IJIACTHAAX
KIIeTOK KOXypHI (Shemer et al., 2008; 2011).

Pestomupyst mMmeromuecss TaHHBIE, MOXKHO
3aKIIIOYNTh, YTO HAYalbHbIC CTAIWH Jerpajaliu
XJIOpoHIIIa M UX JIOKATU3ALIUS PA3THYAIOTCS TIPH
CTapeHHH JIMCThEB M JI03PEBAHHU IUIOJOB (puc. 3).
[Ipu crapeHuu JIMCTHEB MEPBOM peakluen nerpa-
Januy X1 SBISIETCS JIeXENaTHPOBAHWUE MarHus C
obOpazoBanneM  (eoduTHHA,  KaTaTU3UPyeMoe
¢deoduTHHA30M, TOTIA KaK NPH JO3PEBAHUH IUIO-
JIOB pa3zpyiienne XJI 3aIyCKaeTcsl NPy aKTHBAILUH
XJIOPOhUILITA3EI (Xiaza, XJIOpO-
¢ xmopodrmmmaruaponaza, KO 3.1.1.14), ka-
TaNM3upyole ruaponu3 Xi ¢ 00pa3oBaHUEM BO-
JIOpacTBOPUMOTro XJjiopoduunaa u purosa.

Omunen-3asucuman
xnopoghunaszvt

aKkmueauun

OTWICH — PacTUTEIbHBIA TOPMOH, Y4acT-
BYIOIIMI B PETYJSAIUN MHOTUX (PU3NOIOTUISCKUX
MIPOLIECCOB, B T.Y. CTPECCOBBIX peakiuil. CUrHaIb-
Has POJIb ATHJICHA COCTOMT B MOJIYJ/ISIMM IIIHPOKO-
ro CHEKTpa pEakIuii, BKIIOYAs H3MEHEHHS 3KC-
npeccun reHoB (Wang et al., 2002). DTuneH 3Ha-
YUTEIbHO YCKOPSET CO3PEBaHUE LIUTPYCOBBIX, KO-
TOPOE y CHATHIX C JIEPEeBa ILIOJOB IPOUCXOIUT
oudeHb MelUIeHHO. [Ipu 3TOM B 3eleHOoi KOXKuUIle
(PYKTOB MHAYLUPYETCS SKCIPECCHs TeHOB XJia3bl
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U MHOTOKPAaTHO YCKOPSETCS CBS3aHHOE C 3TUM
paspymenne Xi (Jacob-Wilk et al., 1999; Shemer
et al., 2008; Azoulay-Shemer et al., 2011). IToxo-
JKUE TPOIECCHl MPOoUCXoaaT B OaHanax (Saltveit,
1999). DOtmimeH HameNn MIMPOKOE KOMMEPYECKOe
npumeHenue. OJHUM W3 TIEPBBIX MPHMEPOB €ro
UCIIOJB30BaHMsl ObLIO OTOCNMBAaHUE CeNbepes 3a
CUET YCKOPEHHOM MOTeEpH XII.

B GenkoBbIx skcTpakTax (QppykTOB, 00pado-
TaHHBIX ATHJIEHOM, OBUTH OOHAPYKEHBI XJIa3bl, aK-
TUBHOCTh KOTOPBIX YBEIMYUBAIACH B 5 pa3 depes
24 qaca 1 B 12 pa3 depe3 72 gaca mocie o0paboT-
ku (Trebitsh et al., 1993), npuyem meTogomM UMMYy-
HOOJIOTHHTA HE YAaJoch OOHApYXHTh Oenka Xia-
3Bl B HCOOpaOOTaHHBIX TUIO/IAX.

I'u66epemnusl (GAz) u murokuamasl (N°-
OCH3MJIAa/ICHHH), 3aMeISIIole noTepto XJI, Mpo-
THUBOJIEHICTBOBAJIN TaKXKe ITUJICH-
WHIYLUPOBAaHHOMY  YBEJIMYECHHIO  aKTUBHOCTH
Xma3 (Trebitsh et al., 1993; Jacob-Wilk et al.,
1999). Koppensauuss Mexay 3KCIpeccueil T'eHOB,
KOAUpPYIOIIUX XJ1a3y, ¥ CKOPOCTBIO pa3pyLICHUS
Xn orMedeHa B 00pa0OTaHHBIX ITHIICHOM ILIOAAX
mutpycoBbix (Jacob-Wilk et al., 1999). Drunen-
MHIYLHMPOBaHHBIM panan X B KJIETKaxX KOXYpBI
JUMOHA, 00pa0OTaHHBIX ATHIIEHOM, TIPOUCXOINNT C
pa3Hoil CKOPOCTHIO, HE CHUHXPOHHO, KaK yCTaHOB-
JICHO C MOMOIIBI0 METOAOM KOH(OKAILHOU CIEeK-
Tpockonuu. B To BpeMs, Kak KOJIM4ecTBO XJI B He-
KOTOPBIX KIJIETKaX PE3KO Maaajo yxe mocie 24 4
00paboTKN STUICHOM, B JIPYTHUX KIIETKaX COIep-
KaHWe XJI HE W3MEHsUIOCh. BBUIO J0Ka3aHO, 4To
9TOT 3¢ EKT CBA3aH C MOSBICHUEM M HAKOIJICHU-
eM XJa3bl B T€X WM MHBIX KJIETKaX I0J JeHCTBH-
em otmnena (Shemer et al., 2008).

Hpyroil perymsitop pocta pacTeHHil — Kac-
MOHAT U €ro NPOU3BOJAHBIE CIIOCOOHBI OKa3bIBaTh
BIIMSIHME Ha TPOIIECCHI CTapEHUs JUCTHEB U JIeTpa-
npanuto Xi1. Tak, MeTHII )KacMOHAT YCKOpsUI cTape-
HHUE JINCThEB Ay0a M BBI3BIBAJ paspyllieHue Xi B
mucthsax stamens (Tsuchiya et al., 1999). Otmeueno
TaKXe, 4TO pa3fiokeHne XJ B JUCThAX apaOHIoI-
cuca npu o0paboTKe METHIKaCMOHATOM KOHTPO-
mupyercst AtCLH1 (Kariola et al., 2005).

Peym ujiuslauusa azoma

B xmopomnactax nenonupoBaHo 10 75%
kieTouHoro a3ora (Hortensteiner, 2002), nis nep-
BUYHON (pUKcamuyu KOTOporo Tpedyercs, KaK u3-
BECTHO, OOJIBIIOE KOJIMYECTBO 3HEPruu. BrisicHe-
HUIO BOINpPOCA, KaKUM O00pa3oM YTHIM3HPYETCS
9TOT BaKHBIA OMOTEH TpH paspymieHur (HOTOCHH-
TETHYECKOT'0 amrapara, MoCBsIIeHbl MHOTHE Pabo-
THI ocneauux jeT (Hortensteiner and Feller, 2002;
Hortensteiner and Krautler, 2011). Ogun mMosp Xt
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COJEPKUT YEeThIpe MOJIS a30Ta, a o0wIas A0 a30-
Ta, CBSI3aHHOTO B XJI, COCTaBJIsIeT okoyio 2% Kiie-
tounoro myna (Hortensteiner, 2006). B To xe Bpe-
M B Oelkax CBETOCOOMPAIOUIMX IHTMEHT-
0eNKOBBIX KOMIUIEKCOB cofiepkuTcsa He MeHee 20%
a30THOTO 3amaca KJIEeTKU. XJI HeoOXOJIUM JJIs CTa-
Oowmzanuun  Xia-ces3biBaromux  Oenko  (Horn,
Paulsen, 2004) u, kak mpeanonaraercs (Horten-
steiner, 2006), otnenenue X MHIyNIUPYET CHHTE3
CHENUANBHBIX TPOTEa3, y4acTBYIONIMX B Jierpaja-
MU aCCOIMUPOBAHHBIX C XJI IMOJIMIENTHIOB. B
3TOM TIPOIIECCE BAKHYIO POJIb UTpaeT pepMeHT XII
b penykrasa, tpanchopmupyromas X b — dynk-
[UOHATBLHBIA M CTPYKTYpPHBIH KOMIIOHEHT CBETO-
coOuparomero Komiiekca B X @. OTa peakuus
SIBIISICTCS. OJTHUM W3 TICPBBIX 3TAIoOB, BEAYIIUX K
MOJTHOMY pa3pyLICHUIO XJI U aCCOLMUPOBAHHBIX C
HuM OenkoB (puc.1,3).

IIpoTeassl B OCHOBHOM, OTBEYAIOIIUE 3a Je-
rpaganuio XiI-CBSI3bIBAIOLINX OEKOB, B OCHOBHOM
HE H3BCCTHHI. EI[I/IHCTBGHHI)IM HUCKIIIOYCHUEM SIB-
nsetcst 6emok D1 KOMIIOHEHT PEaKLMOHHOIO
neHTpa Qorocuctemsl I, WMEIOMMIA BBICOKYIO
CKOpPOCTh 000POTa HE TOJBKO B YCIOBHAX (POTOUH-
rHOMpPOBaHUs, HO U TpU crapeHuu. Jlerpamanus
D1 nmpoucxoaut B J1Ba 3Tana, BHaYaJle OH pacllel-
JsieTcsl Ha J1Ba )parMeHTa, a 3aTeM IMPOUCXOIUT HX
IoJiHagd yTHUJIU3alus. bri1o IMOKa3aHo, 4YTO 3THU pe-
AaKIIMM KaTaIM3UPYIOTCS TNPEACTABUTENSAMH JBYX
TUIIOB XJIOpOIUIacTHBIX mporea3, DegP u FtsH
(Adam, Clarke, 2002). Ceemenuiss 0 TOM, KaKUM
0o0pa3oM  OCYLIECTBIISIETCS  HPOTEOIUTUYECKOE
paclienjeHye CBETOCOOMPAIOIIEro  KOMIUIEKCa,
BEChbMa OrpaHUueHbl. I3BECTHO, UTO MPU BBICOKOU
WHTEHCUBHOCTH CBE€Ta B €ro Jerpajallid ydacT-
BYIOT IpOTE€a3bl CEPUH/LIMCTENHOBOrO THIA H JIO-
KaJIM30BaHHAsl B XJIOPOIUIACTaX TIyTaMHJI 3HJO-
nenryaasa, pacuieruisitomas N-KOHIEBOW MEeNTH]L
OJIHOH M3 CYOBEIMHUI] CBETO-COOMPAIOLIEr0 KOM-
miekca (Hortensteiner, 2006).

Takum oOpa3om, a30T xJjopoduuia He dKC-
MOPTUPYETCS U3 CTAPCIONIUX JIMCTHEB, @ OCTACTCS B
KJIETKax B BHUJIC JIMHEHHBIX TETPAMUPPOIbHBIX Ka-
TabOJUTOB, KOTOPbIE HAKAIUIMBAIOTCS B BaKyOJIH.
Herpamatmss X1 W XJIOPO(PHIUI-CBA3BIBAIOIINX
ano0eJKOB B3aMMOCBSI3aHEI.
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CHLOROPHYLL CATABOLUISM IN PLANTS

0. 0. Syvash, E. K. Zolotareva

M.G. Kholodny Institute of Botany
of National Academy of Sciences of Ukraine
(Kyiv, Ukraine)

Massive degradation of chlorophyll (Chl) takes place during leaf senescence and fruit ripening. In a
functioning chloroplast, almost all Chls are in the protein-bound state, allowing the conversion of
light energy into forms that support the metabolic processes in the plant. Free Chl under illumination
as well as photochemically active products of its metabolism generates free radicals that cause de-
generative damage to the tissues of the plant. A feature of Chl catabolism is that already in the first
stages of this process photochemically active products are vanished. The first reaction of the chloro-
phyll breakdown in leaves during senescence is Mg®* removal and pheophytin formation catalyzed
by pheophytinase (Pheophytin Pheophorbide Hydrolase). The first stage of Chl degradation during
fruit ripening, catalized by chlorophyllase (Chlase, chlorophyll-chlorophyllide-hydrolase, EC
3.1.1.14), is hydrolysis of Chl and formation of water-soluble chlorophyllide and hydrophobic phy-
tol. Expression of members Chlase genes is regulated by methyl jasmonate and ethylene. Chlase —
the first of the plant enzyme was discovered 100 years ago, but its structure and physiological role
has not yet been fully determined. Recently it was shown that Chlase localized not only in chloro-
plasts, as previously believed, but also in vacuoles. The products of catabolism of Chl and Chl-
protein complexes are transported into the vacuoles and used as a nitrogen source in the subsequent

metabolic processes.

Key words: chlorophyll, phytol, chlorophyllase, pheophytin, pheophytinase, ethylene, porphyrine,

chloroplast
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KATABOJII3M XJIOPO®LJTY B POCJIMHAX
0. O. Cua, O. K. 3onorapsroBa

Inemumym 6omanixu im. HI. Xonoonozo
Hayionanenoi akademii nayk Yxpainu
(Kuis, Ykpaina)

Pozknamanss xiaopogiry (Xir) MacoBo BiOyBaeThCs pH CTapiHHI (POTOCHHTE3YIOUNX TKAHWH 1 J10-
3piBaHHI IWIOAIB. Y (YHKIIOHYIOUOMY XJIOPOIDIACTI Maike Bech XJI 3HAXOIUTHCS Y 3B'SI3aHOMY 3
OimkamMu cTaHi, 3a0e31MeTy0Yr KOHBEPTAIlIO CBITIOBOI eHeprii y ¢popMH, M0 MiATPAMYIOTh MeTabo-
JIYHI IPOIECH B pOCiHHI. BimbHHN X1 IpH OCBITIICHH], AK 1 XIMIYHO aKTHBHI MPOLYKTH HOTO MeTa-
0oIi3My, TeHepye BiNbHI PagiKalld, M0 CHPUYHAHSIIOTH IereHEepaTHBHI IMOIIKOMKCHHS TKAaHIHH POC-
ymHA. OcoOIMUBICTIO KaTabomi3mMy XII € Te, 0 BjKe Ha MEPUINX eTanax Iboro mporecy GpoToxiMigHO
AKTUBHI MPOAYKTH PO3LICIUTIOITECS. [Ipy cTapiHHI JIMCTS MEPINO peakiiero aerpananii Xi € Bu-
JIy4eHHsI MarHilo 3 yTBopeHHsM (eodiTuHy, o Katanizyerbes peodiTtiHazo0, TOAI SK NpH A03pi-
BaHHI IJIOIB pyiHyBaHHs XJI KaTali3yeThes xyopodinazor (Xmaza, KO 3.1.1.14), mo rigponizye
XJ1 3 YTBOpPEHHSM BOJOPO3YMHHOTO Xjopodiauay i ditony. Excnpecis reniB Xmnasu akTHBYEThCS
€TUJICHOM 1 METHDKACMOHATOM, IO MPHUIIBUIIYE JIO3piBaHHS IUIOAIB y 0araTboX BHIIB POCIIHH.
Xna3za Oyna Bigkputa 100 pokiB Tomy, mpote ii cTpykTypa i (i3ionoriuHa posib JOTenep NOBHICTIO
He BH3Ha4eHi. XJa3a JIOKali30BaHa HE TIIBKH B XJIOPOIUIACTAaX, K BBAXKAJOCS paHillle, a TAKOX 1 B
Bakyossax. [Iponykru xatabomizmy Xur i Xi-OiIKOBHX KOMIUIEKCIB HaIXOAATh Y BaKyoJi i BUKOPH-
CTOBYIOTBCS B METa0O0i3Mi SIK JDKEPEIIO a30Ty.

KuarouoBi cnoBa: xropogin, gpimon, xnopogpinaza, gpeoppimun, eogpimunasa, emunen, noppipun,
xaoponnacm
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