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BBepgeHue

Pactenne — 3TO MoCpeHUK MEXTy HEOOM U 3eM-
neil. OHO Kak ucTUHHBIN [Ipomerel, MOXUTUBIINI
OroHb ¢ HeOa. [TOXWIIEHHBI UM JIyd TOPUT U B
MepIalomel JIydnHe, ¥ B OCJICHHUTENHHOH HCKpe
anekTpudectsa. Jlyd coyHIIa NPUBOIWUT B JBIDKE-
HHE W YyJOBHIIHBI MaXxOBHK IapOBOM MAaIIMHBI,
1 KHCTh XyJIO)KHHKA, ¥ TIepo 103Ta. OIHAKO 10 CHX
IOp MOKa MHOTOE€ HESICHO B TOM, KaK JIyd CBETa
JOXOJIUT /10 CO3HAHMS MO3TA.

K. A. Tumupszes

Qusuonozueli pacmenuil Ha3bIBAIOT HAYKy O (YHKIHSX PACTHTENBHBIX OPraHH3MOB.
I'maBHas 3amavya QU3HONOTMU PACTEHUH — HU3ydEHHE OOIIMX 3aKOHOMEPHOCTEH M KOH-
KpPETHBIX MEXaHN3MOB, JIEKAIINX B OCHOBE KU3HEACIATEIHLHOCTH pacTeHnil. K 0CHOBHBIM
(YHKUIUSM PacTUTEIILHOIO OpraHu3Ma OTHOCSTCS €ro 3HepreTuka (mpouecchl POTOCHH-
Te3a U JIBIXaHWs1); BOJHBIA PEKUM W MHUHEpPAIbHOE THTaHWE; MEMOpPAHHBIN U JalbHUHA
TPAHCIIOPT BEUIECTB; IMPOLECCHl POCTA, PA3BUTHS M Pa3MHOKEHUS; PasApakKMMOCTh
Y TPOBE/ICHNE CHTHAJIOB B KJIETKE M TKAHIX; MEXaHHU3MBbl YCTOMYMBOCTH M aJaNTalllu
K HeOnmaronpusTHeiM (akropam. DHU3HOIOTUS PAaCTeHUI pacKphIBaeT 3aKOHOMEPHOCTH
MPOTEKaHUsT (HU3MOJIOTUYECKUX TPOIECCOB B OHTOTEHE3€ PACTHTENBHOTO OpraHu3Ma
Y IPHUHIUIBI €70 B3aUMOJIEHCTBHS C OKPY>KAIOILIEH Cpeou.

DU3MONIOTHST PACTCHUI M3yYaeT Kak MHHUMYM YEThIpe THIA MPEBpallleHUH: mpeBparie-
HUE BEIECTB, NMpeBpamieHne (GopMbl, IpeBpalleHre SHEPTuu U IpeBpalienne napopma-
. OOMEH BEIIeCTBOM, SHEPTrUeH W WHPOPMAITUCH COCTABNISIET OCHOBY NEATCIBHOCTH
M000# caMOperyIupyromencss CUCTeMBI, B TOM 4ucie u pacteHus. Ilog oomenom ge-
Wjecme MOHUMAETCS TIPEBPAIIICHUE OJTHUX COCAUHEHHUHN B JPYTHe, UX MEPEMEIICHHE MEXK-
NIy pa3INYHbIMU KIIETKAMH, TKaHSMH ¥ OpraHaMU, a TaKXKe MEXIy OPraHHU3MOM U BHEIII-
Hel cpenoit. [lpespawenue gopmul, T. €. poreccsl popmoodpazoBanus (Mopdorenesa),
MIPOHUCXOJIUT B TeUEHUE POcTa, TUPHEPEHITUPOBKU U Pa3BUTHSI PACTUTEIBHOTO OPraHU3MA.

Ilpespawjenue sHepeuu BKIIIOYAET MPOLECCHl TpaHCHOpPMAaLUU OAHUX (GOpM d>HEPTUU
B npyrue. s TpaHcdopManiiu SHEPrUU UCTIONB3YIOTCS TaK Ha3bIBAEMbIE CONPSTAIOLINE
MeMOpaHbl MUTOXOHAPHHA U XJoporutacToB. Ilpu ¢orocuHTese, HanpuMep, MPOUCXOJUT
MpeBpalleHUEe SHEPTHUH CBETa B AIIEKTPUUYECKYIO SHEPTHI0, KOTOpas 3aTeM TpaHCOpMU-



4 BeedeHue

pYeTCsl B SHEPrUI0 XMMHUYECKHUX CBsI3€i opraHndeckux coenuHenuil. [Iponecc mpixanus
BKJIFOYAET MOCJIEA0BATEIFHOE NIPEBpAIlEeHNEe XUMUYECKOH (POPMBI SHEPTUHU B 3JIEKTpHUeE-
CKYI0, MEXaHMYECKYIO 1, HAKOHEL], BHOBb B XUMHUECKYIO.

IIpespawenue ungpopmayuy UMEET MECTO B IpoLieccax PEeLeNIUy U Nepeaadd CUTHAIIOB
U CTUMYJIOB, MCXOJSIIMX KaK W3 BHEIIHEH, TaK U W3 BHYTPEHHEH Cpelbl OpraHu3Ma.
[ponecce penenuuu U nepeadyd MHGOPMAIMUA O COOBITUSAX, MPOUCXOISIINX BHYTPH
pacTUTENHFHOTO OpraHu3Ma M BHE €ro, o0ecreynBaloTcsi (UTOropMOHaMH, CUCTEMOH pe-
LENTOPOB, KACKaJOM BTOPUYHBIX MOCPEAHUKOB M (hakTOpaMu TpaHcKpunuuu. Kaxmas
KJIETKa U PaCTEHHE B 11€J0M 00JIaal0T CIOCOOHOCTBIO aJIEKBATHO OLIEHUBATH NTapaMeTPhbl
BHEIIHEW U BHYTPEHHEH cpepl 1 ObICTPO pearnpoBaTh Ha UX W3MeHeHue. [IpeBpamenue
UHQOPMaIMK UMEET pellarollee 3HaueHHe B Mpoleccax Peryisiiud OTIAeNbHBIX (DyHK-
Ui, UX KOOpAUHAIIMY U 00ECTIeYeHIH LIEJIOCTHOCTH PACTUTEIHHOIO OpraHu3Ma.

B nocnennee nmecstuieTue MoiydeHHWE HOBOTO 3HAHHUS O Mpoleccax, MPOUCXOSIINX
B PAaCTE€HHUH, UJET C IOCTOSHHBIM YCKOPEHHEM U HEBO3MOXKHO 0€3 HCIIOJIb30BaHUS METO-
JIOB CMEKHBIX € (PU3UOJIOTHEH paCTeHUI HayK — OMOXMMHHU U MOJICKYJISIPHOM OMOJIOTHH,
O0MO(U3UKHN U TeHETUKHU, LIMTOJIOTUH U aHaTOMUU. B cBolo ouepens, huznonorus pacre-
HUl sBiseTcs GyHAAMEHTOM COBPEMEHHOI'O PacTEHHEBOJCTBA, 0OecreunBas TeopeTuye-
CKyI0 0a3y AJsl Bcell CHCTEMbl MEPOIPHUSTHH, JIKAIIUX B €r0 OCHOBE.

PazButHe ¢Gu3nonoruu pacTeHHi, Kak W JIFOOOH Opyroil HaykH, 3aBUCHUT HE TOJIBKO OT
HOBBIX HJICH, HO U OT HOBBIX METOAOJOrui. [y (hU3MOJIOTOB pacTCHHH B HACTOSIICE
BpeMsi Haubosiee d3PPEeKTHBHBI COBPEMEHHBIE METO/bI, MPUMEHSEMBIE B MOJIEKYISPHON
OMOJIOTUH, TEHHOW M KJIIETOYHON MHXEHEPHH, B KOMOWHAIINHU C KJIACCHYECKUMHU, UCIIOTb-
3yeMbIMHA B OMOXMMHU M Omodusmnke pacteHuid. Takoi MOIX07 MO3BOJIAET MO-HOBOMY
YBHIETH TPOOJIEMBI, CTOSAIIHE Tepe] pu3nonoruei pacTeHuit, 1 HalTH Oojiee KOHCTPYK-
TUBHBIE MyTH WX PEMICHHSA. DTO KacaeTcs MPOIECCOB POCTa W PAa3BUTHS, MEXaHH3MOB
BHYTPH- M BHEKJIETOYHOW CHUTHAJIM3allM{, B3aMMOOTHOIIEHHUS MEXIy pacTeHHEM |
MHKpPOOPTraHU3MaMHU, MOTJIOUIEHHSI U TPAHCIIOPTa MOHOB, MOCTTPAHCIISAIIMOHHBIX pEBpa-
IEeHUH OeNKOB B KJIETKE, aJaNTalliy K CTPECCOBBIM BO3ACUCTBUSAM H T. 1.

bénpmas yacte 3HaHMIA B GU3NOIOTUN PACTEHUH TOJIyYeHA C UCIIOIb30BAHUEM METOOB,
KOTOpbIE JAl0T JIMIIb AUCKPETHYIO MHPOPMALUIO O MPOUCXOIAIuX npoueccax. [lomy-
YeHHBIE TAKUM 00Pa30M pe3yNbTaThl HE BCET/Ia OTPAKAIOT PEANbHYI0 CUTYallli0 U Jal0T
JHIIb YCPEAHEHHYIO WM CUTYaTHBHYIO KapTHHY NHpoucxoasumx coObituid. [logasmnsio-
Iee K€ YMCII0 PeaKIHid, MPOUCXOIANINX B KIETKaX M TKaHAX, UAYT B HEITWHEHHOM WIIN
ocuwUMpytoneM pexume. [losromy amst paciinppoBKy MEXaHU3Ma U3yYaeMBIX MPOLEC-
COB HEOOXOOMMO NPHUMEHITh METOJbl, C MOMOIIbI KOTOPBIX YOAeTCs PErUCTPUPOBATH
MIPOCTPAHCTBEHHO-BPEMEHHBIE MapaMeTphl MPOUCXOASIIMX COOBITUH, a HE TOJNBKO HX
JUCKPETHBIE XapaKTePUCTHKH. Takne BO3MOXKHOCTH JAIOT Psi COBPEMEHHBIX METOIIOB
KJIETOYHOH OMOJIOTHH, MO3BOJISIOMIMX KOHTPOJIMPOBATh JUHAMHUKY MPOUCXOISIINX MPO-
IIECCOB B PETbHOM BpEMEHHU U 00BeMe 0e3 TTOBPEIKICHUS KIIETOK.

YesnoBek B CBOEM OOMXOZE MOCTOSHHO MOJb3yeTcs MUPOM pacTeHuid. Pactenus marot

HaM KHCJIOPOH, HeO6XO)1HMBII>i JJid IpOLCCCOB IbIXaHUA W TOPCHUA, OCHOBHYIO MACCy
U U JICKApCTB, OJCKAY WU TOIUIMBO, CTPOUTCIIbHBIC MATCpUAJIbI. Hacenenune 3emim
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€KErofHo MoTpedssseT OKoJO 1 MJIpA TOHH HPOLYKTOB MUTAHUS, YTO COOTBETCTBYET
mumb okoso 0,5% Bceil 3Hepruw, 3amacaeMoil B pesyibrare (porocuHTesa. Pacrenus 3a-
LIMIIAIOT TIOYBY OT BETPOBOW 3PO3MHM, OKA3bIBAIOT BIMSHHME Ha KJIMMAT, Y4acTBYIOT B
OUHCTKE MPUPOJHOM Cpenbl OT BO3PACTAIOIIETO KOJWYECTBa 3arps3Huresicid. OcTaTku
pacTUTENbHBIX OPraHU3MOB C(OPMHUPOBANIN T'PAHIMO3HBIE 3allachl TOPIOYETO CHIPhS, KO-
TOPOE SIBISIETCSI OCHOBOW COBPEMEHHOM SHEPIeTHKU U XUMHUYECKOU MPOMBILIIEHHOCTH.
PacTeHusiMu co3garoTcs JECATKU THICAY Pa3lWYHBIX BEIIECTB, KOTOPBIE CIIy>KaT MUIIECH
IU1s1 OOJIBIIMHCTBA KUBBIX OPraHU3MOB.

[loncunTano, 4To B TE€YEHHE OJHOTO roja B BHJIE 3HEPrHHM COJHEYHOIO H3IIyYCHHs Ha
MMOBEPXHOCTh 3€MJIH TIOTAaeT 1,3-10* kkan, u3 KOTOpPBIX 35% oTpakaeTcsi B KOCMOC,
OCTaJIbHAs YacTh Moromaercs atMocepoi, cymei u Bogoil. U toiapko (3—6)- 101" kkan
npeobpasyeTca B SHEPTHI0 XUMUYECKHX CBSA3eH OpraHMYecKHUX COeIMHEHHUH B Ipoliecce
(oTocuHTE3a paCTEHUAMH U MUKPOOPTraHU3MaMHU.

K nHacrosimemy BpeMeHH B COCTaBe APEBECUHBI yxe 3amaceHo okono 2400 mupm T 6uo-
Macchl. Ha 1105110 KMBOTHBIX W MUKPOOPTaHH3MOB IPH 3TOM MPHUXOAUTCSA 23 MIIpH T.
Esxeronno B peakiusax ¢orocuHTesa cBasbiBaeTcs okono 250—350 mapx T CO,, uto
skBUBaNIEHTHO 150—200 mMupa T opraHuveckoil maccel. BaxHoil ¢yHKIue# pacTeHuid,
a TaKKe HEKOTOPBIX MPOKAPUOTUYECKUX OPraHU3MOB SIBISIETCS BBIICICHHE KHUCIOPOAA,
KOTOPBI HEOOXOJMM ISl JIBIXaHUsI TETePOTPOPHBIX OpraHu3MOB. PacTeHus exeromHo
nocTaBisAoT B atMocdepy 3emin okoso 100—150 mapa T kucnopoaa. Ha BeicoTe okoio
25 KM OT NOBEPXHOCTH 3€MJIM M3 KHCJIOpoJa (POPMHUPYETCs CIIOM 030HA, KOTOPBIA 3a-
JepKUBaET OOJBIIYIO0 YaCTh YIbTPa(dUOICTOBOIO M3IYUYECHUs, JEHCTBYIOLIETO TyOUTeNb-
HO Ha BCE )KMBBIE OPTaHU3MBI.

B mocnenHee croneTre n3-3a MHTEHCHBHOTO CYKMTAHUSI TOPIOYMX TOJIE3HBIX UCKOMAEeMBIX
(yrosb, ra3, HedTh, Topd) U BBHIPYOKH JIECOB COJEpPKAHUE YITIEKHCIOTHI B aTMocdepe
3emiu ctanmo Bo3pacTtarth B cpeaHeM Ha 0,23% B rofa. DTo MPUBENO K YBEIWYEHHIO CO-
nepxanusa CO, B atmocdepe ¢ 0,027% (B mounmycTpuanbHyo 3moxy) 10 0,036% B Ha-
cTosiiee BpeMsl. DTOT IPOIEecC MOXKET HUMETh OUYCHb CEPhEe3HbIE MOCIEACTBHS IS TEIUIO-
BOTO PEeKMMa Halllel IIaHeThl U3-3a TaK Ha3bIBaeMOro "'TIapHUKOBOro 3¢ dexra’”.

[IpuunHOii coxpaHeHUs Teia BHYTPH HapHHUKa (MM TEIUIMLBI), KaK U3BECTHO, SIBIISETCS
M30BITOK YTIIEKUCIIOTHI W BOJSIHBIX MAapoB. AHAJIOTMYHBIN TPOIIECC celdac MPOUCXOUT
u B iaHetapHoM Maciurtade. [loBepxHocts 3emiu nonydaet or CollHIA SHEPTHIO B BUAE
WHPPAKPACHOTO M3IYUYCHHUsS. 3HAUUTENbHAS YacTh 3TOM SHEPTHU OTPAKAETCS B KOCMOC.
Opnnako uMmeromuecst B atMocdepe mapbl yrJIEKUCIOTH U BOJBI CIIOCOOHBI 3aJIep)KUBaTh
OTpakaromeecs MOBEPXHOCTHIO 3eMIIH TEIJI0O M COXPAHSTH €T0, T. €. BBHI3BIBATH ''TIApHHU-
KOBBI 3¢dexT”. Bo3pacTaHne KOHLEHTpaUMU YIIIEKUCIOTHI B arMocepe MpuBeAeT
K YBEIIMYCHUIO CpPEJIHEH TeMIlepaTypbl Ha MOBEPXHOCTH HAIllel IUIAHEThl W M3MEHEHHUIO
knumara. [t mpeoTBpaleHns STHX HeXelaTeIbHBIX MPOLEecCOB HE00X0ANMO, YTOOBI
cozepkanne CO, B armocepe He m3meHsAnoch. OnHuM U3 Hambonee >(PPEKTUBHBIX
CHoco0OB MOJAEPKaHUs TOCTOSTHHOTO YPOBHSI YIJIEKHCIIOTHI SIBJISIETCSI CBSI3BIBAHHE €€
pacTeHusiIMH ¥ MEKpoopranuzmamu. Iloacuurano, uro 6onee 200 mapa v CO, exeroaHo
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OKa3bIBACTCA B COCTABE OPraHWYECKHUX COCAMHEHHH aBTOTPOQPHBIX opranu3MoB. OKoJIO
40% 310l GMOMacChl MPUXOANUTCS HA OO MOPCKOTO (PUTOMIAHKTOHA.

B pesynbrate poTocHHTE3a 3HEPrHs MOTJIOMIEHHOTO CBETA 3amacaeTcs HaJoiro: OoT MU-
HYT U 4YacoB JI0 COTEH W Ja)Xe MHJUIMOHOB JIeT (Tpu oOpa3oBaHWU TOPIOYMX HCKOMae-
MBIX — He()TH, MPUPOTHOTO Ta3a, KaMeHHOTro yriia, Topda). OcHOBHAs Macca HCIIONb-
3yeMbIX ceiiyac 3HeproHOCUTeNeH (Yroyb, MIPUPOAHBINA Ta3, He(Th) MpeACTaBIIET coO0H
MIPOAYKTHl PA3I0KEHUS] HA3eMHBIX M MOPCKUX PACTEHHUI, MUKPOOPraHU3MOB U >KUBOT-
HBIX. DHEPrus, 3anaceHHasi B HUX, MAJUIMOHBI JIET Ha3a] ObUIa MOJy4YeHa U3 COTHEYHOTO
cBeTa B mporuecce GoTocuHTe3a. V3BecTHO, YTO TOZOBOE MOTPEOICHNE SHEPIUU YesIOBe-
yectBOM cocrapisier 6onee 1017 kkan u exeroaHo Bospacraer. HblHeIIHNE pa3BeIaHHbIC
U JOCTYIIHBIE SHEPreTHYECKUE pecypchl (He(Th, ra3, yroib, TOp(, TOproYHe CllaH-
I[bI) OLIEHUBAIOTCS B 101 —10% kkan. HerpynHo moacuuratrh, 4TO 3TH 3amachl MOTYT
3aKOHYHUTHCS yke B TedeHue XXI| cronerws.

PeanibHON M HeucuepraeMoil albTEPHATHBOM CYLIECTBYIOIIMM HBIHE BUAAM HSHEPruu
(TOMHUMO TEPMOSAEPHOTO CHHTE3a) MOYKET CIY>KUTh TOJIBKO COJHEYHAsl SHEPreTHKa, Ko-
TOpasi OCHOBaHa Ha mpeBpaliieHnn dHepruu CONHIA B AIEKTPHUYECKYIO ((POTOIIEMEHTHI,
cosHeuHble OaTapen). C Opyroil cTOpOHbI, B KaUueCTBE TOIUIMBA Takke 3()(HEKTHBHO MO-
TYT HCIIOJIb30BATHCS M MPOJYKTHI (DOTOCHHTE3A, B IEPBYIO OUYEpelb TAKUE, KaK IIEJUTIONO-
3a MHTEHCUBHO PacTyIIMX BUIOB JPEBECHBIX pacTeHUil, TpaB M KycTapHHUKOB. [loaTomy
MO>KHO JIMIIb COXKAJIETh, YTO COJIHEYHOM YHEPTETUKE MOKA €ILIE YACISIETCS HENOCTaTOUHO
BHUMAaHUSI.

3agaua mpeuiaraeéMoi BalleMy BHUMaHUIO KHUTH — JIaTh COBPEMEHHOE COCTOSIHUE 3Ha-
HUHl B 00sacTH (PU3MOJIOTHN PACTEHUI HA YPOBHE YHUBEPCHUTETCKOTO KypcCa, IIOCKOJIBbKY
C MOMEHTa BBIXOJla MOETO HpeAbIAyIero yuyeOHuKa "OU3Hoiorus pacTeHuid™ MpoILio
yxke okoiyo 10 yer. B ocHOBY ydeOHHKa IMOJIOKEH OOIMid Kypc Jiekuui "®dusnonorus
U OMOXMMUSI PacTeHHH', YNTAEMBIH aBTOPOM Uil CTYJCHTOB OMOJIOrO-TIOUYBEHHOTO (ha-
kynbTeTa CaHkT-IleTepOypreckoro rocy1apcTBEHHOTO YHUBEPCUTETA.

ABTOp BBIpakaeT OJAaroJapHOCTh CBOEH JKeHe, KaHAUAaTy OMOJOTHYEeCKHX HayK
I'. H. CmonuKoBO# 3a MOATOTOBKY PYKONHMCH K HM3/IaHWIO, HEOIIEHHMYIO MOMOIIb U TO-
CTOSTHHYIO TIOJJICPKKY TIPY HalMCaHWW y4eOHHWKa, a TaKKe KaHIUJATy OMOJIOTHYECKUX
Hayk T. E. bunoBoii 3a ureHue pykonucH U cAefaHHbIE 3aMeyaHus. 3apaHee Oiaronapro
BCEX, KTO BO3bMET Ha ce0sl TPY/] BbICKAa3aTh CBOHM OT3BIBBI M KPUTUYECKUE 3aMedaHUsl 110
II0BOAY MO€EM KHUTH.
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OcobOeHHOCTU CTpOoeHuNA
pacTUTEsIbHOMN KIeTKU

Hayka ctpoutcs u3 (akToB, Kak JOM IOCTPOCH
U3 KaMHeH, HO HakoIUleHHe (aKkTOB — He 00JIb-
1ie HayKa, 4eM Ky4ya KaMHEH — JIOM.

I Ilyaukape, 1905

Bricime pacteHus ABISIOTCS MHOTOKJIETOYHBIMH OpraHM3MaMH, COCTOSIIIUMHU U3 MUJI-
JIMOHOB KJIETOK, BBIIOJNHSIOUIMX ClIeHUaan3upoBaHHble ¢yHKuuu. HecMoTps Ha TO, 4TO
T QepeHINPOBaHHbBIC KJIETKH MOTYT CHJIBHO OTIHYAThCS JAPYT OT Jpyra, BCE OHH, KaK
KJIETKH JyKapHOTHUYECKOTO OpPraHM3Ma, COAEpKAT sJpo, LUTOIIasMy, P KJIETOYHBIX
OpraHejul ¥ CUCTeMy MeMOpaH, KOTopas HE TOJBKO OTHENSIEeT KIETKY OT OKpY’Karolei
Cpelibl, HO U pa3/esseT Ha KOMITApTMEHTHI ee BHYTpeHHee coaepxkumoe (puc. 1.1).

CrienmdryeckuMu 0COOSHHOCTAMH CTPOSHHS PACTUTEIBHBIX KIIETOK, OTIIMYAIOIIUMHA UX OT
KJIETOK JIPYTHUX DYKAPUOTUIECKUX OPTaHW3MOB, SIBISIETCS HAJIMUNE CUCTEMBI IDIACTHI, KPYII-
HOU LEHTPaIbHOM BaKyoOJIH, a TAKXKE MPOYHOM MOIMCAXapUIHOM KIETOUHOU CTeHKH. Pactu-
TeJbHAs KJIETKA COJIEPKUT TPU OTHOCHUTEIILHO aBTOHOMHBIX, HO TECHO B3aMMOJICHCTBYOIIINX
MEXIy COOOM TeHETHMYECKHX CHCTEMbI — SJIEPHYI0, MUTOXOHAPHAIBHYIO U TUIACTHIHYIO.
Jly1s1 pacTUTENIBHBIX KIIETOK XapaKTepeH OCOOBI THI POCTa — POCT pacTsDKEHUEM. Y JIes-
LIUXCS PACTUTENBHBIX KJIETOK OTCYTCTBYIOT LIEHTpUOJH. [I0CKONIBKY KIIETOUHbIE CTEHKH KIle-
TOK OJTHOW TKaHH WIJTH OpraHa HEMOCPEICTBEHHO KOHTAKTHUPYIOT IPYT C APYTOM, TO BOSHHUKACT
€IMHAasl CUCTEMa KJIETOUHBIX CTEHOK, KOTOpasi Ha3bIBACTCSl aHONIACHIOM.

PacTurenbHbIe KIETKH CBS3aHBI MEXIy cOOO0H MmiIa3MoecMaMu, KOTOPbIE COSAMHSIOT UX
B €IMHOE [IUTOIIa3MaTHIECKOe 1ie0e — cumnaacm. Kaxxnas naazmoodecma npecTaBis-
eT co0oit MeMOpaHHYI0 Topy (KaHall), BBICTIAHHYIO ITa3MaeMMoii (puc. 1.2).

LleHnTpanbHyIO YacTh MOPHI 3aHUMAET 0ecMOmpyOKa, KOTOpas CBA3bIBACT SHOIIa3MaTH-
YeCKHI PETUKYIYM COCEIHUX KIETOK B enHOe 1enoe. HerpepriBHYIO cucteMy MeMOpaH
SH/IOTUIA3MATUYECKOTO PETUKYJIyMa, MEPEeXOSANIyI0 U3 KJICTKH B KJIETKY, HAa3bIBAIOT
ondonaacmom. BOKpyr nmecMOTpyOKH B TIOpe HAXOAWTCS ITUTOIDIA3Ma. TakuM oOpazoM,
Yy PACTUTENILHBIX OPTraHU3MOB HMMEIOTCS TPU TUIA HPOTSHKCHHBIX KOMIIAPTMEHTOB —
anoruiacT (KJIeTOYHAs CTEHKA ¢ MEXKJIETHHKAMHM), CUMIUIACT W DHJOMIACT (COOTBETCT-
BEHHO ITUTOIUIa3Ma M 3HJIOIUIA3MATHYECKUN PETHKYIYM COCEIHUX KJIETOK, COC/IMHCHHBIC
miazmoiecMamu). Tlo mia3moaecMaM (CUMILIACTY WITK SHJIOIIIACTY) U3 KIIETKU B KIETKY
MOTYT UG YHIUPOBATH HOHBI U HEOOJIBIITHE OPTaHUYECKUE MOJIEKYIIBI.
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Puc. 1.1. Cxema crpoenus kinetku Me3oduinia ucra umnsl Tilia cordata (Bacuibes u ap., 1978):
M — muroxonapus; IIB — nentpanbHas Bakyous; 1] — nuromasma; T — ToHOIUIACT;
IJT — mna3zmanemma; I — rpana; K3 — kpaxmansHoe 3epHO; XJI — xyoporuiacr;
MT — mukporeno; B — nurornasmaruueckas Bakyods; I — nomnucoma;
OP — sHpomnazMatnaeckuit petukyiaym; [1/] — ruasmonecma; Al — ammapat [Noxpmku;
O — oneocoma; KC — knerounas crenka; S — snpo; Sm — sapeiiko

_— o —
2P

3

Puc. 1.2. Cxema cTpOeHHUS I1a3MO/ICCMBbI:
KC — knerounas creHka;

AT — necmotpyOka;

OP — sHAOIIa3MaTHYECKHHA PETHKYITYM;
[IM — mma3MaTidgeckas MeMOpaHa
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1.1. Appo

SAnpo — 3T0 Hanbonee KPyMHBIN 1 HanOoee BaXKHBIM OpraHoua KiIeTKu. CHapy»Xu OHO
IIOKPBITO AEPHON 00OJOYKOH, COCTOAIIEH M3 ABYX 3JEMEHTApHBIX MeMOpaH (BHYTpeH-
Hell 1 Hapy>KHOH), MEXIy KOTOPbIMU HaXOOUTCS nepuHykieapHnoe npocmparcmeo. O6e
MeMOpaHbl SIEPHON OOONOYKH OTINYAIOTCS IO CTPYKTYpE, CBOMCTBAM W (PYHKIIHSM.
K enympenneii membpane Ha BceM ee NPOTSHKEHUM NPUMBIKAET CJI0H KOHIEHCUPOBAaHHO-
ro XpoMaTHHa (TE€TEpOXpPOMATHHA), MPEICTABIAIOMUN CO00M KOMILIEKC HYKIEHMHOBBIX
KHUCJIOT U OenkoB. Hapyoicnas membpana B HEKOTOPBIX MeCTax OOBEAMHSETCSA C 3HIO-
IUTa3MaTHYECKUM PETUKYTYMOM.

OcHoBHas (yHKIMS A7pa — XpaHEHHWE W KOTMPOBaHHUE TeHeTHYeckol nHpopmanuu. Bo
BHYTPCHHEM COJICPKHMOM sipa (Hykieoniazme) HaxXOAUTCS Bech HaOOp (GepMEeHTOB M
K0(haKTOpOB, HEOOXOIMMBIX ISl SKCIpeccur reHoB u perummkanuu [JHK, a Taxke pas-
nugasle PHK. B mensmumxcst kiieTkax XpoOMaTHH OPraHU3YeTCsl B XPOMOCOMbI, YACTIO KO-
TOPBIX CHEMUGUIHO A KKIOTO BUAA pACTCHUN. B HEKOTOPBIX PACTUTENBHBIX KIIETKAX
MOXXET MPOUCXOAUTh MHOTOKpaTHas pervtukanug JIHK, B pesymbraTe uero odpasyercs
TIOJIMTUTOUIHEIN HA00p XpOMOCOM. Y OOJBIINHCTBA PACTUTEIBHBIX KIETOK UMEETCS OJHO
apo auameTpoM okoiio 10 MkMm. Pa3meps! simep HEOMHAKOBEI B KJIETKAaX Pa3HBIX BHIIOB
pacTEeHUl U B pa3HbIX KIETKAX PA3IUYHBIX TKAHEU OJHOTO U TOrO K€ pacTeHus. OTHOCH-
TEJIbHO KPYIIHbIE AJIpa XapaKTePHbI JJIS1 MOJIOJIBIX MEPUCTEMATUUYECKHUX KIIETOK.

IToMuMoO XpaHeHMs U PEIIMKALMKA T€HETHYECKOr0 MaTEPHANIa, SIIPO BBIIOJIHSET €ILIe O/-
HY BaXXKHYIO (DYHKIIUIO — KOHTPOJIb 32 CHHTE30M Oelka B KileTke. B sape mpoucxomut
npouecc TpaHckpuniuu — cuHte3 mosiekya MPHK ¢ ucnons3oBanuem IHK B xauectse
Matpuipl. CunTesnpoBanHbie Mosiekynsl MPHK monseprarores B sape psagy monuduka-
LMK, TTOCJIe YeT0 BBIXOAAT B IUTOILIa3My. DopMupoBaHue CyObeaMHNI] pHOOCOM TaKKe
MPOUCXOJNUT B ApE B CHELUAIBHBIX 00pa3oBaHUAX — sopviuikax. OHU HE UMEIOT Orpa-
HUYHBAIOIMIEH MeMOpaHBl U COCTOST W3 PHUOOHYKIEONPOTENHOB — IPEIIIECTBEHHUKOB
pubocom. menno B sapsimkax npoucxoaut cunre3 pPHK, ee co3peBanue u coopka pu-
00COMHBIX CyObeauHHIL. SAphIIIKo GopMUpyeTCs Ha yYaCTKE XPOMATHHA, KOAUPYIOIIEM
pPHK, KOTOpBIi1 HAa3bIBACTCS AOPLIUKOBLIM OPSAHUZAIMOPOM.

IByxcioiiHas sgepHas 00OJIOYKa MPOHHM3aHA MOPAMU — TPAHCIOPTHBIMU KaHAJIaMHU,
yepe3 KOTOphIe MEPEMEMIAIOTCS Pa3INuyHbIe MOJEKYJIbl MEXIY SIpPOM H IUTOILIa3MOM.
VY pacreHuii mopsl MOryT 3aHMMaTh OT 8§ a0 20% MOBEPXHOCTH SAEPHOH OOOJOUKH.
Aoepnas nopa He ABISETCS NPOCTHIM OTBEPCTHEM, a INPEICTAaBISAET COOOH CIIOXKHYIO
CTPYKTYpY, Ha3bIBAEMYIO AO0EPHLIM HOPOGLIM KOMHIEKCOM, KOTOPBIH (YHKIHMOHUPYET
KaK CEJIEKTUBHOE MOJICKYJISIpHOE cUTO (ceTh). [lopoBble KOMIUIEKCHI MIIEKONUTAIOIINX,
JOPOXOKEH M pacTeHWH XOTs W pa3sIndaloTcsl 1o MoJeKyJsipHoH macce (50—125 M/la),
HO HMEIOT CXOJHO€ CTPOEHHE M COCTOAT W3 OEJKOB, HA3BIBAEMBIX HYKICONOPUHAMU.
Bo Bpems MuTO3a siiepHble OPBI paciafaloTcs Ha KOMIUIEKCHl MAacCOW OKOJIO MIJIJTMOHA
JAJIbTOH, a IIOCJIE 3aBEePIIEHHsI KIETOYHOI0 JeJIeHus coOuparoTcsi BHOBb. I10poBbIil KOM-
TUIEKC UMEET OKTOTOHAIBbHYI0 cuMMeTpHio (puc. 1.3).

Ero ocHOBY cOCTaBISIIOT MapayijielbHO PACIIOIOKEHHBIE KOINbIAa — sAdepHoe W YUmo-
naazmamuyeckoe. K simepHOMY KOJBITY NIPUKPETIJICHB! HAIIPaBIEHHBIE BHYTPH S/Apa A0ep-
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Hole (unamernmol, K KOTOPBHIM KPEMHUTCS MEPMUHATbHOE KOAbYO. SIIEPHOE KOJIBIIO, SAep-
Hble (PUIIAMEHTHI U TEPMHHATIBHOE KOJIBIO BMECTE (OPMHUPYIOT sdepHyto Kopsuny. K 1u-
TOILIA3MaTHYECKOMY KOJIBILY TIPHKPEIUIEHB! HAMIPABICHHBIE B IINTOIUIA3MY YUMONAAZMA-
muueckue guramenmol. K sIepHOMY W IUTOIUIA3MATHYECKOMY KOJIBIIAM TPUMBIKAIOT
sHewHue U eHympentue cnuyeevle (omunanvhvie) koavya (SPoke rings, lumen rings),
K KOTOPBIM KPEISATCS CTPYKTYPHI, TIOJNYUHBIIKME Ha3BaHue cnuy (10 aHAJOTHH CO CIMIA-
MH TEJIEKHOro Kojeca). CIHIBI MMOJIEPKUBAIOT PACIIONOKEHHBIM B IIEHTPE TIOPOBOTO
KOMIUIEKCa yenmpanvhulil kanan (mpancnopmep), o KOTOPOMY OCYIIECTBIISETCS TPAHC-
HOPT MOJIEKYIL.

IuTomnazMarnieckue
(brTaMeHTHI

HI/ITOHJ’IaSMaTI/I‘{eCKOG
KOJIBIIO

Snepunoe
KOHBHO
}lnepmﬂe

(bunamMeHTs

Snepnas
000104Ka

SnepHas
KOp3HHa

Puc. 1.3. Crpoenue saepHoii mopsl (o Xu and Meier, 2007)

Hebonpmme merabonutsl quGQyHAUPYIOT Yepe3 Mopy MAaCCHBHO, a TPAHCIIOPT MakKpo-
monekyn 6onbiie yem 40 xa (6enku, PHK, pubocomHble cyObeaMHUIIBI) HIET CEIeK-
TUBHO U C 3aTpaToOl SHEpPruu. M3 nuTomiasMel B SAPO MOTYT TPAHCIIOPTHPOBATHCS TOJIb-
KO O€JNKH, KOTOpBIE COAEpKAT CIeHU(PHUUECKYl0 CHTHAJbHYI0 aMHHOKHCIIOTHYIO
MOCJIeIOBATEILHOCTE. B perynsuuu TpaHcnopTa NPUHUMAIOT Y4acTHe sAepHBIC pelell-
Topsl (kapuodepunsr), Ran-tun I'Tda3 u 6eIKu-epeHOCYUKH (TPAHCIIOPTHHBI U IMITOP-
TuHbl). Ran ['T®a3b KOHTPOIUPYIOT B3aMMOJCHCTBUE MEXIY PELeNnTopaMu U MepeHO-
CHUMBIMH 4epe3 MOpY COeAMHEHHAMU. 1pancnopmutbl 00eCIIeUnBaIOT IIEPEHOC BELIECTB
U3 si7pa B UUTOIUIA3MY, UMHOPMUHbI — U3 LUTOIUIA3MBI B sapo. Kapuogepunvr obecrie-
YHMBAIOT PELENIUI0 CUTHAJIOB SKCTIOPTUPYEMBIX MJI UMIIOPTUPYEMBIX COSAUHEHHH.

1.2. Pubocomsbl

Pubocompl SIBISIFOTCSI MECTOM CHHTE3a (mpanciayuu) OSIKOB U3 OTACTbHBIX aMHHOKHUC-
JIOT Ha OCHOBE TeHeTHdeckor wH(popmanuu, mpemocraBisieMoit MPHK. PuGocomer u
KOMIUIEKC "0k OBIITM OTKPBITHI C TIOMOIIBIO AIIEKTPOHHOW MHUKPOCKOIIMHA HOOEIeB-
ckuM naypeatom J[xopmkem ITanane (G. Palade, 1955).
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PI/I6OCOMI>I n Hux Cy6’beI[I/IHI/I]_U)I 0003HAYaIOT MO0 BEJIWYHUHE KOHCTAHTHI CCAMMCHTaI N,
KOTOpYIO BEIpaXkaioT B cBegoeprax (1S = 107" ¢). PHGOCOMBI 3yKapHOT BKIIOYAIOT de-
TeIpe TUMa MoJekyn pudocomanpaoit PHK — 5S-pPHK, 5.8S-pPHK, 18S-pPHK u 28S-
pPHK. Kaxnas pubocoma cOCTOWT W3 NBYX HYKJICONMPOTEHMHOBHIX CyOBeawHHUIl (Ma-
no#t — 40S u 6omnbmol — 60S), KOTOpbIE yIEPKUBAIOTCS BMECTE HOHAMHU Mg2+ . Manas
cybowvedunuya pubocom coctout u3 oxHoi Monekyisl 18S-pPHK u 30—35 monekyn 6ern-
KOB. bonvuas cybowvedunuya pubocom COIEPKUT 1Mo oaHON Mosekyine 5S-pPHK, 5.8S-
pPHK u 28S-pPHK, a taxxe 45—50 momnekyn 6emKoB.

PasnuuaroT Ba OCHOBHBIX TUMa pubocoM. [ Bcex mpokapuoT cBoiicTBeHHBI 70S prbo-
COMBI, a JIIS BCEX JYKapHOTHUYECKUX OpPraHu3MoB Ooiiee KpymnHbie — 80S prOOCOMEIL.
B xnoporniactax Beicimx pacteHui Haxosatest 70S puOOCOMBI, TUIIMYHBIE JUTSI TIPOKAPHOT.
MHUTOXOHIpHATEHBIE PHOOCOMEI 00JIee Pa3HOOOPA3HbI, X pa3Mepsl BapsHpyIoT (55—70S)
B 3aBUCHMOCTH OT TAaKCOHOMHYECKOH MPUHAUIC)KHOCTH OpraHniMa. MHUTOXOHIpUaIbHbIC
PpHOOCOMBI MJIEKOTIMTAIONINX CYIIECTBEHHO MeNb4e TUMMYHBIX 70S pubocoM; nx xodddu-
IIUEHT CeIUMEHTAIIMU COCTaBJIsIET OKoJIo 55S. MuTOXOHApPHAIbHBIE pUOOCOMBI pAaCTEHHIA,
HAIPOTHUB, TIO pa3MepaM U CTPOCHHIO 0OJiee CXOHBI C TPOKAPHOTUICCKUMHU.

Coopka cy0beauHul pudOCOM MPOUCXOAUT B nuToIa3Me Ha mosekyine MPHK. B syka-
PHOTHUYECKUX KIJIETKaX pHOOCOMBI pacIojiaraloTcsi Ha MeMOpaHax SHAOIIa3MaTHYeCcKOTO
PETHKYJIyMa, XOTSI MOTYT HaXOJIUTbCA M B HENPUKpeIUIeHHoH (opme B nuromnasme. He-
peaxo ¢ ogHo# Monekyinoir MPHK accommupoBaHo HECKONBKO pruOOCOM, Takasi CTPYKTY-
pa Ha3bIBACTCS MOIUPUOOCOMOI (noaucomoit). AMHUHOKHCIOTHI, U3 KOTOPBIX CHHTE3HPY-
FOTCS OCIKH, IEPEHOCSTCA K MOIMprO0CcOMaM pacTBOpUMOiA, Wi TpancropTHoi PHK.

1.3. NnacTnabl

Knaccugukanuro miactua BeAyT Mo HAIMYUIO (MM OTCYTCTBHIO) B HUX OINpPENEICHHBIX
murMeHToB. K OCHOBHBIM THNAaM IIIACTHI OTHOCSTCS XJIOPOIUIACTBI, XPOMOIUIACTHI U
JICHKOIIACThl. X10poniacmul COACPKaT XJIOpOhUILT ¥ ydacTBYIOT B (oTocunrese. [lna-
CTH/IBI, KOTOpPbIE COepKaT OOJbIIe KAPOTUHOWIOB, YeM XJIOPO(UIUIOB, Ha3BIBAIOT XPO-
monnacmamu. VIMEHHO XpOMOILIACTHI OOYCIOBIMBAIOT KENTYIO, KPACHYIO WIIM OpaHkKe-
BYI0 OKpAacKy MHOTHX II[BETOB, IUIOJJOB M OCEHHHX JIMCTHEB. XJIOPOIUIACTHI MOTYT
MIpeBpaIiaTbcs B XpOMOIUTACTHI TIPY CTAPEHUH JHCTHEB M CO3PEBAHUM IUIOIOB, B HEKOTO-
PBIX CIy4asix 3TOT MpoIecc ABsAeTcS o0paTuMbIM. K HEMUTMEHTHPOBAHHBIM TUIACTHAAM
OTHOCSIT 3THOILIACTHI, JIEHKOIJIACTHI M MPOILIACTHIBI.

Iponnacmuowl, KOTOpbIe OOBIYHO UMEIOTCS B MEPUCTEMATHUYECKUX KJIETKAX, COAEPIKAT
TOMOTCHHBIH MATPUKC ¢ HEOOJBINMMH WHBATMHAIMSIMU BHYTpeHHEH MemOpanbl. IIpo-
MTACTHIBI MOTYT TU(GEPEHIIMPOBATHCS WK B XJIOPOIUIACTHI (HA CBETY), WIIM B OTHOTLIA-
CTHI (B TEMHOTE).

B smuonnacmax conmepxxurcsi mpoToxaopopryumu & U HEOOIBIIOe KOJIMIECTBO KapOTH-
HOMJIOB, KOTOPbIC MPUAAIOT UM OJIEHYIO XKEITO-3eJICHYI0 OKPAacKy; Xyiopodwuibl a u b
r3-32 OTCYTCTBHUSI CBE€Ta HE CHHTEe3UpyloTCs. OCOOEHHOCTBIO CTPOEHHUS STHOILIACTOB
SBIISIETCS] HATMYHUE YIIOPSIOYEHHON IMapaKkpUCTaNINIeCKOd CTPYKTYpHI (B opme perneT-



12 nasa 1

K1), KOTOpasi COCTOUT U3 MEMOPaHHBIX BE3UKYJI, U3BECTHBIX KaK NpOIaMeliapHble meid.
[locneanne SBISIOTCS CBOEOOPA3HBIM Pe3epBOM MEMOpPaHHOTO MaTepuana Jisi Gpopmu-
POBaHMS JIAMEIUISIPHON CTPYKTYPHI XJIOPOILIACTOB. YK€ MOCIEe HECKOIBKHUX YacOB IKCIIO-
3WIMM Ha CBETY NPOJaMEIUIIpPHBIE Tela IPEeBPAIIalOTCS B THIAKOHIBI, ITPOTOXJIOPO-
¢un — B ximopodmyur M, B WUTOTe, ATHOILUIACTHI — B XJIOPOIUIACThL. OIHAKO, €CIu
c(OpMHUPOBAHHBIE XJIOPOILUIACTHI B TEYCHUE IUTUTEIHFHOTO BPEMEHH OyIyT HAaXOIUTHCS
B TEMHOTE, OHH TPAHC(HOPMHUPYIOTCS B STHOILIACTHI.

Jletikonnacmamuy Ha3bIBAIOT CXOJIHBIE TI0 CTPYKTYpPE C MPOIUIACTHIAMHU OECIBETHBIC IL1a-
CTH/IbI TKAHEH, B KOTOPBIX OTKJIAIbIBAIOTCS 3aIlaCHbIE COEJAMHEHUS, TaKWUe, Harpumep,
Kak Kpaxmai (amunoniracmet), 6enku (npomeunonnacmet), namuabl (sxationnacmol).
Ha cBeTy aMHIIOIIaCTBl MOTYT IIPEBPAIIATHCS B XJIOPOILIACTBI.

DOTOCHHTE3UPYIOIIMMH 3JIEMEHTaMH KJIETOK BBICIINX PACTCHHUH M Psiia 3€JICHBIX BOJO-
pocieit SIBJISIFOTCSL XJIOPOIIACThI — IUIACTHBI pa3MepoM 4—6 mkMm (puc. 1.4). V Heko-
TOPBIX BOAOPOCTEH XJIOPOILUIACTBHI MOTYT OBITH Oonblie 4—6 MKM (Hampumep, y XJIaMu-
JOMOHAJBI OHH MOTYT JtocTUrath 50 MKM).

Puc. 1.4. Ctpoenue xnoporutacta (Bacmises u ap., 1978): Il — nurormnasma;
JIC — mamema ctpomsr, I — rpana; K3 — kpaxmanbaoe 3epHO; JIK — munumHas Karis;
HM — napyxnas memOpana; BM — BHyTpeHHsst MemOpana; C — cTpoma;
P — pubocomsr; T — Trmakons
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B xireTkax BBICIINX pacTeHUH XJIOPOILIACTEI MOTYT OBITH C(hepHUeCKOM, SHIIEBUAHON HITH
JIUCKOBUIHOM (hopMbl. B 3aBHCHMOCTH OT BHJa OpraHu3Ma, BHEIIHUX YCJIOBHUH W THIIA
KJIETKH KOJHMYECTBO XJOPOIUIACTOB y BBICIIMX PACTCHUN MOXET KOieOaThCs OT OJHOTO
JI0 COTHU ¥ OoJiee Ha OJIHY KIJIETKY. Y MHOTHX PacTEHHH XJIOPOILIACTHI BOCIIPOU3BOIATCS
ITyTeM IIPOCTOTO ACIEHUS.

Xnoponaacmei IpeICTaBISIOT COOOHM KIETOUHYIO OpraHEelly, OKPY>KEHHYIO (KaK U MHUTO-
XOH/IpUH) ABOHHON MeMOpaHOH. B nomonHeHune k BHEIIHEH M BHYTpeHHEH MeMOpaHam
000JIOUKH XJIOPOTIACTHI OOAAIOT eIlle W TPeThel cucTeMol MeMOpaH, POPMHUPYIOIINX
munaxoudsi. KoMnakTHasi CTONKA THIAKOWAOB Ha3bIBACTCS epanoli. benKku M MUTMEHTHI,
MPUHUMAIONINE Yy4acTHe B (OTOXMMHYECKHX mpoueccax (OTocHHTEe3a, HAXOIATCA
B MeMOpaHax Tunakou7oB. CoceHHE TPaHbl CBSI3aHBI MEXIY cOOOW OAMHOYHBIME (HE
YIIaKOBaHHBIMHA B TpaHy) TWIAKOMAAMH, KOTOPbBIE HA3bIBAIOTCS JAAMENIAMU CHIPOMDYL.
['panbl norpyskeHsl B O€CIBETHBIN MampuKc, OKPYKAIOIIMHA TUITAKOUIbI, KOTOPBIH Ha3bl-
BAETCsl CTPOMOM M ABJIAETCA aHAJIOTOM MaTpUKCa MHUTOXOHIApHM. B cTpome mporekaror
OMOXMMHUECKHE peakIni TeMHOBOH (a3bl poTocunTe3a. Kpome Toro, ctpoma coep ut
(bepMeHTHI cuHTE3a (POTOCUHTETUYECKUX [TUTMEHTOB.

I'enetndeckas cucrema miacTua (MIactoM) (OTOCHHTE3UPYIOIUX DYKAPHOT MPeE-
CTaBJi€HAa, KaK IMPaBHJIO, MHOTOKOMHITHOW KomblieBoi Mmoiekyioir JIHK paszmepom
120—290 T.m.H., KOTOpas MO CBOEH OpPraHM3alUU OYEHb MOXO0KAa HAa TUMUYHBIA HYK-
JIEOU]] TIPOKAPUOT. DTOT (PaKT, a TAKKe PAJ APYTUX CBUACTEIHCTBYIOT B MOJb3Y CUM-
OMOTEHETUYECKOTO TMPOUCXOKACHHS TUIACTHIT OT CBOOOIHOKHUBYIIUX ITHAHOOAKTEpUH.
ITnmactunras JJHK comepxut oxono 100 BechbMa KOHCEPBATUBHEIX T€HOB, KOTOPHIE CO-
BMECTHO C PEryJSTOPHBIMU OelKaMu (MPOAYKTaMHU SAEPHOTO T€HOMa) KOHTPOJIUPYIOT
TPAHCKPHUIIUIO MJIACTUAHBIX T€HOB, aBTOHOMHBIN CHHTE3 psia 0eJIKOoB U (yHKIINOHH-
poBaHue (HOTOCHHTETUUECKOIO anmnapaTta. yHKIMOHMPOBaHHUE XJIOPOIIACTOB obecte-
guBaeT okoyio 2000—3000 paznuuubix 6e1KkoB. ['€eHOM K€ TIacTul coaepKut uHpop-
Manuo MeHee yeM o 100 Oenkax. To ecTh Oounbmias 4acTh OEIKOB IOCTYIAeT
B XJIOPOIUTACT W3 LUTOIUIa3MBbl, T/I€ OHH CHHTE3UPYIOTCS Ha OCHOBE F€HETHYECKOM WH-
(dbopmanum, copepkaiieiics B spe.

1.4. MutoxoHgpum

B pacrenusix mumoxonopuu BUepBble ObUTH HISHTH(HUIIMPOBAHBI CBETOBOW MHKPOCKO-
MMHeH KaK J9aCTHUIIbI, KOTOPBIC CBA3BIBAIN KpacuTenb ' Suyc 3enensiii b". M3omnpoBanHbie
MUTOXOHJIPHH PACTEHUI OOBIYHO CHEPUUSCKON WIIH MPOJI0JITOBATON (POPMBI AHAMETPOM
0,5—1,0 MkM U aauHOH 70 3 MKM. MHOIO MUTOXOHAPHUH COJCPIKUTCS B 3aMBIKAFOIINX
KJIETKaxX YCThHIl. KONMYecTBO MUTOXOHJPUN y PACTHTEIBHBIX KIIETOK MEHBIIE, YeM B
TUIMMUYHOU )KUBOTHOM KJIETKE.

VYiabTpacTpykTypa MUTOXOHAPUM pacTEHUM MOX0XKa HA CTPOEHUE MHUTOXOHIPUMN APYrux
00bekToB (puc. 1.5).
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Buyrpenuss Mmemopana

HUTOILIAZMA

MexmemOpannoe
HPOCTPAHCTBO

Hapy:xnan H- HHpyRaTH

MeMOpaHa

MATPHUKC

AE = =200 MB

o
[lepenocunx
thocara

Komnaekcer
nepeHoca
IEKTPOHOB

Iepenocunr
HYK/ICOTH/I0B

ATP-cunmaza

[lepenocun
Maaara

Puc. 1.5. Cucrempl MeMOpaHHOTO TpaHCIIOPTa B MUTOXOHIpHsxX pactenuii (Douce, 1985)
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MUTOXOHIPUN UMEIOT ABE MEMOpaHbI. IJaJKyI0 HApYXXHYIO M BHYTPEHHIOI, 00pa3ylo-
LIY}0 MHOTOYHMCIICHHBIE BBIPOCTBI — Kpucmul. IIpocTpaHCTBO MeXIy HapyKHOM U BHYT-
peHHell MeMOpaHaMH Ha3bIBAaeTCSI MEXMEMOpPAaHHBIM (TEPUMUTOXOHAPHATHHBIM). OHO
SIBIIICTCS] BHEIITHEH Cpefoi sl BHYTPEHHEH MeMOpaHbl M MaTPUKCa MHUTOXOHIPHIA.

B pacTuTenpHBIX MHUTOXOHJAPHSX OCYIIECTBISIFOTCS MPOIECCH adpoOHOr0 IBIXaHUS,
OKHCIUTENBHOTO (ochopunrpoBaHus, MpeBpaIleHUst paga aMHUHOKUCIOT, CHHTE3 JKUP-
HBIX KHCJIOT ¥ HEKOTOPBIX (ochonunuaoB. IHTaKTHBIE MUTOXOHAPHUH OCMOTHYECKHU aK-
TUBHBIL: CITIOCOOHBI HAOMPATh M OTAABATh BOAY COOTBETCTBCHHO B T'MIIO- M TUIIEPOCMOTH-
yeckoil cpesne. BOJBIIMHCTBO HEOPraHHMUECKUX HOHOB M 3apsKEHHBIX OPraHUYeCKHX
MOJIEKYJI He CIIOCOOHBI TU(GyHIUpOBaTh B MaTpukc. OCMOTHYECKUM OapbepoM SIBJISICT-
csl BHYTPEHHsisI MeMOpaHa MHUTOXOHApHi. HapykHas MeMOpaHa XOpoIIO NpOHHIaeMa
JUISl COIMHEHUN, MOJICKYJIsIpHast Macca KoTopbix Hmke 10 x/la, T. €. as G0IbIIMHCTBA
HMOHOB U METabOJUTOB.

[lono6HO xmopomiactaM MHUTOXOHIPHUHU SBISIIOTCS IIOJIyaBTOHOMHBIMH OpTraHesIaMH,
mockonbKy conepxkat pudocombr, PHK u JIHK, a taxxke dhepMeHTHI U KOhaKTOphI, HEOO-
XOJIUMBIE I CHHTE3a OeNnkoB, KoaupyeMbix mutoxoHapuanpHol JHK. Crmocob6HOCTB
JHK MuTOXOHApHHA K PEIUIMKALUH MO3BOJISIET 3TUM OpraHesyiaM JeNUTbCs He3aBHCUMO
OT JeNeHHs f1pa, MO3TOMY OHH NpoaudepHpyloT AeIeHHEM, a HE O00pa3oBaHHEM
de novo. JlunuaHas yacth 06€MX MeMOpaH COCTOMT TJIaBHBIM 00pa3oM U3 (GOChOIUITH-
10B, 80% KOTOpbIX — (ocharnauaxoaut u GochaTHINIITAHOTAMUH.

MHorue 0cOOCHHOCTH MOJICKYJSAPHONH TEHETHKU PACTUTEIbHBIX MUTOXOHIPHH CXOIHBI
C JpyruMu sykapuotuueckumu opranusmamu. JJHK mMuToxoHapuil siBiseTcs KOiIbUEBOU
MOJIEKYJION M HACJEIyeTCs TI0 MaTePUHCKOW JIMHUU. MumoxoHOpuanvbtblii 2eHOM pacTe-
Hui koaupyeT OombmuHCTBO TPHK, HE0OXOMMMBIX ISl CHHTE3a MUTOXOHAPHUATHHBIX
0enKoB, ps puOOCOMANBHBIX OENKOB W HEKOTOPHIE AIIEMEHTHI AJIEKTPOH-TPAHCTIOPTHOM
nend. OgHako 0OJIbIIas YacTh MUTOXOHIAPUATLHBIX OCJIKOB, BKIKOYast (DEPMEHTHI LUK
Kpebca, xomupyercs SACpHBIMA T€HAMU W UMIOPTHUPYETCS B MUTOXOHAPWUU W3 IIUTO-
TLJIa3MBl.

B pacrenusix, B OTIMUME OT >KUBOTHBIX, MPOCTEHIIMX U TPUOOB, MUTOXOHIPHUATBHBIN
FEHOM HMEET PSA OTIUYUTEIbHBIX OCOOEHHOCTEH. XOTS MHUTOXOHIPUAIILHBIA T'€HOM
BBICIIMX PACTCHUH KOIAMPYET TOJNBKO OKoJio 50 pa3nuyHbIX OEJIKOB, OH KpyIHEE, YeM
y JKUBOTHBIX KJIETOK, U CHJIBHO BapbUPYET IO BEJIMYMHE y Pa3IMYHbIX BHJIOB PacTEHHUN
(ot 218 T.m.H. y nukoit penpku A0 570 T..H. y KyKypy3sl). Eme onHoi yauBuTensHON
0COOEHHOCTBIO PACTEHHH SBIISETCS TOT (DAKT, YTO HYKJIEOTHIHAS [OCIIEA0BATELHOCTh MU-
toxouapuanbaoi JIHK He xomruiementapua MPHK, oOpa3syromieiics mpu TpaHCKPHITLHY.
Tem He MeHee MOTeps] KOMIUIEMEHTAPHOCTH TIpH Iepeade TeHeTHIecKol HHpopMauu
HE CKa3bIBAETCSl HA KAYECTBE F€HHBIX MPOAYKTOB — OEIKOB, KOJUPYEMBIX MUTOXOHPU-
ampHoit JIHK. Dt10 0OOecneumnBaercs ucnpasienueM (editing) "HexomruieMeHTapHBIX
MPHK nepen tpancisinueid. [Iponeccs ucnpasnenus "HexomiuieMeHTapHbix" MPHK 00-
Hapy>KeHbl B MUTOXOHIPHUAX MHOTMX OPraHM3MOB, OJHAKO Yy PAacTCHUH O3TO sIBICHHE
BCTpeYaeTcs yaile. boJabIIMHCTBO MCIPABICHUI CBOANUTCS K OKHUCICHUIO aMHHOTPYIIIIBI
y 6-yrJIepoAHOr0 aTOMa IUTO3MHA U TPEBPALICHHUIO €TO B YPaLlUIL.
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1.5. QHgonnasMmaTn4ecKnum peTuKynym

Brnepseie sundonnazmamuueckuti pemuxyaym ObUT BBISABIEH TPYIIION COTPYAHUKOB Pok-
denneposckoro nuctutyTa B Hbro-Mopke Bo raBe ¢ HOGeNeBCKMM JTaypeaToM Amboep-
tom Kiomom (K. Porter, A. Claude, E. Fullam, 1945). CyiiecTByIOT ABe pa3HOBHIHOCTH
sHOonaazmamudecko2o pemuxyiyma (OP) — tepoxoBaThlii u rnaakuii (puc. 1.6).

a) P

ZNILARAR AR Sty
R RS

Puc. 1.6. CrpoeHue SHI0IUIA3MATHUECKOTO PETUKYJIyMa U arnapara ['oJib/ku B KIIETKE JKelle3K1
smcra tonosist Populus deltoides (Bacumbes u sip., 1978): @ — 1mcTepHbI TPaHyIIsIPHOTO
peTHKyIyMa H aKTHBHBIE JUKTHOCOMBI; O — TpeXMepHasi CXeMa IIICTEPH TPaHyIISIPHOTO

1 TpYOOK arpaHyJsipHOTO peTUKyiIymMa. | DP — IpcTepHBI TpaHyIIpHOTO SHAOIIA3MaTHIECKOTO
perukynyma; P — pubocomsr; [II" — my3sipex ammapata ['onbmkn; J| — IUKTHOCOMBL,

B — Bakyomns; I1 — nonncoma; ADP — arpaHyNIsSpHBIH YHI0IUIA3MAaTHIECKUI PETUKYITYM

O6a tuna OP npexacTaBisioT coO0H TPEXMEPHYIO, HEIIPEPHIBHYIO U Pa3BETBICHHYIO CETh
MOJIOCTE M KaHAIbLEB, OKPY)KCHHBIX MeMOpaHoW. MemOpana OP mopdonoruyecku
HWACHTUYHA 000JOYKE KJIETOYHOIO Siipa M COCTaBISIET C HEHl eIuHOe IIeoe, a TOJIOCTH
OP oTkpbIBaroTCS B MEPUHYKIEAPHOE MPOCTPAHCTBO sACpHON 000J0YKH. DHAOMIIa3Ma-
TUYECKUI PETUKYIYM NPUHUMAET y4acTUE B CO3aHUH HOBOM SICpHON 0O0JIOUKH.
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Ha moBepxHoCTH wepoxosamozo (epanynsprozo) DP pacrnonoxensl pudbocombl. OnHOR
13 TIaBHBIX (QyHKIMI mepoxoBaroro DP sBisieTcst odecniedeHne CHHTe3a, TPaHCIOPTa U
MIOCTTPaHCIAMOHHbIe Moaubukanuu (N-TTuKo3WIMpoBaHne, MpHUIaHuEe HEO0OXOaUMON
(hopMbI) OENTKOB, CHHTE3UPYEMBIX Ha MPUKPEIUIEHHBIX pudbocomax. C mepoxosaroro DP
HA4YMHAETCSl BE3UKYJSIPHBIH TpaHcHopT OenkoB. CHHTE3MPOBaHHBIE B IIMTO30J€ IOJIHU-
MENTUABI TAKKE MOCTynaoT B OP, rae noasepraroTcs MOCTTPAHCISILIUOHHBIM MOAUBHUKa-
LUsIM, TIOCJIE€ Yero BHOBb BO3BpAlILAlOTCs B murominasMmy. s nmonmazanus B OP Oenok
noirked uMeth C-koHneBoi curnaipHbeii nentun KDEL.

B mMemOpaHax kak IIajgkoro, Tak v mepoxoBaToro DP cocpenoTodeHsl (hepMeHTHI, 00ec-
MEYMBAIOIINE KOHEYHBIC 3TAlbl CHHTE3a JMIUAOB. B 2radkom sudoniazmamuueckom
pemuxyiyme, TOMAMO JTUIHIOB, CHHTE3UPYIOTCS TEPIICHOU b, (SHUIIPOIIAaHOU/IBI, BOC-
Ka, a TaKKEe OCYIIECTBISICTCS METOKCHUKAIMS TOKCHYHBIX JJISI KJIETKH BEIECTB THIPO-
(hoOHOM PUPOIBL.

BoponepacTBopuMble OeIKH (nporamunsl) U Macia (mpuayuieiuyepuost), KOTOPBIE CHH-
TE3UPYIOTCS B DP, TPAaHCIIOPTHPYIOTCS B IUTOILIA3MY KICTOK B COCTAaBE DEIKOBbIX U MAC-
JAHbIX men. benkoBbie Tena (pOPMHUPYIOTCS B TOJOCTsAX miepoxoBaroro DP. Ilpu stom
CHHTE3MPYEeMbIC TPOJAMHUHBI CAMOOPTaHU3YIOTCS B OOJIBIINE arperaThl, KOTOPBIE 3aTEM
OTIIOYKOBBIBAIOTCS. Macistbie Tena (0eocombl) BO3HUKAIOT MyTEM HAKOIUICHHS TpHA-
[IITTAIEPHIOB Ha CIEHHANBHBIX ydacTkax JP, B KOTOPBIX MPHCYTCTBYIOT HHTETPasib-
Hble MeMOpaHHbIC OelKK 01eo3unbl. OICOCOMBI OKPYKEHBI CJIoeM (HOCQOTUIHIOB, CO-
JIepIKaIuX OJICO3UHBI. BojopacTBopumbie Oenku (e100yaumbl) TPAHCTIOPTHPYIOTCS
K BaKyoJIsIM IIMTOILIA3MBI Yepe3 armapar [ oJbKU. DTH NPOLIECCHl UTPAIOT BAXKHYIO POJIb
[IPY HAKOTUIEHHMH 3aMaCHBIX MUTATEIbHBIX BEIIECTB B CO3PEBAIOIIMX CEMEHAX.

OP oOnagaer cnocoOHOCTBIO K AKTUBHOMY TPAHCIIOPTY Pa3iIUYHBIX COEIMHEHUH I10
BHyTpuMeMOpaHHO# (aze. [Ipruem y pacTUTEIBHBIX OPraHU3MOB BEIIECTBA 110 CHCTEME
OP MoOryT nepeHocuTbes He TOJIBKO B Mpefeax KIETKH, HO M MEXy pa3IHYHbIMH KJIET-
KaMHU 110 IJIa3MOJIECMaM.

1.6. Annapat Nonbaxwu

Anmnapar (kommiekc) ['onbmku (Al') Ha3BaH Tak B 4eCTh UTANBIHCKOrO yueHoro Kamui-
7o ['onbiky, BriepBele oOHapysxuBiiero ero B 1898 r. OcHoBHbiMU pyHKuuAMU Al sB-
JSIFOTCS HAKOIUIEHHE, MOAN(DUKALHS, COPTUPOBKA U BE3UKYJISIPHBIA TPAHCIIOPT BEILIECTB,
CHUHTE3MPOBAHHBIX B JHAOIUIA3MATHYECKOM peTHKyiIyMme. Komnnexc ['onv0ocu cOCTOUT
13 TUKTUOCOM M TpaHC-I OJIBIKH CETH, OKPYKEHHBIX [ 0JIbIKH-MaTPHUKCOM.

Huxmuocomvl TIPeACTaBISAIOT COOOH CTONKY M3 5—8 IUIOCKUX, HE COMPHUKACAIOMINXCS
IpYyT C APYTOM, OKPYTJIBIX JWCKOBUIHBIX IHCTEPH, OTPAHMYEHHBIX MeMOpaHamH (CM.
puc. 1.6). B pacTutenbHON KJIETKE YUCIIO TUKTHOCOM OOBIYHO KOJICOIETCS OT OJIHOM JI0
HECKOJIBKUX JecATKOB. Kpaill ITMCTEpHBI YacTo CHIBLHO MpoabipsaBicH. [Ipu Oombirom
YHUCJIE OTBEPCTUHN 3TA YACTh IIUCTEPHBI BHITJSAUT KAK CETh TOHKUX BETBSIIUXCS TPYOOK,
YTO M HAIUIO CBOE OTPaKCHHE B HA3BAHUU OPTAHEIUTBI (OT TPeY. OUKIMUOH — CETB).

Breimensior yuc-, cpenHio0 u mparnc- obmactu ammaparta ['onpmku. LlucrepHs yuc-
obracmu Al' popMupyroTCS OMIDKE K APy KISTKA M COACpPKAT MEHEe 3pelble OCIKH.
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K HMM HenpepbIBHO NPUCOEAMHSIOTCS BE3UKYJIbl, OTIOYKOBBIBAIOIIUECS OT 3HIOIUIA3Ma-
THYECKOT0 PeTHKyIyMma. LlucTepHbl, pacnonoXeHHbIE Ha IMPOTUBOIIOIOKHON CEKpeTop-
HOH CTOpOHE, Ha3bIBAIOT mpanc-1 orvdocu. B mpanc-obmactu AUKTHOCOM K TIOCTIETHEH
LUCTEPHE NPUMBIKAET Y4aCTOK, COCTOSIIUN U3 TPyOUaThIX 3JEMEHTOB U MacChl MEIKUX
BaKyoJIel — TaK Ha3bIBaeMas mpaHc-CeTh ammaparta [oiapku WM mparc-1 oabIxu
CeTb, T€ MIPOUCXOIUT Pa3eIICHHE U COPTUPOBKA CEKPETUPYEMBIX IIPOIYKTOB.

MakpoMoeKynbl B cocTaBe HEOONBIIMX IMy3BIPHKOB MOMaAaloT B ammapaT [ ombmkn
C Yuc-CTOPOHBI, a TIOKUJIAIOT €€ BMECTE C CeKpemopHulMU NY3blpbKamu, OTIIOUKOBBIBAO-
IMUMUCS OT LUcTepH ['obIKKu HAa mpanc-cTopoHe. B mpolecce nocnenoBaTensHOro mnepe-
MeIleHHs OCJIKOB B yuCc- U CPEIHUX 30HAX JTUKTHOCOM MPOMCXOAMT MX MoauduKaius (co-
3peBaHKe) IyTeM TJHMKO3WINPOBaHMS W (pochopunnpoBanus. B mucrepHax anmapata
lonmpmku Takke MPOUCXOMUT CHHTE3 MHOTHX MMOJMCAaXapUIOB KIIETOYHOM CTEHKH (MUCKITIO-
YEeHHME COCTABIIIOT TOJBKO IIEJUII0N03a U Kawio3a). Pasnuunsle mucTepHs! anmapara ['omnb-
JDKU coJiepyKaT pasHble (pepMeHTBI, KOTOpbIe 00ECIeunBAalOT IOCTEIEHHOE "co3peBaHme”
Makpomoieky. ITo Mepe MoauduKamy BelecTBa ¢ IMOMOIIBIO MEJIKUX BaKyoJel epeHo-
CATCA OT HUCTCPHBI K HUCTCPHE B JUCTAJILHYIO HaCTh JUKTHOCOMBEI, ITOKa HEC JOCTHUIAIOT
TpyOUaToif MEMOpPaHHOM CETH B mMpaHc-ydacTKe TUKTHOCOMBI. B 3TOM ydacTke MporcxomuT
OTIIETICHHE MY3bIPHKOB, COICPIKAIIHMX 3PEIIbIii COPTUPOBAHHBIN MTPOIYKT.

[locne coptupoBku B mpauc-I'onbxu ceTn pa3ivyHble CEKPETUPYEMble BellecTsa (To-
aucaxapuibl, OCIKH, JUMUABI, TNIMKOMPOTEHHBI, TUKOJUIKIBI, MOHOCAXapuabl) IMoIa-
JA0T B pa3jIM4HbIE TUIBI CEKPETOPHBIX BE3UKYJ M HANpPAaBIIIOTCS B CTOPOHY ILIa3Ma-
JeMMbl MIM Bakyond. Korma cekpeTOpHbBIM Iy3bIpeK IJOCTHraeT IjiasMajeMMBl, €ro
MeMOpaHa CIMBAeTCsl C HEM — TaKUM MyTeM HAET POCT U OOHOBJICHHE IJIa3MalleMMBI.
Conepkumoe my3bIpbKa MPY 3TOM HomaaaeT B a3y KIETOYHON CTEHKH.

B nporieccax peryssiuu Be3UKYJIIPHOTO TPAHCIIOPTA BaXKHYIO POJIb UTPAIOT Psili OCIIKOB,
BXOJISIINX B COCTAaB MeMOpaH CEKPETOPHBIX Mmy3sipbkoB. Hanpumep, COP-6enxu (Coat
protein) obecrieunBalOT OTIIOYKOBHIBAHWE BE3WKYII, & BE3UKYIIbI, MOKPBHITHIE KIAMPUHA-
MU, Ha3bIBAEMBIC TAKXKE OKAUMICHHLIMU NY3bIPbKAMU, TPAHCTIOPTUPYIOT BEIIECTBA HUC-
KJIFOUUTEJILHO B BaKyOJIH.

JJis aKTUBHO CEKPETHPYIOUIMX AMKTHOCOM XapaKTEpHO SHEPrHYHOe OOpazoBaHUE IMYy-
3bIPHKOB, YTO, B UTOTE, IPUBOJUT K paclagy BCel HUCTEPHBI HA CEKPETOPHBIE MY3bIPHKH.
Hcuezaromas nucrepHa 3ameraercss HOBOW, (OpPMHpYIOIIEHCS 3a cueT 'MeMOpaHHOTO
MaTepHuana" My3bpbKOB, HOCTYNAIOIMX U3 SHAOIUIA3MATHYECKOTO PETHKYIIyMa.

1.7. Bakyonb

OCOOECHHOCTBIO CTPOCHUS PACTHTENLHBIX KJIETOK, OTIHYAIOIICH UX OT KIETOK dKHUBOTHBIX
OpPraHU3MOB, SBISICTCS HAJMUYKE BaKyOJId, KOTOPAsi COAEPIKUT BOJLY, pPa3IMYHbIE OPTraHu-
YecKre M MHHEpaJbHbIC BEIIECTBAa, MHOTHE M3 KOTOPHIX HAXOIATCS B PACTBOPCHHOM
COCTOSIHUM. B BakyoJid MOTYT HaKalUIMBaThCs caxapa, OpraHWMYecKHe KUCIOTHI, OSJKH,
OKcamnar KajbllMs, aHTOLMAHbI, AJIKAJIOWJbl, TAHHUHBL [lOCKONBKY BaKyOJSPHBIH COK
kucisiid (pH 5,0—6,0 u maxke HuxKe), OOJIBIIMHCTBO BaKyOJISIPHBIX (DEPMEHTOB I'MIPOIIH-
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THUYECKHE, C KHCIBbIM onTuMymMoM pH. Jlnsi MepHucTeMaTHUECKUX KIETOK XapakTepHO
MHOI'O MEJIKHX ITy3BIPbKOB — NpOGaKyofiell; y 3peiblX KIETOK UMeeTCsl oJHa OoubIias
Bakyosib. Ha momio yewmpansnoti éaxyonu MOXeT mpuxoauthesi okoio 90% oObema
kiaeTku (cm. puc. 1.1).

B TkaHsfX ceMsSH M IUTOOB MMEIOTCS BAaKyOJIH, CIEHUAIN3UPYIOIIUECS Ha 3alacaHuu
Oenkos. [Ipu mpopactaHuu ceMeHH 3amacHble OeNKH THAPOIU3YIOTCS 0 aMHHOKHCIOT
Y 9KCIIOPTHPYIOTCS B UTOIIA3My Ha CHHTE3 HOBBIX OEJIKOB.

Bakyonspuas memOpana (mononnacm) obnamaet H30HpaTENbHON MPOHUIIAEMOCTHIO
" IIO3TOMY Y4YAaCTBYCT B PETYIAINU OCMOTHUYCCKUX IMPOLCCCOB, CBA3aHHBIX C BAKYOJIbIO,
0COOCHHO B MOAJIEp)KaHUK Typropa. Bakyonn He mpocTo maccHBHO HAKaIUTMBAIOT IPO-
JIYKThl METa00JIM3Ma, & aKTUBHBIM 00Pa30M y4acTBYIOT B OMOXMMHYECKOM KPYrOBOPOTE
BEILIECTB B KIICTKE.

1.8. MNepokcncombl U FIMMOKCUCOMDI

Bo mMHOrmx KieTrkax pacTeHHid COJep)KaTcs MeJKue, chepruueckue, OKpy>KEHHbIE MeM-
OpaHOil Mukpomena ¢ XapaKTepHbIMH A HUX (epMeHTaMu. UMCI0 3THX OpraHei B
KIIETKE W CBOWCTBEHHBIH MM HA0Op (PEpMEHTOB OMPENENSIOTCS BHEIIHUMH YCIOBHSIMHU.
DTH Opra”elIbl Yallle BCETO SBISIOTCS mpou3BoaHbsMUA OP. B otnuune ot 3P, MuTOX0H-
JIpU U XJOPOILIACTOB, [€ KOMIAPTMEHTAIMU3ALMS CBSI3aHa C BEKTOPHOW OpraHu3aluen
METa0O0JIMYECKUX MPOIIECCOB, MEPOKCHCOMBI M TJIMOKCUCOMBI MIPEICTABISAIOT COOOM HpH-
Mep TaK Ha3bIBa€MOU MMACCHBHOWM KOMITapTMEHTanM3anuu ooMeHa. B nepoxcucomax Ha-
XOJATCS (PEPMEHTBI, KOTOPBIC KATAIU3UPYIOT OKHCICHHE JBYXYIJICPOAHBIX KHUCIIOT, 00-
pasyrommxcs npu Gotoasixanuu (C,-IIyTh (POTOCHHTE3a) W PACHICTICHHH TIEPOKCHIA
BOJIopoJia. [lepokcrcoMbl MHOTOYMCIIEHHBI B KJIETKAaX JUCTHEB, IJIE OHU B3aWMOJICUCT-
BYIOT C XJIOPOILIACTaAMM.

VY mpopacTalomux ceMsiH Ui MPeBpaIleHus )KUPHBIX KUCIOT B caxapa B TJIMOKCHJIAT-
HOM IIHKJIE CJIY’KaT MePOKCUCOMBI, KOTOpPBIE MOJNyYWIN Ha3BaHUE 2nuoxcucom. I nuox-
cunamuulii Yuxi, KOTOPBIA SBISIETCS YKOPOUYEHHBIM BapuaHTOM Lukia Kpebca (cw.
pazo. 3.3.1), mo3BoasteT GOPMHUPYIOIIUMCS TPOPOCTKAM HMCITOIB30BAThH 3aMachl JTUITH/IOB
cemeHu. IlepokcrcoMbl — caMblil pacipOCTpaHEHHBIH BUI MUKpoTenen. OHU MOTyqniIn
CBOE Ha3BaHUE OT MEPOKCHA BOJIOPO/IA, KOTOPHI 00pa3yeTcs B HUX C y4acTHEM OKCHJIA3
tuna Il u MmonexymsipHoro Kuciuopoaa. Ilepokcucomsl Takxke coaepxar Kamanasy, KOTo-
pas BoccranaBiuBaeT H,O; 10 BOJIBI ¢ UCTIOJIL30BAaHHEM B KAUECTBE JOHOPOB JIEKTPOHOB
9TaHOJI, METaHOJI, MypPaBbUHYIO KHUCIOTY U psA (EHONBHBIX COEIWHEHUH. DTOT mpolece
WTpaeT BaXXHYIO pOJIb B OKMCIEHNH (00e3BpeXnBaHne) paa KceHoOnoTukoB. CyIiecTBy-
€T MPEeAIoI0KEHUE, YTO MEPOKCHCOMa — JTO OYEHb «IPEBHSSD» OpraHeiia, KoTopas Bbl-
MOJTHSIA elle B MPUMHUTUBHBIX KJIETKAaX (DYHKIIHH 3aIUTHI OT KHCIOPOa.

1.9. LluTockener

BnepBrie BBIBOL O TOM, YTO B KIETKE €CTh ''CKEJIETHBIE CTPYKTYpHI', OBUT CreliaH
eme B Hadaje XX B. Beimarommmcs pycckum muroioroM H. K. KomwrtoBemm. OOmum
JUTSL DJIEMEHTOB ITUTOCKEJIETa SIBIIAETCS TO, YTO OHM IIPEICTABIISIIOT COO0OW OelKoBbIe,
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HeBeTBSIIHECs GUOPHIUIIPHBIE TTOJUMEPBI, CIIOCOOHBIE K MOJMMEPU3AUH U JETOINME-
puzanuu. 31 GUOPHUILTAPHBIE CTPYKTYPHI MOTYT 00€CTIEUHBATh MTPOCTPAHCTBEHHYIO OpTraHH-
3aIUFO IIUTO30JIs, BBIMOJHSAS KapKACHO-CKEIETHYIO (DYyHKIIMIO, ONPEIENISTh TPEXMEPHOE pac-
IpeJIeNieHNe OpraHeul B KIIETKE, y4acTBOBaTh B IIPOIECCE IIEPEMEIICHHUS KIETOYHBIX
KOMITOHEHTOB. LIUTOCKENeT Wrpaer OmpeiersioIlyl0 poib B IpOIeccax MHTO3a, Meio3a
Y IIUTOKWHE3a, B KJIETOYHOU n(depeHITPOBKE U OIIpeAeeHrH (GOPMBI KIETOK, B (PYHKIIHO-
HHUPOBaHHUH KJICTOYHBIX OpPraHeIul 1 MeMOpaH, CHHTe3¢ KOMIIOHEHTOB KJIETOYHON CTCHKHL.

[{uTtockeneTHas cucTeMa pacTeHUil BKIIOYAeT B ce0s MHUKPOTPYOOUKH, COCTOSIINE U3
TyOynuHa, U akmuHogble ghuramenmsl (MUKPO(MUIAMEHTHI), a TAKK€ MHO3HHOTIO00HBIS
1 aKTUH-CBSI3bIBAIOLINE OCNKU. B pacTUTENbHBIX KJIETKaXx OOHapyXeH psAn OenKkoB npo-
MedicymouHvix eonokon. OqHako (GOpMHPOBaHUE TUIHYHBIX IIPOMEKYTOUYHBIX BOJIOKOH,
XapaKTepHBIX Ul KUBOTHBIX KJIETOK, Y PACTEHHUH MOKa HE BbIABICHO. OTHENbHBIC dle-
MEHTBI IIUTOCKEJIETa MOTYT CIIMBATHhCA CIICLHUAJIbHBIMU O€JIKaMH HE TOJBKO MEXAY CO-
001, HO 1 ¢ MeMOpaHHBIMU CTPYKTypamMu. MeMOpaHHO-CKEJIETHBIH KOMILIEKC SBIISETCS
JUHAMUYHOU CUCTEMOM, YyBCTBUTEIBHON K YPOBHIO HOHOB Ca? , pH, AT®, pany npy-
UX XUMHYECKHX U (PU3NIECKUX (PaKTOPOB.

OyHraMeHTaNbHBIM OMOJIOTHYECKHM MPOLIECCOM, B KOTOPOM YYaCTBYET LIUTOCKENIET, SB-
JsieTcst JefieHue KIIeTKH. MUKpO(UIaMeHThl y4acTBYIOT B ABMKEHUH XPOMOCOM H 00pa-
30BaHMHU NEPETSDKKU MPU KJICTOYHOM JeNIeHHH. B X07e KJIIETOYHOTr0 J1eNeHUs [IUTOCKETET
MIPOXOAUT COOCTBEHHBIHM LMK, MPUHUMAs CMEHSIOIIKE APYT Ipyra pa3indHble KOHUry-
paumu. OTO KOPTHKAJIbHBIE CIIUPANH, paiualibHbIE IyYKH, MpenpodasHoe Kolblo, Bepe-
TEHO AefieHus U (parMoruiacT. B meneHun pacTUTeNbHON KIETKH OCHOBHAsl pojib HpU-
HAJISKUT MUKpOTpyOoukam. [Ipu 3ToM B cocTaBe OCHOBHBIX IIUTOCKENIETHBIX CTPYKTYD
AKTUHOBBIE MUKPO(HIaMEHTHI KOJIOKAIU3YIOTCS C ITyYKaMH MUKPOTPyOOUeK.

OO1KM CBOHCTBOM IIMTOCKENIEeTa 000N PacTUTEIbHON KIIETKU SIBJIIETCS CIIOCOOHOCTh
pearupoBath Ha BHENTHHE (DAKTOPHI. PsiJl BEKTOPHBIX CUTHAIIOB, MTO-BUIUMOMY, CIIOCOOCH
OKa3bIBaTh MPSMOE MOIAPU3YIOIIee BO3ACHCTBIE Ha CTPYKTYPY M CBOMCTBA IIUTOCKEIIETA.
K Ttakum (hakropam OTHOCSTCS TpaBUTAIS, SJIEKTPUIECKHE OIS, N3MEHEHHE OCMOTHYE-
CKHX U MOHHBIX I'PaACHTOB, MEXaHUYCCKHNE KOHTAKTEI, B TOM YHCJIC MCKKJICTOUYHLIC. BbrI-
CTPOE MCKa)KEHUE BEKTOPHBIX CBOMCTB CYIIECTBYIOLIETO B KOHKPETHBI MOMEHT BPEMEHHU
[IUTOCKEJIETa B JAJIbHEHIIIEM COMPOBOXKIASTCS 00Jiee MEICHHOM ero MepecTpONKoNi 1 3a-
KperuieHreM HOBOW MOp(OoQH3MOIOTHIECKON OCH TOJISIPHOCTH KIIETKH. B cBoro odepesb
NOJIAPU3YIOIIUE CUTHAJIBI MOT'YT BJIMATH Ha III/ITOCKGJICTHBIfI KOMIIJIEKC 4Y€PE3 U3MCHCHHC
COCTOSIHUA PEUCIITOPOB U MOHHBIX KaHaJIOB, Y€PE3 JIOKAJIbHBIC M3MCHCHUA KOHUICHTpAalIun
BTOPUYHBIX ITOCPEAHUKOB U ITPEKAC BCET0 MUTOILIA3MaTUICCKOI'0 KaJIbIIU .

1.9.1. MukpoTpyo0UKHK

MukpoTpyOOUYKH MPEACTABIAIOT COO0H NUIHMHIPHYECKHE TTONbIE CTPYKTYPHI C BHEITHUM
muaMerpoM 25 HM. JlimHAa WX BapbUpyeT. MHUKPOTPYOOUKH COCTOST M3 TIOOYISIPHOTO
Oenka TyOyJIHMHA — TeTEPOJUMEPA, COCTOSAIIEr0 M3 O- U [-CyObeauHMIl Maccoi 53 u
55 k/la cooTBeTCTBEHHO. B cocTaBe Takoro muMepa K KakIoH MOJIEKyJe TyOyJInHa TPH-
coenHEHO 1Mo ogHoU MoJiekyne [ Td. I'etepoaumeps! TyOyIrnHA HOPMHUPYIOT THHEHHBIC
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LIETIOYKH, Ha3blBaeMble MpoTodrmiamenTaMu. B mpomecce cOOpPKH MHUKPOTPYOOUKH
13 npotodmnaMeHTOB 00pa3yrOT NUKINIECKHA KOMIUIEKC, KOIbIIa KOTOPOTO MOJINMEPH-
3YIOTCS M CKPYYHUBAIOTCA B TOJNYIO TPYyOKy, B HOINEPEYHOM CEYEHHH KOTOPOH BHIHBI
13 rerepogumepoB TyOymuHa. OTaenbHBIE MTPOTOGUIAMEHTHI 1 BCS MUKPOTPYOOUKa SIBIIS-
FOTCSI TIOJISIPHBIMH CTPYKTypaMu. MUKpOTPYOOUKH UMEIOT OBICTPO pacTyIIMil IJIFOC-KOHEL
U MEIJICHHO PacTyLIMi MUHYC-KOHEI, OHH PEeryJisipHO oOpa3yroTcsi u paspyuiatorcs. Taxk,
3a 15 muH oxono 80% Bceil momynsuun MUKpoTpyOouek oOHoBmsiercs. Ognako 10—20%
MHKpPOTPYOOUYEK OCTAIOTCS OTHOCUTEIHHO CTAOMIHHBIMU (/10 HECKOIBKUX YacoB).

[Ipu moctaTouHOM KOHIICHTpAIMK TYyOyJIHUHA MOJIMMEPU3AIHNSI MUKPOTPYOOUCK MPOUCXO-
JUT CIOHTaHHO. Ecim ke KOHIEeHTpamus OelKa HeA0CTaTOYHA, MHUKPOTPYOOUKH MOTYT
pasdupatbesi ¢ 000MX KOHIOB. Pa3bopke MUKpOTPYyOOYEeK CHOCOOCTBYIOT MOHWKEHHUE

TEMIIEpaTypsl U HaJUYUE HOHOB Ca®". B cocrase MHUKPOTPYOOUYEeK OOHApYKUBAIOTCS
acconupoBaHHble ¢ HUMH MAP-O6enku. OTH Oenku, CTaOMIM3UPYsT MUKPOTPYOOUKH,
YCKOPSIIOT IpoLece MOJIMMEpU3aliuy TyOyInHa.

HuTonnazmaTuyeckrue MUKPOTPYOOUKH BBIMOJHSIOT IB€ OCHOBHBIE (DYHKIIMH — CKEJeT-
HYIO U IBUTATeNIbHYI0. VIMEHHO pacmoyioskeHHe MUKPOTPYyOOUEeK B LIUTOIUIA3ME CTaOMIHU-
3UpyeT U omnpenensier GopMmy KiIeTKH. MHUKpOTPYOOUKH IMTOIIa3Mbl B ACCOLUALIUU CO
crneun(pUIHBIMH MOTOPHBIMU O€JIKaMH CIIOCOOHBI MPUBOIUTH B ABIKCHHE KJICTOUHBIC
KOMIIOHEHTHI. B mporecce pacTspkeHHsI KIIETOK, KOTa 3a CUeT YBEJIMUYEHUs HEHTPAIbHON
BaKyOJIM IMPOUCXOANUT POCT 00beMa KIETOK, OOJIbIINE KOJINYECTBA MUKPOTPYOOUEK KOH-
LEHTPUPYIOTCS B MepU(PEepHUECKUX CIOSX LUUTOIUIa3Mbl. B 3TOM ciyyae MUKpOTpyOOUuKH
(KaK ¥ KJIETOYHAs CTEHKa) MEXaHMUYECKH YKPEIUIAIOT M KaK Obl apMUPYIOT LIUTOIIIa3MYy.

CymecTByeT psji COeIMHEHNUH, KOTOpble 3()(HEKTUBHO HCIIONB3YIOTCS JIISl TTO/IaBICHUS
cOopku MUKpOTpYOOUeK. K HUM OTHOCHTCS alKaJIOH]| KOIXUYUH, KOTOPBIHA CBSI3bIBACTCS C
OTJCNBHBIME MOJIEKYJIaMU TYOYJIMHA, TPEIOTBpaIas UX MOJIMMEpHU3aIHi0. DTO MPUBO-
JUT K TAJICHAI0 YPOBHS CBOOOJHOTO TyOyJIMHA, YTO MPUBOJAUT K pa30opKe MUTOILIA3Ma-
TUYECKUX MHKPOTPYOOUEK, MUKPOTPYOOUYEeK BepeTeHa JICICHUSI U TOBPEKICHUIO MUTO-
THYECKOro ammapara. Takumu ke d¢dexkraMu 00JamaT Koayemuo, uHONACMUH U
HOK000301. CTaOUNM3UPYIOINM JEHCTBUEM Ha MUKPOTPYOOUYKH OONaaeT MPOTHBOOITY-
XOJIEBBIU IIpenapar makcoJ.

1.9.2. MukpocunameHTbI

Mukpoghunamenmamu Ha3bIBAIOT MOJUMEPHBIE HUTH, COCTOSIINE U3 MOHOMEPOB ITI00Y-
asipHOTO Oenka G-akTHHA, UMEIOIIEro MOJeKyJsipHyto Maccy 42 k/la. B pactBope MoHO-
Mepbl G-akTHHA MOTYT 00paTUMO CBSI3BIBATBCA APYT C APYroM, oOpa3ys BHITSHYTHIE JIU-
HeliHple monuMmepsl QuopwuisipHoro F-aktinHa. MukpodunaMeHTBl COCTOAT U3 ABYX
3aKpy4YEeHHBIX Lienovek F-akThHa AuaMeTpoM 6—8 HM, JUIMHOW HECKOJIBKO MHKpPOMET-
poB. C G-akTHHOM TpOYHO cBsizaHa Monekyna AT®, koropas rugponusyercsa a0 A D
pu ¢popmupoBannu pudpuin F-aktrHa.

MukpoduiaMeHThI 00J1a/Ial0T MOJISPHOCTHIO. J[Ba MX Pa3HOMMEHHO 3apsKEHHBIX KOHIIA,
obo3HayaeMble Kak (+) U (—), HEPABHOILEHHHI 110 CBOEMY CTpoeHuio. IIpu mocTarouHoi
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KOHIICHTpaIu Oenka (+)-KOoHer| OyAeT yUIMHATBCS, a (—)-KOHell yKkopauuBathes. [1of
BIMSHHUEM DPA3IMYHBIX BO3JICHCTBHI MUKPO(QHIAMEHTHI paclalaroTcs Ha OTACIbHBIC
(hparMeHTBHI ¥ BHOBb COOMPAIOTCA. DTO OMpeAeNsieT Takhe CBOWCTBA IHUTOILIA3MaTHYE-
CKOTO MaTpHKCa, KaK BS3KOCTh, IMOJBIKHOCTB, IEPEXO M3 COCTOSHUS T'elisl B 301 H 00-
patHo. S GiieHON MOTaHKU — (PaLiouduH — CBA3BIBACTCS C (—)-KOHIIOM M ITOJABIISCT
pa3bopky MukpoduinamenToB. Koiaxunus, mpucoenHssach K (+)-KOHILy, OJIOKHPYET Mmpo-
1ece IMoJIMMepH3aliy.

B mwmroruiasmMe MUKpo(dHIaMeHTs (POPMHUPYIOT Iy9IKH M3 TAPAUIEILHO OPHEHTHPOBAHHBIX
HUTEH WM TPEXMEPHYIO CeTh. Best 9Ta cTpyKTypa odeHs jtabwibHa. OpraHusarus MUKpOhH-
JIAMEHTOB B LMTOIUIA3ME PErYJIUPYETCs AKTHHCBS3BIBAIOIIMME O€IKaMH, CHEl(pUYecKn
B3auMozieicTByrommMy ¢ G- 1 F-akTiHOM. DTH O€IIKH BBIMOJIHSIOT CaMble pas3Hble (PyHKIUH:
CBA3BIBAIOT MOHOMEPBI aKTHHA W JIENAIOT MX HEJOCTYIHBIMH JUI OJUMEpH3auu (npogdu-
JUH), YY9aCTBYIOT B Paspe3aHrd aKTHHOBBIX (DHIaMEHTOB (6wwuiun), CIIMBAIOT MUKPOQMIa-
MEHTHI JPYr ¢ JAPYrOM WM APYTUMH CTPYKTYpamu (cnekmpum, o-akmumuri), y9aCTBYFOT
B moymmMepusartin G-aktuna (komnnexe Arp2/3 — actin-related protein).

MukpodpuiIaMeHThbl YYacTBYIOT B H3MEHEHHH (OPMBI KJICTKH M OTBEUYAIOT 332 BHYTPHKIIC-
TOYHOE IIEPEMEILEHUE XJIOPOILIACTOB, KIIETOYHBIX SIAEP U BE3HUKYJSIPHBIX IIY3bIPHKOB.
BHyTpuKIIeTOUHOE JBIKEHHE BO3HHUKAET MPH B3aUMOJACHUCTBUH MHUKPO(HIAMEHTOB akK-
THHA C MUO3UHOM.

HuteBunnas monexyna muosuna (MonekymspHas macca — Oornee 450 x/la, mmmHa —
150 aM) cocTouT U3 IBYX OONBIINX W HECKOJIBKUX MabIX CyOBEIUHHMII, 00pa3yoIHx
JUIMHHYIO 1BOMHYIO0 crupanb. OOUH KOHEL 3TOW CIHpajii HeceT ABe ToyioBkd. OH Kara-
nusupyet paciiemienne AT® (muo3unoBas AT®daza) u MoxkeT crenu(HUUECKU CBSI3bI-
BaThCsl ¢ akTUHOM. AKTHH akTuBUpyeT AT®azy. [Ipu pacuennennu AT® ocBoboxaet-
sl DHEPTHA, HeOOXOAMMAs ISl BHYTPUKIIETOYHBIX JBIKCHUN. B3anMoelicTBie akTHHA U
MHO3MHA JIEKUT B OCHOBE NEPEMELLCHHUS OpraHeul U MOJIEKYJI BAOJIb HUTEH aKTHHA, KO-
TOPBIA UTPAET POJIb PETBCOB, & MOTOPHBINA OETOK MHUO3HH CIY>KHUT JIOKOMOTHBOM.

1.10. KneTo4yHasa cTeHKa

Knetku pacreHuil, B 0OTiIMUKE OT KJIETOK >KMUBOTHBIX, OKPYKEHBI IUIOTHOM, MEXaHUYECKU
MIPOYHON MOJINCAXAPUIHON 000JI0UKON, Ha3BIBAEMOU KIemoyHOU cmenkol. EXo TOKPBITHI
TakKe KIETKH OakTepuid, TpuOOB M Bojopocieil. KiierouHnas cTeHka pacTeHUil MMmeer
BaXHOE 3HAYECHHE [JIS )KU3HEIEATEIHbHOCTH YEI0BEKa, TOCKOJIbKY BXOISIINE B €€ COCTaB
TIOJINCAXaPHUJIBI SBIISFOTCS OCHOBOW JIJISl POU3BOJICTBA OyMaru M TKaHEH, CTPOUTEIbHBIX
MaTtepuajoB u ToruBa. Kierounas cteHka ¢popMHUpYeTCs TP MHUTOTHYECKOM JIEIICHUN
KJIETOK Ha CcTaauu Teyiogasbl. Pa3inyaroT mepBUYHYIO KICTOYHYI CTCHKY dMOPHOHAIb-
HBIX TKaHEH M KJIETOK, PacTyIINX PACTHKEHHEM, W BTOPHYHYIO KIETOYHYIO CTEHKY, KO-
Topas (popMupyeTcs BHyTPU NEPBUYHON TMOCIIE MIPEeKpalieHus pocta kietku. Kietounbie
CTEHKH Pa3IMYHBIX KIETOK HETIOCPEICTBEHHO KOHTAKTUPYIOT JIPYT C APYTroM, GopMHUpYs
€IMHYI0 CUCTEMY KJIETOUHBIX CTEHOK B TKaHHU, KOTOpasi Ha3bIBaeTcsa anoniacmom. Hanu-
YHe arnoruracta o0Jerdaer nepeaBmKeHNe BOIBI M PACTBOPEHHBIX B HEW BEUIECTB 11O pac-
TUTEJIBHBIM TKAHSIM.
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1.10.1. CTpyKkTypa U PyHKL NN KNETOYHON CTEHKN pacTeHUM

Krnerounas creHKa cOCTOMT M3 KOMIUIEKCA TIOIHMCAXapuI0B U HEKOTOPBIX APYTHX IOJIHU-
MEpOB, KOTOPBIE CEKPETUPYIOTCS KIETKOU, a 3aTeM COOMPAIOTCS B CIIOKHYIO CTPYKTYPY
3a CUET KOBAJICHTHBIX U HEKOBAJICHTHBIX CBs3eil. B 3TOT KoMIUIeke (kpoMe monucaxapu-
JIOB) BXOIAT CTPYKTYpHBIE O€Nmkd, (EpPMEHTHI, MOIUMEPH (EHOIBHBIX COSAMHEHUN
1 HCKOTOPLIC APYIrue BEUICCTBA. Kinerounas crenka paCTCHI/Iﬁ OTIINYACTCA OT KIICTOYHBIX
CTEHOK JPYTHUX OPTaHU3MOB H UMEET 0COObIe (DYHKITHH.

Knerounas creHka BBINONMHsET (YHKLIUI BHELIHETO CKEJIETa U PACTUTEIbHOM KIETKU U
OTJIENSIET KJIETKU APYT OT Apyra. biaromaps KJI€TOYHOI CTEHKE B PACTUTENBHBIX KIIETKaX
pa3BuBaeTCs TYpPropHOE NaBJICHHME M TOAJEpXKHUBAaeTcsl HeoOxomumas (opma TKaHEH
U opraHoB. [IoCKONIbKY KJIETOYHAsI CTEHKA SABJSETCS XOPOLUIMM KaTHOHOOOMEHHUKOM, OHA
MPUHUMAET y4acTHEe B MOHHOM OOMEHE M MHHEPaJbHOM MUTAHUM pacTeHus. bombiias
gacte CO,, GuKCHPOBaHHOrO NpH (POTOCHHTE3E, OKA3BIBACTCA B MOJIMCAXAPHUAAX KIIe-

TOYHON cTeHKH. MIMEHHO KieTO4YHas CTEHKa SBIISIETCSI OCHOBOM JJI B3aMMOJIEHCTBUS
C CUMOHMOHTAMH U CITYXXUT TIEPBBIM 0aphepoM TpH 3aIUTe KIETOK OT MaTOT€HOB U MeXa-
HUYECKUX TTOBPEXKACHUM.

Crtpykrypa u (hopMa KIETOYHON CTEHKH BapPUPYETCsl Y Pa3HBIX THUIIOB KIIETOK. Y Pa3HBIX
BUJIOB PAcTEHWH KJIETOYHBIE CTEHKH MOTYT CHJIBHO Pa3lIM4aThCsl M0 XMMUYECKOMY CO-
cTaBy. B mocTpocHHH ee yriIeBOMHBIX MOTUMEPOB 00BIYHO ydyacTByeT 10—11 pa3HoBH-
HOCTEH MOHOCaxapHuI0B, KOTOPbIE 00s3aTeIbHO HAXOISTCS B IIUKINIECKOH (hypaHO3HOH
win nupaHo3Hoi) gopme. K mx umciy otHocstes o-D-rmrokosza, a-D-manHO3a, o-L-
pamHo3a, o-D-ramakrosza, o-D-ammosa, o-D-kcmiosza, a-L-apabunosa, o-D-rarokypo-
HOBas KUCIIOTa, 0.-D-ramakTypoHoBas kucnota, o-L-pyko3a.

Kierounsle cTeHKH JENAT HA JBa TUNA: IEPBUYHYIO U BTOPUUHYIO. [lepsuunas kiemou-
Hast cmenka HOPMHUPYETCsl BCEMU pacTylIuMu kieTkamu. OHa 0OBIYHO CXOJIHA TIO0 MOJle-
KYJSIpHOM apXUTEKTOHHUKE y Pa3HBIX KJIETOK, XOTS, KOHEYHO, MOXKET U oTinyaThcs. Ha-
npuMep, y TMapeHXUMHBIX KIIETOK JIyka TEPBUYHAS KIIETOYHAs] CTEHKA OYCHb TOHKAS,
CTPYKTYPHO TPOCTa ¥ HAIIOMUHAET JUCT OymMaru, MPOHU3aHHBIN JTBIPOYKAMU — HAAZMO-
decmamu, KOTOPBIE COCIUHSIOT COJEPKHMOE COCEJHHMX KIETOK, 00pasys cumniacm.
[lepBuuHas kieTOYHasl CTEHKA KJIETOK SIUJAEPMHUCA THUIIOKOTHIISI COM Oojee Toycras
Y UMEET HECKOJIbKO CJIOEB.

[lepBuuHas KiIeTOYHAsI CTEHKA BO3HHMKAET HA 3aKIIOYUTENBHBIX CTAAMIX ACNEHUS KIeT-
KM, Ha CTaJuu Tenodasbl, KOTaa MOSBISETCS KIeMOYHAs NIACMUHKA, PA3LIeNsionas ABe
JOYEepHHE KIIETKU. DTa IJIacTUHKA (GOpPMHUPYETCsl M3 BE3WKYJ ammaparta [ ojbIxKu, KOH-
LIEHTPUPYIOLIMXCA B 30HE JKBaropa jaensmiedcs kineTkd. CKOIUIEHHWE BE3WKYJ BMECTe
C IEMEHTAaMH LIUTOCKEJIETa, B TOM YHCIIE C OCTATKAMU MUTOTHYECKOI'O BEpETeHa, Ha3bl-
BaIOT ¢hpaemonnacmom. Be3nkynbl HAUMHAIOT BBITATUBATHCA B TPYOKHU U, CIIUBAsICh YT
C ZIpyrom, GOpMUPYIOT myOYAAPHO-8E3UKVAAPHYIO Cemb. JTa CeTh, 3aI0IHSACH I10JINCA-
Xapuaamu, IpeBpaIIaeTcsi B OKPYKEHHBII MEMOpaHO! M MOXO0KUil Ha TPOABIPSIBICHHBIH
aucT Oymaru IUCK — KIIETOYHYHO IUIACTHHKY, KOTOpas IIOCTEIEHHO YBEJINYHUBACTCS
B pa3Mepax 3a CueT MPHUCOEANHEHUS K ee KpasM HOBBIX Be3uKys. Korga kinetouHas ruia-
CTMHKA JIOCTHraeT IUIa3MaTHYeCKOW MeMOpaHbl, OHAa CIMBAeTCSA C HEH M H30JIUpYyeT
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Jersiyecs KIeTku apyr oT apyra. Copep:kumMoe MeMOpaHHBIX BE3UKYJ CITYy)KHUT Mare-
puanoM At GopMUpOBaHUS IEPBUYHON KIETOYHOM CTECHKH.

Mexy KIETOUHBIMM CTEHKAaMH COCEIHUX KIIETOK HAXOAUTCS CPeOUHHAs NIACMUHKA,
KOTOpasi COCTOUT B OCHOBHOM U3 NEKTHHOB U HE COJEPKUT LeIon03bl. OHa GpopMupy-
€TCsl U3 COAEPKUMOI0 KJIETOYHOM MITaCTUHKH.

ITo mepe nuddepeHnmanuy KIETKH IPOUCXOAUT POCT U AajbHEWIIee pa3BUTHE KIETOY-

HOH CTEHKU IO CIEAYIOIIEH cxeMe:

O cuHTE3, TPAaHCHOPT B Be3UKyJax ammapaTa ['OnbKH M CeKpelys B anoIuiacT HOBBIX
3JIEMEHTOB KJIETOYHOM CTCHKH;

O BCTpauBaHHE HOBOOOPA30BAaHHBIX MAKPOMOJICKYJ B IOJMMEPHYIO IEb KJIETOYHOU
CTEHKU;

O PasMATYCHUC, PACTAKCHUC KJICTOYHOM CTCHKHU U 3aKpCIIJICHUC €€ TIOBECPXHOCTHU B XO1€
POCTa KIICTKU PACTSIKCHUCM

O mpekpallleHHe pocTa KIETKH, OTIIOKCHHE HOBBIX IEJUTFOJIO3HBIX CJIOEB H3HYTPU Ha
MEPBUYHYIO KIETOYHYIO CTEHKY M (OPMHPOBAHWE BTOPUYHON KIJIETOUYHOW CTEHKH.
[TepBuuHas KjIeTOYHAs CTEHKA COCTOMT W3 ABYX (MM TpeX) ceTeil OMOIOIMMEpOB:
MUKPO(QHUOPHILT LEJUTION03bI, CBSI3aHHBIX T'€MHIIC/UTIOJIO3aMH, CETH MEKTHUHOBBIX I10-
JMCaXapyuiOB U CTPYKTYPHBIX OEIKOB.

Bmopuunas knemounas cmenka sBiseTcs 0oiiee KeCTKOH, POYHON M MO CBOCH CTPYK-
Type Oonee auddepeHIMpoBaHa B COOTBETCTBUH CO CIEIMAIU3UPOBAHHBIM CTaTyCOM
kietku (puc. 1.7).

CpenuHHas
ILTacTHHKA

J N ’ TLnazmarudeckas
TlepBHuHas Membpana
KJII€ETOYHasA CTEHKA

Puc. 1.7. Opranuzanus KJI€TOYHON CTEHKH B Tpaxeuaax U JIPyrux KIeTKax ¢ yTOIIIEHHOMH
BTOpHYHOM KiteTouHoH crenkoi (Fahn, 1990). Sy, S, S3 — Tpu oTHeNBHBIX 05
BTOPUYHON KJIETOYHON CTEHKHU, (POPMHUPYEMBIX BHYTPH NEPBUYHOM

KiteTkn xcumeMbl IpeBECHBIX pacTEeHUH, HampuMep, o0JagaroT OYeHb MPOYHON BTOPHY-
HOM KJIETOYHOW CTEHKOM, B COCTaB KOTOPOM BXOJIAT HE TOJIBKO IMOJIMCaXapuabl, HO U JIUT-
HUH. JINTHUH TIpencTaBiseT co00¥ reTepornoIMMepHoe COeTUHEeHNe, CoepIKaIiee B Ka-
YecTBE MOHOMEPOB Takve (EHOJbHBbIE COEAMHEHUS, KaKk KOHU(EPHIIOBBIH, CHHATIOBHIN
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Y TapaKyMapoBBIH CIUPTHI B Pa3IMYHBIX COOTHOMEHMsX (cM. puc. 15.12). Jluraun 3a-
MOJIHSIET BCE NMPOCTPAHCTBO MEXIy (hUOpHIIaAMHU LEJUIIOJ03bI U KaK Obl LIEMEHTUPYET
KJIETOYHYIO CTEHKY. B cocTaB KJI€TOYHOH CTEHKH TaKke MOTYT BXOIUTh CYOEpHH, CHIIU-
KaThbl ¥ KapOOHAThI KaJIbIIHA.

B mnepBuuHOHN KIETOYHOW CTEHKE MUKPOGUOPHIUIBI IEIUTIOJI03bI BCTPOCHBI B MAMPUKC,
COCTOSIIIMI TJIaBHBIM 00pa3oM M3 TeMUIIEIUIIOI03, TEKTUHOB U HEOOIBIIOr0 KOIHYECTBA
CTPYKTYpHEBIX OenkoB (puc. 1.8).

l’emuueﬂan l'leKTnHu\PaMﬂora/Jlamyponan 1
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Puc. 1.8. OcHOBHBIE CTPYKTYpHBIE JIEMEHTHI KJIETOYHOM cTeHKH pacTenuid (Brett, Waldron, 1996)

Lennonozuvie Mukpo@uOpuinbl SIBISIOTCS OTHOCHUTENLHO JKECTKUMH CTPYKTypamu
U CIy’)KaT OCHOBOHM KJIETOYHOU CTeHKH. OTACNbHBIE MOJHMCAXapUIHBIC e, KOTOPHIS
00pa3yroT MUKpOoGUOPIILTY, (OPMUPYIOT KPUCTAIUTHUECKYIO MIIM TApaKPUCTATTHIECKYIO
CTPYKTYpY, KOTOpasi OTHOCHTEJIILHO YCTOMYMBA K BO3JCHCTBUIO THIPOJUTHUECKUX (dhep-
MeHTOB. [103TOMY 1IeUTI0I1032 SABIISIETCS] O4YeHb CTAOMIBHBIM MaTEpPHAJIOM.

I'emuyenniono3ul IpeACTaBIAIOT co00i Oosee rudKue noaucaxapuaHble CTpyKTypsl. OHH
CBSI3BIBAIOTCSI C TIOBEPXHOCTBIO LIEIIIOJNIO3HBIX MUKPOGUOPHIUT U CIIMBAIOT MX B CETh
(puc. 1.8). C nmpyroii CTOPOHBI, '€MHIEIUIIONO3bI TPEIOTBPAILAIOT TPEHHE MHUKPOPHO-
PHILT LIEJUTIONO03BI APYT O ApYTa, MOCKONbKY ASHCTBYIOT, KaK CMa3Ka, 110 KOTOpOi ocyIle-
CTBIISIETCS CKOJIBKEHHUE LIEJITIOJIO3HBIX BOJIOKOH.
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Texmunwr HopMHUPYIOT resieByI0 (aszy, B KOTOPYIO BCTPOEHBI M LEIUII0NI03a, U TeMHULIEI-
nrosio3a. OHM MPENOTBPAIAIOT arperalyio W CIMIAHWE LEJJIIOJIO3HOM CEeTH, a TaKkKe
(YHKIMOHUPYIOT KaK THAPOQHIBHBIN GUIBTP, ONPEACSISIONIMNA TPOHULAEMOCTh KIIETOY-
HOW CTEHKH JAJIS1 MAKPOMOJICKYJI.

B dpopMupoBaHHH KIETOYHBIX CTEHOK YYACTBYET HECKOJBKO THUIIOB CHPYKMYPHBIX Oeil-
Koe6: TUAPOKCUIIPOJIUH- U HpOHHH'6OFaTLIC TJIMKONIPOTCUHBI, 4 TAaKXKC FJ'II/IHI/IH'6OI‘3TI)IC
Oenku. OCHOBHAsI Macca THIPOKCHUIIPOIMH-00raThIX OCNKOB MPEACTABICHA 9KCMEHCUHA-
Mmu. B MEHBIINX KOJUYECTBaX COJCpXKaTcs apaOMHOTanakTaHoBble Oenku, Oonee 90%
MACChbl KOTOPLIX IMPUXOAUTCA Ha JOJIIO OJHUIoCaxapUuIHbIX uenel‘/i, COCTOAIIUX B OCHOB-
HOM M3 OCTATKOB apaOWHO3bI U TaJTaKTO3bl. DTH OEJIKH TakK K€, KaKk M MEKTHH paMHOra-
naktyponat II, yqacTByIOT B mpolieccax y3HaBaHUs, ONpeaesssl crnelu@uIHocTh U mpo-
CTpaHCTBeHHBIﬁ MaTTCPH KICTKU.

HepBI/I‘{HLIG HGJ'II/IFHI/I(i)I/II_H/IpOBaHHBIf) KJIICTOYHBIC CTCHKU pPsAAa OAHOAOJIBHBIX paCTeHI/Iﬁ
COACPKAT 3HAYUTCIIbHBIC KOJINYCCTBA (bGHI/IJ'IHpOHaHOI/II[OB, OpeACTaBIICHHBIX IMPEKIAC BCC-
IO TAKUMU THAPOKCUKOPUYIHBIMU KUCJIOTAMU KaK, (j)epyﬂ/zoeaﬂ U N-Kymaposas. OTH KHUCIIO-
Tbl, CBA3BIBAsCH C FJ'IIOKypOHO&pa6I/IHOKCI/IJ'IaHaMI/I, MOTyT CI)OpMI/IPOBaTB CJIOXKHYIO CCTh.

[o monmcaxapuaHOMY COCTaBY, COCPKAHUIO CTPYKTYPHBIX TITUKONPOTEHHOB B (PEHOIb-
HBIX COCJMHEHUI NMEepBUYHBIC KJIETOYHBIE CTCHKH I[BETKOBBIX PACTEHHH pa3elsioT Ha
nBa tuna. K | muny oTHOCSTCS KJI€TOUHBIE CTEHKHU JABYAOJIBHBIX H HEKOTOPBIX OJHOIOIb-
HBIX pacTeHHi. B mx coctaBe oOHapyxeHO okojio 30% IIeJUIF0NI03bI, TeMHIEIUIIO03
U MEKTUHOB, a Takxke 10% cTpykrypHbIX OenkoB. [IpeoOnanaromeil reMUIeuTron030i
CTEHOK 3TOTO THUIIa sIBisieTcsl Kemnormtokad. Ko |l muny oTHOCATCS KIETOYHBIE CTCHKHU
OOJIBIIMHCTBA OJIHOJIONBHBIX PACTCHUH (371aKH, OCOKH, KaMbIIIH, MaibMbl). B ux cocras
BxoauT okosio 30% nemmono3sl, 60% remunenmionos, 10% nextuna n 0,5—1% cTpyk-
TypHBIX OenkoB. OCHOBHOE KOJMYECTBO TEMUIIEIUIIOIO03 MPEICTABICHO TIIIOKYPOHO-
apabunokcuiaanoM (GAX) u B-riiokaHaMH CO CMEIIAHHBIM THUIIOM CBsi3u. Ha mostro
KCHJIOKJTFOKaHa MPUXOAUTCS TONbKo 2—5%. GAX, SIBIISASICh KUCIOH IeMHIICIUIIOJIO30M,
KOMIICHCUPYET HEeJJOCTATOK TIEKTHHOB.

1.10.2. CTpoeHue u cMHTe3 MMKpocubpunn uennonosbl

st "BBIXO/Ia pacTeHuid Ha cynry” ObLI HEOOXOAMM MaTepHal, KOTOPBIA Mor Obl moaaep-
JKUBaTh UX B Bo3ayxe. Hanbosnee 3pPpekTHBHO BBIIOIHATH ONOPHBIE QYHKIIUK ObLIA CIIO-
coOHa JIMIIb KJIETOYHAsl CTEHKA, CO/eprKaIas Meutoo3y. Hu reMuneonos3sl, HI TEM
0oJiee TIEKTUHOBBIE BEIECTBA JIJISI OTOH eI HE MOJXOIUIN. XHUTHH K€, KOTOPBIH SIBIISI-
€TCsl CTPYKTYPHBIM KOMIOHEHTOM Ha3eMHBIX W BOJHBIX OPTaHU3MOB, OCYIIIECTBIISIOIINX
rertepoTpodHOE WM MUKCOTpOPHOE THUTAHUE, COMCPKUT MSHUIMTHBINA NI pacTeHUH
a30T. DBOJIOIMOHHOE PAa3BUTHE aBTOTPOGHUU TPHUBEIIO K BO3PACTAHHIO JOIH 0€3a30TH-
CTBIX COEIMHEHUHN B KJIETOUHOU CTEHKE PACTCHUI.

HmMeHHO MO3TOMY OHHMM M3 OCHOBHBIX KOMIIOHEHTOB KJIETOUHOW CTEHKH PACTECHHH SIB-
JsieTCsl TOJMCAXapHll Yernt0103a, NPEACTABISIIOINI co00il IMHEHHYI0 Lelb OCTaTKOB
D-ritoko3bl, COeMHEHHBIX Mexay co0oi [3(1—4)-rimko3uaneiMu cBsizsmu (puc. 1.9).
MoHOMepOM LEUTION03bI ABJISAETCS TUcaxapui yerioduo3ad, COCTOSIIUA U3 IByX OCTaTKOB
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D-ritoko3bl, coeauHeHHBIX [3(1—4)-TIMKO3UIHON CBA3bI0. JTa MoJHcaxapuaHas Ienb
moxeT BKItouath oT 2000 10 25 000 0cTaTKOB IIIOKO3bL. YJI0KEHHBIE NapajlieIbHO APYT
JPyTy TTOTUMEPHBIE IIETTH IeJUTIONI036I (POPMHUPYIOT MuKpogudpuiny muamerpom 4—10 aM
u nnuHON 1—35 MKkM. OCOOEHHOCTBIO OPraHU3aUN MUKPO(GUOPUILIBL SBISAETCS HATUIHC
aMOp(QHBIX 30H U NapaKpUCTAIUINYECKUX TOMEHOB, B KOTOPBIX IJIIOKAHBI CBS3aHBI MEXIY
c000it BOJOpOIHBIME U THAPO(HOOHBIMU CBSI3IMH (cM. prc. 1.9).
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Puc. 1.9. Crpoenne MmukpoduOpris! neswiroiaossr (Taiz, Zeiger, 1998)
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Lennrono3a o4yeHb YCTOMUYMBA HPU XMMHUYECKHX M SH3UMATUYECKHUX BO3ICHCTBHUSIX
U CTOJIb K€ MPOYHA IIPU PACTSDKEHHUHU, KaK CTallb. DTH CBOWCTBA AEIAIOT LEJUIIOJI03Y Be-
JIMKOJIETIHBIM CTPOHUTENBHBIM MaTepUaJIOM, MPUIAOIIUM IPOYHOCTh KIETOYHOH CTECHKE
pacteHuid. [y ruaposin3a IITMKO3UIHBIX CBSI3€H 3TOr0 MOJIMMEpa HE0OXO0AUMO UINTENb-
HOE€ HarpeBaHUE C CWIBHOW KUCIOTOH. llemmrono3a MOXKeT pa3pyliaTtbes THIPOJIUTHYE-
CcKkUMHU (depMeHTaMH OakTepwii U TprOOB, MIPH STOM BHAUYaIe MPOUCXOAHUT ACTPaaIiusl
aMOp(HBIX YYaCTKOB, a 3aTeM KPUCTALTHYECKAX 30H MUKPOQUOPHILIL.

Hennrono3Hple MUKPOPUOPHUILTBI CHHTE3UPYIOTCS. B CIEIHAIbHBIX, CIOKHO OPraHH30-
BaHHBIX OEJIKOBBIX KOMIUIEKCAaX, HAa3bIBAEMBIX PO3CTKAMHU WM MEPMUHATLHLIMU KOM-
niekcamu, KOTOpbie BCTPOCHBI B IUIa3MaTHUeCKyto MeMOpany (puc. 1.10).

[Tnazmanemma [luTonnasma

DpyKTo3a

Caxaposa

Puc. 1.10. MonekynspHas MoJiesib cuHTe3a 1esutono3sl (Delmer, Amor, 1995)

[pennomnaraercsi, 4To 3TH KOMIUIEKCHI SBISIOTCS dJeMEHTaMU (QepMeHTa Yeani0n030CUH-
ma3zvl, KOTOPBIA OCYIIECTBIISCT CIMMBKY D-TiIfokaHoB 10 1—>4-atoMaM M CTPOUT JTUHEH-
HBIE TIETIOYKH IICJUTIONO036I, 00pa3yromiue MUKPOGUOPHIUTY B PE3YNIBTaTe CaMOIPOU3-
BOJIHOT'O 0ObeUHEHHS 1 KprcTamm3arun (puc. 1.11).

LICJ'IJ'HOJ'IO3OCI/IHTa3a nepeaacT OCTATOK TJIFOKO3BI OT ypI/I,Z[I/IHZ[I/I(bOC(l)aT-D-FH}OKOSLI n
CIIMUBACT €ro C paCTymeﬁ OCIBIO I'NTFOKaHa. Hcrounukom Y,Z[d)-rmoxmm SABJIACTCA JHUCA-
Xapua caxaposa, COCTOSIHII/II;'I H3 TJIFOKO3bI U q)pyKTO3LI. HpI/I O9TOM (bepMeHT caxapo3o-
CHHTa3a BMCCTEC C HCJ’IJ’IIOJ'IO3OCI/IHT33OI71 COCTaBIIAIOT META0OIMUECKUIH KaHaJl, B KOTOpOM
TJIFOKO3a BHAYAJIC NEPEAACTCA OT CaxapoO3bl Ha Yﬂq), a 3aTeM — Ha pacTyllyro LCJIIHO-
JIOBHYIO [ICTIb.
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Puc. 1.11. Mexaamsm (HopMUpPOBAHUS MEKPO(PHOPHILT IEILTFOIO3BI
TepMHUHAJIBHBIMU KoMIuiekcamu (Gunning, Steer, 1996)

CrnenyerT elie pa3 MoI4epKHYTh, YTO MOHOMEPOM IIEIUTION03HON (GUOPHILIBI SIBISETCS HE
MOHOCaXapHJl TJII0KO03a, a Jucaxapuj Ieiuiodno3a. @epMeHT LEeUTI0N030CHHTa3a, ove-
BUJIHO, MIMEET JIBa KaTaJUTUYECKUX IIEHTPA: B IIEPBOM MPOUCXOJUT 00pa3oBaHUE IIEIUIO-
OMO03bI, 2 BO BTOPOM MOJIEKYJIa 11eJUI00MO03bI CITUBACTCS C PACTYIIEH IETBIO [IEJLTIOIO3BI.
HOBTOMy UIA KaXXJ0r0 KaTaJIUTUYECKOI'oO IHMKJIa TpeGyeTc;I HaJINM4YU€ ABYX OCTAaTKOB
Y I®-rimoko3bl. X0Tenoch Obl OTMETHUTh, YTO 32 OTKPBITHE CaxapOHYKICOTHIOB —
Y 1®-rimoko3bt u Y J{d-ranakrossr — JI. ®. Jlenyapy (L. F. Leloir) B 1970 r. Obu1a npu-
cyxneHa HobeneBckast mpeMust IO XUMUH.

dopmMupoBaHKE LEIUTIONO03bI MPEANoaraeT He TOJIbKO CHHTE3 INII0OKaHa, HO U KPUCTAJLIHU-
3alMI0 HECKOJIBKHUX MOJIMCAaXapuIHbIX Lerneld B MUKpohudpuuty. BekropHoCTh mporecca
¢dhopmupoBanus GUOPHIUT 3aJaeTCsi OpHUEHTAMEH KOPTHKAJIBHBIX MUKPOTPYOOUEK, MpH-
aeratomux K mmazmanemme (cM. puc. 1.11). OnTHOBpeMEHHO ¢ CHHTE30M LIEJUTIONO3bI
B MAaTpHUKC KJIETOYHOH CTEHKH CEKpeTHpYyeTcs psl APYTHX IOJUCAXapHIOB, KOTOpHIC
B3aUMOJICHCTBYIOT C LIEJUTFOJI03HON puOpmLIoi 1 Moaudumpyror ee (puc. 1.12).

MuxpohuOpHIUIEI LIEIITI0JIO3b] TIEPBUYHOW KIETOYHOW CTEHKH OPHEHTHPYIOTCS TEpIieH-
TUKYISIPHO HANpaBICHHUIO pacTsDKeHUs KieTku. CIon BTOPHUYHOM KIIETOYHOW CTEHKH
OpPHEHTHPOBAHBI TIOJI PA3IMYHBIMU yIJIaMH 110 OTHOIICHHIO K TPOJONBHON OCH KIIETKH,
YTO TPUJAeT €l YCTOWIMBOCTH K Ae(OpMaIny.

OueHb ynOOHOH MOJENBIO JUIA M3Y4YeHUS (U3NKO-XMMHUYECKUX XaPaKTEPUCTHK LEIUIIO-
JI03bI CIYKAaT LEJUTIOJIO3HbIE MJICHKH, SIBISIONINECS MIPOILYKTOM JKHU3HEAEATeIbHOCTH OaK-
tepun Acetobacter xylinum. Kpymnubie nemiono3sble MUKpOoGUOPHIITBL, 00pa3yeMbie
9THM MHKPOOPTaHHM3MOM, TI0 CTPYKTYpE MOXO0XKH Ha PACTUTEIbHYIO LEJIII0I03y U XOpO-
110 BUIHBI TIOJ, MUKPOCKOIIOM.
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Puc. 1.12. TpaHCHOPT NOJHCAXapHIOB MATPUKCA B KIICTOYHYIO CTCHKY
(Brett, Waldron, 1996)

1.10.3. CTpoeHue n pyHKLUMN reMULesnsonos

Temuyennionozvl WM ces3yrouue eUKanbl — 3TO TOIUCAXAPUJIbI, KOTOPbIe CIIOCOOHEI
00pa30BBIBATh BOJAOPOIHBIC CBSI3H C MUKPOOUOPHUUIAMH LIEJUTI0JI03bl. IMEHHO reMuties-
JIIOJIO3BI, CBSI3BIBASCH C HECKOJBKUMU MUKPOGHOPIILIAMHU IIEJUTIOJIO3BI, CITOCOOCTBYIOT
(hOpMHUPOBAaHHUIO PA3BETBIICHHON CETH IOJUCAXapHIOB KJIETOUYHOH creHku. HexoTtopbie
aBTOpHI, B yacTHoctu A. M. HocoB (2005), cumrarT, 9T0 TEPMUH ''2emMulieIITI0ON03bI"
(noaynemmtono3sl) "HeymadeH", IOCKOABKY OHM MPEICTABISAIOT COO0H TPyIINy mojrcaxa-
pUaIOB, MOHOMEPAMH KOTOPLBIX ABJIAKOTCA, B OCHOBHOM, KCHJIOTJIFOKAHBI U TJIFOKYPOHOAa-
pabunokcuiIansl (a He D-Troko3a). Tem He MeHee TepMHUH ' 2emuyenntonosst’ yxe mpod-
HO BOIIIET ¥ B YUEOHYI0, U B HAYYHYIO JIUTEPATYPY.

OCHOBO# KCUI02IOKAHOG SBISCTCS JHMHEHHas 1enb u3 D-rimoko3, cBs3aHHbIX B(1—4)-
TJIMKO3U/IHBIMH CBSI3IMH, K KOTOpOi 0(1—>6)-TIIMKO3UIAHON CBSI3bIO MPHCOCAUHEHBI OC-
TaTKH D-KCHII03bI WITH TpUCaxapua, COCTOSILMA M3 OCTATKOB KCHJIO3bI, TaNnakTo3bl U (y-
Ko3bl. Kennorirokansl GyHKIMOHUPYIOT (KaK CBSI3YIOIINE TIIMKAHbI) B KJIETOUHON CTEHKE
MHOTHX PacTeHUH.

Tmoxyponoapabunoxcuiansl SBISIOTCS OCHOBHBIM CBSI3YIOIIUM TJIMKAHOM B KJIETOYHBIX
CTEHKAaX TaK HA3bIBAEMBIX ''KOMMEIWHOWIHBIX' OJHOIOJNBHBIX PACTEHUH, K KOTOPHIM



OcobeHHOCMU cmpoeHUs pacmumesibHOU Kiemku 31

otHocsaT KomMmesuHoBele (Commelinaceae), Opomenusbie  (Bromeliaceal), mambpmbr
(Arecaceae), umbupnsie (Zingiberales).

OYHKINN CBA3YIOMIMX TJIMKAHOB B MEPBUYHBIX KJIETOYHBIX CTEHKaX TaKXe MOTYT BBI-
MOJTHATH TIIOKOMaHHAaHbI M KcuiaHbl. [lommMmepHas 1enb INIFOKOMaHHAHOB COCTOUT M3
octaTkoB D-Timiok03sl 1 D-MaHHO3BI, CBI3aHHBIX [3(1—4)-TIHKO3UaHON CcBs3bl0. Kcuaa-
Hbl TIPEICTABISIIOT COOOM MOJIMMEPHYIO LieMb, COCTOSIIYI0O M3 OCTaTKOB [3-D-Kcninossr
(coennHeHHbIe | —4-TIIMKO3UIHON CBA3BIO), K KOTOPOH MOTYT OBITh MPHCOCTUHEHBI apa-
O0MHO3a, MIIOKYPOHOBAs KHCJIOTa WM JPyrue caxapa. B MepBUYHOMN KJICTOYHON CTCHKE
npeo0IagaroT KCUIIOTIIOKAHbI, 8 BO BTOPHYHON — KCHJIaHBI U TNIFOKOMaHHAHBI.

BonbmuHCTBO MonMcaxapuIoB KJICTOYHON CTEHKH (38 MCKIIOUYEHHEM LEJUTI0NI03bl) CHUH-
TE3UpyeTCs] MEMOPaHHO-CBSI3aHHBIMHM (epMEHTaMHU amnmnapara [ oJbIXH U MOCTYIaeT
B KJIETOYHYIO CTEHKY IyTeM 3K3ouuTo3a (cM. puc. 1.12). depMeHTbI, OTBETCTBCHHbIC
3a CHUHTE3 ITHX IOJUCAaXapuaoB (INMKO3MITpaHcdepassl), GOPMUPYIOT HOJIHCAXAPHIBI
13 COOTBETCTBYIOIINX HyKJIeo3uaanpochaT-MoOHOCAXapoB.

1.10.4. CtpoeHue n PyHKLUN NEeKTUHOB

THexmunwvr — coenuHenusi, GOpMHUpYIOLIE TeJeBylo Ga3y B MATPUKCE KIETOYHOM CTEH-
kd. IleKTHHBI MPEACTaBISIIOT COOOW TE€TEPOreHHYIO TPYMILy KHCIBIX MOJHCAXapHIIOB.
OCOOECHHOCTBIO UX CTPOEHHS SIBIISICTCS HAJMYUE B MOJIMMEPHOW LEMH TalaKTypOHOBOMH
KHCJIOTHI. B cocTaB NEKTHHOB BXOST TaKKe OCTATKH PAMHO3BI, TANAaKTO3bl U apaOHUHO3BI.
Brinensior Tpu THIAa NEKTHHOBBIX COEAMHEHHI: TOMOTaJIaKTypOHaH, paMHOTraJaKTypo-
HaH | u pamHoranaktypoHas II.

IIpeobmagaronuM MEKTHHOM B KJIETOYHBIX CTEHKAX SIBIISICTCS JIMHEHHBIN TTOJIMED 20MO-
2a1aKmypoHaH, U TIOMUTaJIaKTypOHOBAs KUCIoTa. Pavnozarakmyponar | mpeacTapis-
eT co00#l KPYITHBIA M Pa3BETBICHHBINA MOJIMMEP, OCHOBY KOTOPOTO COCTaBISET JIMHEHHAS
[IETIh YePEAYIONIMXCS OCTATKOB PAMHO3BI M TaJJAKTYPOHOBOM KHCIIOTBI, K KOTOPOH 10 OC-
TaTKaM PaMHO3bI MPUCOSTUHEHBI OJINTOMEPHbBIC apabaHOBBIC, raJlaKTAHOBbIC WA apa0u-
HOTAJIAKTaHOBBIC IIeTTM. MUHOPHBIM MTEKTHHOBBIM KOMITOHEHTOM KJIETOYHON CTEHKHU SIB-
ngercs pamHoeanakmyporau II, KOTOpbI COCTOMT W3 MOJIUTAIAKTYPOHOBOM KHMCIIOTHI,
HECYIIIEH CII0KHO BETBSIIHUECS OOKOBBIC IETH. B 3THX OOKOBBIX IEMSIX HACUUTHIBAIOT 10
10 pasnmuyHBIX caxapoB ¢ mpeobiagaHueM pamMHO3bL. [Ipemmonararor, 4To paMHOTaIaK-
TypoHaH Il oTBeuaeT 3a mpomecchl MEXKIETOYHOTO PACTIO3HABAHUS, SBIISSICH CBOEOOpas-
HBIMH OTIICUaTKAMH MAJIBIIEB PACTUTEIIBHON KIICTKH.

IIpn MeTOKCMIHpPOBaHMH 00pa3yroTcs CloXkHBIE 3Gupsl MekTHHOB (R —COO —CHy).
CreneHb METOKCHJIMPOBAHUS ONpeAessieT HOHOOOMEHHbBIE CBOMCTBA KJIETOYHOM CTEHKH,
BJIMSIET Ha €€ xKecTKoCcTh U pH. KecTKkOoCTh KJIE€TOYHOM CTEHKH BO3pacTaeT NpH yBeIude-
HUU COJEPKaHUS MOHOB Ca%". 910 MPOUCXOJUT 3a CUET CIIMBAaHUs KaJbIIMEM OTAEIb-
HBIX MOJIEKYJ TIOJUTaTaKTYPOHOBOH KHCIIOTHI B €IMHYIO CE€Th B PE3yNbTaTe B3aMMOAECH-
CTBHA KapOOKCHIIbHBIX TPYIN ¢ HOHAMHU Ca?t.
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doToCUHTE3

[IpensoOuipHOE palleHne TY4YHBIX JEpeB, KOTO-
pBle Ha OECIIONHOM IeCKy KOpPEHb CBOM yTBeEp-
JWJIH, SICHO W3BSIBISIET, YTO KUPHBIMHU JICTAMU
JKUPHBIHA TyK U3 BO3yXa BIIUTBIBAIOT. ...

M. B. JlomoHnocos
"Cno6o o aerenusnx 6ozoyunvix” (1753)

Ion ¢pomocunmezom MOHUMAIOT MpoLEcCc, B KOTOPOM PACTEHHs HA COJHEYHOM CBETY
CHUHTE3UPYIOT OPraHWYECKHE COCIMHEHUS U3 HeopraHndeckux. PoTOCHHTE3 — EIUHCT-
BEHHBIN Ha 3emJjie MpOLECC, C IOMOLIbIO KOTOPOro KOCMUYECKasi SHEPIHs COJHEYHOTO
cBeTa TPaHC(HOPMHUPYETCSI B IHEPTUI0 XUMUYECKHUX CBSI3€H OpraHMYeCKHX COCIMHEHHMH,
COCTABIISIIOIIMX OCHOBY [UISl JKU3HEAEATENLHOCTH BCEX I'€T€POTPO(HBIX OPraHU3MOB —
ot OakTepwuii 10 uyenoseka. [Ipouecc horocuHTe3a — yHHKaIBHOE OMOIOTHYECKOE SIBIIE-
HUE, TNPOTEKalollee C YBEJIWYCHHWEM M 3alacaHueM CBOOOJHOH sHepruu. Bce apyrue
OMOJIOTHYECKHE TPOLECCHl OCYIIECTBISIIOTCA 33 CYET XMMHUYECKOM SHEepruu, Hakariu-
BaeMOH (POTOCHHTE3UPYIOLIMMHU OpraHU3MaMH.

BrnepBeie yTBEp:KI€HHE O TOM, YTO "3€JI€HBIE PACTEHHUS MPEOOPa3yIOT IHEPTUIO COTHEY-
HOTO CBETa B XMMHYECKYI0 dHepruto", caenan B 1845 r. Hemenkuil Bpad, OTKpPBIBIIAN
3aKOH COXpaHCHUA U TpeBpalieHus sHeprun, Podept Maiiep (R. Mayer). B pabore "Op-
TaHWM4YEeCKOe BIKEHHE B €T0 CBS3M C OOMEHOM BelIeCTB', B KOTOPOH MM BIIEPBBIE OBLIT
chopMyJIMPOBaH 3aKOH COXpaHeHHUs 3Hepruu, P. Maiiep numer: "[Ipupoma mocraBuia
cebe 3amavell TepexBaTHTh Ha JIETY NMPUTEKAIOMM Ha 3eMIII0 CBET W MPEBPATHUTh 3Ty
MTO/IBIKHEHIITYIO M3 CHJI B TBEPAYIO (OpMy, CIOXKHB ee B 3amac. [|yig JOCTIKEeHUs 3TOi
LIEJM OHA MOKPBUIA 3eMHYIO KOPY OpraHM3MaMH, KOTOPHIE B TEYEHHE CBOEH JKM3HU BOC-
MIPUHUMAIOT COJHEUHBIA CBET W, WCIONB3YS 3Ty CHITy, CO3/Ial0T MOCTOSIHHO HapacTaro-
IyI0 CYMMY XHMHYECKOW Pa3HOCTH. DTH OpraHu3Mbl — pacTeHus". GOTOCHHTE3 CITO-
COOHBI OCYIIECTBIISAITH HE TOJBKO BBICIIME pACTEHHSA, HO TaKXKe BOJOPOCIH,
MMarOPOTHUKH, MXH, XBOIIH, IJIAYHHl W HEKOTOpHIEe BUABI Oaktepuii. [Ipomecc ¢orocun-
Te3a MOCTaBIIsIET HaM HE TOJHKO IMHUIIY, HO M pa3INdHbIe BUIBI TOIUIMBA (KaK HCKOIMIAeMO-
ro, Tak u bmomaccy).

(DOTOCI/IHTCBI/IpyIOHII/IC OpraHu3Mbl TaK pallMOHAJIBHO PCIIAIOT HpOGJ’ICMLI 3(1)(1)CKTI/IBHOFO
YyJ1aBJIMBaHUS COJIHEYHOM SHEpruu, €€ npeo6pa30BaHH$1 1 3araCaHus B y,Z[O6HOI‘/JI JUIsL
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OHOJIOTHYECKOTO MOTpediIeHns ¢hopMe, 9TO A0 CHUX MOp HE yNAeTCs CMOAETUPOBATH STH
MIPOLIECCHl B UCKYCCTBEHHBIX YCIOBUSX. [IpOAYKTHI (POTOCHHTE3a MPUBIIEKAIOT BCE OOIb-
IIee BHIMaHUE B CBSI3H ¢ HEOOXOANMOCTBIO IPOKOPMHTE, 00ECTIEYUTh SHEPTUEH U OJIETh
MIOCTOSTHHO pacTyliee HaceJIeHue 3eMiIi. 3HaHue (YHIAMEHTAJIbHBIX M NPUKIAJHBIX ac-
MEeKTOB (DOTOCHMHTE3a HAXOIMUT LHIMPOKOE MPUMEHEHHE B CAMBIX Pa3HBIX 00JACTIX HAYKH
U TEXHUKH — OT CEJIBCKOT0 XO3AHCTBA, JIECOBOJICTBA, SKOJIOTHH M OMOJIOTHH /10 XUMHH,
SHEPreTUKU U MAIINHOCTPOCHUSL.

2.1. POTOCMHTETUYECKUIN annapaT pacTeHUusA

Crennani3upoBaHHBIM OPraHOM BO3/YIIHOTO TMUTAHUS PACTCHU SBJISETCS JIUCT, KOTO-
pBIH TIpencTaBisieT cOOON YHUKAIBHYIO CTPYKTYPY IUIsl TIOTJIOMICHHS U ITPeoOpa3oBaHusI
9Heprum cBera B xoae (orocuHTe3a. B QyHKIMHM mHcTa Takke BXOAAT Ta3000MEH,
TpaHCIUpAIUs, TEPMOPETYIIAIMs, CUHTE3 PsiJa OPraHMYECKUX COCAMHCHHUi, HArmpumep
TOPMOHOB, KOTOPBIMH CHa0»aeTcs Bce pacTeHue. Kak mpaBmiio, TUCT MMEET TUIOCKYIO
dhopmMy, uTro oOecreurBaeT HAaMOOJBIIYIO MOBEPXHOCTh HA CIMHUILY 00beMa TKaHH U
HAWTYUIIIUE YCIOBHS JUIS BO3AYIIIHOTO MUTAHHUS.

Bakneiiniell TKaHbIO JIMCTa, B KOTOPOW MpOTEKaeT nmpouecc GoTocuHTe3a, SBISIETCS X/10-
penxuma, COCTOSIIAsi U3 COEPKANIMX XIJIOPOILIACTHI MAPEHXUMHBIX KIETOK. XJIOpEHXH-
My JIICTA YacTO Ha3bIBAIOT ME30(HIUIOM, ITOCKOJIBKY OHA PAacIOiOKeHa MEKIY CIOSIMHU
SMUAEPMHUCA U TPOBOSIINMHU IydKaMH. Me30o¢uin NpeacTaBieH OBYMsI THIIAMH KJile-
TOK — KJIETKaM# cmoiouamou u 2youamoii napenxumul (puc. 2.1).
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Puc. 2.1. Crpoenue nucra y C4-pacrenmii (a) u Cs-pacrennii (6) (Zelitch, 1979)

Cronbuyaras (manucagHas) napeHXuMa OOBIYHO MPECTaBIsAeT cOO0H OAMH MIIN HECKOIb-
KO CJIOEB TUIOTHO NPHJIETAIOUINX APYT K APYTY KIETOK. YUCIO cloeB KIeTOK Me30(uiuia
1 ux (opma 3aBUCAT OT MHTEHCHUBHOCTU OcBelleHus. CtonbuaTtas napeHxuMma, KoTopast
oOpalleHa K CBETY, COJAEPKHUT OOJBIIYI0 YaCTh BCEX XJIOPOILIACTOB M BBIMOJIHSIET OCHOB-
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HYIO Harpy3Ky IO acCCUMMJISILIMU YTJIEKUCIOTHL. B rybuaToil mapeHxuMe KJIETKH CBS3aHbI
MEXIy COOOH PBIXJIO, YTO BO MHOIO pa3 (IO CPaBHEHUIO C HApy>KHOH NOBEPXHOCTHIO
JMCTa) yBEIMYUBAET IIOBEPXHOCTD, IOCTYNHYIO IJIs Ta30- M BOZOOOMEHA.

JIMcT TOKPBIT 2nudepmoti, KIETKH KOTOPOH HEe COJIep)KaT XJIOPOIUIACTOB. DmuaepMa He
TOJILKO 3allMIIACT TKaHHW JUCTa OT BHEUIHHX BO3JCUCTBUH, HO TAKXKE PETYJIUPYET ra3o-
OOMEH M TpaHCTUPALUIO Yepe3 yCcmbluya, OTPAHUUCHHBIC ABYMS 3AMbIKAOWUMY KAen-
xamu. Ha cBeTy yCThUYHBIC IIENH, KaK IPaBUIIO, MUPOKO OTKPHITHL VCKitoueHHE co-
CTaBJIAIOT TOJILKO pPacTeHHUs ceMelcTBa ToNCTAHKOBBIX (Crassulaceae). Y HEKOTOPBIX
BUJIOB PACTEHUH KIETKW SmuaepMuca Onarojaps cBoed (Gopme MoOryT (OKyCcHpOBaTh
CBET, YBEIUYHBAsl €T0 MHTEHCUBHOCTH B Toue Jucta B 15—20 pa3. Cocynucras cucrte-
Ma JICTa TpeCTaBleHa ¢h10omot, 00eCTIeYnBAaIOIEH OTTOK aCCUMHIISITOB, U KCUAEMOLL,
10 KOTOPOM B JIMCT IOCTYIAIOT BOJIa U MHHEPAJIbHBIC BEIICCTBA.

Kopuu u apyrue rereporpodHble OpraHbl PaCTEHHS 3aBUCAT OT ACCHMEJISTOB, IOCTY-
MaKoNIMX U3 JKCTa U o0pasyromuxces B xoae gorocunre3a. Ctedenb HEOOXOAUM PacTH-
TEJILHOMY OPTaHHU3MY JUIs TOTO, YTOOBI Pa3MECTHUTh JINCThSI B MIPOCTPAHCTBE OMPEICIICH-
HBIM 06pa30M U nepeaatb OT HUX B KOPHHU AaCCUMMIIATBHI, 4 TaKKE CHa6)KaTB JINCTBhS
BOJIOW M MHHEPAIbHBIMHU 3JIEMCHTaMHU.

CTpyKTypHasi opraHu3auusi XJIOpOILIACTOB. B oTimuMe OT Qpyrux THIIOB IJIACTHUI,
XA0poniacmyl, OTIMYAIOTCS HAJTWYHEM CIO0XXHO OPraHWU30BAaHHOW CHCTEMbI BHYTPEHHHX
MeMOpaH (cM. puc. 1.4). To Mo3BOJSIET CTPOTO YIOPSAOUUTH KOMIOHEHTHI PEaKIIMOHHO-
r0 IIGHTpa, MPOCTPAHCTBEHHO PAa3leUTh BOCCTAHOBJICHHBIC W OKUCIICHHBIC TPOIYKTHI
(doTocuHTE3a M OTACIUTH (HOTODU3NYECKUE MPOILECCHI, MPOTEKAMIINE CO CKOPOCTIAMHU
10°—107*2 ¢, or Gosee MeUICHHBIX XMMIUCCKUX MIPOLIECCOB (10_4—10_2 C).

O06oI10uKa XJIOPOILIACTa COCTOUT M3 JIBYX MeMOpaH. Hapyaicnas membpana xaoponiacma
MpOHUIIaeMa IS OOJIBIIMHCTBA OPraHUYECKUX MOJICKYI. BHympenwuss membpana 060-
JIOYKU XJI0pOnacma CXOHa C TUIa3MalleMMOM, obiagaeT n30rupareabHON MPOHUIIAEMO-
CThIO W KOHTPOJIUPYET MEPEIBMKCHHUE OEJKOB, JIUMHJIOB, YIJIEBOJAOB M OPTraHUYECKUX
KHCIIOT MEX]Ty XJIOPOIUTACTOM U ITUTOILIa3MOM.

Brympennsasa cucmema memopan X10ponnacmoe BKIIOUAET MunaKouovl pan 1 muiakou-
Ovl cmpomsl. OHU TPOHM3BIBAIOT BECh XJIOPOIUIACT U COENUHSIOT OTHENbHBIC TI'PaHBI
B €IMHYI0 MEMOpPaHHYIO CHCTEMY IacTuabl (cM. puc. 1.4). Bo BHyTpeHHUX MeMOpaHax
000MX THUIIOB TUJIAKOUIOB JIOKAJIM30BaHbl (JOTOCHHTETUUECKUE MUTMEHTBI, KOMIIOHEHTHI
AJIEKTPOHTPAHCIIOPTHOH 1ernw u cuHTe3a ATO.

XJoporacTbl OONBITHHCTBA PACTEHHN CIIOCOOHBI TIEpEMENAThCsl B KJIETKE B 3aBHCUMO-
CTH OT UHTCHCUBHOCTH OCBCIICHHS U €ro HanpaBieHUs. CUIbHBIA CBET BhI3bIBACT OTPH-
[aTeTBHBIN (POTOTAKCHC XJIOPOILIACTOB, OOYCIIaBIMBasl WX IEPEMENICHHE K OOKOBBIM
CTEHKaM KJICTOK MaJIMCaJHON napeHXuMbl. [Ipy ociiablieHnu CBETOBOTO MOTOKA XJIOPO-
IUTACTBI PACTIPEICIISIFOTCS MO KIJIETKE PABHOMEPHO. Y CBETONOOUBBIX PACTEHUM TIACTHIBI
3HAYUTEILHO MEJIbUe, YeM Y TCHEBBIHOCIMBBIX. DYHKIIMOHAIBLHO aKTUBHBIC XJIOPOILIA-
CTBl TPUCYTCTBYIOT TakXe B CTEONSIX M Yepellkax IJMCThEB, OCTIX M Yellysx KoJjoca
U Jja’Ke B OCBEUIACMbIX KOPHIX HEKOTOPHIX PACTCHUH.
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2.2. [InrmeHTbI XNOpPONNacToB

Ty o0nacTh 3MEKTPOMAarHUTHOIO CIEKTPa, KOTOpas BUAMMa YEJIOBEUECKUM IJIa30M, Ha-
3bIBAIOT CBETOM, & CBETOBBIE KBaHTHl — (poTOHaMH. CBET OXBaThIBa€T 001aCTh C AJIMHOM
BostHEI 400—700 HM. Bee ¢goTocuHTe3npyIONe OpraHu3MBl COJIEPKAT MMUTMEHTEHI, CITO-
COOHbIE MOTJIONIATh BUAUMBIN CBET U MIEPEXOAUTH B BO30YKAEHHOE COCTOSHHE, 3aIlyCKast
TEM CaMbIM XUMHYECKHE peakuuu (orocuHTes3a. M3 ITUCThEB MUTMEHTHI 3KCTParupyroT
COMPTOM WM APYTMMH OPTraHMYECKHUMH DPACTBOPHUTEISIMU. M3 3KcTpakTa OTIenbHBIE
IIUTMEHTHl MOKHO BBIACIUTH METONOM XpomaTorpadguu. Brepsele 3TO Ha KOJOHKE
c copOeHTOM (TONMYEHBIH MeJ, caxapHas myapa) mpoaenan B 1903 r. pycckuidl y4eHbIH
M. C. IIper. OH u300pen MPUHIUITHAILHO HOBBIM METOJ JJIS pa3felieHHs MUTMEHTOB,
KOTOPBIi MO3BOJIMII €MY BBIACIUTD XI0pohual 8, X10poguii b 1 NodyInTh TpH Ppakiuu
KENTBIX MUTMEHTOB. MeTo aacopOIMOHHOM Xpomarorpaduu, KOTopblid ObL1 paspado-
tan M. C. L[BeToM ansi u3y4eHus NUTMEHTOB (DOTOCHHTE3a, NMPOU3BEN PEBOJIIOLHIO
B QHAJMTUYECKON XMMUHU U CTaJ OCHOBHBIM METOAOM pa3AejICHHUS BELIECTB, UCIOJIb3Ye-
MBIM B COBPEMEHHBIX HAYYHBIX UCCIICAOBAHUSAX U IIPOMBILIUICHHOCTH.

PacTturenbHbIe OpraHU3MBI COIEPKAT HECKOIBKO BUIOB IIMTMEHTOB, KAXK/IBIH M3 KOTOPBIX
BBITIOJTHSCT OMpeesieHHble QYHKIMH. B TutacTuaax BBICIIMX PacTeHUH W BOJOPOCIEH
BCTPEYAIOTCS MUTMEHTHI TPEX OCHOBHBIX KIIACCOB — XJIOPOQWILIBI, KADOTHHOMUIBI U (HU-
KOOWJIMHBL. XJIOpPO(HIUTBI U KAPOTHHOMUIBI HEPACTBOPHMBI B BOJIE, & (PHKOOHIIMHEI pac-
TBOPUMEI. [IMIMEHTHI IIaCcTHI CBsA3aHbI ¢ Oenkamu. DUKOOHMIMHEI CBSI3aHBI C OEIKaMU
(amompoTenHaMu) KOBAJICHTHO M 00pa3yloT (PUKOOMIUIIPOTENHBI. XIOPODHUILIEI U Kapo-
TUHOUJIBI ACCOIIMAPOBAHBI C COOTBETCTBYIONMMMHU O€KaMy ¢ TIOMOIIBIO HOHHBIX, THIPO-
(OOHBIX ¥ KOOPAWHAIMOHHBIX CBsized. [TUrMeHT-0enKoBble KOMIUIEKCH 00eCTIeYHBAIOT
YIOPSIZIOYEHHYIO OPHEHTANNI0 XPOMOMOPHBIX TPYI U MOBBIIIAIT 3)(HEKTUBHOCTh UX
(YHKIIMOHUPOBAHUSI.

2.2.1. Xnopocdpunnsol

K. A. TumupsizeB nmcan, 4yTo "3epHO XJOpodmia — TOT (QOKyC, Ta TOYKa B MHUPOBOM
MIPOCTPAHCTBE, B KOTOPOM KMBas CHJa COJHEYHOIO JIyda, IIpEeBpallasich B XUMHUECKOE
HaNpsDKEHUE, cllaraeTcs, HaKOIUISIeTCsl Ul TOTo, YTOObI BIIOCJIEACTBUHU MCIIOIBOJIBL OCBO-
00XKIaTbCs B T€X pa3HOOOpa3HbBIX MPOSBICHUIX ABMKEHHS, KOTOPbIE HAM MPEACTABIISIOT
OpraHu3MBbl, KaK pacTUTEJbHbIC, TaK U KUBOTHBIE. Takum o0pas3om, 3epHO XJopodui-
Jla — UCXOJHAs TOYKa BCSIKOTO OPraHMYECKOIO JIBHXKEHHS, BCErO TOTO, YTO MBI pa3yMe-
€M TI0J] CJIOBOM KH3Hb".

HNmerno XJIOporIIIBI MPUAAIOT PACTCHHSAM XapaKTEepHBIN 3eieHbld 1BeT. OHM Hepac-
TBOPHMBI B BOJI€, HO XOPOIIIO PaCTBOPUMBI B OPTaHUIECKUX PACTBOPUTENAX. Y BBICIIHX
pacTeHui ¥ BOIOPOCIIel 0OHapyKeHbI XIopodumis a, b, ¢, d. M3 Gomsioro uncia ¢o-
TOCHHTETHYECKUX IMMUTMEHTOB TOJIBKO JBa — XJIOpohwiu1 & U OakTeproxiopo@mnt a
MIPEKPACHO MIPHUCIIOCOOICHBI HE TOIBKO IS H02l0uje s, HO TaKXkKe U IS npeobpazosa-
HUs DHEPTUU CcBeTa. Bce ocTanmbHBIE TUTMEHTHI yYaCTBYIOT TOJBKO B MPOIIECCAX IMOTIIO-
meHust 1 Murpanun 3aeprud. [loaTtomy Bce (OTOCHHTE3UPYIONINE OPTraHU3MBI (BKITIOUas
BOJIOPOCITH U ITHAHOOAKTEPHH) COAepKaT XIOPOOHIIT a Wik OaKTepHOXJIOpodwLT a.
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Xnopogunn a nmeer Toy00BaTO-3€TI€HBIN NBET, X10POPuUiL b — KENTOBATO-3EICHBIMH.
Xnopoduin b comepkar Bce BBICIIME PACTCHUs, 3€JCHBIC M BIVICHOBBIC BOJIOPOCIIH.
VY OypbIX B AMATOMOBBIX BOJOPOCIEH, a TaKXkKe Y KpUITO(PUTOB M AMHO(DIIATEIUIAT BMECTO
xaopodumia b cogepxutes xnopopmwin ¢. Xnopopuwui d mpUCyTCTBYET B KPaCHBIX BO-
JOpOCIsIX BMecTe ¢ xjopodumioM a. bakrepuoxmopoduuist @, b, ¢, d u mporoxmopo-
¢t conepxat GOTOCHHTE3NPYIOLIHE TPOKAPUOTHYECKUE OPTaHU3MBIL.

DuU3UKO-XMMUYECKHE CBOICTBA XJopodusia. BriepBble U3 JIMCTHEB BBIACIWIMN 3€JiE-
HOE BEIICCTBO M HA3BajM €ro Xaopoguiiom (QpaHIy3cKHUe XHUMHUKH-(hapMareBThI
XK. IMenbtee (J. Pelletier) u K. KaBanty (J. Caventou) B 1817 r. D10 OTKpbITHE OBLIO
MMH CJEJaHO CIy4YailHO B IMPOLECCE MOMCKA HOBBIX JIEKAPCTBEHHBIX CPEACTB B pa3iny-
HBIX PacTCHUSAX. B KpHCTaLIHYeCKOM BHJIE XJIOPO(GUIUT ObLI BIIEPBBIC MOIYUCH PYCCKUM
¢uznonorom u 6otanukom U. I1. Bopoaunsim B 1882 T.

IMonbckue Ouoxumuku Mapuemnt Hennkuit (M. Nencki) u Jleon MapxneBckuit
(L. Marchlewski) B 1887 r. mokasasnu, 4T0 OCHOBY MOJICKYJIbI XJIOPOUILIA, KaK U TeMa
reMOrJIO0MHA, COCTABISIET NOPHUPUHOBOE KOIbYO. DIIEMEHTHBIH XUMUYECKHH COCTaB
xnopopmmia a — CggH;,N,OsMg 1 xnopodumna b — CgzH,oN,OgMg 6611 ompee-
aen B 1914 r. Hemerkum xumukoM Puxapmom Bumeirerrepom (R. Willstatter). On we
TOJIBKO BBIACITHI XJIOPOGUILT @ ¥ XJIOPOGUILT b ¥ yCTAaHOBHII HX XMMHYECKHI COCTaB, HO
TaKKe J0Ka3all, YTO y BCEX PACTCHHI, HE3aBUCUMO OT YCJIOBHI UX OOUTaHUS, XJIOPODUILT
COBEPIIICHHO OJMHAKOB. 3a 3T uccienoBanus P. Bunemrerrep B 1915 r. Ob11 ymoctoeH
HobeneBckoil mpemMun 1Mo XUMHH.

CrpykrypHbIe (hopMyIIbl XJIOpopHIIoB ¢ 1 b ObIH ycTaHoBieHbl K 1940 r. Hemenkum
xumukoM ['ancom ®urmiepom (H. Fischer), kotopsrit B 1930 r. nonyunn HobGeneBckyro
MIPEMHUIO 32 PaclIM(pPOBKY CTPYKTYPbI 2ema U BBISIBUI, YTO TeMOTJIOOMH COCTOMT U3 Oel-
Ka TJI00MHA ¥ KpacuTes reMa.

B 1960 r. xumuku-opranuku P.B. Bynsopa (R. B. Woodward, CIIIA) u M. ltpens
(M. Stroll, ®PT") 3aBepiiniIn TMONHBIA CHHTE3 MOJIEKYIIBI XJIOPOMUIIA U TIOATBEPIUIN
MIPaBMJIBHOCTD CTPYKTYpHOH (opmyinbl, ycraHoBieHHOW . @dumepom. Crnemyer oTme-
TUTh, 4T0 PobepT bepuc ByaBopa pacmmdpoBan Takke CTpYKTyphl psiia aHTHOHMOTHKOB
(cTpenTOMUIMHA, TETPAIMKINHA ¥ Jp.), YTO NpuHecio emy B 1965 r. HobeneBckyro
MIPEMHIO.

Monekyna xyopoduiuia cOCTOUT U3 nopgupurogou "'2onoexu” u pumonvrozo "xeocma".
[Ipu sTOM mop¢uprHOBas 4acTh MOJIEKYJIbl HAXOJUTCS Ha MOBEPXHOCTH MeMOpaHbl TH-
JaKouaa U CBsA3aHa ¢ OeJKaMH, a KUpopacTBOpUMas (UTONbHAS LENb MOTpyKeHa B JIU-
MUAHBINA clol. XJI0poduiuT IpeAcTaBiseT co0o0il CIOKHBIN 3¢up AUKapOOHOBOH KHCIO-
TBI XI0POPUATUHA, Y KOTOPOH OJJHA KapOOKCHIIbHAS TPpyIINa STepUPUIIPOBAHA OCTATKOM
Memun06020 cnupma, a BTopas — OCTaTKOM criiupta ¢umoina (puc. 2.2).

IIpu paspeiBe CI0KHOIPUPHOU CBSI3M M OTIISIICHUH (HUTOJIAa 00pa3yeTcsi COeNUHEHUE,
Ha3BIBaeMoe X1opoduiiudom. YeTsipe THUPPOIBHBIX Koiblla (A—D) coenmHeHB MEXIy
€000 METHHOBBIMH MOCTHKaMH, GOpMUPYS MOPGUPHUHOBOE SAPO. ATOMBI a3oTa IHp-
POJIBHBIX KOJICI[ COCTUHSIOTCS JBYMsI KOOPJWHAIIMOHHBIMU CBS3SIMA C aToMOM Mg.
B cTpykType moppuprHOBOTO spa UMeeTcs Takxke IUKIoneHTanoBoe Koubio (E). Ecim
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B MOJIeKyJle XJopodmiia atoMm Mg 3aMeleH Ha JBa aToMa BOJIOpOAa, oOpa3yeTcs co-
eAnHeHne OypO-O0JIMBKOBOTO IBETa — (heohumuH, BHITIONHSIOMANA (GYHKIIMA TIEPBUYHO-

T'O aKIernTopa 3MeKTpoHoB B hoTocucteme II.

C—CH,

HC—CH,

/
CH; CHy

Xnopoduit a

C—CHy

HC—CH,

HC—CH,

CH
N\

CH, CH,

Xaopoduia b

Puc. 2.2. CtpoeHre MOJIEKyIT XIOpOGHILIOB a U b
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Xnopopumr a

— Xunopoduin b bakrepuoxinopoduut a

\

[Tormomenue

400 500 600 700 800

JlmHa BoJIHBI (HM)

Puc. 2.3. CrekTpsl HOTJIOLICHUS XJIOPOGHILIOBR

Xnopouuibl UMEIOT JBa MaKCMMyMa IOTJIOIICHHS cBeta — B cuHed (430—460 um)
u kpacHoii (650—700 um) obmacTax crekrpa (puc. 2.3).

CuHe-(HuoJIeTOBBII MaKCUMyM TOTJIOMIEHUS XJIOPOGHIUIOB 00ECIIeUNBACTCSI PE30HAHC-
HOH CTpYKTypoil nmopdupruHoBOro Koibua. [lornomenne cBera B KpaCHOW 00JIaCTH CIIEK-
Tpa CBS3aHO C HAJMYHEM MAarHus W TUAPHPOBAHUEM JBOHHOW CBS3H B MOJOKECHHU
C; —Cg D-nupposnsnoro aapa. Ilostomy y peoduruna (u3-3a norepu aroma Mg) kpac-

HBIA MaKCUMYM BbIpaxkeH ciabee. CielyeT OTMETUTh, YTO MOJIOKEHHE MaKCUMYMOB T10-
[JIOMIEHUSI CBETa XJIOPO(HUIUIOM 3aBUCHUT OT MPUPOABI PACTBOPUTEINS, B3aWMOIEHCTBUS
MOJIEKYJI TUTMEHTOB JIPYT C JIPYTOM, C JIMMUAAMHU U OeIKaMH. XJI0pOQpHILIBI aCCOIIMHPO-
BaHbI ¢ THPOGOOHBIMY OEITKaMH U BCTPOSHBI B IUIMHUIHYIO a3y MeMOpaHbl THIAKOU/IA.

CrpykTypa Xjopoduiia OYeHb XOPOIIO MPUCIIOCOONICHA JIs TOrO, YTOOBI CIIYKUTh I10-
CPEeIHUKOM B (POTOXMMHUYECKHX TIpolieccax B xoje (GoTocuHTe3a. XI0po(HuT SIBISETCS
XOPOIIUM CEeHCUOURUZAMOPOM — JIETKO BO30YKIaeTcs MpH TOTJIONICHUU cBeTa U oliia-
JTaeT CIIOCOOHOCTRIO TIEPEIaBaTh YHEPTHUIO (CIYKHUTH JOHOPOM SHEPIHH) IPYTAM MOJIe-
KyJam (akienropam sHepruu). Bo30OyxaeHHast cBeTOM MoJIeKyia Xjaopoduiuia nmpuodpe-
TaeT CHOCOOHOCTh y4acTBOBATh B OKHCIIMTEILHO-BOCCTAHOBHUTEILHBIX IpoIleccax, T. €.
OTAaBaThb WIMX NPUHUMATD 3JICKTPOHBI.

Brepsrle mpencrasieHue o xjaopoduiuie, Kak 00 ONTHYECKOM CEHCHOWIM3aTope, BBEI
K. A. Tumupsizes B 1868—1870 rr. BosmoxHOCTD (hOTOOKHCIIEHUS XIOPOPHUILIa HOHAMH
OKHCHOTO jkeJie3a Obuta oOHapyxeHa B 1937 r. E. Pabunosuuem (E. Rabinowitch). Cro-
COOHOCTBb K€ MOJEKYNbl XJopopuiia K (OTOBOCCTAHOBICHUIO BIIEPBbIE [OKa3all
B 1948 1. A. A. KpacHoBckuii. OH moka3zal, YTO B aHadpOOHBIX YCIOBHUSIX XJIOPOQHILIL,
pPacTBOpEHHBI B NMHUPHUAWHE, NOJ JEHCTBUEM CBETa BOCCTAHABIMBAETCS aCKOPOWHOBOM
KHCJIOTOH WM JAPYTHMMH JOHOpaMH 3JIeKTPOHOB. llociie BBIKIIOUEHHS CBETa PEaKIus
UJET B 00PaTHYIO CTOPOHY:

XJIOpOHUILT + aCKOPOMHOBAS <——> XJIOPOPHILT + ASTHIPOACKOPOHHOBAS
KHCJIOTa BOCCT. (hopma KHCJIOTa
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B cBoro ouepens "poroBoccTaHOBIEHHBIN" XITOPO(PIILT MOKET BOCCTAHABINBATH TAaKHE

axuenrropsy, kak HAJ[, xusousl, Fe®" u ap.:

_ e CBET, € _
JIOHOP € <«———> XJIOPO(PUIT ¢—————>aKIEeNTop €

OTH peaknyu NOIyYMIIn Ha3BaHue peakyuu Kpacnosckozo.

JHepreTuvecKue COCTOSTHUS MOJIEKYJIbI Xaopoduiia. Bpems npeObiBaHUS MOJIEKYJIbI
B BO30YKJICHHOM COCTOSIHUM 3aBHUCHT OT €€ XMMHUYECKOro CTpoeHHs. B Monekynax, aro-
MBI KOTOPBIX COCJMHEHBI OJMHAPHBIMUA KOBaJICHTHBIMH CBS3SMH, IUIsI BO30Y>KACHUS
AJIEKTPOHOB TPEOYIOTCSl KBAaHTHI BHICOKOW SHEPTHH, HAIPUMEDP YIbTPadUOICTOBOE U3TY-
YeHUE WM PEHTTEHOBCKHUE JIydu. BpeMs Ku3HU BO30YXKJIEHHOTO COCTOSIHUSI B 3TOM CITy-
Yae OYeHb MANO M COCTABIIsIET B cpenem 10+ c.

[Mornormas KBaHT CONHEYHOW SHEPTUH, BEIIECTBO IEPEXOMUT B BO30YKICHHOE COCTOS-
HHE, 4TO YK€ MOXKHO PacCMaTpPUBATh KaK MPeoOpa3oBaHUE SHEPTUH HIEKTPOMArHUTHOTO
W3Iy4eHus U ee 3anacaHue. OnHaKo SHEPTUs JIEKTPOHHOTO BO30YKICHHUS OYEHB OBICTPO
(3a 108101 C) pacTpauuBaeTCs Ha TETJIO WU K€ BHOBD M3IIy4aeTCs B IPOCTPAHCT-
BO. B coequHEHMAX ¢ CONMPSHKCHHBIMH TBOMHBIMU CBSI3SIMU KaXKIIbIH TT-3JICKTPOH JIEJIOKa-
JM30BaH, M MOITOMY JUIA UX BO30YXIeHHs TPeOYIOTCS KBAaHTHI TEM MEHbBIICH HEPrHH,
4yeM OoJiee IPOTSHKEHHOH SBIISICTCS] CHCTEMa CONPSDKEHHBIX IBOWHBIX CBsi3ei. JliIst caoxk-
HBIX OPraHHYeCKHX MOJIEKYJ THIIA XJI0po(HiIa STOT mporece mpouexomut 3a 107°—
108 ¢ u, cenoBaTenbHO, B BUC BO3GYKICHHBIX COCTOSHHI SHEPIHS CBETA MOXKET ObITh
3amaceHa Ha 0oJsiee AUTEIbHOE BPEMS.

B nopdupuHOBOM siipe MOJIEKYJIBI XJI0POQUIIa KMEET MECTO YePEIOBAHUE OJJUHAPHBIX
U TBOMHBIX CBS3EH, UTO SABJISETCS MPUYWHOMN MOSBIICHUS BOKPYT HETO JIEJIOKATM30BAHHBIX
T-3JICKTPOHOB, JIETKO MEPEXO/IAIIMX B BO30YXKICHHOE COCTOSHUE IPHU IONAJaHUUA KBaH-
TOB CBETa BUIUMOM 9acTu criekTpa. IMeHHO 3Ta cucteMa u3 18 cCompspKeHHBIX TBOWHBIX
CBsI3€H BBINOJIHICT (DYHKIIMH OCHOBHOI'O XpoMo(opa U OTBEYAeT 32 M30UpATEIbHOE T10-
TJIOIIEHUE dHEpruu cBeTa. [1o3ToMy Bpems KU3HH BO30YKIECHHOTO COCTOSIHUS Y MOJIE-
KYJI XJIOpO(WIIIa MOXKET COCTABJIATH 1078 c.

Haunbonee ycToH4MBBEI T€ COCTOSHHS aTOMOB, B KOTOPBIX BaJCHTHBIC 3JIEKTPOHBI 3aHU-
MAalOT CaMble HU3KUE SHEPTETHUECKUE YPOBHH M PACHPEACICHBI 10 HUM COTJIACHO MPUH-
uuny [laynu, rnacsmeMy: ecii aToM UMEET Y€THOE KOJIMYECTBO 3JIEKTPOHOB, TO UX CHU-
Hbl  (BEKTOphl MAarHMTHBIX MOMEHTOB, paBHble +1/2 wmm -1/2) HanpaBieHb!
MIPOTHBOIIOIOXKHO APYT APYry (aHUNapasienbHbl), T. €. CYMMAapHBIH CIIMH BCEX AJIEKTPO-
HOB aroma paseH (. DTO cOCTOsIHUE HAa3bIBAIOT OCHOBHBIM cunenemubim (S = 0). Ecnn xe
YHCJIO 3JEKTPOHOB B aTOME YETHOE, HO CIIMHBI JIBYX SJIEKTPOHOB MapajuieibHbl, TO MOJI-
HBIH cnivH paBeH 1 (S = 1), Takoe cocTosiHUE Ha3biBaeTcst mpuniemuvim (puc. 2.4).

[Tornomenne u ucmyckanue cBeta (HOTOCHHTETHIECKUMH TUTMEHTAMH XOPOIIO FILTIOCT-
pUpyeT auarpaMMa YpOBHEH JHEPTHH, TPEIIOKECHHAs MOMBCKUM (Gu3ukoM A. S061oH-
CKHMM. 3aracaHue 3HEepPTUH CBETa CBSI3aHO C IOTJIONIEHHEeM (POTOHA W TEPEX0J0M MOJIe-
KyJIBI XJ10po(HIIIa U3 OCHOBHOTO ( Sy ) B BO30ykKJIeHHOE cocTosiHIeE (pHC. 2.5).
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Puc. 2.4. YpoBHu 3Hepruu B arome renust (Xomt, Pao, 1983)
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OCHOBHOE COCTOSHHE

Puc. 2.5. DHepreTnueckre COCTOSIHUS MOJIEKYJIBI XJIOpOhHILIa

W3BecTHBI JBa OCHOBHBIX B036y)KlleHHLIX COCTOSHUA — CHUHIJICTHOC U TPHUILJICTHOC. Ec-
JM TP TIOTJIOIICHUH KBAaHTA CBETA CIMHBI 3JICKTPOHOB OCTAIOTCSl aHTHUIAPAJUICIIbHBIMH,
MOJIEKyJIa XJIOpOo(UILIa TEPEeXOAUT B CuHenemuoe 6030ycoennoe cocmosanue (S; nmm
S, ). CunrnerHoe B0o30YK/JIEHHOE COCTOSIHUE S, OYE€Hb HECTAOMIILHO, DJIEKTPOH OBICTPO
(3a 10712 C) TepseT YacTh SHEPTUH B BHJE TEIUIa ¥ IIEPEXO/INT Ha HIDKHUH ypoBeHb ( S;),
IJle MOXKET HaXOJAUTHLCS B TEUCHHE 10°—10% c. Bo3zBpaiienue B HICXOAHOE COCTOSIHUE
MOJIEKYJIBI XJIOpO(UIIIa MOXKET MIPOUCXOIUTH HECKOIBKIMH Iy TSIMH.

Bo-nepevix, oTnaB 4acTh 3HEPTHM B BHJE TEIUIA W M3IyYMB KBaHT CBETA, MOJICKYJIA MOMKET
nepeiitn B ocHOBHOE cocrosHue ( Sy ). Takoe sBnenue HaswiBaetcs ghayopecyenyueri. Co-
mracHo npaBwry CTokca JIFHA BOJHBI (DIIyopecIieHIMH OOJbIIe COOTBETCTBYIONINX JIIHH
BoyH noryomenust (puc. 2.6). Jxopmk [abpuens Croke (G. G. Stokes) — Opuranckuit ¢u-
3WK ¥ MATEMATHK, KOTOPBII 3aHUMAJICS HCCIIEZIOBAHUEM ONITHUYECKHX CBOMCTB XJIOpoduIna.
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dryopecLeHLHs
[Mornomenue (W31ydeHHe)

MHTEeHCHBHOCTD MOTIOMIEHNS

WIH (PIIyOPeCLEHIHH

J1MHa BOJIHBL

Puc. 2.6. CiekTpbl MOIJIONICHUS W U3TyUYCHHS MOJICKYIT

Bo-emopvix, B CHHITIETHOM BO30Y)KIE€HHOM COCTOSHUM S; MOJKET IIPOU30ITH U3MEHEHHUE
3HaKa CIHMHA 3JICKTPOHA, TP STOM MOJIEKYJIa XJIOpopUIIa NEPEXOJUT B METACTAOMIBHOE
mpunnemnoe cocmosinue (T), uMeromee ropasao Oosblnee BpeMs KH3HU — IMOPSIIKa
10°—1073 ¢. D10 0GBACHICTCS TeM, UTO BO30YKJICHHBIN 3JIEKTPOH MPHOOPETAET TOT
K€ 3HaK CIHMHA, YTO M HEBO30YKICHHBIN 3JEKTPOH, OCTABUIMICS HA OCHOBHOM YpPOBHE
(Sg)- CornacHo nmpunimmny Ilaymn Ha OJHOM SHEPreTUYECKOM YPOBHE HE MOXET ObITh
JBYX DJICKTPOHOB C OJWHAKOBBIMH CIHHAMHU. DTO HE TO3BOJISAET BO30YKICHHOMY JIEK-
TPOHY B TPHUIJIETHOM COCTOSHUH 3aHATH AJIEKTPOHHYIO "'NBIPKY' Ha OCHOBHOM JHEPreTH-
4ecKoM ypoBHe ( Sy ) 10 Tex Hop, MoKa He IPOM30iIET CMEHa 3HaKa ciuHa. M3 Tpummiet-
HOTO COCTOSTHHMSI MOJIEKYJIa MOXKET BEPHYTBCS B OCHOBHOE JHEPreTHYeCKOe COCTOSHUE,
W3IY4MB KBaHT CBeTa 0oJjiee AJIMHHOBOJIHOBBIM, ueM npu ¢uyopecueHuun. Takoe cBeue-
HHUE Ha3BIBAIOT (hocghopecyenyueti (cM. puc. 2.5). CneayeT OTMETHTE, YTO IIPSMON Tepe-
XO0Jl U3 OCHOBHOI'O CHHIJIETHOIO (Sy) B TPHILUIETHOE BO30YKIEHHOE COCTOSHHE MaJlOBE-
positeH. Ilepexoll 3NMEKTPOHA B TPUIUIETHOE COCTOSIHUE OCYIICCTBISIETCS TOJBKO dYepes
cuHrieTHoe ( S;) Bo30yKIE€HHOE COCTOSIHHE.

W, 6-mpembux, 3HEprys CUHTIIETHOTO BO30YXKICHHOTO COCTOSIHUS MOJIEKYJIBI XJI0poduiI-
Ja MOXeT OBbITh WCIOJIb30BaHa B XoJie (hOTOCHHTE32 B (DOTOXMMHUYECKHX PEAKIIUSIX
U TpaHC(HOPMHUPOBATHLCS B SHEPTUIO XUMHUUECKUX CBSI3EH OPraHUYeCKUX COCMHEHHIA.

MexaHu3M nepenavyu YHEPTrHH B XJOPOIIACTaX. B CBETOBBIX peaknusx QOTOCHHTE3a
TJIABHYIO POJIb UTPAET CUHEIeIHOE 8030yiicoennoe cocmosnue. IMEHHO U3 CHHTIIETHOTO
BO30YKJCHHOTO COCTOSHUS XJIOPOWILIAa HAYMHASTCS IMPOLECC MUTPAIUN DHEPTHH OT
CBETOCOOMPAIOIIUX KOMIUIEKCOB K PEaKIIMOHHBIM IIeHTpaM (otocucteM. B HacTostiee
BpeMsi 0OCYXKIArOTCsI TPH OCHOBHBIX MEXaHHM3Ma Iepeaadyd YHEPTHH JJICKTPOHHOTO BO3-
OY)KIEHHUS B PEAKIIMOHHOM IIEHTPE (POTOCHCTEM.

[epBblif MEXaHU3M — UHOVKMUBHO20 pe30HaHca TIPENIoaraeT, yTo neperavya SHepriuu
JIEKTPOHHOTO BO30YKIEHHUS OT OJHOM MOJIEKYJIBl TUTMEHTa K JAPYrod MPOUCXOANUT 6e3
IepeHoca 3apsga (AJIEKTpOHA) M 0e3 M3NIyYeHHUs e¢ B BUJAC KBaHTa (IyOpECICHIIWU.
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[Ipu BO30YKACHUN BOKPYT DJIEKTPOHA CO3[AETCS MIEPEMEHHOE 3JIEKTPOMarHUTHOE TOoJIe,
KOTOPOE MOXKET MHYI[POBATh aHATIOTHYHbIC KOJNeOaHus B coceiHel Momnekyse. IMeHHO
TaKUM CIIOCOOOM MPOUCXOAUT PE30HAHCHBIN MEPEHOC SHEPTHH BO30YKACHUS MUTMEHTA-
MH B XJIOpOITIACTaX OT MOJICKYJIbI JIOHOpa K MoJjekyne akmenTopa. [lepenaua sHepruu
TaKUM TyTeM (MHAYKTHBHBIM PE30HAHCOM) BO3MOJKHA JIMIIb MPH YCIOBHH, YTO CIEKTP
(ryopecleHIIMM TUTMEHTa-TIOHOpa TEePEKPhIBACTCS CO CHEKTPOM MOTJIOMCHHS MUTMEH-
Ta-aKIenTopa, a pacCTOSHUE MEXIy MoJjieKylaMu He npesbimaeT 10 HM. B rpanax, kak
W3BECTHO, CPEJHEE PACCTOSIHAE MEXy MUTMEHTaMH He TpeBbiiiaet 2—3 HM. CKOpOCTh
nepeaadn YHEPruu MyTeM MHAYKTHBHOTO PE30HAHCA JOCTATOYHO BBICOKA (1079 C) U me-
PEHOC HJET MOCIE0BATEILHO OT OJHON MOJICKYJIBI K IPYTOi.

[To mepe yBenMYEeHUS KOHIEHTPALUH MUTMEHTOB CKOPOCTh MHIPAIUM SHEPTHUH PE3KO
BO3PacTacT, MPH 3TOM HAYMHAET (PYHKIIMOHHPOBATH 6MOPOU "IKCUMOHHBLU" MeXaHusm
muepayuu suepeuu. [lonstue "sxcumon™ o3HavaeT BO30YKIECHHOE COCTOSHUE, B KOTOPOM
AJIEKTPOH OCTAETCS CBSI3aHHBIM CO CBOMM aTOMOM, W pa3JeliCHHs 3apsiIoB HE MPOHUCXO-
IUT. DKCUTOHHBIM MEXaHH3M MUIPALUU SHEPIUU MPEAINoaracT 0JJHOBPEMEHHOE BO30Y-
KJICHUE TIOJ] JICHCTBUEM CBETA BCETO KOMILIEKCA TIMTMEHTOB, a HE OTJCIBHBIX MOJEKYI.
[Tpu 5TOM BO30YK/I€HHBIE OPOMTHI MHOTUX MOJICKYJI CIIMBAIOTCS B OJIHY, OXBaTHIBAIOLIYIO
BCIO cuUCTeMy NMUTMeHTOB. CKOpOCTh Iepefiauyd 3HEPruH OT TaKOro KOMILIEKCa pPe3Ko
Bo3pacrtaer (10 10712 c). IIpu TakoM OBICTPOM TiepeHOCE SHEPruH (PKCUTOHA) MEXIY
OTJCIBHBIMHI MOJIEKYJIaMH BO30YKTaeTCsl BCS CHCTEMa, COCTOSIIAs N3 OPUEHTHPOBAHHBIX
OIIpe/IeIeHHBIM 00pa30M MOJICKYJI TUTMEHTOB OJTHOTO THIIA.

Tpetuii, noynposooHUKOBbIN MeXanusm mMuepayuy IHepeuu B XJIOpOIUIacTax Mpeoia-
TaeT nepeHoc IHepull emecme ¢ HOMOKOM IAeKMPOHO8 TIO IICKTPOHTPAHCTIOPTHON IIETIH
TAJIAKOUTHOW MEMOpPaHBI.

[lonBoMsA KpaTKHil UTOT BHIMIEHU3I0)KEHHOMY, MOYXHO C/A€IATh BBIBOJ, YTO CYLIECTBYIOT, IO
KpaiiHell Mepe, ABe IPUYHMHBL, H3-32 KOTOPBIX (DOTOCHHTE3NPYIOLINE OPraHU3Mbl OCTAHOBH-
JIM CBOM 3BOJIIOLIMOHHBIN BBIOOp Ha MOJIeKyJie Xjopoduiuia. Bo-nepBbix, xaopoduit cro-
co0eH 3aracarh YHEPIrUI0 CBETa B BUJIE SHEPTUH BO30YKIECHHBIX 3JIEKTPOHOB U OBICTPO Iie-
pelaBaTh MX B PEaKLHMOHHBIE LEHTPHI (hoTocucTeM. Bo-BTOpBIX, MojeKyna xjaopoduiia
crocoOHa K (OTOXUMHUYECKOMY IMPEeoOpa30BaHUIO SHEPTUHM BO30YKIACHHBIX JIEKTPOHOB
B XMMHYECKYIO SHEPTUIO ITyTEM OKHUCIUTENBHO-BOCCTAHOBUTENBHBIX PEAKIIUI.

Buocunrte3 mosekyasl xiuopopuiiaa. CHHTE3 MOJEKYJbl XJIOPOQHUIA MPEACTaBISET
co00¥ CIOXHBIA TIporiecc, BKItodarommii 6onee yem 10 peaxmuii. HekoTopsle u3 HHX
tpedyror AT®, HAJIH u unyT Ha cBety (puc. 2.7).

Cunre3 xsopouiia HAYMHACTCS C TIIYTAMHHOBOM KUCIIOTBI, KOTOpasi MPEBPAIaeTCs B 5-
aMHHOJICBYJIMHOBYIO KHCJIOTY. [lanee 1Be MOJICKYJIbI TIOCHEIHEW KOHICHCUPYIOTCS U 00-
pa3ytoT mopQoOWIMHOTeH. 3aTeM 4YeThIpe MOJICKYJbI MOP(POOMINHOTEHA CBS3BIBAIOTCS
u Qopmupytor nporonopdupun 1X. Ilocne 3TOro NMPOUCXOAMT BCTPAHUBAHHE MAarHUs
u cBero3aBucuMoe popmupoBanue Kojbla E; oOpasyromeecs mpu 3TOM COCIMHEHUE Ha-
3bIBAIOT MOHOBHHHJINPOTOXJIOPOGMIUIHAOM «@. Ha 3akIrouuTeNbHOM CTauu CUHTE3a
MPOMCXOTUT BOCCTAHOBJIEHHE Kojbla D (xmopodwuna a) m npucoeanHenue ¢uroia
(xsmopoduit a).
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2.2.2. KapotnHounabl

Kapomunouodsr — 310 XenTble, OpaH)KEBbIE WM KPacHbIC NMUTMEHTHI, HAHAECHHBIC BO
BceX (POTOCHHTE3UPYIOIIMX KIETKaX pacTeHUHd. B 3€JeHBIX JHCTHSIX KapOTHHOWIBI
OOBIYHO HE3aMETHBI M3-3a HAJIM4YUA B JUCTHIX xyopoduimia. [lpu paspymenun xmopo-
¢wina OCeHpI0O HMEHHO KapOTHHOWABI NPHAAIOT JIMCTHAM XapaKTEPHYIO JKENTO-
OPaHXKEBYIO OKPACKYy.

Kaportunonnsr o0pazyrot 40-yriepoaHyo 1erb, MOCTPOCHHYIO U3 § OCTAaTKOB M30MpeHa,
KOTOpasi y OOJBIIMHCTBA U3 HUX 3aMBbIKAeTCS B 1BA HOHOHOBBIX KOJIbIa (puc. 2.8).

g-Kaporun JeakcaHTHH TJ’

HeokcanTnu BronakcanTHH

Puc. 2.8. Ctpoenue u npeBpaiieHus psijia KapoTHHOUIOB

Oyukiun xpomModopa BBIOIHSET EHTpallbHas YacTh MOJIEKYJIIBI, COCTOsIAas u3 18 aro-
MOB yriiepoJia ¥ (OPMHPYIOIIAs CUCTEMY CONPSDKEHHBIX JIBOWHBIX CBsizeil. CriekTp mo-
[JIOMIEHHsT KapOTUHOWJIOB XapaKTepu3yeTcs HamudueM Tmojoc B obiactu ot 400
1m0 500 am (puc. 2.9). KapoTnHOMABI HEKOBAIIEHTHO CBS3aHBI C O€JIKAMHM W JIAIHIAMH
BHYTPH THJIAKOUTHON MEeMOpaHBbI.

Briseiieno 6omee 600 Moaudukammii MOJIEKYISIPHONH CTPYKTYPBI KapOTHHOWIOB, Pa3iiu-
YaIOMIMXCS 0 YHCITY JBOWHBIX CBS3EH, MPOCTPAHCTBEHHOM KOH(UTYpaIMU, COJEPKAHUIO
kuciopona. I[IpocTpaHCTBEHHBIE CTEPEOU30MEPHI (yuc M mparnc) KapOTUHOHUIOB CYIIIECT-
BEHHO pa3IMYyaroTcsd MO (PU3UKO-XUMUYECKHUM CBOWCTBAM M BBIMOIHSIOT Pa3InYHbBIC
¢ysknuu. Ilo conepkaHWI0 KUCIOPOa KAPOTHHOWIBI JIENSAT Ha JIBA KIACCA: KAPOMUHbL
(CyoHsg) — nurmentsl, He copepskamue kuciaoposa (-, B- U y-KapoTUHBL), U KCAHMO-
@uinbl — THMTCMEHTBI, KOTOpbIe cojiepxar Kuciopoy. Cpear KCaHTO(MHUIUIOB BBIIEISIOT
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rusipokcuibHble npousBoansie CyoHs, (OH), — momeun n 3eaxcanmun n snoKkcuHbIe
Hpou3BOJHbIC, HANpuMep euonakcanmun 1 neokcanmun (CyyHsg0,), KoTOpEIE comep-
AT W TUAPOKCUIIBHBIC, U IMOKCHIHBIE Tpymnnbl. Hanbosnee pacnpocTpaHeHHBIMH Kapo-
THHOWJAMH PACTCHHH SBISIOTCS B-KapOTHH M KCAaHTO(QHIUIBI: JIIOTCHH, BHOJAKCAHTHH
U HeoKcaHTHH. Ha spKoM cBeTy B XJIOpOIUIACTaX HAKAIIMBAIOTCS aHIMEPOKCAHMUH
u 3eakcanmui. VIHTEPECHO OTMETHUTH, UTO 6umamur A TpeacTaBisieT coOOH IOIIOBUHY
MOJIEKYJIBI [3-KapOTHHA.

Kaporunonsr
P &
g DUKOdPUTPUH
5
g
=
DuUKOIMaHHH
400 500 600 700

JliHa BOJIHBI (HM)

Puc. 2.9. CiekTpsl HOTIOMICHUS KAPOTUHOUAOB B (PUKOOMINIIPOTEHHOB

DyHKIHM KapOTHHOWAOB B GoTocuHTe3e. KapoTHHOUIBI SBISIOTCS 00s3aTENEHBIM
KOMIIOHEHTOM IHUIMEHTHBIX CHCTEM BceX (DOTOCHHTE3MPYIOLUIMX OpraHn3MOB. MyTaHT-
HbI€ PAaCTEHHSI, JTUIIEHHBIE KAPOTUHOHIOB, OBICTPO MOTHOAIOT. BRIIENSIOT TpH OCHOBHBIE
(yHKINH, KOTOpbIe KAPOTHHOUBI BBIIONHAIOT B Ipoluecce OTOCHHTE3a: aHTeHHAs!, aH-
TUOKCHIAHTHAS U POTOMPOTEKTOPHASI.

Anmennas ynxyus TIPOSBISIETCS B CBETOCOOMPAIONIMX KOMIUIEKCAX W O00YCIIOBJIEHA
BO3MOXKHOCTBIO KapOTHHOHUOB TIOJ] ICHCTBUEM CBETa NEPEXOJUTh B CHHTIETHOE BO30Y-
JKICHHOE COCTOSIHUE. 3aTeM DHEPIusi BO30YKIACHHUS KapOTHHOMIOB PE30HAHCHBIM IyTEM
repenaeTcs Ha ONuM3NIekanryro Moliekyiny xjopodmmura. O0S3aTeNbHBIM YCIOBUEM IS
nepeaayn SHEPTUu OT BO36y>KZIeHHBIX CBE€TOM KapOTUHOMHJOB Ha XJ'IOpO(i)I/IJ'IJ'I SABIISICTCA
YaCTHYHOE TMEPEKPBIBAHNE JIEKTPOHHBIX 00JIAKOB MOJIEKYJ MUTMEHTOB. DTO JIOCTHUTACT-
cs1 OJTU3KUM PaACITOIOKEHUEM XJIOPOPUILIOB M KAPOTHHOUIOB B CBETOCOOMPAIOIIIEM KOM-
mwiekce. KapoTHMHOMIBI CIIOCOOHBI UTPaTh POJb JIOMOIHHUTENBHBIX CEEMOCOOUPAIOUUX
nuemenmog B TOM dacTh coiHewdHoro crekrpa (450—570 uM), Tme cimabo MmorIonaoT
xyopodmibl. DYHKIUM TaKUX JTOTOTHUTEIBHBIX MUTMEHTOB BBIMTOJHSAIOT BHOJIAKCAH-
THH, JIIOTEUH ¥ HEOKCAHTHH. DPPEKTHBHOCTH ITepeHOCa dSHEPTUH OT BO30YKICHHBIX Ka-
POTHHOUIIOB K XJIopopminty gocturaet 85%. AHTeHHas (yHKIMS KapOTHHOUIOB OCO-
OCHHO BakKHA JUIsi BOJHBIX DKOCHCTEM, KyJia XOpOIIO IMPOHHKAKT KBAHTHl CHHETO
U 3€JICHOTO CBETa, HO HaOIroAaeTcs Ne(UIUT KBAaHTOB KPAaCHOT'O CBETa, HEOOXOIUMBIX
IUIST BO30OYXKIEHUS XJTopoduiia.
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Anmuokcuoanmuasn yHkyus 3aKII0OYaeTCS B TOM, YTO KAPOTUHOHMBI CIIOCOOHBI TYIINTh
mpuniemnoe cOCmosiHue X10po@uina U cuHeIemublil KUcI0poo. X0pollo U3BECTHO, YTO
M30BITOK CBETAa MOXKET MPUBOANTH K MOBPEKACHUAM (POTOCHHTETUYECKOTO armapara ak-
TUBHBIMH (hOpMaMH KHCIIOPOJIa, OCOOCHHO CHHTJIETHBIM KHCIIOPOJOM (102 ), KOTOpBIi
o0pasyercsi Ipu B3aUMOACHCTBUN TPUILICTHON (HOpMBI (302) KHCIIOpOJa ¢ TPUIUIETHO-
BO30YKICHHBIM (3XJI*) XJIOPODUILIOM:

X" +3%0, » Xnt+'0,

Kucnopon npu 5TOM NepexonuT B BEICOKOPEAKIIMOHHOE CHHIIIETHOE COCTOSTHUE (102) u
npruoOpeTaeT CrIOCOOHOCTh BBI3BIBATH OKUCIUTENBHBIN paciia/l HeHACHIIIIEHHBIX JKUPHBIX
KHCJIOT, apOMaTHYECKUX M MHOTUX APYIHX coeguHeHuil. OcoOEHHO aKTHBHO 3TH MpO-
LIECChI MPOTEKAIOT B PEAKIIMOHHBIX IICHTpaX GorocrcTeM. MeXaHn3M 3allUTHOTO JACHCT-
BUSI KAPOTUHOMJIOB 3aKJIIOYAETCSl B TOM, YTO SHEPTUsl BO30YKICHUS TPHIUIETHOTO XJIO-
poduIa U CHHITIETHOTO KUCJIOPO/a PE30HAHCHBIM ITyTeM IepelaeTcsl Ha KapOTHHOU/IBL,
a 3aTeM paccenBaeTCs B BHJE TEIUIa.

KapoTuHounzpel Takke BBIIONHAIOT QYHKYUU POMONPOMEKMOopos — 3alUIIaT (GoTo-
CHUHTETHYECKH anmapaTt oT (JOTOOKUCIICHHS Ha CIUIIKOM SIpKOM cBeTy. [lepeximouenne
(yHKUIMH KapOTHHOMIOB C aKKyMYyJHPOBAHUS SHEPTUU CBETA HA €€ paccenBaHHE MPOUC-
XOIIUT B BUONAKCAHMUHOBOM (Kcanmoghunnosom) yukie. Ha CHIBHOM CBETYy BHOJIAKCAH-
THUH IpPEBpaIlacTCsi BHAYalle B aHTEPAKCAHTHH, a 3aT€M B 3€aKCAaHTHH. JTOT INPOLECC
MIPOMCXOJNUT Ha BHYTPEHHEH CTOPOHE THJIAKOUIAHONH MeMOpaHbl M KaTalu3upyeTcs dep-
MEHTOM GUOAAKCAHMUH-0eINOKCUOA301L, AKTUBHOCTH KOTOPOH NPU BBICOKOH OCBEILIEHHO-
CTH BO3pacTaer 3a cueT CHkeHusa pH B momoctu (JroMene) Tunakouaa Ao 5,2. imenno
3€aKCaHTHH CIIOCOOEH paccenBaTh M3JUILEK CBETOBOW HEPTHH B (JOpPME Teria.

BHOJIAKCaHTHUH

\ 0

(usz6btmox céema) autepakcantun (crabwiil céem)

3CaKCaHTHUH

OOparHoe TpeBpallleHue 3¢aKCaHTHHA B BHOJAKCAHTUH MPOHMCXONHUT Ha ClIaboM CBETy
WM TEMHOTE C MOMOINBI0 (DePMEHTa 3eaKcarmun-3noxKcuoasvl. Peakuus smokcuaanum
OCYIIECTBIISIETCSl HA BHEITHEW cTpoHe MeMOpaHbl Triakousa npu pH 7,5 u tpedyeT npu-
cyrcrBusi HAJIOH u xucnopoga. OauH 13 aTOMOB KHUCIOpPOAA BKIIIOUAETCA B 3€aKCaH-
THH, @ BTOpOH mueT Ha obpasosanue H,O. BsammozneicTBue cO BTOPOW MOJIEKYJION
KHCIIOpOJIa IPUBOIUT K 00pa30BaHUIO BUOJIAKCAHTHHA. TakuM 00pa3oM, B BUOJIAKCAHTH-
HOBOM ITUKJIC, B 3aBUCUMOCTH OT WHTEHCUBHOCTH OCBEIIICHHS, 00pa3yeTcs WiIN BHOJIAK-
CaHTUH WM 3€aKCAaHTHH, KOTOPBIE, COOTBETCTBEHHO, aKKYMYIHUPYIOT WJIH PaCCEUBAIOT
SHEPTHIO CBETA.

Cremyetr OTMETHTD, YTO TIEPBOE COOOIIEHNE O TOM, UTO B Iporiecce (HOTOCHHTE3a TIPOUC-
XOJIUT B3aMMOIPEBPAIICHNE KCAHTO(HUIOB C BBIICIICHUEM U TIOTJIONICHUEM KHUCIIOpO/ia
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caenan /. . CanmoxxankoB (CamoxHuKoB U Ap., 1957). OmHako oH mojaraji, 4To Ha
CWJIBHOM CBETY BHOJIAKCAHTHH IPEBPAIacTCs B JIOTCHH, a HE B 3¢aKCAHTHH, KaK BCKOpe
Beistcumn I'. SImamoto (Yamamoto et al., 1962).

2.2.3. DNKOOUNUNPOTEUHDI

IMuanooakrepun (Cyanobacteria), kpacubie Mopckue Bomopocaun (Rhodophyceae)
u kpuntodputel (Cryptophyceae) cozepkar rpymiy MUTMEHTOB, Ha3bIBAEMbIX (HukoOu-
aunpomeunamu. Beissiaeno 6onee 10 THMOB GUKOOMIHUITPOTENHOB — (PUKOIPUTPOOHITH-
HbI, (UKOIMAHOOWIMHBI, ATOPUKOIMAHOOUINHBI, (DUKOIPUTPOIUAHOOMINHEI U p.
BriepBbie 3T HOTOCHHTETHYECKUE TUTMEHTHI ((DUKOLMAHUH ¥ (UKO3PUTPUH) ObUIN BbI-
JeneHbl U3 Bojopocieid B 1894—1896 rr. aBcrpuiickuMm Qusnonorom pacreHuid ['aH-
com Momumem (H. Molisch). ®ukobununporentsl (Kak ¥ KapOTHHOHIIBI) SIBIISIFOTCS
BCIIOMOTATEIbHBIMH ()OTOCHHTETUYCCKHUMH MUTMEHTaMHU.

OUKOOUIMHBI NPEACTABISIOT COOOH mempanupponvHvle cmpyKkmypsl ¢ OTKPBITOH Iie-
b0, UMEIOIINE CHCTEMY KOHBIOTMPOBAaHHBIX JABOWHBIX cBsizelt (puc. 2.10).

HOOC COOH

DUKOIPUTPOOHIHH

HOOC COOH

D

N

H
DduxonuaHOOMIMH

Puc. 2.10. CrpoeHne pUKOOMIHOB

OUKOOMIHHBI SIBISIFOTCS XPOMOMOPHOW HaCTBIO ¢hurodOUrunpomeuno8 — TIOOYITHH-
MOJIOOHBIX OENKOB, ¢ KOTOPBIM OHHU CBSI3aHBl KOBAJICHTHBHIMUA THOI(PHUPHBIMH CBSI3SIMU
(em. npunoscenue 2. Quxobununpomen). Cleayer OTMETUTD, YTO XOTS (PUKOOMIHNHbI Ha-
3BIBAIOT OOBIYHO '"HE3aMKHYTBHIMU TETPANUppoOiIaMHu’ ¥ H300pakaroT B BHJE JTHHEHHBIX
CTPYKTYpHBIX (OPMYJI, HCTHHHYIO (OpPMY MOJEKYJIbl TpaBWIbHEE NPEACTaBIATh
"He3aMKHYTBIM KoabIioM” (puc. 2.11).
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OcTaToK
IHUCTCHUHA

I
= HooC
1
1
1
i
I
[

OcraTtok cepuHa

Puc. 2.11. CrpoeHre MOJEKYIBI (PUKOIPUTPOOIITIHA

OUKOOUIUIIPOTEMHBI UMEIOT OJUH MAKCHMYM TOTJIONIEHHS B JKEIITO-3€JICHON 00JacTu
crnekrpa (500—650 HM) MexIy JBYMSI MAKCHMYMaMH TOTJIOIIEHHS CBETa XJopoduimia-
MU (cM. puc. 2.9). Dta 0COOCHHOCTH MM03BOJIIET, HAIPUMEP, KPACHBIM BOJAOPOCIISIM, KH-
BYIIMM B TIIyOWHE MOPS, OCYIIECTBISATh (DOTOCHHTE3, UCIIONB3Yys TOIBKO cIalbIid TOy-
00BaTO-3eTIeHBIN CBET, MPOIIEIIINI CKBO3b TONITY BOABI. UeM riry0ke oOMTaIOT KpacHbBIE
BOJIOPOCIIH, TeM OOJIbIIIE OHU COJICPKAT MATMEHTOB KPAacHOTO IBeTa (PHKOIPUTPOOHITHU-
HOB 10 CpaBHEHHUIO ¢ XJOpPo(uuIoM. [TMrMEHThI CHHETO HBEeTa — (UKOIMAHOOMIHUHBI
1 anoQUKOIMaHOOMIIMHBI Yallle BCTPEUAOTCs Y MUaHOOAKTEpUH, )KUBYIIMX B MOBEPX-
HOCTHBIX CJIOSIX BOJBI M Ha cyie. s GukoOUIUIPOTEeNHOB XapakTepHa sipkast ¢uiyo-
pecIeHIs — opaHkeBas (C MakcUMyMOM 575 HM) y GUKOIpUTpHHA U KpacHas (C Mak-
cumyMoM 660 HM) y aiouKoIaHuHA.

OUKOOMITUIIPOTENHBI arperupyroT APYr C APYyroM, oopasyst OEJIKOBbIE KOMIUIEKCHI, Ha3bl-
BaeMble uxodurucomamy. OUKOOUIMCOMBI SBISIOTCS OCHOBHBIMH CBETOCOOHPAIOIINMHU
KOMIUIEKCaMH [IMaHOOaKTepHi, KpacHBIX BOAOpOCiel U kKpuntopuroB. Ha moBepxHocTH
THJIAKOUJIHBIX MeMOpaH (PHKOOMIMCOMBI 00pa3yloT YHOpAAOYeHHbIE aHCaMOiM, KOTOpbIE
MPUMBIKAIOT K 3JeMeHTaM (oTocucteM. PUKOOMINCOMBI YCTPOEHBI TaKUM 00pa3oM, 4To
10 90% oHepruu, MOTJIOMIECHHONW (QUKOOMIUIPOTENHAMH, MHUTPHPYET Ha Xjopodui a
U Ucrojib3yercst B (poroxuMuueckux peakuusx. Ha moBepxHocTH QpUKOOMINCOMBI pacHo-
JI0>KEHB! (PUKOSPUTPHHBI, MOTJIOMIAIOINE CBET B KOPOTKOBOJIHOBOH obnactu (570 HM), 3a-
TeM CIenyIOT (PMKOLUMAaHUHBI (MakcUMyM moriomieHus (630 HM), Ommke K THIaKOUTHOM
MeMOpaHe pacrookeHbl aymoduKkoaniHel (650 HM) 1 amnodukonradiHel B (670 HM).
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W3BecTHO, 4TO BOZIAa XOPOLIO MOTJIOIIACT KPACHbIE JIy4dH, KOTOpPbIE, KaK IIPaBUiI0, HE MPO-
HukaroT nryoxke 34 m. JKenras yacTh CrieKTpa 3aepKuBaeTcs Ha TiayouHe 177 M, a 3eie-
Hast — 322 M. 'myGsxe 500 M yke He IPOHHUKAIOT Ja)Ke CHHSS U (DHOJIETOBAsI YACTH CITEK-
Tpa. [loaTOMY y BOIHOI MOBEPXHOCTH OOMTAIOT MPEUMYILIECTBEHHO 3€JI€HbIE BOIOPOCIIH,
rIyOke — IMaH00aKTepuH, elle TITy0Ke — BOJOPOCIH C KPacHOH okpackoit. Hemerkuit
ecrecTBoucnbITaTeNb Teogop Bumbsrensm Oureasman (Th. W. Engelmann) nassam 310
SIBIIGHUE XPOMAMUYECKOU KOMIIeMeHmapHou adanmayueti BOJopocieil. Y BoJopociei,
UMCIOIINX pa3inyHble GOpMBI GUKOOMIUIPOTEHHOB, 3TO SBJICHUE MPOSBIACTCS MIPU HU3-
MEHEHUH CIIEKTPAJIbHOI'O COCTaBa CBETA: NMPH BHIPAIMBAHMUHM HA KPAaCHOM CBETY HpeoO-
nanaet (GUKOIMAHVH, a Ha 3eJICHOM — (DUKOIPHTPHH.

2.3. O6Lee ypaBHeHUe hoTOCUHTE3A

[TepBoe cooOiieHue 0 TOM, uTo "B Ka4yeCTBE MUTATEILHOTO BEIICCTBA, HEOOXOIMMOIO
LUl POCTa, PaCTEHHS MCIOJIB3YIOT IJIaBHBIM 00pa3oM Bo3xyx" ObLIO caenano B 1727 T.
AHTIMHCKAM CBAIIEHHUKOM U HatypaiauctoM CtuBenoMm Xeiincom (Stephen Hales). Ha-
YaJioM K€ IKCIIEPUMEHTAIIFHBIX PaboT B 007acTH POTOCHHTE3a CYUTAIOT PAOOTHI OJHOTO
U3 MEPBOOTKPHIBATENCH KUCIIOPOJa, AHTJIMHCKOTO CBSICHHWKA, XUMHUKa W (uinocoda
JIxoszeda Ipuctnu (Joseph Priestley), nposenennsie B 1771—1780 rr. OH o6Hapyxu,
YTO PaCTCHHUsS CIIOCOOHBI BOCCTAHABIUBATh ""XOpOIIUe KayecTBa" BO3ayxa, "MCIOPUYCHHO-
ro" IpIXaHWEM JKUBOTHBIX WM TOPSIICH CBEYOH, M JENaTh €ro BHOBb NMPHUTOJHBIM IS
JbIXaHusl uim ropenus. B 1779 r. rommanackuii Bpau u ¢pusuk v Marenxays (J. Ingen-
Housz) noBTopsier onbiTel [IpUCTIN ¥ MPUXOIUT K BBIBOIY, YTO, BO-TIEPBBIX, "yIiydlie-
HUe" BO3JlyXa pacTeHUsl CIIOCOOHBI OCYIIECTBISTH TOJBKO Ha CONTHEYHOM CBETY, a, BO-
BTOPBIX, KHCJIOPOJ BBIACIISIOT TOJNBKO HMX 3€JE€HBIE YacTH. B TeMHOTE ke pacTeHus
"yxynmaroT" BO3AYyX, KaK W JKMBOTHbIe. JlanmpHeimme wuccienoBaHus, MPOBEACHHBIE
B 1782 r. mBeinapckuM cpsimmeHHUKOM u 6oTanukom JKanom Cenebbe (Jean Senebier),
MIOATBEPAWIN JaHHble VMIHreHxays3a W MOKas3aid, YTO JJIS BBIACJICHHUS YHCTOTO BO3IyXa
(kaK MMOTOM OKa3aJoCh, KUCIOPOJa) pacTeHHsl B KaueCTBE IMHUTATEIBLHOIO BEIIECTBA HC-
IIOJIB3YIOT JBYOKHCH yIiiepoja, "pacTBopeHHyr B Boje". B mpouecce gorocunreza Ce-
HeObe BUIEN HE CTOJIBKO CPEACTBO "OYMCTKU" BO3[yXa, CKOJIBKO HCTOUYHHK YITIEPOIHOTO
nuTaHus pactennii. Ero cooreuectsennunk, xumuk Huxosma Coccrop (Nicolas-Théodore
de Saussure) B 1804 r. He TOJBKO DKCIEPUMEHTATBHO J0Ka3al, 4TO MpU (HOTOCHHTE3E
NPOUCXOJUT HAKOIUIEHUE YIIEepoJa, HO U yCTaHOBUI, 4To npu accumuanun CO, pac-
TEHUAMH MOTpeOIsieTCs: BOAA.

TodHOE KONMUYECTBEHHOE OTpEeNICHre Tra3000MeHa pacTeHUil mpu (OTOCHHTE3E OBLIO
npoBezieHo B 1864 r. dpaniy3ckum xumukom JKanom-barucrom Byccenro (Jean-Baptiste
Boussingault), koTopsIii IPeaIoKUI H3BECTHOE ypaBHEHHE (POTOCHHTE3A, HCIOJB3YIO-
mieecst 10 CUX Mop:

6CO, +6H,0—“" 5 C.H,,0; + 60,
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2.3.1. UcTo4yHUK BblaeneHusa Kucnopopa
npu oToCHUHTE3E

[MpsiMyt0 CBSI3b MEXIY BBIICICHHEM KHUCIOPOIa U XJIOPOIUIACTAMHU BIIEPBBIC YCTAHOBHII
B 1880 r. Hemerkuii uccienosarens Teomop Bumbrenasm Durensman (Theodor Wilhelm
Engelmann). OH ke BBISIBIII KOPPEISAIMIO MEXKIY KPACHBIM M CHHUM MaKCUMyMaMH I10-
TJIOMIEHHUS XJIOpO(IILIa U MHTEHCUBHOCTEIO (pOTOCHHTE3A.

Tomnanackuit mukpoouomor Ban-Huns (C.V. van Niel) usyugan 6axmepuansusiii pomo-
cunmes (HOTOPETYKIINIO) ¥ CPAaBHUBAI €10 ¢ (POTOCHHTE30M Y pacTeHH. OH 0OHAPYKHT
BBl OakTepuii, ciocobusle k accumunsanuu CO, Ha CBETy, HO HE BBHIICNAIOLINE MPH
stoM O,. Oka3anoce, 4TO MypIIypHBbIE U 3€€HbIEe CEPHBIE OAKTEPHU NPH ACCUMUIISILIHU
CO, B KadecTBe JOHOPA BOJIOPOJIA HCTIONB3YIOT HE BOJLY, a cepooaopos ( H,S):
CO, +2H,S —“" 5 (CH,0) + H,0 +2S

Ha ocuoBanuu 3THX onbIToB Ban-Huims IpuXoauT K BEIBOAY, YTO TEpBUYHAS POTOXMMHU-
yecKas peakius 3akiarodaercsa He B paznoxeHun CO,, a B quccounanuu H,O, u npen-
JIOXKUIT YpaBHEHHUE, KOTOPOE MOAXOAMIO U st (POTOCHHTE3a, U sl (HOTOPETYKIHH:

CO, +2H,A—— (CH,0) +H,0 + 2A

B 3aBucuMOCTH OT TOTO, YTO TPEACTABIACT COOOH AMEMEHT A, MOXKET OCYIIECTBISTHCS
win portocuHTe3 (ecau A — KUCIOPON), Win GoTopenykuus (eciu A — Hampumep, ce-
pa). 310 ypaBHeHHe Ban-Huis chirpaiio BaXHYIO poiib B YTBEPXKIEHHH, 4TO MPH (HOTO-
CHHTE3€ KUCIOPOJ 00pa3yeTcst U3 BOABIL.

Kiaccuyeckue OmbITHI, JOKa3bIBAIOLIME TOUKY 3peHuss BaH-Hwuiist, ObLIM BBIOJIHEHBI
mpodeccopom Kembpumrckoro yausepcutera Poomrom Xumiom (R. Hill) B 1937 r. On
MOKa3aJl, 4YTO M30JIMPOBAaHHBIC XJIOPOIUIACTHI O] ACHCTBUEM CBETa HAUMHAIOT pasjiaraTh
BOJY M BBIACIATH KHCJIOPOI, €CIIH B Cpele MMEIOTCS HEOOXOIUMbIC OKHCIUTEIH —
aKIeNTOPHI AIeKTpoHa ((heppuianu, OCH30XUHOH U T. 1.). [Iporiecc pa3inoskeHus: BOIbI
XJIOPOIIACTAMU C BBIJICJICHUEM KHCIOPOJa B MPUCYTCTBHH aKIENITOPOB JIICKTPOHA
(peaxyus Xunna) wnpet B TpH dTamna:

ceem

1) 4H,0 »4H" +40H"

xXnoponnacmol
2) 40H” —>2H,0+4e” + 0,
3) 6enzoxunoH + 4H" +4e” — > ruapoxuHOH

IIpsiMble aHHbIE, NOKa3biBatonye, 4to O, npu GOTOCHHTE3E OCBOOOXKIAETCA U3 BOJBI,
onuTn TosrydeHs!l B 1940 1. amepukanmamu Comiodnem Pybenom m Maprtuaom Kamenom
(S. Ruben, M. D. Kamen). AMepuKaHCKUE HCCIIEOBATEIN MPOBOJUIN CBOHM JKCIIe-
PUMEHTHI C TSDKEIBIM H30TOIOM 0. Oun mermm BOAY (H1280) WU yTJIEKHC-
JOTY (C1802 ), a 3aTeM JaBayM uX BogopociisiM. Oka3anoch, YTO M3OTOMHBIA COCTaB
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KHCJIOPO/Ia, BBIAEIAEMOT0 (HOTOCHHTE3UPYIOIIUMHU KIICTKAMH, COOTBETCTBOBAJ COCTaBY
BoibI, HO HE CO,

CO, +H30 — (CH,0) + 0,

Crieftyer, OTMETHTb, 4To Kamen 1 PyGeH OTKPBLUIM TAkke pajioakTHBHEIA H3otonm ~4C,
KOTOPBIH BIOCIEACTBHU HCmoiab3oBanu JIx. baccam, D. berncon u M. Kanseun (J. Bas-
sham, A. Benson, M. Calvin) npu u3y4eHun npeBpamieHust yriepoaa B potocuntese (ca.
pazo. 2.5.1). B 1941 r. oredyectBenHblie yueHbie A. I1. Bunorpanos u P. B. Teiic ¢ momo-
IBI0 MAcC-CIIEKTPOMETpa BBIABHIIM, 4To oTHomenne °O/*®Q0 B xucopone, Boigemsio-
nieMcst pu (HOTOCHHTE3E, COOTBETCTBYET OTHOIIICHHIO 0/180 B BozE.

2.3.2. TemHOBbIe U cBeTOBbIe peakuun poToCUHTE3a

Eme B 1905 r. anrnuiickuii ¢pusuonor pacrenuit ®. biakman (F. F. Blackman) na ocho-
BaHWU aHAIHM3a KPUBOW HACKHIIEHUS (DOTOCHHTE3a BHICKA3aJl MPEIIOI0KeHHE, 4TO POTO-
CUHTE3 IMPEACTaBIsgeT Co00M ABYXCTaIUNHBIN MPOLECC, BKIIOYAIONINN (OTOXMMHUYCCKUE
(CBETOBEIE) TIPOIECCH M TEMHOBBIE XUMUYECKUE PEAKITUH.

[Tockonmbky TeMHOBEIE ()epMEHTATHBHEIE MPOIECCHl MPOTEKAIT MEJJICHHEE, 9YeM CBETO-
BbIC, TIPY BBICOKMX MHTEHCHBHOCTSAX CBETA CKOPOCTh (POTOCHHTE3A LIEIIMKOM OYJIeT orpe-
JIENATHCS CKOPOCTHI0 TEMHOBOU peakiini. CBETOBBIE e peaknuu Jud0 BoOoOIIe He 3aBH-
CAT OT TEMIIepaTyphl, JUOO 3Ta 3aBHCUMOCTHh BBIpaK€Ha O4YeHb ciabo, Torjga Kak
TEMHOBBIE PEaKIHMU, KaK M Bce (PepMEHTATUBHBIE NPOLECCH], B 3HAUYUTEIHHOIN CTEleHH
3aBHUCAT OT TeMieparypbl. CiemryeT OTMETHTD TaK)Ke, YTO PeaKlii, Ha3bIBaeMble TEMHO-
BBIMH, MOTYT NIPOTEKATh KaK B TEMHOTE, TaK U Ha CBETY.

DKCTepUMEHTAIIbHBIC I0KA3aTeNhCTBA HATMYHS CBETOBOM M TeMHOBOH (Da3 (hoTocuHTE3a
OBLTH ITOJTYYCHBI B OMBITAX CO BCIBIITKAMH CBETA, JIAITAMUCS TOJIA CEKYHIIBI. BCITBITIIKN
CBETa JUTUTEIHLHOCTHI0O MEHBIIE OJHONW MHILTUCEKYHIBl MOXKHO ITOJIyYUTh JINOO MEXaHH-
YECKH C MOMOIUIBI0 HEMpPO3payHOro AMCKA CO IIENbI0, BPAIIAIONIETOCS Ha MyTH ITyYKa
CBeTa, MO0 SIEKTPHUYECKH, 3apsDKas KOHIEHCATOP U pa3pshkas ero yepe3 BaKyyMHYIO
WJIM Ta30Pa3pSAHYIO JTaMITy.

B 1914 r. A. A. Puxtepom B Poccun u B 1932 1. P. Dmepconom (R. L. Emerson) u
VY. Apuonsaom (W. Arnold) B CIIIA Obina u3ydeHa 3aBUCUMOCTh (DOTOCHHTE3a OT COOT-
HOIIICHHsI CBETOBOTO W TEMHOBOI'O MEPHOJOB. Bo-TiepBBIX, OBLIO BBISBICHO, UYTO (POTO-
CHHTE3 JIy4llle MJET NPU MPEPHIBUCTOM OCBELIEHHU. BO-BTOpBIX, OKa3aiock, YTO €CiIu
ONTHUMAJIBHOE BPEMSI CBETOBOM BCHBIIIKH COCTABIISLIIO 107° ¢, To HauGoee s dexTrBHAS
MPOJIOKUTEILHOCTh TEMHOBOT'O nieproia Obuia (4—=6) - 107 ¢. DTu sBICHNMs ObUIM Ha-
3BaHbl "aghghexmom Omepcona 1" . DMepcoH M APHONBI CACIATH BBIBOJ, YTO MaKCH-
MaNbHBIA BBIXOA (DOTOCHHTE3a ONpeAessieTcss He YHCIOM MOJIEKYJ XJIOpoQHiuIa, Morio-
IIAOIIETO CBET, @ YHCIOM MOJIEKYNl (PepPMEHTOB, KATATM3UPYIOIUX TEMHOBBIC PEAKIUH.
OHM TakXe paccuuTalid, YTO CpPEeIHEe BpEeMs, XapaKTepU3YIOIlee CKOPOCTh TEMHOBOMN
PEaKIuu, COCTABIISAET OKOJIO 2107 c.
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OxoHYaTeNbHbIE T0KAa3aTelbCTBA HAIMYMSL CBETOBOTO M TEMHOBOTO 3TalloB B IpoIecce
¢orocunte3a Obutn monmydensl B CHIA JI. Apaonom (D. . Arnon), M. AmieHom
(M. B. Allen) u ®@. Yot (F. R. Whatley). B 1954 r. oHn ycTaHOBWIIM, YTO XJIOpPOILIA-
CTHl U3 JUCTBHEB LIMHMHATA IIOJ JEHCTBHEM CBETA CIIOCOOHBI BOCCTAaHABIMBATH HAI[QDJr
u cuHre3nposatb ATO:

HAI[q)+ Xjaoponiacmal R HA,Z[@H
ceem
AILCD +q)H XJaoponjacmbul s ATD
ceem

Heckonpko mo3nHee UM yaanoch MoKas3aTh, YTO TOMOTEHAT, TOJIyYeHHbIH U3 CTPOMBI XJIOPO-
IUIACTOB, CIIOCOOEH CHHTE3UPOBATH YIIIEBOAbI B TeMHOTE B ipucyTcTBrd AT® u HAJIOH:

memHoma

14C0O, + AT® + HAJIOH > (1*C)-caxapa

cmpoma  Xjaoponiacmoe

Takum 06pa3oM, B (OTOCHHTE3E €CTh CBETOBBIC M TEMHOBBIC 3Tallbl. B X01e cBETOBBIX
peaKIuii, JIOKAIM30BaHHBIX HA MeMOpaHe THIIaKou/a, UaeT (OTOOKUCIICHIE BOJIBL, BhIJIC-
nsieTcst kucnopoy, cunresupyrorces ATO u HAJTOH:

HAJID* HAJI®H
AJID + @, ATD

2H,0 \ / > O, + 4H* +4e

ceem, MemMopana muiakouod

B TeMHOBBIX peakiusaX HPOUCXOAUT CBS3bIBAHUE YTIICKUCIOTH M 00pa30BaHUE YIJICBOIOB:

4H" +4e” +CO, > (CH,0) +H,0

cmpoma  Xjaoponiacmoe

CymMapHoe ypaBHeHHE (DOTOCHHTE3a UMEET BUA:

ceem

6CO, +12H,0 > CgHy,04 +6H,0 +60,

XjaoponJjacniol

2.4. CBeToBbIe peakuun (poTocuMHTE3a

HaganpHpie craagnuu @OTOCHHTGS& HHOrJa Ha3bIBAarOT IIBHepFeTI/I‘IeCKI/IMI/I BOpOTaMH KH3-
HH'", TOCKOJIEKY IMEHHO B 3TOM IIpoIiecce MPOMCXOANUT TpaHCHOpMAITUs YHEPTHHU DIICK-
TPOHHOTO BO30YXJICHHsI aTOMOB, HHAYIIMPYEMOTO BHUJIUMBIM CBETOM, B JHEPTHIO XHMHU-
YeCKHX CBsi3el opraHudeckux coeanHeHnid. OCHOBHas (opma 3amacaHus SHEPTHU
CBETa — OpraHM3allMs MMOTOKA 3JIEKTPOHOB 10 HAINPABICHHOW IEMH MEPEHOCYHKOB, JIO-
KaJIM30BaHHBIX B (DOTOCHHTETUYECKUX MEMOpaHaXx.

CeetoBas ctamus (POTOCHMHTE3a COCTOWT M3 TPEX ATANOB M BKIFOYAET (HOTODHINIECCKHE
u hoToxummuueckue npoueccel. Ha nepgom smane 3Heprus cBeTa MOTIOMIAETCS, IEPEXO0-
JIUT B DHEPTHUIO DIICKTPOHHOTO BO30YXKJCHHS MUTMEHTOB M MEPEAAeTCs] B PEaKIIMOHHBIH
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ueHTp (Gotocuctem. OtH (poTodH3MUESCKHE MPOIECCHl MPOTEKAIOT CO CKOPOCTSAMHU
10712—10"° ¢ u nokanuzoBaHsI B CBETOCOOMPAIOIINX AHTEHHBIX KOMITJIEKCAX.

Ha emopom ¢homoxumuueckom smane SHepTUs SISKTPOHHOTO BO30YKICHHS TUTMEHTOB
UCHIOJB3YETCS 0/isl pazdesieHus 3apsi006 B PEakIMOHHOM IieHTpe (oTocuctem. B doto-
cucteme ||, Hampumep, AMEKTPOHBI ¢ BEICOKUM YHEPTeTUYECKUM ITOTEHIIMAJIOM OT BO30Y-
JKJCHHBIX TUTMEHTOB (Hggo) nepefaloTcs Ha MepBUYHBIN akuentop ¢peoderud. [Turmen-
THI TIPH 3TOM IIPHXOIAT B OKHCIeHHOe cocTostaue (I1igy) M NpHOOPETaroT CriocoGHOCTh
"OTHHMATB" 3JICKTPOHBI Y OCIKOB KHUCIOPOI-BBIACISAIONIETO KoMILIeKca. Pa3nencHue 3a-
PSAIOB B PEaKIMOHHOM IIEHTpe (POTOCHCTEM SIBISIETCA HEHTPaIbHBIM COOBITHEM (HOTO-
CHHTE3a, IMOCKOJIBKY MMEHHO B 3TOM IIpOIIECCE MPOMCXOJUT MpeoOpazoBaHue Qu3mue-
CKOH (pOpMBI SHEPTUH B XUMUYECKYIO.

Ha mpemvem smane cBeTOBO# cTagnu GOTOCHHTE3a BKIIOYAIOTCS OMOXMMHUYECKUE MTPO-
IIECCHI, B X0JIe KOTOPBIX 00pasyeTcst cuiibHbIN BoccTaHosutenb HAJI®H, cuntesupyetcs
AT®, a npu pOTOOKMCIIEHNH BOBI B BUJIE MOOOYHOr0 NpoayKTa Beiaenserca O, .

O6pasosanne HAJI®H, AT® u O, B TMnakouaax XJOPOILUIACTOB IIPOMCXOAMT IPH IIe-
pEHOCE DIIEKTPOHOB IO ILIENH MEePEeHOCUYHUKOB. JlJisi mepeHoca 3JIeKTPOHOB HEOOXOMMO,
YTOOBI KOKBIH IIEPEHOCUUK OOUEPEAHO BOCCTAHABINBANICSA U OKUCIISIICS, oOeceunBas,
TaKuM 00pa3oM, MEepPeHOC DHEPruH AJIEKTPOHOB MO Iend. BoccraHoBieHue o3Hayaer
MIPUCOEANHEHUE DIIEKTPOHA K MOJIEKYJE MEPEHOCUYMKA, a OKHCICHHE — IOTEPI0 JIEK-
TpOHa MOJIeKyJIoi. JIr00oi 3Tam mepeHoca 3JIEKTPOHA COMPOBOXKIACTCS BHICBOOOKICHH-
€M WJIH MOIJIOIEHUEM 3Heprui. Ha HEKOTOPBIX ydacTKax 3JIEeKTPOH-TPAHCIOPTHON LENH
MIEPEHOC JIEKTPOHA COMPOBOKIAETCS IEPSHOCOM MTPOTOHA.

0 oh* 4+ 120,

Puc. 2.12. benkoBbie KOMIUIEKCHI B MEMOpaHe THJIAKOUIOB: CBETOCOOHMparoIwii KoMruiekc 11
(CCK 1II), porocucrema II (®C II), kommaeke ruroxpomoB bg/f, horocucrema I (OC 1),
ceerocooupatontuii komriekc I (CCK 1), mmactoumanus (ITi), heppenokcun (D),
¢deppenoxcua-HAI®H penykraza (PHP) u AT®-cunrasza (Leister, 2003)
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Bonpmast gacte (OTOCHHTETHYECKHX NUTMEHTOB THJIAKOMIHBIX MEMOpaH HaXOIUTCS
B (hopMe MUTMEHT-0EIIKOBBIX KOMILIEKCOB, 00pa3ys Tak Ha3blBaeMble ghomocunmemuye-
ckue eounuyvl (OCE). ®orocuaTeTHYECKas SAMHHUIA BKIIOYACT aHTEHHBIA (CBETOCOOM-
paromuii) KOMIUIEKC, (PyHKIIMOHAIBHO CONPSHKEHHBIH C peaKIMOHHBIM HeHTpoM. VIMeHHO
OCE sBnsitoTCs CTPYKTYPHOIH OCHOBO MEPBUYHBIX MPOIIECCOB (DOTOCHHTE3a, 00ecedn-
Bas 3 (PeKTHBHOE MOTIIOMIEHNE YHEPTUH (POTOHOB U Tepeaavy €€ B peaKIMOHHEIE IICH-
Tpel oTtocucreM. B MeMOpaHax THIIaKOWIOB BBISBICHO ISITh THIIOB HHTETPAJIBLHBIX Oe-
KOBBIX KOMITIEKCOB (puc. 2.12). 1o murMeHT-0enKkoBbie KoMIuteKchl Gorocuctem Il u |,
xomnexc yumoxpomos bg/f , AT®-cunTa3a 1 MOOUIbHAS AHTEHHA CBETOCOOUPAIOIETO

xomrutekca Il (CCK 11).

2.4.1. AcnmmeTpusa pacnpegeneHus 6enkoBbIX
KOMMJIEKCOB B TUNTAKOMAHbIX MeMOpaHax

benkoBble KOMIUIEKCH HUMEIOT CTPOTO OIpPENEICHHYIO JOKAIU3AINI0 U aCHMMETPUIHYIO
OpHCHTAIIMIO B MEMOpaHaX THIIAKOHWJIOB. PaznnuaroT TpaHcMeMOpaHHYIO U JIaTepalibHYIO
aCMMETpHIO (TeTepOreHHOCTh) BHYTPEHHUX MeMOpaH XJIOpOIacToB. Tpancmembpan-
Has acummempuss BBIPAXAETCS B HEOJHOPOJHOCTH CTPYKTYphl M COCTaBa BHEIIHETO
U BHYTPEHHETO JIMIUJHBIX CIIOEB TUJIAKOUAHOW MeMmOpaHbl. [loaTomy QoTookucieHue
BOJBI IIPOMCXOJUT BHYTPU THIakouna, a BoccraHosierne HAJID®Y no HAILDH —
B CTPOME XJIOPOIUIACTA. 3a CYET JIEKTPOXMMHYECKOTO IpajrenTa noHoB H', Hakamm-
BAFOIIMXCS B MTOJIOCTH THJIAKOW]IA, B CTpoMe uaeT cuHTe3 ATO.

Jlamepanvuas acummempusi 3aKIOYaeTCsl B TOM, YTO MeMOpaHBl THJIAKOWAOB IpaH
U MeMOpaHbl THJIAKOUZOB CTPOMBI CYIIECTBEHHO PAa3IUYAIOTCS MO0 XMMHUYECKOMY COCTa-
BY, CTpyKType u ¢yHKuusaM. [loMrmo 3TOro, CBOWCTBA THIIAKOMIIHBIX MEMOpaH 3aBUCST
OT UX PacloJIOKEHHsI B rpaHe. B rpanax pazinuyaroT mopyessie (KOHLEBBIE), MAPSUHATL-
Hole (OOKOBBIE) U cmaIKogvle (BHYTpUTPaHAIbHBIE, CIIApEHHBIE) 00IacTH THUIIAKOHIHBIX
MeMOpaH (puc. 2.13).

dorocucrema | HaXoauTCAd B THJIAKOHJaX CTPOMBI, @ TaKXKE€ B MapruHaJIbHbIX W TOpLE-
BBIX oOmactsx rpan. @otocucrema Il, B OCHOBHOM, JIOKaJIM30BaHa B 00JIACTH TaK Ha3bI-
BaeMoro "“cmoaxunea" — TUIOTHOTO KOHTAKTa THIJIAKOWJOB, (OPMHUPYIONIUX TpaHy
(cMm. puc. 2.13). IIUTOXPOMHBIM KOMILUIEKC paclpenesieH OTHOCHTEIBHO PAaBHOMEPHO Me-
KAy CTPOMAlIbHBIMH M TpaHajdbHBIMU THIakouaamu. Kommuiekc AT®-cuHTa3bl TOKAIH-
3yeTcs TJIaBHBIM 00pa3oM B MeMOpaHaX THIAKOWIOB CTPOMBI, a TAK)KE B MapTHHAIBHBIX
¥ TOPIIEBBIX 00JIACTIX IPaH.

Heonnopoanoe pacmpenenenune 6eIKOBBIX KOMIUIEKCOB B THIIAKOHMIAX SIBJISIETCS] OCHOBOM
(YHKIMOHANBHOW T€TEpPOreHHOCTH MeMOpaHbl U 00ecleunBaeT BO3MOKHOCTh MEMOpaH-
HOW perynsinuu mnpoueccoB (hortocunTe3a. Hampumep, pacipenenenne OeNKOBBIX KOMIIO-
HEHTOB (POTOCHHTETHYECKMX MEMOpaH U3MEHSETCsl TP U3MEHEHUHN YCIIOBHI OCBEIICHHUSI.
Taxk, pu Bo30Y>KAEHHUN CBETOM BBICOKOH MHTEHCHMBHOCTH MoOmibHas anteHHa CCK Il
MOeT (PochOpHIMPOBATECS, OTHENATECS OT QoTocucteMsl 1l, MuUrpupoBarh Mo TUIia-
KOUJIHOW MeMOpaHe W CBS3BIBaThCs ¢ (oTocucTeMOl . DTO MPHUBOAUT K MOBBIIICHUIO
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MIPUTOKA SHEPTUH B PEaKIMOHHBIN IeHTp (poTocucTemsl I. AKTHBHOCTH IPOTEHMHKUHA3 U,
COOTBETCTBEHHO, (ochopunmpoBanne 6enkoB moomnsHON anTeHHBI CCK Il 3aBHCHT OT
PENOKC COCTOSHUS IJIAaCTOXMHOHOB M KOMILleKca IIMToXpoMoB bg/f . Takum obOpaszom,
nepepacrpeielIeHie CBeTOBOI SHEPIHH MeXIy (POTOCHCTEMAaMU MOXKET PeryIHpOBaThCs
myteMm cBsizpiBanus CCK 1l ¢ dhoTtocuctemoit Il nnmm gorocucremoii I, aro 3aBUCUT OT pe-
JIOKC COCTOSIHUSI OTIENIBHBIX DJIEMEHTOB 3JIEKTPOH-TPAHCIIOPTHOW LENU M aKTUBHOCTH
MIPOTEHMHKNHA3.

Komrmiekc

IMTOXPOMOB b ¢ /f AT(D'C"I'Taga

CaerocoOuparonuii
dorocucrema I KOMIDIEKC 11
) 4
i D
N ~..” Crpoma
Vo dorocucreMa I1 (v s
\ -,
@
L NS
CroKoBBIe 00MaCTH — N Tlomcn
MeMOpaH P& Y, ‘
|
|
F.ams ( \
J \\.//
N 4 /'
| O
- ..//M‘\
( ) , ‘ _f Tunakoun sl
| CTPO
i ) 7 CTPOMBI
wy &

Puc. 2.13. Acummerpust pactpeelieHns: 0eTKOBbIX KOMILIEKCOB B TUIIAKOWIHBIX MeMOpaHax
(Nelson, Cox, 2004)

2.4.2. CtpoeHue cdbotocuctem I, Il 1 komnnekca
LUTOXpPOMOB b¢/f

BriepBble Hjiero 0 CyIeCTBOBaHUH B XJIOPOILIACTaX 08yx ghomocucmem Bbickazan Podept
Omepcon (R. L. Emerson), usyuast 3aBUCUMOCTH 3G (G eKTHBHOCTH (POTOCHHTE3a OT JITHHBI
BOJIHBI CBeTa. Y XJIOPEJUIbl OH aHAIM3UPOBAI BIUSHHUE CBETA HA KGAHMOBHII 6bIX00 (Po-
mocunmesa, T. €. Konuuectso Monekyl O, , BblAeAomuxcs npu GoTocuHTE3E, B pacye-
Te Ha | KBaHT MOTJIONICHHOW dHepruu. Benwuuny, oOpaTHY0 KBAHTOBOMY BBIXOY, Ha-
3BIBAIOT K8AHMOGLIM pacxodom. OH TOKa3bIBAET, CKOJIbKO KBAaHTOB CBETa HEOOXOIUMO,
4TOOBI BBIZICTIIACH OJIHA MOJIEKYJa Kuciaopoaa. OObIMHO BEIMYMHA KBAHTOBOTO Pacxo/ia
HE HIKE 8.
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AddexT ycusenusa IMmepcona. P. JI. Dmepcon ¢ corpyanukamu (R. L. Emerson et al.,
1957) ycraHoBwmin, 9TO y XJIOpeiuTel HamOoiee IPPEKTUBHBIM ISl (POTOCHHTE3a OBLI
KpacHbIH cBeT B AuanazoHe 650—680 uM u cunuii cBet B AnanazoHe 400—460 uwm, T. e.
TOT CBET, KOTOPBII HanOoJiee HHTEHCHBHO IorionaeTcs xJopopmuioM. OHA TakKe BBI-
YHUCIIWIIH, 4TO (POTOCHHTETHYECKas! (P (EKTUBHOCTh KPaCHOTO CBeTa ObUIAa B CpeJHEM Ha
36% OoIbllIe, YEM CHHETO.

B mocnenyromux ombiTax ObUIO MOKA3aHO, YTO €CIIH KJIETKH OCBEUIATh KPACHBIM CBETOM
JUTHHOM BOJTHBI 650—68(0 HM, KBAaHTOBBIN BBIXO]] JOCTATOYHO BBICOK (puc. 2.14).

0,12 -

0,08

0,04

0 [ ]

650 700 650 + 700

KBaHTOBEIN BEIXO/
BeIAenenus O,

JlnmviHa BOJIHBI, HM

Puc. 2.14. Dddexr ycunenns Imepcona

OpHako mpu JaNbHEUIIeM YBEIHYSHUH JTMHEI BOJHBI CBETa (CBBIIIEe 685 HM) KBaHTOBBIH
BBIXOJ] OTOCHHTE3a pe3ko najaaeT. Eciu ke XJjopemry ocBenarh 1 KOPOTKOBOJHOBBIM
(650 aM), 1 IMHHOBOJIHOBEIM (700 HM) KpacHBIM CBETOM OJHOBPEMEHHO, CYMMAapHBIN
addexT Oyaer BhIlle, YeM MPH JACHCTBHH KaXJIOTO BUJA JIy4el B OTIEIBHOCTH. JTO SIB-
JIeHHe TONYYMIIO Ha3BaHUE d¢ghexma ycunenus Imepcona n aggexma Imepcona 2.
VIMeHHO 3T OTBITHI MOCTYKUIH DMEPCOHY OCHOBAaHHEM MPEATIONO0KHUTD, YTO IJISI CBETO-
BBIX MpoLeccoB (POTOCHHTE3a HEOOX0IMMO B3aMMOEHCTBHE OBYX (oTtocucTeM. B nainb-
HEHIIEM yJ1aioch BBIICITUTh U U3YYUTh KOMIUIEKCHI, BXOJISIIUE B COCTaB (POTOCUCTEMBI |
u ¢ortocuctemsl 1.

Crpoenune ¢orocucremsl 11 BICIINX pacTeHHil U 3eJIeHBIX BOJOPOCJIeil T0Ka3aHO Ha
puc. 2.15. PeaknuoHHsIi 1IeHTp GoTocucteMsbl 11 BKITIOUaeT MEPBUYHBINA JIOHOP AJIEKTPO-
HOB — JuMep xjopoduiia a ¢ MakcumyMoM nornomenus 680 HM (Ilggy); aBa mepBuY-
HBIX aKIenTopa 31eKTpoHoB (peodutuna a (Phe); BropuuHbie akenTopbl — MOJIEKYJIbI
mnactoxuHoHa (Qa ¥ Qg). Sapo peakunoHHOro neHTpa porocucreMsl Il cocTaBiIsAOT
JIBa MEMOPAHHBIX OeJKa, M3BECTHBIX Kak D; u D,. O6a aTux Oenka ciy»KaT OCHOBOM IS
CBSI3bIBaHUS OOJIBIIMHCTBA MPOCTETHUECKUX TPYII PEaKIHOHHOTO LEHTPA, BBHITOIHSIIO-
X (pyHKIIMH IEpEHOCYUKOB AIIEKTPOHOB. Jpyrue O6enkn GopMHUPYIOT BHYTPEHHHH CBe-
TocoOupatoumii kKomruieke (43 u 47 x/la), ydacTByIOT B BbIIEIEHUH Kuciopoaa npu ¢o-
ToOKHCHeHNH BoAbl (33, 23 m 16 x/la) nimu BBITIONHSIOT WHBIE QYHKIMH. B kucmopon-
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BBIICJISIONIMIA IIEHTP BXOAST Mn-comepskamuii kinacrep U, Kak KO(haKTopbl, — KaJbIIUH
u xj10p. IlocpeTHMKOM MeXTy KHCIOPO-BBIACIAIOIMM LEHTPOM U Xaopodumiom Ilgg,
ABJISIETCS OCTATOK aMUHOKHUCIIOTHI THpo3uHa (Y5 ) 6enka Dy,

Cretocoouparommii :
| KOMILICKC i B

; e
i QH,
Memopana
THIAKOMIR
IosocTh : &
THIAKOH/IA ! o i
H,O 0, + H*

Puc. 2.15. Cxematnueckoe crpoenue porocuctemsl 11 (Barber et al., 1997)

Crpoenne ¢orocucremsl 1l nmanodaxkrepuii n3yueHo dosee aeranbHo (cm. homomo-
cucmemy |l 6 npunoocenuu 2). Bo MHOTOM OHO OKa3aJioCh CXOIHBIM CO CTPOCHHEM
¢dorocucremsl Il pactenuil. Pentrenoctpykrypusiii aHanu3 ¢otocucremsl |l tepmo-
¢unbHOM nmanobakTepun Thermosynechococcus elongatus, mpoBemeHHBINH — TpyIITON
Jlxeiimca Bapoepa (K. Ferreira et al., 2004), mokasaxn, uto ¢porocucrema Il GpyHkumnonu-
pyeT Kak AUMEp ¢ MOJIEKYJsIpHOM Maccou 650 kJla, KakIblii 13 MOHOMEPOB KOTOPOTO
BktovaeT 19 OenkoB. PeakimoHHBIN HEHTp (TakKe Kak M 'y BBICIIUX PacTEHHii) OopraHu-
30BaH Ha JBYX MEMOpaHHBIX Oellkax ¢ MoJeKy sipHoi Maccoit 32 u 34 xJla (D, u D,, co-
oTBeTCTBeHHO). 'JlromeHanbHBIA" nomMeH nomunentuaa D; ¢dopmupyer Mn-comep-
KAl Kactep KUCIOPOA-BRIIEISIONIero KoMIuiekca. Kaxaplii MoHOMEp (OTOCHCTEMBI
Il conepxut 36 Monexkya xiaopoduiia a U 7 MoJieKys 3-KapoTuHa B KOH(UTYpalluu Bce-
mpanc. [IMTMEHTH BHYTPEHHETO aHTeHHOro koMmimiekca (14 u 16 mMoiekyn xjaopodui-
70B a) cBs3aHbl ¢ Oenkamu CP43u CP47.

B cocraB peakyuonnozco yenmpa ¢dorocuctemsl Il 1ianobaktepuit BXoAsIT 6 MOJEKy
xJopouioB a, 1Be MoyeKylbl heodeTrHa, JBe MOJIEKYIbI 3-KapOTHHA, IIACTOXHHOH
B KOMIUIEKCE ¢ HETeMUHOBBIM Xkele3oM (Qp - Fez+) U IIacTOXMHOH Qpg. JIBe MONEKyIIbI
XJopodmiIia PeakKIMOHHOTO IIEHTPa ¢ MaKCUMyMoM TorJiomeHus 680 HM (Ha3bIBacMbIC
Ilggy) 0oOpasyroT Oumep, nBe OPYTUE, HAa3bIBAEMBIE OONOJIHUMENLHBIMU, PACTIONO0KEHBI
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mexay Ilggy u peodernnom, eme ase (X, u Xiip ) ¢ MAKCMMyMaMH NOTJIONIEHUs 672
u 678 HM, Ha3bIBaeMbIe conposodcoarowumu, cs3anbl ¢ Oenkamu CP43 u CP47. [IBe
MOJIEKYJIBI OMKapOOHAaTa, BXOISIINE B COCTAB PEaKLIMOHHOTO [IEHTPa, y4acTBYIOT B pETy-
JALMHU TTIOTOKA 3JIEKTPOHOB OT INIACTOXMHOHA Qp K MIACTOXMHOHY Qp M CHOCOOCTBYIOT
nporonuposannio Qg. B peakuuonnslii nentp ¢orocucremsl Il Takike BXOAAT LUTO-
XpOM Dssg (cocTosmuit U3 o- ¥ B-CyObeqUHNI) U OSIKH BOJOOKHCIAIONIET0 KOMILIEKCa
¢ MoJIeKyJspHbIMU Maccamu 33, 23 u 17 k/la, a taxke 6enok I (4,8 k/la), HeoOXoaMMBIi
s ero coopku. IlocpeaHNKOM MEXIy KUCIOPOI-BBIACISIONIUM LEHTPOM U XJIOPOdHI-
nom Ilggy ABIAETCA OCTATOK aMUHOKHUCIIOTHI THpo3uHa (Y5 ) Genka D1.

®otocucrema | BpICHINX pacTeHHii U BOAOPOCJIEH TpeacTaBiser co00 WHTETpalb-
HBI TUTMEHT-0EIKOBBI KOMILIEKC MOJIEKYISIpHOH Maccoi okono 340 x/la, cocrosmuit
u3 13 mentunos. B cTpykType KOMILIEKCa BBIACISIOT LEHTPAIBHYIO YacTh U3 ABYX KPYII-
HbIX OenkoB (A u B) u nBa nepudepuiiHpix joMeHa — co CTOpOHEI cTpomsl (Oenku C, D
u E) u croponsi mromena (6enku F u N) (puc. 2.16).

——— OHM+ HALO*

Ctpoma

JTiomeH

hv

Puc. 2.16. Cxematuueckoe crpoerne hotocuctemsl I (He, 1998, ¢ msmeHeHHSIMM)

K xommekcy 6enkoB ¢orocuctemsl I npumbikator 6enku BaemHeld anTeHHsl CCK I (Ha
PHCYHKE He IMoKa3aHo, cM. puc. 2.12). Bbenku A, B u C BKIIOUAIOT HMEPBUYHBIN JTOHOP
3JIEKTPOHOB — JAUMEP XJIOpoGHIIOB a ¢ MakcumyMmMoM noriomenus 700 HM (I1;q);
110 OJHOMY IOTIOJHUTEIBHOMY Xjopodmmry a (A); Mo OgHOW MOJEKyJe NMEPBUIHOTO
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aKienropa — MoHoMepa xiopodumia a (A,); 0 OJHOI MOJeKye BTOPHYHOTO aKIem-
Topa — BuTamuHa K;, dumnoxunona (A;); TepMUHAIbHbIE AKIENTOPbI — OENKH, CO-
nepxamue xenesocepusie (Fe,S,) xmacrepel — Fy, Fy, Fg. OT TepMuHaNbHBIX ak-
LIENTOPOB 3JIEKTPOHBI NOCTYNAIOT HA BOJAOPACTBOPUMBIH kene3ocepHblil (Fe,S,) 6enok
tdheppenokcun (DJI), a 3arem Ha pacTBOopuUMBIH (uiaBonporenH — (eppemoxcua-HAD-
peaykraszy (®HII). JIporiHoi HAOOp AOMOJHUTEIBHBIX XJIOPOPWILIOB (A), MEPBUYHBIX
aknenTopos (Aj) u dunnoxusoHoB (Ay) GOpPMUPYIOT BE NPAKTHYECKH CHMMETPHYHEIE
BETBH TPAHCIIOPTA JIIEKTPOHOB OT IT500 K Fy .

Crpoenne dorocucrembl I unuanodakrepuii (cym. pomomocucmemy | 6 npunosice-
Huu 2). PeHTreHOCTpYyKTYpHbIi aHanu3 dorocuctemsl | TepModuibHON HHaHOOAKTEPHU
Synechococcus elongates (Jordan et al., 2001) nokasain, 4To OoHa (pYHKIHOHHPYET Kak
tpumep. Kaxaprit MoHOMep doTocucteMsl | mmeer MmonekymsapHyro Maccy 356 k/la u co-
crout u3 12 mentunos, AeBsATh U3 KoTOophix (PsaA, PsaB, PsaF, Psal, Psal, PsaK, PsaL,
PsaM, PsaX) umeroT TpancMeMOpaHHBIE O-CIUPAH (T. €. JIOKaJTU30BaHbI B THIAKOUIHON
MeMOpane), a Tpu cyoseaunuibl — PsaC, PsaD u PsaE maxomsrcs B ctpome. B coctas
¢orocuctemsl 1 Tarxke BxomsaT Tpu (ocdomununa u oauH ramakroiunua. Hambonee
kpynueie Oenku PsaA (83 k/la) u PsaB (82,4 x/la) cocTaBisioT sapo (HOTOCHCTEMBI,
a Oemok PsaC (8,9 x/la) BMecTe ¢ ApyrMMH HHU3KOMOJICKYJISpHBIMU Oenkamu PsaD
(15,6 x/Ta), PsaE (8,0 x/1a) u PsaH (10 x/Ia) o6pa3sytor nepudepuiiHbIii JOMEH U y4acT-
BYIOT B CBsI3bIBaHMU (heppenokcrHa. OCHOBHBIE 3JIEMEHTHI 3JICKTPOHTPAHCIOPTHON LeTH
dotocucremnr | ceszannl ¢ Oenkamu PSaA, PsaB u PsaC. BosbIIMHCTBO MHUIMEHTOB
BHYTpEHHEH aHTeHHBI QoTocucteMsl | (xsopoduiiel ¢ U B-KapoTUHBI) CBA3aHHL ¢ Oell-
kamu PsaA u PsaB. Bayrpennuit anTeHHbIi Komiuieke GoTtocuctems! | Brmrodaer 90 mo-
aexyn xyuopodumio u 22 mosiekyn B-kapotuHa (16 U3 KOTOpBIX B KOH(HUTYypaluu Bce-
mpauc, TSTh — B Pa3IMYHBIX BapHaHTaX yuc-KOHPUTYpallMu W OJHA MOJIEKYJIa HEroJI-
HOTO [3-KapOoTHHA).

Komnuieke umuroxpomos bg/f cocrour us yumoxpoma by (umr by), yumoxpoma f
(T f), xenezocepHoro benka Pucke (Fe,S,)g m cyoweounuyer \V (puc. 2.17 u npuno-
acenue 2). Hutoxpom by u cyobenununa |V ssnsrorca Haunbonee ruapoGoOHBIMU dlie-
MeHTaMu KoMiutekca. OCHOBHAs 4aCTh MOJIEKYJIbI IUTOXpoMa f pacronoxkeHa B moiIocTu
THJIAKOUZIa, B TO BpeMsi Kak ee C-KOHIIEBOH Y4acTOK HAaXOAWUTCS HA €ro MOBEPXHOCTH.
IMpocrernyeckas rpymma uroxpoMa f mpencraBieHa remom c-tuma. [IpocTeTHUecKyro
IpyIIy LUTOXpoMa Dy cocTaBsOT 1Ba remMa b-THIa, KOBaNEHTHO CBsI3aHHBIE C OCTaTKa-
MU THCTHUAWHA. JTHU JIBa TeMa Ha3bIBAIOT HU3KOMOTEHIMAIBHBIM (L) 1 BRICOKOTIOTEHITH-
anpHbIM (H) (cootBercTBeHHO ot anri. low u high potential). Ot xommekca uToxpo-
MoB by /f anexTponsl nepenarorces Ha nuactonnanuH (1) — BogOpPacTBOPUMBIH OelIOK,
COZIepIKAIMii IBa aTOMa MM, KOTOPbI BOCCTaHABIMBACT OKHCICHHYIO (hopMy XJIOpo-
¢umna Il;y,. Kommnekc nutoxpomos by/f  dynxumonupyer B THnakougHoit MemOpaHe
B BHJIC JUMepa.
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Crpoma 2 x 2H* . _ Cybnenununa IV
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Puc. 2.17. TpaHcrmopt 31€KTPOHOB U MPOTOHOB Y€pe3 KOMIUIEKC [IUTOXPOMOB De/f
(o Nelson, Cox, 2004): Q — mmactoxuHoH, QH, — miactoxuson, mur bg
u ut f — tmroxpomsl bg u f, by u by — HusKOMOTEHIIMATBHBIH (L)
U BBICOKOTIOTEeHIHAbHBIH (H) rempr riuToxpoma bg

2.4.3. AHTeHHble (cBeTOCOOMpaloLWme) KOMNJeKCbl

Ecnu Obl B mporecce npeoOpa3oBaHusl CBETOBOM SHEPrHMH B XMMHUYECKYIO HMpPUHHMANa
ydacTue Kakaas MoJIeKyJia xjiopoduiia, To Takas cuctema Obla Obl KpaliHe He 3ddexk-
TUBHA, TIOCKOJIbKY JJa’K€ Ha SPKOM CBETY OJlHa MOJIEKYJa MOIJIOIIACT B CpeAHEM | KBaHT
B 0,1 c. Eme B 1932 1. P. Omepcon (R. L. Emerson) u JI. Apraon (D. I. Arnon) Brickazanu
MPEaIONI0oKEHHE, YTO B Iporecce GOTOCHHTE3a OONBLUIMHCTBO MOJIEKYJ MUTMEHTOB BbI-
MOJIHSIET JIMIIb OOCIY)XKHBAIOIIYIO POJIb ''cOOpuuUKos Keanmoeg ceema', TepelaroIinx
SHEPTHUIO Ha PEaKIHOHHBIC LICHTPBI, T1Ie U TPOUCXOAAT (POTOXUMHUYECKHE IPEBPALLICHUSI.

B xmopomnactax MHTMEHTBI OpPraHU30BaHBl B ceemocobuparowue komniekcwvi (CCK),
B KOTOPBIX OCYIIECTRIIIETCS Ipoiiece "cOopa" u mepeHoca SHEPruy OT aHTEHH Ha 0COOBIN
THUIT MOJICKYIJI Xnopodn/mna, BXOJAIINX B COCTaB PCAKIIMOHHOI'O LEHTPA U ABJIAIOIINXCA
N08YUWIKOU dHepeuu 6030ysicoenus. Takas opraHu3anms mpoiecca 'coopa” u mepempauu
CBETOBOW DHEPTrUU olOecrieunBaeT 0ojee WHTEHCHUBHOE (YHKIIMOHUPOBAHUE PEAKIHOH-
HBIX IEHTPOB. B pesynbrate 10 95—99% nornomenHoi MMTMEHTaMt SHEPTHH, [TOTIa as
B PEaKIMOHHBIE IIEHTPHI, UCIIONIL3YETCsl Ha (POTOXUMHUYECKYIO paboTy.

Pasmepsr cBeTOCOOMparONUX KOMIUICKCOB Y PA3JIMYHBIX OPraHU3MOB MOTYT IIUPOKO
BappupoBaTh. OJIMH PEAKIMOHHBINA IIEHTP MOTYT OOCIYXHBaTh JACCATKH M COTHH MOJIC-
KyJ1 TTUTMEHTOB, KOTOPBIE IMOTJIOMIAIOT CBET M MEPEAa0T PHEPTHIO BO30YXKICHHOTO CO-
CTOSIHUSA. Y BOJIOPOCIICH KOJIMYECTBO "00CTyKUBAIONMX'" MUTMEHTOB MHOTIA JIOCTUTAET
HECKOJIBKUX ThICSY. POJb CBETOCOOMPAIONINX KOMILICKCOB Y IIMAHOOAKTEPUIl U KPACHBIX
BOJIOPOCIICH BBIMOJIHSIOT (PUKOOHMICOMBI, B COCTAB KOTOPBIX BXOJAT (PUKOOMIHITPOTCHHBI.
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Bo Bcex aHTEHHBIX KOMIUIEKCAX 3YKapUOT XJIOPODWILIBI a U b, a Takke KapOTHHOMIBI
CBSI3aHEI C OEIKaMU.

Brigeneno 4 tuma cserocodupatonux komriekcoB (CCK) pactennii. [IBa n3 HHUX JOKa-
JIM30BaHbl B PEAKIMOHHBIX LEHTpax (grympennue anmennovl potocuctem Il u ) u cBs-
3BIBAIOT TOJIBKO MOJIEKYJIBI XJopopmia a W [-kapoTwHa. J[Ba APYruX BBITOIHSIOT
GYHKIMU 6HEWHUX C8emOCOOUPAIOwUX anmeHH W CBS3BIBAIOT Xyopobwuisl a u b, B-
KapoTHH W JpyrHe KapoOTHHOWIBI (JIIOTEHH, HEOKCAHTHH, 3€aKCAHTHH, aHTEPaKCAaHTHH
¥ BHOJIAKaCHTHH).

Brympennsa aumenna gpomocucmemsl |l oprannzoBaHa Ha TUTMEHT-COAEPKAIIUX Oel-
kax CP43 u CP47, xoTophle CBA3bIBaIOT 0K0JIO 30 MOJIeKyJI XJIopoduiia @ u 2—3 MoJie-
Kysbl B-kaporuHa. Ha puc. 2.18 nmokasan qumep gorocuctemsl || v ero BHEIIHUI aHTCH-
HBIN KOMILJIEKC.

Lhca3

Puc. 2.18. Anrtennsie koMmiuiekcsl: a — dorocucrema I (OC I);
6 — numep potocuctemsl I (OC 11); 6 — cBerocobuparommii komiueke 11 (CCK 1I)
(Jansson, 1994). CP43 u CP47 — Genku portocucremsr I1;
Lhca (light-harvesting complex 1—6) — nurmenT-cBsi3biBatonue 6enxku 1—6

B cocraB guewneil ceemocodbuparoweri anmennvl GorocucreMsl 11 BXOAAT MIECTh THIIOB
noymnentiaoB (Lhcal—Lhca6) (Standfuss et al., 2005). Tpu u3 uux (Lhcal, Lhca2
u Lhca3) obpasyror tpumep (cm. puc. 2.18, ) u GopMUpPYIOT MOOHIIBHYIO aHTEHHY —
cBerocobuparomuii komruieke II (CCK II). Kaxnwiit Mmoromep CCK II cogepxkut 14 mo-
JEKyJ XJIOpOMUILIOB U 4 MOJIEKYIIBI KAPOTHHOUJIOB (J[BE MOJIEKYJIbI JIIOTEHHA, OJTHY MO-
JIeKyJly HEOKCAaHTHHA M OJIHY MOJICKYJTy BUoJakcaumuna) (cm. npunosxcenue 2. Ceemoco-
oupamenvhoili komnaexc). Moounbras antenHa CCK Il crocoOna "o0cmyxuBats” He
TOJIBKO peaKITMoHHbIe IeHTPHI (hoTocucTeMsl 1I, HO m porocucTemsr 1. OcTanbHBIE TIETI-
THUABl aHTEHHOTO KOMILJIEKCA, Ha3bIBaeMble 'MHHOPHBIMH' , 3aHIMAIOT MPOMEXKYTOUHOE
royiokeHne Mexay sapom dorocucreM u CCK 1L
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B cocraB suympenneii anmennwt pomocucmemot | BXomar okono 90 Monexyn Xiaopodu-
ma a u 22 wmonekynsl [-kapotuHa. CBeTrocoOHparomuii KOMIuieKC (OTOCHUCTeMBI [
(CCK 1), o6pasyiowuii seHnewinioro awmenny, CONEPKUT dYEThIpE THIA THUTMEHT-
cesi3piBaronux OeiaxoB — Lhcal, Lhca2, Lhca3 u Lhca4 u Brimrouaer 80—120 mosekyn
xmopodustoB @ u b u kaporuHouasl (cm. puc. 2.18). benku CCK I (B otiamune or CCK
II) MmeHee OABMKHBI M IPOYHO CBS3AHEI C AAPOM (POTOCHCTEMBI .

B aHTEeHHOM KOMIUIEKCE MUTMEHTHI JOCTATOYHO JKECTKO CTPYKTYPHPOBAaHBI U OPUEHTU-
POBaHBI OTHOCHTEIHHO ApyT apyra. [Tomumo 3toro B8 CCK umeercs 6ombiioit Habop pas-
JWYHBIX CIEKTPaTbHBIX ()OPM MUTMEHTOB C HIMPOKUM U TEPEKPHIBAIOIIUMCS CIIEKTPOM
nornomeHus. B pesynbTare mporcxoaut OBICTpoe (B TEUEHHE 10JICH MUKOCEKYHA) ypaB-
HOBEIINBaHUE YHEPTHH, MOTIOMICHHONH CBETOCOOMPAIOIINM KOMIUIEKCOM, BHYTPH aHTCH-
HBI. B mporneccax MuUrpanuy SHEpruu B aHTCHHBIX KOMIUIEKCaX Y4acTBYIOT CHHIJICTHBIC
BO30Y>KICHHBIC COCTOSIHUSI TUTMEHTOB, KOTOPBIE B BUJIE CUHETIETNHBIX 9KCUMOHO8 OBICTPO
MUTPHPYIOT OT CBETOCOOMPAIOLIMX MOJIEKYJ K PEaKIMOHHOMY LeHTpy. Tak, mepeHoc
SHEPTUU BO3OYXKACHUS MEXKIy MOJEKyJIaMH XJIOpoQwiia B aHTEHHE MPOUCXOIHUT 3a
0,3—0,5 nc, a oT aHTEeHHHI K peaknuoHHOMY meHTpy 3a 50—100 nc. bnarogaps takoit
BBICOKOH CKOpPOCTH Iiepelladya 3HEPrHMUd BO3MOXKHaA 0e3 ¢uiyopecleHnuud. B aHTEHHBIX
KOMIUIEKCAX SHEPrus MepeiaeTcs OT KapOTHHOUIOB K xiopoduiam b, manee k xmopo-
¢Gunnam a M, HaKOHEl, B PEAaKIMOHHBIA HEHTP K aumepaM Xjnopoduianos a Ilggy nmm
I17q, CITy’KaIMM JIOBYIIKAMH SHEPTUM BO30YXKIECHHS "'CBETOCOOMPAIOMIMX" TUIMEHTOB.
B peaknMoHHBIX TEHTpax 3HEPrHsl BO30YXKIeHHS (OTOCHHTETHYECKHX IHI'MEHTOB HC-
MOJIB3YETCsl IS Pa3/IesICHUs 3apsIIOB.

2.4.4. PaspeneHue 3apsaaoB B hoTocucrtemax

Peaxyuonnvimu yenmpamu poTocucreM Ha3bIBAIOT XJIOPOPHILI-OETIKOBBIE KOMILIEKCHI,
CITIOCOOHBIE K MEPBUYHOMY (DOTOXUMHUECKOMY pa3AeliecHHur0 3apsaoB. [Ipu aTom xiopo-
¢bunn Ilggy CITy’)KHUT IEPBUYHBIM JJOHOPOM DJIEKTPOHA B PEAKLIMOHHOM IIEHTpe (oTocHc-
temsl 11, a xmopodumn I1;5) — B peakuoHHOM HEHTpe PoTOCUCTEMBI 1.

OOBIYHO BpeMsl JKU3HU BO30YKIEHHBIX AJIEKTPOHOB apOMaTHYECKHUX COEANHEHUH (B TOM
Yucie ¥ XJI0popuiia) COCTABIAET OKOJIO 5 HC (5-10_9 ¢). 3a TaKoe BpeMsl SHEPTHS BO3-
OYyXJICHHOTO COCTOSIHUSI MOJIEKYJbl JHOO TepexXoquT B Terio, OO0 HCITycKaeTcs
B BUZE KBaHTa (uyopecueHuuu. s Toro yToObl 3Ta SHEPrusi MOIJIa UCTIONB30BATHCS IS
paszeneHus 3apsa/oB U mpeoOpa3oBaHusd (U3NIECKOH (OPMBI SHEPTUU B XMMUYECKYIO,
CKOpOCTh Tepeladyd SHeprud Bo30yKAEHUS NOJDKHA OBITh OOINbIIE, YeM HCIyCKaHHe
KBaHTOB (uryopecueHuuu. [losToMy BpeMs mepenadn 3HEPrUH B PEaKLMOHHBIX LIEHTPax
¢doTocucTeM AOIKHO COCTABISATH HECKOJBKO MHUKOCEKYHZ. ['TlaBHas 0COOEHHOCTH mep-
BHUYHBIX IPOLECCOB (POTOCHHTE3a KAaK pa3 U 3aK/IIOYAeTCs B TOM, YTO OTPBIB 3JIEKTPOHA
oT xjopoduiuia (MEpBHYHOE pa3lIeeHUe 3apsiIoB) U BOCCTAHOBIICHHE IMEPBHYHOIO aK-
nenropa (dheodeTrHa) IPOUCXOTUT OYEHB OBICTPO — 3a 3 MTUKOCEKYHIBI (3><1O’12 col!!
HmenHo mostoMy 3G ¢EeKTUBHOCTE Mepeadn SHEPTHH BO30YKACHHOTO 3JIEKTPOHA B Peak-
OMOHHBIX TeHTpax (orocuctem Omm3ka k 100%. OOpa3zyromasics Ipu 3TOM OKHCICHHAsS
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+ " "
dopma xnopodpumna Ilggy npHOOpeTaeT CHOCOOHOCTH "OTHMMATB" JIEKTPOHBI
y OENKOB KHCIIOPOJI-BBIICISIONIETO KOMILICKCa, a Te, B CBOIO O4YEpellb, — Y BOJBI
(cm. puc. 2.15). Pasoenenue 3aps006 B PEakIMOHHOM LieHTpe (GoTocucteMsl Il ycioBHO
MOJKHO Pa3JeNIuTh Ha TPU dTara.

Ha nepsom smane mop neicTBUEM CBETa MPOUCXOIUT BO30YXKIECHHE MOJEKYJIBI XJIOPO-
¢$unna (HZSO). Ha émopom smane 3neKTpOH mepenaeTcs NepBUUYHOMY aKLenTopy deo-
urnny (3a 3 nc). Ilpu 5ToM XJIOPOdHUILT HEPeXOAUT B OKHCICHHYIO dopmy (Ilgg,),
a ¢eodutnn BoccraHaBmmBaercs (peodutun ). [losBiIeHHEe HECTTApEHHOTO 3JEKTPOHA
B MoJiekye xiopoduna ([gg, ) MHUIMEpPYeT nepexox Ha Hee (3a 20—260 He) a1eKTpo-
Ha OT KHCJIOpOA-BBLAEIAONIEro meHrpa. Ilocpemuukom Mexay Mn-kmacrepom Kucio-
POA-BBLICISIONIErO LeHTpa U [lggy CITYKUT PEAOKC-aKTHBHBIA 0CTaTOK THpO3uHA (Y)
oenka D,. Ha 3axirouumensnom smane SNEKTPOH OT BOCCTAHOBIEHHON (opMbl deode-
THHA IOCTYNAeT Ha NepBU4YHbIM XMHOH Qp (3a 200 mc), a 3aTeM Ha BTOPUYHBIM XMHOH
Qg (3a 100 Mmkc). ITocne 3TOro 31€KTPOHBI yXKe BBIXOIAT 3a MPEAEbl PEAKIMOHHOTO
nentpa otocucremsl |l 1 uAyT Ha BOCCTAaHOBJIEHUE JTUITHUOPACTBOPHMOTO ITyJIa TLIACTO-
XMHOHOB (1 Mc).

[Ipouecc nepsuunozo pazoenenus 3apaoos B doTocucTemMe | MPOUCXOMUT aHAIOTHY-
HBIM myTeM (puc. 2.16). OT BO30YKIEHHOTO MO/ JCHCTBUEM CBETa H;oo 3JIEKTPOHBIL
BHayaje InepeHocarcs (3a 3 I1c) Ha NepBUYHBIA akuenTop xmopodpmmn Ag, 3arem
(3a 40—200 nc) Ha BrOpuuHbI aknenTop GpuinoxuHoH (A;) u Ha Genok Fy (3a 15—
200 Hc). JeHUUT SIEKTPOHOB y OKHMCIEHHOTO Il7p, BOCIOJHSETCS 3a CYeT X I10-
cTyruienuss u3 Qorocucremsl Il depe3 Menp-copepxamuii OENOK — IUTACTOIIMAHWUH
(3a 200 MKc). 3aTeM 3JIEKTPOHBI OT OENIKOB, COAEPKAIIMX >KeJIe30CEpHbIE KIIacTEephl
Fa/Fg dorocuctemsr I, nepenocarcs Ha ¢eppenokcun (3a 15—200 ue). Ilepenoc
3JIEKTPOHA MO0 (OTOCHMHTETUYECKOHN e NPHUBOANT K BOCCTAHOBJICHUIO MIEPEHOCUHKOB
U K MOSBJICHUIO KOHEUHBIX poAykToB — AT® u HAJI®H, koropsie BcTynatot B dhep-
MEHTaTUBHBIE PEAKIUU, CPEIHSS CKOPOCTh KOTOPHIX HAaXOIUTCS B MHJUIMCEKYHIITHOM
(1073 C) Iuama3oHe.

[lon emopuuneim pazoerenuem 3aps006 TOHUMAIOT MPOIECC TEHEpaUd Ha MeMOpaHe
TUJIAKOWJA rpajueHTa NpoToHOB. CienyeT MOAYepKHYTh, YTO DIEKTPOXUMHUYECKUH Ipa-
IUEHT WOHOB BOAOPOAa, (hOPMUPYEMBIA B MPOIECCE pa3zefieHus 3apaa0B Ha THJIAKOUI-
HOW MeMOpaHe, NpEACTaBIsIET COOOU YKe JJEKTPUUECKy0 (OpMy 3HEPrHH, KOTOpas
¢ nomotisio AT®-cuHTa3BI MOKET OBITH TpaHCHOPMUPOBAHA B XMMHYECKYIO dHEPTHIO
Makpo3pruueckoi casu ATO.

Heo0xonumMo oTMETHTH O4eHBb BBICOKYIO 3()()EKTUBHOCTD pasiesiceHus 3apsaoB B (HoTo-
cucreMax. Tak, kBaHTOBas 3P(HEKTUBHOCTH pa3AelieHUs 3apsaoB (T. €. JOJIS MOTIIONICH-
HBIX KBAaHTOB, BBI3BABIIMX IIEPEHOC 3JEKTpoHa B (orocuctemax) Ommska k 100%.
O heKTUBHOCTD XK€ JHEepreTHdeckas (T.e. JOIsS dHEpTruu Bo30YKICHHS, 3amaceHHas
B pe3yabTare (oToXxuMmuueckoro akra) cocrasisger S0—90%.
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2.4.5. ®DoTooKkmucneHme Boabl

OmHUM W3 BaXXHEWIIMX 3BOJIIOIUOHHBIX 'TIPHOOpPETEHUI" >KUBOW TPUPOABI SBISETCS
CIIOCOOHOCTH (POTOCHHTE3UPYIOMINX OPTaHMU3MOB OKUCIATH BOJY C BBIACICHHEM MOJICKY-
JSIPHOTO KUCIIOPOJA 33 CUET 3HEPIUU COJIHEYHOro cBeTa. VIMEHHO OKCHIeHHbIH (oTo-
CHHTE3 NIpUBENl K MOSBICHUIO B aTMocdepe 3HaYUTENbHBIX (21%) KOIMYeCTB MOJIEKY-
JSPHOTO KHUCIOPOJAa, YTO IPHBENO K IEepexoay OHMOIHEpPreTHKH € aHa’pOOHOro Ha
KaueCTBEHHO HOBHIH 1 Oonee 3(h(peKTHBHBIN adpoOHBIN THIT MeTaboIH3Ma.

B pesynbrare pasznmeneHus 3apsnoB B peakIMOHHOM IieHTpe ¢oTtocuctemsl |l obpasyercs
CaMbIil CHJIbHBIM OHOJOrMYECKHH OKHMCIMTENb — XJIOPO(GHILT Hggo, OKHUCITUTEIBHO-
BOCCTaHOBUTEIBHBIN MoTeHIman kotoporo (+1,1 B) mocraTtoden mns okucneHus BosL. Js
00BbsicCHeHHs MexaHnu3Ma (oTooKuciieHus ((hoTosin3a) BoJAbl HaKOOJIEEe YacTO HMCIOJb3YIOT
"runote3y Koka" (B. Kok et al., 1970). B ocHOBe 3T0it THIOTE3bI JICKHUT MPEICTABICHUE 00
"S-cucreme", KoTOpas OCYIICCTBISACT OJHOBPEMEHHOE 4-3JICKTPOHHOE OKUCIICHHE BYX
MOJIEKYJI BOJIBI 0€3 00pa30BaHMsl KAKHX-THOO POMEKYTOUYHBIX MPOIAYKTOB:

2H,0 —>4e” +4H" + 0,

B kucnopoa-Beiaensonmi eHTp BXoaat Mn-conepxkamuii kinactep 6enka D; u, kak Ko-
(aktopel — kanbuuid 1 xjop. CornacHo moxeian Koka "S-cuctema" OKUCIICHHUS BObI,
B 3aBUCHMOCTH OT YPOBHS OKHCJICHUS MOHOB MapraHiia, MOXXET HAaXOMUThCS B MATH
(yHKIIMOHANBHO PA3IMYHBIX COCTOSHUAX — Sy, S, S,, Syu S, (puc. 2.19).
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Puc. 2.19. S-niukn dporooxucnenus Boasl (Tommos, Babcock, 2000):
[Tggp — peakumoHHbBIH IEHTP GoTocucteMsl I xmopodumt a; Yz — 0cTaTOK aMHUHOKHUCIOTHI
Tupo3uHa 6enka D1; Sp—S, — ypoBHH OKHCIIEHHS HIOHOB MapraHiia
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B xone Tax HaspiBaeMoro "S-mukia" MPOMCXOIUT ITOCIEIAOBATEIbHOS M3MCHCHHUE Ba-
JIGHTHOCTH COCTABIISIOIIMX KJIAaCTep aTOMOB Maprasma. [lepexoq w3 OJHOTO COCTOSHUS
B [IOCTIEIyIOIIee TIPOUCXOAUT NP MONAAaHUN OJTHOTO KBaHTA CBETA M YAAJCHUU OJJHOTO
U3 JIIEKTPOHOB M3 CHCTEMBI 4€pe3 OCTATOK aMHMHOKHCIOTHI THpo3uHa (Y7 ) Oenka Di.
Brlenenne MOJNEKYJISIPHOTO KHCIOpPOJa M3 JBYX MOJIEKYJ BOABI MPOHUCXOAUT JIMIIb
IpH NEPEXOJIe U3 COCTOSIHUA S; B COCTOSIHME S,, NPHYEM, HOCKOJBKY COCTOSHHE S,
HecTabMIIbHO, OHO cpasy e mepexoauT B Sy. Ilpu okucieHHH IBYX MOJIEKYI BOJBI
B 4-TaKTHOM IIpOIIECCE OKHCICHHS TAaKXKe COBEPIIAETCS IOCIEeIOBATEIbHOE BBIICICHNE
4-X IPOTOHOB B JIIOMEH THJIAKOUJA.

YeThIpexTaKTHAsK [IUKIMYHOCTD IIPOLIECCA OKMCIICHUS BOJBI U BBIIEIEHHS KHCIOPO/IA IIPU
dorocunTe3e ObLIa moaTBepiKaeHa B padote P. Joliot et al. (1969). Pactenust oceermia-
JICh Ceprell MUKPOCCKYHIHBIX BCIBIIICK CBETA. 3a TAKOES BPEMsI KaXKIbIii PEaKI[MOHHBIN
uentp dorocuctemsl |l ycrieBaer moayuuTs TOJIBKO OJUH KBAaHT CBETA M, CIIEI0BATENLHO,
Ka)KIblii MApraHLEBbIi KOMIUIEKC OKUCISETCS JMIIb OJHAXK/IbI. BBUIO YCTaHOBJIEHO, YTO
MaKCHUMaJIbHOE BbIJEJIEHHE KUCIOPOJa HAOIIOAAETCS Ha KakIyH0 YETBEPTYIO MO CUETY
BCIIBIIIKY CBETA, OTPaXkas YETHIPEXTAKTHOE HAKOIUIEHHE OKHMCIIMTEBHBIX SKBHBAJIEHTOB
B Mn-coznepkalieit cucteMe OKUCIEHHS BOJIBI.

CrnenyeT OTMETUTh, YTO MPHOOpeTeHHas Oojiee 2 MIpJ JIET Ha3aj CIOCOOHOCTH (HoTo-
CHUHTE3UPYIOIINX OPTaHU3MOB K BBIJICIICHHIO MOJIEKYJISIPHOT'O KUCIIOpOJia MpHBeEJa K pe-
BOJIFOITMOHHBIM HpeO6pa3OBaHI/I$[M Ha 3emite. B 3TOoT MOMEHT IMPOUCXOIUT OKHCJICHUC
COCJIMHEHMH >Kelie3a, cepbl U Maprana. J{o MmosBIIeHUs] KUCIOPO-BBIIEISIOMMIX (HoTo-
CHUHTE3UPYIOIINX OpraHn3MoB arMochepa 3emiu Oblla pa3pekeHHON M cocTosuia TiaB-
HbIM 0Opasom u3 CO, u ammmuaka. [lo mMepe yBenuueHus ComepKaHus KHCIOPOJa BO3-
pacraeT OKUCIeHHEe aMMHaKa M B aTMoc(epe 3HAYMTEIbHO YBEIHUUBACTCS COICPIKaHUE
MOJIEKYJISIPHOTO a30Ta. DOTOCHHTE3, COMPOBOXKIAAIONIUIC 00pa30BaHIEM OPraHUIECKUX
COCIMHEHUM, IIPUBOAMT K PE3KOMY CcHIKeHHIO (Oonee yem B 100 pas) coxepxanns CO,
B arMmocdepe. B pesynbraTe mepBUUYHAs paspekeHHas atMmocdepa IpeBpaiaeTcs
B IUIOTHYIO 230T-KHCIOPOAHYIO, & B BEPXHUX CIOSX aTMOcepbl PopMUpyeTcs CIIOH 030-
HA, 33JIeP>KUBAOLIHIA OMACHYIO JIJIsl XKHBBIX OPTaHU3MOB YJIbTPA(QHOIETOBYIO PaIUAIIHIO.

2.4.6. Z-cxema poTOoCUHTE3a U TPAHCMNOPT INIEKTPOHOB
B dotocucremax I mli

Z-cxema ¢otocuHTe3a. [lociiea0BaTeIbHOCTh PACIIONIOKEHUS OTACIbHBIX DIIEMEHTOB
anekTpoHTpancnoptHoit nenu (DTL]) B THIaKOMAHBIX MEMOpaHax XOPOILIO WILTFOCTPUPY-
eT Tak HasbiBaeMas Z-cxema gpomocunmesa (cm. puc. 2.20). Ha aToit cxeme mpecTaBie-
Ha IOCJIEA0BATEILHOCTD TiepeHoca 1eKTpoHoB B DTL y GpoTocHHTETHUECKUX OpraHm3-
MOB. BepTUKaIBbHBIMU JUIMHHBIMH CTpEJKaMU II0Ka3aH MpPOIecC IOTJIONICHUSI CBETAa
B PEaKIMOHHOM IIEHTpE U Iepexos Monekys xnopodumnos Ilggy u 1559 B BO30Oyx)aeH-
HOE€ COCTOSIHME (COOTBETCTBEHHO HZSO u H;oo ). CIUIOIIHBIMU CTpENKaMH OTMEYeH
HeYUKIuYecKutll nepeHoc 21ekmponos 1o uend. CTpelikaMH ¢ TOYKAMHU M ITyHKTHPOM
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TIOKa3aH YUKIUYEeCKUll nyms 21ekmponos B dporocucreme | u peaxyus Menepa. llpu He-
UKJINYECKOM TpaHcnopte 3ekTpona B ¢orocuctemax [ u Il cunres ATD conpsiken c
obpazosannem HAJI®H u Beinenenuem O,. B ciydae nMKIMYECKOro mepeHoca dieK-
TPOHA MO 3aMKHYTOMY YYacTKy Iienu B (hoTocucteme | B KauecTBe €MUHCTBEHHOTO MPO-
nykrta obpasyercsi AT®. ChenyeT OTMETUTh TaKXKe, YTO OTJACIIbHBIC 3JIEMEHTHI 3JIeKTPOH-
TPAHCTIOPTHOW M PACIOJIOKEHBl B COOTBETCTBUHU C BEJIMYMHOM UX OKHCIUTEIBHO-
BOCCTaHOBUTENFHOTO (pemokc) moreHrmana. llpu ¢doTocuHTE3e OKHCIUTENHHO-
BOCCTaHOBHUTEJBHBIC TOTCHIIUABI PEAKIUN TePeHOCca AIEKTPOHOB OOBIYHO JISKAT B Ua-
nasone ot +0,82 B (H,0/0, ) no —0,42 B (deppenokcun).

Tpaucnoprt 31exTponoB B porocucreme I1. [Ipu mormomenun snepruu horocucTeMoit
II xnopodpunn Ilgg, mepexomur B Bo30YKAEHHOE COCTOSHHUE (HZBO) U MepelacT dJIeK-
Tponbl eodutury. OkucieHHas popma xnopopuiia ( [1ig,) BOCCTAHABINBACTCS DIIEK-
TPOHAMH, MOCTYNAIOMIUMH OT THPO3MHOBOro ocrarka (Y,) Oenka D1 peakumonnoro
nentpa ¢orocucreMsl Il (cm. puc. 2.15 u 2.20). Boccranosnenne okucieHHONW (GopMbl
Y7 OCylIeCTBIAETCS 3IEKTPOHAMH, BbLIETAOIMMUCA TIpU (QoTooKHcIeHnH BoAbl. OT
(deoduTHHA IEKTPOHBI HAYT HA IUIACTOXMHOHBI. BHavane mpoucXoauT BOCCTAHOBIICHUE
MOJIEKYJIBI "TIEPBUYHOTO" XUHOHA Qp , @ 3aT€M — TEPMHUHAIILHOIO aKLENTOpa JIEKTPO-
HOB "BTOpUYHOro" xuHoHa Qg. Jlanee uepes Mys JMIMIOPACTBOPUMBIX IJIACTOXMHOHOB
(Q) 1 xommieke HUTOXpoMoB b /f snekTpoHkl MepenarTcs Ha BOJOPACTBOPUMBII OeI0K
IUIACTOLMAHNH, KOTOPbII BOCCTAHABJIMBACT OKHCICHHYIO (hopMmy xiopodpuimia 15y, .

E B
-1.0 -
Linknuueckoe
occhopunvposaHue \
-05} ‘Deppel-‘lOKCVlH cDeppenoxcvm
I I TRHapot
A Peakums |
Ngeo ﬂnaCTOXLTHOZ Menepa y
N utT
0 . Lyt f Oz

6enok Pucke
I'InaCTouwaHMH

W
05
An¢ + ¢H AT
0, /I/ dotocucrema |
1.0
Hzoie’ —

\ Ceer
- Mego
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Puc. 2.20. Z-cxema niepeHoca 3JIEKTPOHOB B POTOXUMHUIECKHIX PEAKITHIX
y poTocurTeTHYECKHX Oprann3MoB (1o Allen, 2004, ¢ 1omOTHEHUIME)
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Cremyer OTMETHTB, YTO HanOoJee YSI3BUMBIMU 3BEHBSIMU (DOTOCHHTETHYECKOTO armapa-
Ta, KOTOpbIE B TIEPBYIO OYepeb MOBPEXKIAIOTCS TPH JCHCTBHUHM TaKUX CTPECCOBBIX
(aKTOpOB, KaK MOBBIIICHHAS U MOHIKCHHAsI TEMIIEPATypa, BEICOKAsk HHTEHCUBHOCTD BH-
JMMOTO CBETa, YIBTPa(QHOIETOBOEC H3TYUICHHE U TSHKEIbIE METAJUIBI, SIBISIOTCSA (POTOCHUC-
tema |l 1 cucrema oTocuHTETHYECKOTO OKHUCIEHHs BObl. MHrnOupyromuit addext 6o-
nee 50% repOMIMIOB OCHOBaH Ha HMX CIIOCOOHOCTH MOAABIATH MOTOKH 3JIEKTPOHOB
B (hotocucteme Il, 9T0 MPUBOIUT K OCTAHOBKE BCETO MpoIlecca POTOCHHTE3A.

Tpancnoprt 3;1exTponoB B ¢porocucreme I. [Ipu nmornomennn suepriun cBera GoTocuc-
temoii I xnopodumnn Il;y, mepexoauT B BO30YXkJEHHOE COCTOSHME (H;OO) U mepenaet
37I€KTPOH NMEPBUYHOMY aKLenTopy — xuopodumty a (Ag), a 3atem umnoxunony (A,)
(cMm. puc. 2.16 u 2.20). Hdanmee ciaemyer cepus MEMOPaHHO-CBS3aHHBIX JKEIE30CEPHBIX
oenkoB (Fy, Fn, Fg), 4epes KoTOpble SIEKTPOHBI IOCTYHNAIOT Ha (EPPeOKCHH.
Ot deppenokcuna yepes ¢uaBonporen — deppenokcur-HAJID-peaykrasy 3J1eKTpOHbI
uayT Ha BocctaHoBnenne HAJI® mo HAJIDH.

2.4.7. MexaHM3M TpaHCNoOpTa 3NIeKTPOHOB U NMPOTOHOB
B KOMMJIeKce LUTOXPOMOB bg/f

B npomuecce TpaHcnopra 31€KTPOHOB B KOMILIEKCE LUTOXPOMOB N /f  mpoucxoaut dop-
MupoBaHue mnactocemuxurona (Q°) U mociemyIomee ero BOCCTAHOBIEHHE 0 MIACTO-
xuHona (puc. 2.21). JIMnuaopacTBOPUMBIC IUIACTOXHHOHBI PabOTAIOT Kak "MBYX3JeK-
TPOHHBIE BOPOTA", TIOCKONBKY B X0Ji¢ OKHCIeHHs miactoxuHona (QH,) oamu u3 aByx
3JIEKTPOHOB T10 JTMHEWHOM IIeTIH HaIpaBigeTcsl B poTocucTeMy I, a BTOpOil 37IEKTPOH T0-
CTymaeT B IIMKJI IUTOXpoMoB b /f (puc. 2.22).
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Puc. 2.21. BoccraHoBlieHuE XHHOHA B CEMUXWHOH W THIPOXHHOH.
CTpoeHure TIacCTOXUHOHA
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TakuM MyTeM JOCTHraeTcs yBEIHYCHUE KOJIMUYECTBA MPOTOHOB, MEPEKAYMBACMBIX Yepe3
MeMOpaHy BHYTpbh THJIakouja. B muroxpome b MMeEIOTCS 1Ba OTAENBHBIX CaiTa s
CBA3BIBaHMSA BoccTaHOBIeHHOM (QH, ) 1 okucnennoi (Q) GopM MmIacTOXHHOHA.

Ha nepsom srane (a) nocne okucnenus miactoxunona (QH, ) oauH u3 211eKTPOHOB nepe-
naetcs Ha 6enok Pucke (FeSg ) u nanee Ha uroxpom f, mnacronmanus (i) u xnopodumn
1549 (puc. 2.22, a). Bropoii 31MeKTpOH HIET Ha HU3KOMOTeHIMaNbHbIH (L) remM uroxpoMa
bg . OT BoccTaHOBIEHHOTO reMa L 31eKTPOHBI MOCTYNAIOT HAa BBICOKOIOTEHIHAIBHEINA TeM
(H) muroxpoma by u nanee Ha mmactoxuHoH (Q), KOTOPBI BOCCTAHABIMBAETCS B ILIACTO-
cemuxunoH (Q° ). B uTore /1Ba POTOHA BHIKAYHBAIOTCS BHYTPh THIIAKOUA.
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Puc. 2.22. MexaHu3M TpaHCIOPTA SIIEKTPOHOB M IIPOTOHOB KOMIUIEKCOM LIUTOXPOMOB Dg/f
(Taiz, Zeiger, Blankenship, 1998)

Y

Ha Bropom stane (puc. 2.22, 6) IpOUCXOANUT OKUCIICHHE €Ille OJHOW MOJIEKYJIbI TUIACTO-
xunona (QH,). OnuH U3 3NMEKTPOHOB HAET NO JIMHEHHOM 1enu ot G6enka Pucke (FeSg )
4epe3 uuroxpom f, Ha rulacroumanut u porocucremy I. Bropoii xe 25ieKTpoH uepe3 Hu3-
KOMOTeHIMabHbIH (L) 1 BeicokonmoTennmanbhbi (H) remsr muroxpoma by mocrymaer Ha
nnacrocemuxunon (Q°) u BoccTamaBmmBaer ero jo miactoxunona (QH,), mpu 3Tom
MIPOUCXOJIUT CBSI3BIBAHKE JIBYX MPOTOHOB M3 CTPOMEI. B pe3ynbraTe eie JBa NMpOTOHA
MOMNAAI0T B MOJIOCTh TWIaKouJa. Takum o0pa3oM, B MPOIIECCE TPAHCIIOPTA DICKTPOHOB
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yepe3 KOMILIEKC IIUTOTOXPOMOB g /f Ha Kakzable 2 21eKTpOHa, MOCTaBIseMbIE B (HOTO-
cucteMy [, depe3 TWIakoMIHYHO MeMOpaHy mepeHocutcs 4 mporoHa. DopMmupyemsiit
rpaauent noHoB H' nanee ucnonbsyercst Ha cunte3 AT®.

2.4.8. UMKNUYEeCKUN TPAHCNOPT INEKTPOHOB
n peakuus Menepa

[TomMuMoO AMHEWHOTO, UM HEUMKJIWYECKOTO ITyTH 3JIEKTPOHOB OT BOJBI K OKHUCIEHHOMY
(heppenokcuHy, B XJIOpOIUIACTaX CYMIECTBYIOT albTePHATHBHBIE ITyTH TPAHCIIOPTA DJIEK-
TPOHA, HE MPUBOAALINE K BOCCTaHOBIEHHIO HAJID" — UMKIMYECKHUI MOTOK 3JIEKTPO-
HOB B (hoTocucteme I, mUKIMYECKHil TPaHCIIOPT AIEKTPOHOB B (poTocucteme I, a Taxke
MIOTOK JIEKTPOHOB OT (hoTocucTeMsbl | Ha kuciopon (peakuus Mernepa).

Huxnuueckutl nomox snexmponog ¢ gomocucmeme |l cBsi3aH ¢ TPaHCIIOPTOM DIEKTPO-
HOB OT BOCCTAHOBJIEHHBIX IIACTOXUHOHOB (Qp M Qpg) 00paTHO B peaKIMOHHBIN LIEHTP
K OKHCICHHOMYy murmeHry Ilgg,. B 9ToM mpomecce yd4acTBY:OT LUTOXpPOM D,
B-KapoTHH M COIPOBOXKAAIONIME MOJIEKYIbl Xnopodumnos ( Xn, mm Xip ). Huxamae-
CKUM TIOTOK 3JIEKTPOHOB B (porocucteMe Il sBIsAETCS 3alUTHBIM MEXaHHU3MOM, KOTOPBIi
BKJIIOYAETCSl, KOTAA 3JEKTPOHTPAHCIOPTHAS LENb THJIAKOUIOB HE CIIPABISETCS C YTHIIU-
3allMel CBETOBOW YHEPTUH WM TIPH MTOBPEXKICHUN CHCTEMBI (POTOIIHM3a BOJIBL.

B yuxnuueckom mpancnopme snexmponog gpomocucmemut | yaaCTBYIOT KOMIUIEKC I[UTO-
XpoMOB b /f, myn mmacToXxuHOHOB M (epMEHT (eppenoKCHH-XUHOHOKCUIOPELyKTa3a
(cMm. puc. 2.20). B 3TOM ciiydae 3JIeKTPOHBI OT BOCCTAHOBJEHHOTO (peppemoKCHHA HIAYT
He Ha BoccTanoBnenne HAJID', a mepeHOCATCS HAa MIACTOXMHOHBI (C HOMOIIBIO (eppe-
JIOKCHH-XMHOHOKCHJIOPE/IyKTa3bl), Jajee Ha KOMIUIEKC LuToxpomoB bg/f , a 3arem
K OKHCIEHHOMY I17,. ENMHCTBEHHBIM pe3ysIbTaTOM TAaKOro LHKJIMYECKOrO IIyTH TPaHC-
[opTa 3JICKTPOHA SBJISETCS CO3JaHKe MPOTOHHOTO I'PaJHMeHTa Ha THUJIAKOMIHONW MeMOpa-
HE, KOTOpbIN ucnonb3yeTcsd Ha cuHTe3 AT®. [lukinnueckuii MOTOK 3JIEKTPOHOB OOBIYHO
HE3HAYUTEJIEH, OJIHAKO €r0 aKTUBHOCTh, HAIIPUMED, B KieTkax oOknanku C,-pacTeHui,
MOXKET CYIIECTBEHHO BO3pacTaTh. L[MKIMYeCKHii MOTOK 3JIEKTPOHOB MOXKET OBITH allb-
TEPHATHUBHBIM ITyTEM UCIIOJIb30BAHMS SHEPIHH CBETa IPU €ro 30bITKE.

B peaxyuu Menepa (Alan Mehler, 1951) BbicOKHit BOCCTAHOBUTENBHBIN ITOTEHIMA, Te-
HEPUPYEMBIH Ha akKIENTOPHOU cTOpoHe (PoTocHcTeMBI |, pacxoayeTcs He HA BOCCTAHOB-
nenne HAJI®', a ucnonp3yercs Uil BOCCTAHOBIIEHHSI KHCIOPOJA ¢ 0Opa3oBaHUEM BO-
161, TToaTOMy 3TOT MpoIiece Ha3BIBAIOT Takxke yukiom "eoda—eoda” (puc. 2.23).

[TepeHOC 3MEKTPOHOB Ha KUCIOPO] MOXKET OCYIIECTBIATLCSA KakK ¢ (heppeOKCHHA, TaK U
C JKEJIE30CEPHBIX KIacTepoB 0enkoB Fo u Fg. DTOT mpomece HaeT B HECKOIBKO 3TaloB:

)0, +e > 05
2) 205 +2H" - H,0,
3) H,0, + 2ackopbar — H,O + 2mMoHOAETHApOacKOpOaT
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Puc. 2.23. Iukn "Boga—soma" — peakims Menepa (Ort, Baker, 2002, ¢ u3sMeHeHUSIMH):
®OCII — dorocucrema II; ®CI — dorocucrema I; Q — mIacTOXUHOH;
QH, — mnacroxunoin; Lum bf — xommekc nuroxpomos bg/f; Iy — miactonmanu;
OHP — ¢eppenoxcun-HAJIDPH penykrasza; ®x — deppenokcus;
COJ1 — Cu-Zn-cynepokcumucmyTtasa; MJIA — MoHOAETHAPOACKOPOAT;
ATIO — ackopbaTnepokcuaasza

Bropylo M TpeThI0 pPEaKIMHM KaTaJU3UPYIOT, COOTBETCTBEHHO, Cu-ZN-CynepoKcui-
JMCMyTa3a U ackopbarmnepokcuaasa. [loaToMy 3TOT mpoliecc WHOTa HA3bIBAIOT (ACKOD-
bam)nepokcuoasnwiii nymos Menepa. Axtusable popmsl kucnopona (O3 , H,0,), obpa-
3yIOIIMecsT B MEPOKCHIA3HOM MyTH Mesepa, MOTYT HOBPEXIATh (POTOCHHTETHYECKHUN
amnmapart, a TakKe MUrpaTh BaKHYIO POJIb B IIPOIECCAaX PeIOKC-CUTHAMM3auu. [1pu Hanm-
YUK JIOCTATOYHOTO KoJiMdecTBa okucieHHoro HAJID' mpakrtuyecku Bech IMOTOK DIEK-
TPOHOB HJET Ha ero BoccraHosienue. [pu neduuure HAJI®" npoucxoauT mepexiro-
YEHHE MTOTOKA DIIEKTPOHOB HA KHCIIOPO/T M 3aITyCK peakiu Menepa.

2.5. ®oTtochpochopunnpoBaHme

B menu (hOTOCMHTETHYECKOIO TPAHCIIOPTA 3JCKTPOHOB MUMEIOTCS JBa y4acTKa, Ha KOTO-
PBIX IIPOLECC MEPEHOCA HIEKTPOHOB COMPOBOXKIAETCA TPAHCIOPTOM HOHOB HY BHYTpH
Tinakon0oB. OUH U3 HUX CBSI3aH C (POTOIM30M BOJBI BOAOOKHCIISIFOIIAM KOMILIEKCOM
dorocuctemsl 1I, 1pyroit — ¢ okucIeHUEM MOJIEKYJIbI IIIacTOXUHONA D /f -KoMmIexcoM.
OHeprus, BBIACNAIOMASACS TIPU OKUCIICHUH, TPAHCPOPMHUPYETCS B DIEKTPOXUMHUYECKUI
rpaguenT nonoB H' Ha memOpane Tunakoupa. JlanpHeliue sHepreTHuecKue IpeBpa-
meHus: ocymecTBIstoTcss ATd-CMHTa3HBIM KOMILJIEKCOM, KOTOPBIA OCYIIECTBIISIET
TpaHCcHOPMALIHIO TEKTPOXUMHUYECKOTO TPAJMCHTA MTPOTOHOB B SHEPTUI0 MaKpOIPTrude-
ckoii cBsa3u ATO.
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2.5.1. XeMMoCcMOTUYECKUN MeXaHU3M cuHTe3a ATOD

Mexaamm  pochopunupoBanust AJ[D, compspkeHHBIA ¢ pabOTOH 3IEKTPOH-TPAHC-
MOPTHOM LNy Ha CONMPSTraloluX MeMOpaHaX, OOBSCHIET XeMUOCMOMUUECKAs meopusl,
paszpabortannas B 1961—1966 rr. mpuMeHUTETHPHO K MUTOXOHIPHUSM AHTIIHHCKAM OHO-
XUMHKOM, HOOeneBckuM staypeatom [Turepom Mutduesiom (P. Mitchell). Ou BBen moms-
THE conpseaioweli Memopansl, T. €. MEMOpaHbI, Ha KOTOPOH MpoLEcC TPaHCIOPTa MPOTO-
HOB compsikeH ¢ nporeccoM cuaTe3a AT®. Takue MmemOpaHsl, IO €T0 MHEHHIO, JTOJIKHBI
OBITH HETIPOHHLIAEMBI Ul IPOTOHOB M UMETh AJIEKTPOH-TPAHCIIOPTHYIO Lielb, B KOTOPOH
MEPEHOCUYHMKH HIIEKTPOHOB M MPOTOHOB YEPEAYIOTCS C NEPEHOCUUKAMHU TOJIBKO 3JIEKTPO-
HOB. CyIIHOCTH TeOpHHM MHTYEsIa MOXHO CBECTH K JBYM MOJIOXKCHHUSIM: BO-TIEPBBIX,
3NIEKTPOH-TPAHCIIOPTHAsT LeNb (YHKUUOHUPYET TakuM O0pa3oM, 4YTO Ha MeMOpaHe
BO3HMKAET DJIEKTPOXMMUYECKUH TpaaueHT MOoHOB H', a BO-BTOpBHIX, OOpaTHBIA TOK
1oHOB H' 4epes MpOTOHHBIHM KaHAT COMPOBOKIAETCA 0Opa3oBaHUEM SHEpPruM (ochaT-
HoH cBsi3u ATO.

B 1967 r. Auape Arennopd (A. T. Jagendorf) ucrnons3oBan Teoputo Mutyesna s 00b-
SICHEHUS MPOLIECCOB homoghocopunuposanusi Ha TUIAKOUIHON MeMOpaHe.

I'paHbI XJI0pOIIacTOB

Puc. 2.24. Cxema sxcniepumentoB Arernopda (Jagendorf, 1967)

Ha puc. 2.24 npencrasiena cxema €ro sKCrepuMeHToB. M30mMpoBaHHbIE U3 XJIOpoILIa-
ctoB rpanbl ¢ pH 8 momemanu B OydepHsiii pactBop ¢ pH 4. Ilocne nakybanmu pH
B rpaHax BbIpaBHUBaJICs 10 4. 3atem rpanbl ¢ pH 4 nepenocunuck B OydepHblil pacTBOp
¢ pH 8. Takum 0Opazom Ha THIAKOMIHBIX MeMOpaHaX UCKYCCTBEHHO 3a7aBaJiCs TPaIH-
€HT NPOTOHOB, KOTOPBIH OOBIYHO (hopMupyeTcss mpH (OTOXUMHUYECKHX IpoLeccax
(BryTpH THITakouna — pH 4, a caapyxu — pH 8). B aTux ycmoBusx, mocie qobasie-
nus B cpeny AJI® u @, , B teMHOTe cuHTE3UpoBanack AT®. DTu 5KCIIEpUMEHTHI 5B-
JSIOTCSL  XOPOLIMM  IOATBEPKACHUEM INPUMEHMMOCTH XEMHUOCMOTHYECKON TEOopUH
Mutuenna 1is 0ObSICHEHHUS MTPOLECCOB, MPOUCXOAAIINX IpH (HoTodhOoCHOpHUINPOBaAHUT
B XJIOPOIJIACTAaX.
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2.5.2. CtpoeHue n cpyHKunoHnposaHne AT®P-cUHTa3HOro
KOMMnekca

Cuntez AT® mpu dochopunupoBanun ocymectBisier ATP-cunmasza (ATDaza). OToT
depmenT (puc. 2.25) monekysipHoii Maccoit okoio 400 k/la coCTOUT U3 2 KPYIHBIX Yac-
Teil: ruapodoOHOil, pacnonoxeHHoN B TuinakouaHoil memOpane (CFg), u runpoduis-
HOH, Haxopsmelcs B ctpome (CF;). [IpoToHBl mpoxoasar yepe3 kaHall, GOpMHUPYEMBIi
Oenxamu, Bxonsmumu B coctas ( CFj ), momanarot B kommekc 6enxoB CF;, rie mpomecc
Tpancnopta noHoB H* compsraercs ¢ npoueccom pochopunupopanus AIID u obpaszo-
Banuss AT®. B CF,-xommnekc BxoauT 5 TunoB mosmmentuaoB: B (tpu), o (Tpm),
vy (oamn), 6 (ommH) u € (omuH). Karamurmdyeckmid NeHTp pacronaraercs Ha [3-
cyOopenuHuIax. Jlpyrue mentuabl BHIIONHSIOT oOcmyxkuBaromme ¢ynkoua. B CFg-
KOMITJICKC BXOJAT 4 THIMa mentujoB (a, b, b' u c1;), KoTopbie POPMUPYIOT MPOTOHHBIN
KaHaJl.

> CF,

>CF,

IMTomocTs THIAKOMIA

Puc. 2.25. Crpoenne AT®D-cunTassl xiopomnactoB (Boyer, 1997)

AT®-cuHTa3a Urpaet KIYEBYIO POk B Mpoleccax TpaHc(HOpMaIK CBETOBOI SHEPIUU
B XJIOpOITIACTaX M 3amacaHus ee B (popme makposprudeckort cBs3u AT®. st oObscHe-
HUS MexaHu3Ma QyHKinoHupoBaHus ATd-CHHTa3HOTO KOMILIEKCa MPUMEHSIOT THIIOTE-
3y, mpemtokennyio Ilomem Boitepom (P. Boyer, 1993). HauGonee mpHHIUIHAIBHBIM
MOMEHTOM 3TOH THIIOTE3bI SIBJSIETCS SHEpro3aBrcuMoe BbicBoOOkaeHHe AT®D ot dep-
MeHTa. [Ipearmonaraercs, 4To B XOj€ Karajau3a MPOUCXOJUT BpalleHHe OOJbINel JacTu
CF; -xommuiekca Ha y-cyObeAnHUIE. Y-CyObeIMHHLIA IPH 3TOM paboTaeT Kak CTep)KEeHb-
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9KCIEHTPHK, KOTOPHIH TOMEPEeMEHHO BpAIAeTCsi TO NPOTHB [3-, TO TPOTHB O-
cyObenHUI. DHeprus KOH()OPMAIMOHHBIX W3MEHEHUH TpaHCPOPMHUPYETCS B SHEPTUIO
thocdarroii csazu ATO.

IIponecc cunreza AT® ycnoBHO pa3nensitoT Ha Tpu 3Tana. Ha mepBoM 3tame npoucxo-
aut npucoeaunenre AII® u @, k akTUBHOMY LEHTPY (hepMeHTa 6e3 3aTpaThl SHEPTHUM.
Ha Bropom stane nonsl H', mepemenasce no npoToHHOMY KaHay MO TPAJUEHTY K-
TPOXUMHUECKOTO MOTEHIIMANA, BBI3BIBAIOT KOH(POPMALMOHHBIE H3MEHEHHs (epMeHTa,
B pesynbrare 4ero u3 AJI® u @, cunresupyerca AT®. B teuenue tperbero srama 3a
CYeT SHEPI'HH, BBIIEISIOMIEHCS IPU TPAHCIIOPTE MPOTOHOB, IPOUCXOIUT BBICBOOOKIEHNE
AT® u Bo3Bpar ATD-CHHTAa3HOTO KOMILIEKCA B UCXOAHOE cocTosiHue. boee moapobHo
MexaHu3M pabotel ATD-cuHTa3HOrO KOMIUIEKCa OyIeT U3JI0KEH B pa3o. 3.8.4.

2.6. NyTn cBA3bIBaHUA YrNEeKUCNoThbl
(temMHOBbIe peakuumn boToCUHTE3a)

B npenpinynmx pazgenax Mbl BBISICHWIH, YTO MPOSYKTAMH CBETOBBIX peakuui ()OTOCHH-
te3a sBisitoTest AT® u HAJIOH. Jlanee mporcxoasT TEMHOBEIE IMpoliecchl (hUKcaIun
CO,, B KOTOpBIX UCHONB3yeTcs "accuMuisinnonHas cuia" monekyn AT® n HAJI®H.
B sTOM pasnene Mbl paCCMOTPUM pEakLMu, CBA3aHHbIE ¢ BoccTanoBiaennem CO, 1o yr-
JIEBOJIOB.

OKCIIEpUMEHTHI 0 BBISICHEHHIO MyTH (UKCALMU YIJEKUCIOTH NpU (OTOCHHTE3E yaa-
JIOCh TIPOBECTH TPyIIle aMEPUKAHCKUX YUYeHBIX BO raBe ¢ MensuHoM KanbpBuHOM
(M. E. Calvin) 6naromapst Tpem oOcrtositesnibcTBaM. Bo-mepBrix, B 1940 r. amepukanc-
kumu  Onoxumukamu Comrodnem PybOenom (S. Ruben) u  Maprunom Kamenom
(M. D. Kamen) Obu1 MOJTy4eH JONTOXUBYIIMN U30TON yriiepoja “e e MIEPUOIOM II0JTY-
pacnana 5770 net. Bo-BTopeix, B 1944 1. nBa aHrnuiickux Onoxmmuka Apuep MapTur
(A. Martin) u Puxapn Cunr (R. Sing) paspabotanu mMeto] IByMEepHO# xpoMaTorpaduu
Ha Oymare, KOTOPBIH TI03BOJISLT 3D (HEKTUBHO Pa3eNiaTh U UISHTHOUIPOBATH OpTaHNYe-
CKue coequHeHUs (3a 3To m3o0pereHue B 1952 r. onm Obun ymoctoensl HobeneBckoit
MIPEMHH 110 XUMHUM). M, HaKOHeI, K 3TOMy BPEMEHH B PyKax HCCIIEZIOBATEIeH OKazaJcCs
ele OJ1H OYeHb YJOOHBII MeToa — aBTopaauorpaduu.

2.6.1. Cs;-nyTb poTocuHTe3sa (Llmkn KanbBuHa)

Awmepukanckue ouoxumuku M. Kanesun, A. Bencon, /Ix. baccam (M. Calvin, A. Ben-
son, J. Bassham) i nx xomneru Juist BeIsICHEHHs ITyTH cBsi3biBanusa CO, mpu poTocuHTe-
3€ MCITOJL30BaIM OJHOKIETOUHBIE 3eieHbie Bogopocau Chlorella u Scenedesmus. Boso-
POCIIM Ha ONpeIe]ICHHOE BPeMs TOMEIIAIH B CPELy, COACPIKAIIYIO 14C02 , 3aTeM KJIETKU
OBICTPO (HUKCHUPOBAITH, SKCTPATMPOBAIM W3 HUX Pa3IHUYHbIC COSAUHCHUS, PA3JCIIA UX
XpoMaTorpaduuecKkd M MPOCIESKUBAIN BKIIOYCHUE paJnoakTUBHOCTH. OKa3anoch, 4To
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yepe3 1 MuH 14¢C Brmouaercs B C5—C; -caxapa, docdocaxapa, OpraHM4ecKUe KHCIOThI
(s16:109HYI0, IIABEIEBOYKCYCHYIO, (POC(OCHOIMUPOBHHOTPATHYIO) U aMUHOKHCIIOTHI (asa-
HUH, acmaparuHoByro). Ecimm xe Bpemst skcmosuiuu ymeHbmmth o 0,1—2,0 ¢, To
Oonplast yacTh METKH OKasbiBaeTcs B ¢ocdornuuepuHoBoii kuciote (PI'K), B ee kap-
6okcunbHol rpymne: POH,C—-CHOH — 14COO0H.

CrnenoBarenbHO, NEpBUYHBIM NpoAyKToM npH ¢ukcanuu CO, npu ¢orocunTese ABiA-
erca ®OI'K. IlosToMy Takoil croco0® CBA3bIBAHMS YITEKUCIOTH HasbBanmu Cs-nymem
@omocunmesa. Jlanee cTany BBISCHSITD, YTO K€ SIBJISETCS IEPBUYHBIM aKLIENTOPOM yIJe-
KUCJIOTEL. BHauane B cpemy ¢ XJI0peiiol BBOAWIM pasnuuHbie C,-COEIUMHEHHUS, HO 3TO
HE MPUBOJWIO K YBETUUYCHHUIO BKIIOUCHHS 14C B ®IK. Torza cxema omnbita Gbiia H3Me-
HeHa: cHadana BBogun 1% CO,, a 3aTeM pe3K0 CHUKAIIM COAEPIKAHUE YTIIEKMCIIOTHI 10
0,003%. [Ipenmonaranock, 4TO MPHU ATOM OYJET HAKATUIMBATHCS UMEHHO TO COCIUHECHHE,
KOTOpPOE ABIAETCA NepBUYHbIM akuenTopom CO,. Oka3anoce, 4To B KIETKaX PE3KO yBe-
JTUYMBAETCs cojiepkanne puoyno3o-1,5-6uchocdara (Pybd), koTopslii, BEpOSATHO, U SB-
JSIeTCSl NEPBUYHBIM aKIENTOPOM YTIEKUCIOTH. CrpaBesInBOCTh 3TOTO MPEAIOI0KEHUS
ObLJIa TIOATBEPXKACHA B IKCIIEPUMEHTAX C MCMOJIB30BAaHUEM MEUEHOTO 10 %2p Pyb®. Ec-
JIM KJIETKaM XJIOPEJUIbI JaBaTh 32P—Py]SCID, TO METKa OOHapyXHBaeTcs B cocraBe (oc-
(hornmuuepruHOBOM KUCIOTH — 82 POH,C - CHOH - COOH :

32p_pybd + CO, — 2P-OI'K

CremoBareNibHO, TEPBUYHBIM aKIENTOPOM YTIICKUCIOTHI SIBIACTCS S-yrIICPOAHBIA ca-
xap — pubynozooucdocdar (Pybd).

[ToMHMO 3THX SKCMEPUMEHTOB, OMPEEIIAIN TOJIOKEHNE 4c s MOJIEKyJIaX JPYTHX Me-
YEHBIX COCIUHEHHH, YTO MO3BOJSUIO BBIICHUTH MOAPOOHOCTH HX B3aMMOIPEBPAILICHUI.
B utore pabotsl, koTopast aauiack ¢ 1946 o 1956 r., Obuta pacmmdpoBana mocieaoBa-
TEJIBHOCTh peakluid, B xoje kotopbix CO, mpespamiaercs B yriaeojsl. MccnenoBanns
IIPOBOAMIIUCH OOJIBIION TPymIoil y4eHbIX Bo riiase ¢ M. KansBuHom u A. bercoHom u3
ynuBepcutera bepkim (Berkeley, Kanmugopaus). DToT npomecc 4acTo Ha3bIBAIOT YUKIOM
Kanveuna (nmm unkinom KansBuna—bencona—baccama). B 1961 r. MenBuny KanbBuny
3a 3Ty paboty Obuta npucyxaeHa HoGenesckas npemusi.

IMponeccel, ocymectistomue pukcauuto CO, u cuHTe3 yriaepooB B 1ukie Kanbspuna,
YCJIOBHO JIEJISIT Ha YeThIpe cramun (puc. 2.26).

Cmaous xapboxcunuposanus. Ha 51oii cragmm npoucxomut npucoeaunenune CO,
K JIueHoybHOU ¢opme pudyrnozoducdocdara (Pybd) m obpazoBanue nByX MONEKYI
(dhochormuIepuHOBOM KHUCIOTHEL. JTa PEAKIUsS KaTaau3upyeTrcss ¢GepMeHTOM pHOy-
nozobucdocdar-xkapbokcmnazori  (Pybd-kapOokcunazoit). [lomumo kapOokcuiazHoOU
AKTUBHOCTH OTOT ()EPMEHT MOXKET TPOSBISATh TaKKe AaKTHBHOCTh OKCHTEHA3bl
(cm. pazo. 2.6.4). TlosToMy ero TMOJHOE Ha3BaHUE — pubyno306uUchocham-kapbo-
Kcunasa/okcuzenasa, COKpaieHno Hassiaemas PYSHCKO (RuBisCO).
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Puc. 2.26. C3-nytp dorocuntesa (uukn Kanbpuna). @epmentsi: 1 — pudyno3o-5-pocdarkunasa;
2 — pubyno3o-1,5-6ucthocdarkapbokcunasza/okcurenasa; (PYBUCKO);
3 — dochormuneparknnaza; 4 — HAJI®-rimmnepansaerua-3-gocharaernaporenasa;
5 — tpuosodocharuzomepasa; 6 — anpaonasa; 7 — ¢ppykroso-1,6-6ucdocardocdarasa;
8 — Tpanckeronaza; 9 — ampmonasza; 10 — cemorentynoso-1,7-6ucochardpocharasa;
11 — Tpanckeronasa; 12 — pubo30-5-pochatnzomepasa; 13 — pudynozo-5-pocharsrnmmepasa
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MonekynsapHas macca 3Toro ¢epMeHTa odeHb Bbicoka — 540 xJla, oH cocrout
u3 8 6onpmmx (55 k/a) u 8 maneix (13 k/la), KoaupyeMbIX Kak T€HOMOM XJIOPOILIACTOB,
TaKk W SAEPHBIM T€HOMOM. JTOT 3Tam (hOTOCHHTe3a Hamboliee BakeH Al OMochepsl.
PYBUCKO sBisietcst HanboJsiee pacpocTpaHeHHbIM ()EPMEHTOM B Onocdepe — ero Ko-
JMYECTBO Ha HaIIEeH MJIaHETEe COCTaBIsAEeT OKOJIO 10 MIIH. T, MM OKOJIO 2 KT HAa KaXKI0TrO
x)utens 3emin. C ydactueM 3Toro ¢gpepMeHTa (OTOCUHTE3IUPYIOIIUE OpraHU3Mbl 3eMIIH
€KerofHo accuMuIupyror okosno 200 maa T CO,, npeBpamas €ro B OpraHu4eCcKue co-
CANHCHUS, UCTIOJIB3YyEMBIC BCCMU JKUBBIMH OpraHU3MaMU IIJIaHETHI.

Cmaous eoccmanosnenus @I'K. Ha stoii ctaguu 3-ocdoriuriepuHoBasi KUCIOTa BOC-
cTa"aBimBaeTcsa 10 3-ocdoraumepuHoBoro ampaeruaa. [Ipomecc maer B mBa 3rara.
Brauane noj getictBueM ¢epmenta docdornuneparknHazsl oT Moiekynbsl AT® na 3-
OI'K mnepenocutcsi eme ogHa ¢ocdarHas rpynma U oOpasyercs 1,3-mudocdo-
rauepunoBas kuciora (1,3-OI'K). Ha BTopoMm atane mpoucxoaut BocctaHoBieHue 1,3-
®I'K B 3-dochornunepunosiit anbaerua (3-OI'A) 3a cuer HAJI®H. Dot nporece Ka-
TanM3UpyeTcs GPepMeHTOM mpuozogocghamoecudpoeenaszoii. Boccranosienue 1,3-OI'K
1o 3-OI'A — enMHCTBEHHBIN BOCCTAaHOBUTENBHEI Tporecc Iukia KanpBuHa, B KOTOpOM
ucnionbdyercss HAJIOH, obpazyemblit B ¢poroxummdecknx peakuusx ¢orocunresa. [lo-
CIIeTyFoIre Mpolecchl nukia KamsBrHa HEOOXOAMMEI I TOTO, YTOOBI pereHePUPOBATh
(cunTesupoBaTh) nepBHuHbI aknentop CO, — pubynoso-1,5-6ucdocdar s Toro,
9TOOBI OH BHOBB y4yacTBoBal B hukcanuu CO,.

Cmaous pecenepayuu pubynoso-1,5-6ucgpocgpama (Pyb®). OCHOBHOI UTOT ITOM CTaUK
COCTOHUT B TOM, YTO IATh MOJIeKys Tprozodocdara PI'A (uro cooTBeTcTBYeT 15 aromam
yriepoa) MOABEPraroTcs IEeperpylmnupoBKe, B pe3yibTaTe KOTOPOiHl 00pasyroTcs TpH
MOJIEKYJIbI S-yriepoaHoro caxapa — 1,5-pu0ynosoducdocdara. IToT mpoiiecc mpouc-
XOAMT B Pe3yNbTaTe anbJ0Ja3HbIX M TPAHCKETOJAa3HBIX Peakuuid ¢ ydacTueM ¢ocdaToB
Tpex-, YeThIpeX-, MATH-, IEeCTU- U CEMUYTJIEPOJHBIX caxapoB. B pe3ymprare mporeccoB
IBJIOJBHOM  KOHJGHCALMM, KAaTalW3UPYeMbIX COOTBETCTBYIOIIMMH  ajbJI0JIa3aMH,
¥ TPAHCKETOJA3HBIX PEAKIMA U3 5 MOJIEKYJ 3-yTIepPOIHBIX caxapoB 00pa3yroTcs 3 MoJe-
KYJbl 5-yIIIEpOJHBIX CaxapoB, KOTOpbIe peBpamatoTcs B Pybd.

Cmadus cunmesa yenesoOHvIX npodykmog gomocunmesa. Kak nokasano Ha puc. 2.26,
BoBiedeHue mectu Monekyn CO, B numkn KanpBuHa nmpuBoAMT K 00pa30BaHMIO MIECTH
Mosiekyn ®PI'A, U3 KOTOpBIX MATH MOJEKYJ HCHONb3YIOTCA i pereHepauuu Pybd,
a OJTHA TIOKHJIACT IIUKJI U MCIIONIB3yeTCsl HA CHHTE3 YTIIEBOHBIX MPOJIYKTOB (POTOCHHTE3A.
Ha stom stamne u3 ¢ocdorimnepunoBoro anpaernaa u ¢pochoanokcHaneTona moj aeu-
CTBHEM ajibJI0JIa3bl CHHTE3UpyeTcs (pykro30-1,6-nudocdar, KOTOPHIA 3aTeM MOXKET
IpeBpalaTbcs B caxapo3y WIN KpaxMal.

Jlerko mojcunTaTh, 4TO JUIS CHHTE3a | MOJIEKYJIBI IIFOKO3bI B IMKIe KanbBuHa HEOOX0-
mamo 12 momekyn HAJI®OH wm 18 monexkyn AT®. Iuxkn KansBuHa (QyHKIHMOHUPYET
Yy BCEX BBICHIMX PACTCHHI U BOJOPOCICH, a TakkKe Y OOJLITUHCTBA (POTOTPODHBIX U XE-
MOJHUTOTPO(DHBIX OAKTEPHIA.

Cucrema perymsmum ITukiaa KanbBHHA BKIIOYAeT TEHETHYCCKHH, METaOOIMIECCKUIH
U DHEPreTUYECKUN YPOBHU. BaKHEWITUM (aKTOPOM PETYIISALUU IMKIJIA SBISETCS TPAHC-
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MOPT METabOJIUTOB U3 XJIOpoIUIacToB. PerynupyemeiMu ¢epmentamu B nukie KansBuna,
KaK TpaBUIIO, SBISIOTCS T€, KOTOPBIE KaTAIU3UPYIOT "HeoOpaTuMbIe" peakiuH, B XOJe
KOTOPBIX NPOUCXOAUT 3HAYMTENBHBIA OTPULATENBLHBINA Iepenas CBOOOAHOW 3HEpruu
(ot —41 mo 15,9 x[Ix). Heobparumbimu B 1ukiie KanpBuHA SBISIOTCS CIIEAYIOMINE TPO-
LIECCHI: peakIus KapOOKCHIMPOBAaHWS, BE PEaKINH, CBA3aHHBIE ¢ paboroit docdaras,
a takxke pabora Qochopudyno3okunaszsl. [1ate GpepmenToB KanbBHHA aKTUBUPYIOTCS
ceetoM — PYBUCKO, Ttpuozodocharaeruaporenasa, ¢pykrozoducdocdaraza, cemo-
renryno3oouchocharasza u Gochoprudyn030kuHa3a.

2.6.2. C,-nyTb hoTOCUHTE3A

JIucThsl TakUX pacTeHUl, KaK CaXapHbI TPOCTHUK, KYKypy3a, COPro, aMapaHT U MHOTHX
APYTUX BHZIOB, criocoOHbI (pukcupoBath CO, He TONBKO B peakuusax 1ukia Kanesuza,
HO U APYTHUM IIYTEM, B XOAC KOTOPOTO MOABJIAKOTCA C4 -KHUCJIOTBI — HIABCJIICBOYKCYCHaAs,
s10J104HasA U aclraparuHoBas. Takoii ciocoO CBA3BIBaHUSA YTJICKUCIOTBI MOJYYHIT Ha3Ba-
HHEC C4 -nymu qbomocuumesa. Ero OCYHICCTBJIAIOT MHOTHUC BUIBI Poaceae, HCKOTOPbIC
BHIbI Cyperaceae, a TAKXKC MPEACTABUTCIIN TAKUX CEMENUCTB ABYIOJIBHBIX paCTeHI/Iﬁ, KaK
Acanthaceae, Aizoaceae, Amaranthaceae Asteraceae, Brassicaceae, Chenopodiaceae,
Caryophyllaceae, Euphorbiaceae, Nictaginaceae, Portulacaceae, Scrophulariaceae
Zygophyllaceae.

BrepBble BO3MOKHOCTH CBSA3BIBAHMS YIJIEKMCIOTHI y pacteHuil B C,-kucnorax Obuia
npoaemoHcTpupoBaHa B 1956—1957 rr. JI. A. Hesroroposoii. Eii ynmanoce moka3aTh
BKJIIOUCHHE - CO, B acnaparuHOBYIO KMCJIOTY M 00pa3oBaHHE 4c -acmaprara. B uccie-
noanusx FO. C. Kapriuiosa ¢ cotp. (1960) ObUIO YyCTaHOBJICHO, YTO MOCIIE MUHKYOAIUU
B arMmocdepe ¢ 14CO2 Ha CBETY B JIUCTBIX KyKypy3bl 10 70—80% MeTku BHauaje
BKJIIOYAETCs B MAJIaT U acnaprar. B 3-gochoranuepnaosoii kucinore u caxapax ~*C BbI-
SBJISICTCS MHOTI'O IIO3KCE. CXOJIHBIG pPE3YIbTAaThl Ha JIMCTBAX CaXapHOro TPOCTHHUKA
B 1965 r. 66t mostyuensr X. I1. Kopuakom ¢ xomreramu (H. P. Kortschak, C. E. Hartt,
G. O. Burr).

BriepBble 0 TOM, YTO B pacTEeHHsIX MMEETCs ellle OJWH, OTIUYHBINA oT nukia KanbBuna
C,-nyth cBsaspiBanus CO,, 3asBuiu B 1966 1. apctpanmiiiel M. JI. Xotg (M. D. Hatch)
u K. P. Cmoxk (C. R. Slack). ITosromy Hepenko C,-IyTh (OTOCHHTE3a HA3BIBAIOT nymem
Xomua u Cnoxa. OnHaKo, TOBOPSI O IPUOPUTETHOCTH OTKPBITHS 3TOTO IMyTH (POTOCHUHTE-
3a, B mociueaHee Bpems danie nuuryt (Govindjee, Krogmann, 2004): " C, -nyts duxcauu
YIIEKUCHOTHl  OblT  OTKpHIT B 1965—1966 rr.  Kopuakom, Xotuem u Cidkom
¢ koyuteramu”. Ilpum 3ToM He 3a0BIBAalOT TaKke LUTHPOBATH Oosiee paHHUE PaOOTHI
10. C. Kapnunosa (Kapnunos u ap., 1960). K Hacrosmemy Bpemeru C,-IyTh (pOTOCHH-
Te3a BbIsiBIIEH Ooniee yem y 10 000 BuI0B pacTeHHH.

Hnsa nuctbes C,-pacTeHM XapakTepPHO aHATOMUYECKOE CTPOEHHE KpaHy-muna (OT
HeM. Kranz — BeHel, KOpoHa), BIEPBbIE OMUCaHHOE B 1884 r. HeMerKkuM OOTaHHKOM
Totmuoom Tabepmangrom (G. Haberlandt). TIposoasime Mydkd y TaKMX pacTEHHIA
OKPYXKEHBI JIByMsI CIIOSIMHU 3€JICHBIX KJIETOK aACCHUMWJISIIIMOHHOW MapeHXHMbl. BHemHwuit
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CIION 00pasyIoT Kiemku me30¢huinia, a BHYyTPEHHAN CIIOW COCTAaBISIIOT KAeMKU 0OKIAOKU
cocyoucmozo nyuxa (cM. puc. 2.1). O0s3aTeNbHBIM MTPU3HAKOM KPAHII-OOKIAKH SBISIET-
Cq HaJdM4ue B e€e KJIeTKax xjopomaactos. Kinerkn mesopunna u obknanku y C,-pacre-
HUH OTJIMYAIOTCS CTPYKTYPHO M (DYHKIIMOHAIBHO. XJIOPOIUIACTHI KIETOK OOKIIAIKH, KaK
MPaBUJIO, COAEPKaT MHOTO 3€peH KpaxMaia W He MMEIOT rpaH. B kierkax mesodmuiuia
XJIOPOTIIACTH HIMEIOT OOBIYHYIO TPAaHATIBHYIO CTPYKTYDY.

Hns mactbeB C,-pacTeHHi XapaKTePHbI MHOTOYMCIIEHHBIE BO3YIIHbIE MOJIOCTH, MO KO-
TOPBIM BO3AyX W3 aTMoc(hepsl MOAXOAUT HETOCPEACTBEHHO K OONbIIOMy duciy (oTo-
CHUHTE3UPYIOIMNX KIETOK 