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7. POTOCUHTE3A: CMUHTE3A HA OPTAHCKHUTE COEIUHEHHNJA

Ilpu npouecor Ha OTOCHHTE3a, CBETJIOCHATa EHEpryja IITO ja amncopOupaar
NUIMEHTHTE ce Bp3yBa BO ¢opma Ha ATP u pegyuupan NADP. OBue fiBe coeuHEHHja
npeTcTaByBaaT M3BOp Ha EHEpryjaTa IITO C€ KOPUCTH 3a CHHTE3a HA OPraHCKH
COEIMHEHMja BO OHUE MPOIECH BO KOM CBETIIMHATA HE € HemocpeHo norpedHa. Taka, Bo
TeMHaTa ¢a3za of mpouecoT Ha ¢gortocuHTe3a ce ancopOupa CO, u ce BrpagyBa BO
OpPraHCKHTE COeiMHEHHja. BeylHoCT, cKpoOOT M caxapo3aTa ce Hajlo3HaTH MPOU3BOAU
Ha (POTOCHHTE3aTa W THE JIECHO MOXAT Jja Ce JJOKaXkaT BO JIMCTOBHUTE BO IPHUCYCTBO HA
CBETJIMHA, HO, MATUIITaTa HAa HUBHOTO (pOpMHUpamE MOAETAIHO CE IPOYYEHH AYPU BO
nefleceTUTe TOIMHU Off MMHATHOT BEK CO €KCIIEPUMEHTHUTE Ha MOBEKe UCTpakKyBauyd Off
ekunata Ha Mensun Kansun (M. Calvin, A. Benson u J. Basham). OBue ucrpaxyBaun
nokaxajne feka jaraepofgot of CO, BieryBa BO €[leH IUKJIMYEH IPOLEC, KO MOJOIHA €
HapeueH KanBuHOB mukiyc. 3a oBaa HaydyHa paOora, KanBuH ja mooun HobGenoBarta
Harpajia 3a xemuja Bo 1961 roguna. Umeno, KanBuH 1 HeroBata Hay4YHOUCTpPAXKyBadyKa
eKuIa co NPUMEHa Ha U30TONOT Ha jarsepoy *C, Kako 1 cOo MpUMeHa Ha XpoMaTorpadcKu
METOAM IOBP3aHM CO aBTOpajuorpaduja HM3BpLIWIE INpelu3Ha HAeHTU(dHUKalMja Ha
00eJIeXXaHUTEe CYyIICTaHIUN.

ITonoBuTEe uUCTpaxkyBama IOKaxajle aeKa BO TeMHaTa pasa o (OoTOCHHTE3aTa
IIOCTOjaT U APYrHW OMOXEMHCKHU IpPOLECH, KOU ro AomnojHyBaaT KajaBMHOBHMOT LUKIYC.
HmeHo, MpBOTO CTaOUITHO COEIMHEHNUE LITO Ce CO3/laBa BO TEKOT Ha OBOj UKJIYC UMa TPHU
jaraepopHu aToMu U nopagu Toa KanBuHOBHMOT nukiyc ce Buka C-3 (poToCHHTETCKH
PeAyKIUCKN MEeHTO3€eH WMKJIYC, a pacTeHujaTa Kou ro Bp3yBaaT CO, Ha BaKOB HAYMH C€
BrKaaT C-3 pacreHmja. 3a pa3imMKka Off HUB, HEKOM Irpynu pacteHuja ro ¢pukcupaat CO, Ha
Npyr Ha4MH, TaKa IITO Kaj HUB IPBOTO COECAMHEHE NMa 4 jaraepoaHu aTOMH U ITOPAJd TOA
TOJ npouec ce Buka C-4 Tun Ha acmminanuja Ha CO, u e 3acraneH kaj C-4 pacreHujara u
cykyinentute. Kaj C-3 pacreHmjata mnocTtom mnoceOeH HAauYMH Ha TMOHTAMOIIHUAOT
MeTaboau3aM Ha acuMunupanuoT CO,, BO KOj KIYYHOTO COEJUHEHNE UMa JIBa jarjepoa,
u 3aTtoa TO] mpouec € HapeueH C-2 doropecnuparopen mukiayc. VMmMeHo, popeka
PEAYKIUCKUOT MEHTO3EH NUKIYC Ce BPIIM BO NMPUCYCTBO HAa CBETIIMHA, BO XJIOPOIJIACTOT
Ha TEMHO C€ BpIIAT PEBEP3HM IMPOLECH KOM CE CIWYHUA HAa OKCHALMCKUAOT NEHTO3EH
UKJyC BO nuTomnsia3dmarta. Kaj 3eqeHuTe (POTOCMHTETCKM OaKTEpHH ce jaByBa MoceOeH
HAauYMH Ha acuMmuiandja u peaykuumja Ha CO, 1mMTO NOpeTcTaByBa peBep3Hja Ha
OKCHJALCKUOT LMKIIYC HAa TPUKApOOHCKUTE KHUCENMHHU. BaxkHO € fa ce Harjlacu jeka
IpUMapHUTE MPOU3BOAM Npu acummianyja Ha CO, ce KOpPUCTAT 3a CMHTE3a Ha pa3HU
CEeKyHIapHU COEJMHEHH]a, OCOOEHO caxapo3a U CKpoO, KOM C€ CHUHTETU3MpaaT BO
XJIOPOIJIACTOT WJIM BO LMTOIUIa3MaTa. BMOCHHTETCKMTE MaTUIITa Ha CHTE [JpYrd
COEJIMHEHM]ja BO PACTEHUETO CE U3BEyBaaT Of HABEJCHUTE NPUMapPHU MPOLIECH.

7.1 Penyknuckn (pOTOCHHTETCKH HUKJIIYC
7.1.1 llpumena na uzoronor *C

IIpBute ncnuryBawa Ha M. KanBuH 3a pefyKIMCKHOT (DOTOCHHTETCKU IIMKIYC Ouie
HalpaBeHHW CO IPUMEHa Ha CyCIIeH3Mja Ha KJIETKH ofi eqHokjeTtoynute anru Chlorella n
Scenedesmus. Anrute ce Haofajie BO CTaKJIEH cajl CO XpaHJIUB pacTBOP BO KOj YCIOBHUTE
OBO3MOKYyBajie (POTOCUHTE3aTa [ja Ce OABMBA MHTEH3UBHO U paMHOMepHO. Co moMoIll Ha
crpannyHa nymna (P) mocrojano ce mema cycneHsujaTa, a feNl Of Hea MOXe fla ce
WCIYIITH HU3 IUTaCTMYHATa LeBKa CO NMOMOII Ha MOHTHMpaHaTa ciaBuHa (S). Bo epen
MOMEHT BO IUIaCTHYHATA [eBKa ce uHjektupa '“CO,, a moToa jena Of CycleH3mjata ce
ACIYIITa BO CaJOT CO METAHOJ 3arpeaH jo Bpuewme. Ha BakOB HaUMH ce MHAKTUBUpPAaT
CHTE€ €H3MMM M Ce TNPEeKWHyBaaT CHTE OMOXeMHCKHM peaknuu. [loToa, METaHOIHHOT
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eKCTpaKT ce Xpomarorpacgupa W pafMOAKTUBHUTE CYNCTAHIMK CE€ MAETEKTUpaaT Ha
XpoMaTOrpamMOT €O TMOMOII Ha aBTopaguorpacguja. Bo pa3nuunm ekcnepuMeHTH
BapMpaio BPEMETO Of A0faBamkeTo Ha *CO; 10 IPEKMHYBAmbETO HA PeaKklyjaTa M CIOPEN
TOa OWJIe aHAJIU3UPAHU €KCTPAKTH NoOMeHn off 2 o 60 ceKyHau mocie 00enyBabeTO CO
“CO,. 3a ananusza Ousia NpUMEHETa ABOJMMEH3MOHAIHA XpoMaTorpaduja U TOOUEHNUTE
XpOMAaTorpaMu OmJie IIOKPHEHH CO peHareHcku ¢unm. bugejku “C emurupa B-3panu, Ha
¢uaMoOT ce mojaByBaaT TEMHHM 30HM HA OHHME MECTA Ha KOM ce HaolfaaT o0eJe>KaHUTe
coennHeHrja. Ha BakoB HauMH OMJI0 MOTBPAEHO J€Ka MO 2 CEKYHAM Of] NOAaBamETO Ha
'*C0O, BO METaHOMHUOT EKCTPAKT ce co3faBa 3-ocdoraunepunckara Kuceamna (3-PGA =
3-phosphogliceric acid) unu 3-¢ocorammepar. I[To 60 cekynau O6uine co3majieHn MoBeKe
coefuMHennja Kou coppxene ‘C, mefy koum mmano ocdopunupann imekepu co 3-7
jarneponu (TpmO3u-XenTo3Mn), HEeKOU OpraHCKH KUCEJIMHI (jabonkoBa,
(ochoeHonmuporpo3oBa u TIMKOTHA KUCEJINHA), aMIHOKUCETMHATE: aJlaHWH, TIUIVH,
CepUH, aclaparuHcKa M riayTaMHUHCKa KucelinHa. MefyToa, MHOTY TOAUHM O1iie NOTpeOHH
3a J]la ce yTBpAu Kako ce joOmBa 3-PGA, KoM ce TJaBHUTE MATHINTA 3a HEj3WHA
TpaHcopMalja U Ha KOj HAUMH Off HEa Ce CO3/laBaaT CUTE MAPYrM COEJUHEHHja IITO
coppxkar “C. Tlpuroa, GUI0 OKaXXaHO JIEKa CUTE OBUE PEAKIMHU TIPABAT €/I€H IUKINUEH
npolec MO3HAT KakKo peayKuucku nmento3eH mukiayc win KansunoB mukiayc. IToporna,
KanBuHOBHOT 1uKiIyc OWJ MNpHU3HAT KaKO OCHOBEH (DOTOCMHTETCKM NaT 3a CHUTE
aBTOoTpoHM opranu3mu (Robinson u Walker, 1981).
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Cn. 7.1 lllemarcku npuka3s Ha Tpute ¢a3u Ha KanBuHoBHOT 1ukiyc (Buchanan u cop., 2002).
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7.2 Pepykunucku nenro3en nukiayc (Kansunos mukiyc)

Bo penykimckuoT (poTOCHHTETCKH IUKITYC ce pa3iauKkyBaat Tpu ¢aszu (Ciu. 7.1):
e (pukcanuja Ha CO,,

e penykiyja Ha jarJaeponor,

e pereHepanyja Ha akuenTopot Ha CO,.

7.2.1 ®uxkcamuja na CO,

IIpB aknentop Ha CO, e mIEKEpPOT €O 5 jarJepofHu aToMu pudynao3a-1,5-6udocgar
(Ru-1,5-BP). I1pB npoussop npu ¢ukcanyja Ha CO, ¢ 3-¢pocoramnepnHckara KuceanHa
(3-PGA) unu 3-poctoraunepar. [Ipu dpopmupamwe Ha 3-PGA mocTojaT fBa CTENEHH,
Kapookcmianuja u xuapoaun3a. Ilpu kapOokcunanuja ce goOuBa 2-Kapookcn-3-keto-D-
apaounurona-1,5-6mdocdar, egHO HUHTEpPMEOUEPHO HECTAOWIIHO COEIMHEHuEe co 6
jarIepogHu aTOMH, KOe BEeIHAIll cO MpHMamke Ha Bofa (XWApOJIM3a) ce pacrmara Ha JiBe
mounekynu 3-PGA (Ci. 7.2).

ITpu Bp3yBame Ha CO; 3a Ru-1,5-BP ydecTByBa eH3UMOT pudyno3a-1,5-oudocdarna
KapOoOKcHiIa3a-OKcureHasa, a JeHec ce KopucTu KpaTteHkata Rubisco. Bo cpenunara Bo
KOja JiejcTByBa eH3UMOT cekorau e npucyteH HCOs', 6unejku CO, ce pacTBopa BO Boja.
Cyncrpar 3a akTuBHOCTa Ha Rubisco cexoram e mosnekynot Ha CO, KOj € BO paMHOTEXa
co HCO;5™ npeky eH3uMoT KapOoHcka aHxugpasa. Mcro taka, Rubisco Bpim u okcujanyja
Ha Ru-1,5-BP co mrro 3anounyBa npoiecoT Ha poTopecnupaiyja.

7.2.2 Penyknuja Ha jarjiepogoT U CHHTe3a HA XeKCO3H

Bo natamomnnor tek Ha KanBuHoBuoT mukinyc, 3-PGA ce ¢ocdopunupa co momoi
Ha ATP u moj pejctBo Ha eH3uMoT 3-(poccorimmepaTrHa KmHaza ce cos3faBa 1,3-
ondochormuepuncka kuceanna (1,3-PGA) nnu 1,3-oudpocgoraunepar. [Toroa 1,3-PGA
ce pepgyqupa co nomoil Ha eH3uMoT NADP-raunepangexun-3-pocpaTna gexuaporenasa
(Tpmosa-occaTHa mexumporeHasa), unj KoeHsuMm ¢ NADPH um mpurtoa ce ocioGoayBa
egeH ¢ocdar. Kako mpousBojg Ha peakiyjata ce jgoOuBa rammepamgexui-3-pocgar
(GAP), xoj nop aejcTBO Ha Tpuo3adocgaTHaTa H3oMepasa JeJIyMHO ce TpaHc(OpMUpa BO
nuxuapokcu-aneron-3-gpocar (DHAP) (Cn. 7.2).

OBue peakuum ro COYMHYBaaT KIYYHHOT JAed Off LMKIycoT, Oupejku CO, Koj
IPETXOHO € BP3aH BO OPraHCKO COeIMHEHNE ce peAyIpa co momoln Ha eneprujara (ATP
u NADPH) o06e36efeHa Bo cBetnaTta ¢asza o ¢orocunresata. Henocpegnu npoussonu
pu peaykuuja Ha jarnepopoT ce Tpuo3ute GAP u DHAP, kou ce npBu JiBa IeKepu LITO
ce IojaByBaaT BO IJUKIIYCOT.

ITop BiMjaHWE Ha €H3UMOT ajjoJia3a joafa 10 KOHJIEH3alyja Ha JBETE TPHUO3M U Ce
no6usa ¢pykro3za-1,6-6udocdar (F-1,6-BP). [len on nuxkaycor ox 3-PGA go F-1,6-BP e
UICHTUYEH CO TJIYKOJUTHUYKOTO pas3joxyBawe Ha F-1,6-BP Ha pnBe TpmO3uM, HO BO
CIpOTHMBHA Hacoka. MefyToa, U NOKpaj Toa IITO ce pabOTU 3a MCTH CYICTPAaTU H
€H3MMCKHU peakllid, OBOj NMPOLEC BO XJIOPOIJIACTUTE COCEMa € OfBOEH Off MPOLECOT Ha
IJIyKOJIM3a BO LUTOIUIa3MaTa. XJIOPOIJIACTUTE COApPKAT IMMOCEOHU T'PYNHA €H3WMU IITO T'
U3BpIIyBaaT OBHE peakuuu. BcymHOCT, 3a XJIOpOIUIACTUTE € KapaKTEpPUCTUYHO
IPUCYCTBOTO Ha Tpuo3a-gocdaTHaTa AexuAporeHasa Koja cekorail € IMoBp3aHa 3a
NADP, a ve 3a NAD, Kako IITO € Cly4aj CO HICTHOT €H3UM Bo uTorutazmara (Ci. 7.2).
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Cxn. 7.2 llleMaTcku IpuKa3 Ha PeAYKUUCKUOT NeHTo3eH nukiyc (KansuHos mukiyc), (Buchanan u

cop., 2002).
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7.2.3 Perenepanuja Ha akuentopot Ha CO,

dpykrosa-1,6-6ucocdar nox BAUMjaHMe Ha €H3UMOT (pykrTo3a-1,6-oudocdarnara
¢ocarasza co xugponusa ryoum efHa gocdaTHa rpyna, pu MWTO ce JoouBa (ppyKkro3a-6-
docar (F-6-P) u neopranckm docar (Pi). IToroa Ha F-6-P pgejcTByBa €H3UMOT
TPAHCKeTO0J1a3a, 4ij KOeH3UM ¢ THamuH-nupogocdar (TPP). EHsuMoT TpaHcKkeTONnasa of
KETO-LIEKEPUTE OBOjyBa NABOKApOOHCKM (pparMeHT WITO ce Bp3yBa 3a TPP u ce BuKa
aKTHBEH IJIMKOJalAexu]], Koj noroa ce npeHecyBa Ha GAP. OcraTokoT ofi ppykTo3aTa
naBa mekep co 4 jarsepogHu atomu epurposa-4-ochar (E-4-P). Co npeHecyBamwe Ha
NBOKapOOHCKHOT parMeHT Ha GAP ce pgobuBa mekep co S5 jaraepofgHu aTOMH
Keniyno3a-S-¢pocar (Xu-5-P). Ha BakoB HaumH off fBa mekepa co 6 u 3 jarjaepogHu
aTOMHU CO peKoMOuMHaluja ce JoO0uBaaT ApYyru jiBa mekepa co 4 U 5 jarJaepogHu aTOMU
(Cn.7.2).

Co nomo1r Ha eH3UMOT angogasa mekepoT E-4-P ce KoHeH3upa co eeH MOJIEKYJ Off
Tpuo3ata DHAP u ce pgoOuBa miekep co 7 jarJiepofHM aTOMHU ceaoxenryso3a-1,7-
oundocgar (S-1,7-BP). I1ox nejctBo Ha eH3uMoT ¢oedaraza ox S-1,7-BP co xuponuza ce
ofBojyBa efHa ¢ocdaTtHa rpynma m ce poOumBa cegoxentyio3a-7-¢ocar (S-7-P) u
HeopraHcku Pi. Mcro Taka, oBOj KeTO IeKep MOJ €JCTBO Ha EH3UMOT TPAHCKeToJ1a3a ce
pas3ioxkyBa Ha JJBOKapOOHCKM (pparMeHT (aKTHBEH IVIMKOJIAJNEXUJI) W Ha Iekep co S5
jaraepogHu aToMu Kceuiayao3a-S-¢ocdar (Xu-5-P). HoBuor gBOKapOOHCKHM (pparMeHT
NOOUEH IIpU pas3iiokKyBame Ha S-7-P ce mpeHecyBa Ha yIITe efieH MosieKyl Ha GAP u ce
noouBa puodo3a-S-pocar (R-5-P). Cnopen toa, pjBaTa mekepa co 7 u 3 jaraepopHu
aTOMH CO peKOMOWHaIIM]ja JlaBaaT JBa Iekepa co 5 jarmepogau atromu (Ci. 7.2).

IToroa, nop AejcTBO Ha €EH3UMOT NMeHTo3a-5-pocpaTHa ennmepasa, Xu-5-P npeMuHyBa
BO pmuoyiao3a-5-¢ocar (Ru-5-P). Mcro Taka, co moMmom Ha mneHrto3a-S-pocgaTHa
n3omepasza on R-5-P ce go6uBa Ru-5-P (Cn. 7.2). Cure peakuuu o F-6-P 1o Ru-5-P ce
0a3upaaT Ha pas3iOXKyBake HAa €IHM IIEKepH, HO M HAa CUHTE3a Ha JPYyrd, MpU IITO
HUBHOTO €HEPreTCKOTO HUBO HE CE€ MEHYyBa, a camo ce ryoat aBe ¢ocdatau rpynu. Co
OBaa peKoMOMHalyja Ha eKepuTe ce foOuBa neHro3ata Ru-5-P, Koja npuma ymre egHa
¢ocdartna rpyna og ATP BO mpucycTBO Ha €H3UMOT pudyno3a-S-gocdaTrHa KuHAa3a.
IIputoa ce co3maBa pudynosa-1,5-oucgochar (Ru-1,5-BP), ogHOCHO ce pereHepupa
akrenTopot 3a CO, (Ca. 7.2).

7.2.4 CrexnomeTpnja Ha peJyKIUCKHOT NEHTO3€H UKy C

Op memata 3a KanBHHOBHOT IMKIIYC jaCHO ce TIefja ieKa MpU ceKoe NOBTOPYBAaHkE Ha
UKJIYCOT efieH MoiieKya Ha CO, ce BrpajiyBa BO OpPraHCKUTE COEMHEHMja U 3a Toa Ce
notpeOHn 2 NADPH u 3 ATP. OBue coequHeHHMja ja OCTBapyBaaT BpcKaTa IMOMeEry
cBeTiaTta asza of ¢oTocuHTe3aTa (BO KOja HacTaHyBa KOHBep3Wja Ha CBETJIOCHATa
eHepruja) co TemHarta ¢pa3a on dorocmHTeaTa (BO KOja OBaa €HEpruja ce KOPHCTH 3a
CHHTE3a Ha OPTraHCKHUTE COeJMHEeHMja). 3a Jla ce M3Tpajii efleH MOJEKyJ Ha XeKco3a
NOTpeOHO € NUKIIYCOT Jia ce MOBTOpH 6 matu u Aa ce notpomat 12 NADPH u 18 ATP.

6CO, + 12NADPH + 18ATP — C¢H206 + 12NADP + 18ADP +18Pi1

Ce cMmeTa geka pOTOCHHTE3aTa € MHOTY EKOHOMUYEH npornec. Taka Ha np., 12 ATP n
18 NADPH coppxart BkymnHa eHepruja of 3126 kJ (750 kcal), a BO MOJIEKYJIOT Ha XeKco3aTa
ce Bp3yBaar 2804 kJ (673 kcal). Cnopep Toa, peuncu 90% opn eneprujata Ha ATP u NADPH
€ KOH3epBUpPaHa BO XEKCO3UTE.

AKO ce TpeTnocTaBy iecka BO IUKJIYCOT yuyecTByBaaT HajManky 3 Ru-1,5-BP u 3 CO,,
TOralll BKYITHUOT OMJIAHC HA IUKJIYCOT MOKE J]a CE IPETCTaBU Ha CIEHAOT HAYMH:
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3 Ru-1,5-BP + 3 CO; — 3 Ru-1,5-BP + 1 Tpuo3sa.

AKO OBHME KOJIMYECTBa Ce€ IMOMHOXKAT CO 2, TOrall XeKco3aTa OCTaHyBa KaKO YHCT
IPUHOC IpU 6 AT NOBTOPEHA KapOOKCHiIauuja:

6 Ru-1,5-BP + 6 CO, — 6 Ru-1,5-BP + 1 xekco3a.
7.2.5 [loka3u 3a peakuuuTe BO PeIyKIMCKHOT NEHTO3€H HUKJIIYC

KanBun w HeroBuTe cOpaOOTHHUIM KOPHUCTEJKM PA3NMYHU METOAM NOCEOHO ja
IpOBEpyBaJie CeKOja peaklyja BO PEAYKUUCKUOT NEHTO3€H LuMKiayc. Bo mnpB pen,
IpOBEpPKATa Ce COCTOEJIa BO aHajW3a Ha NojoxKOaTa Ha PAaJUOAKTUBHUOT jariepoj BO
MOJIEKYJIOT Ha UHTepMeiuepHuTe mekepu. [ToToa, Bo xnoponiacture 6110 NPOBEPYBAHO
U YTBPJEHO MPUCYCTBOTO HA CUTE E€H3MMU ILITO CE€ NOTPEOHU 3a OfJICIHU peaKluu,
MECTOTO Ha KapOokcunanyja u aejctBoro Ha ATP u NADPH. Mcro Taka, moce6HO Ouie
MepeHn KoHueHTpauuute Ha 3-PGA u Ru-1,5-BP. Taka Ha np., no 20 ceKyHu OTKaKo Ke
ce M3racHe CBETJIMHAaTa, KOHIeHTpanujaTa Ha 3-PGA Op3o pacre, a moTtoa omnara, fojeKa
KOHIleHTpanujaTa Ha Ru-1,5-BP Begnain ce HamanyBa. Toa nmokaxyBa jieka CBETIMHATA HE
€ qUpeKTHO notpedOHa 3a cuHTe3a Ha 3-PGA. KonnvectBoTo Ha 3-PGA pacte Ouaejku Taa
Ce CHUHTETM3HMpa W Ha TEeMHO, HO npurtoa 3-PGA He ce Tpomm, OupiejKu 3a HEj3UHA
penykuyja ce norpe6Hu ATP u NADPH kou ru Hema Bo TemHu yciioBu. KoHnieHTpanujaTa
Ha Ru-1,5-BP Begnam onafa Oujejku ce TpollM Npu KapOoKcwiialyja, HO MCTaTa He ce
OOHOBYBa IIpeKy HOBa CHHTE3a, Mopagu Toa 1ITO HepocracyBa ATP. Ako
koHueHTpanujata Ha CO; o 1% ce namanu Ha 0.003%, Toraim KoHIEHTpanujaTa Ha 3-
PGA Bepnam omara, gopeka KoHUueHTpanujata Ha Ru-1,5-BP cpa3mepHo pacre, Oupejku
Taa He ce TPOIIM 3a KapOOKCHiIauyja.

7.3 OKcHIAIMCKH NEHTO3€H IHMKIYC BO XJIOPOIIACTOT

PenykuucknoT NeHTO3EH IMKITYC IIpeTcTaByBa riaBeH Meradoautuuku nat Ha CO; BO
TeMHaTa ¢a3a Ha (POTOCHMHTE3aTa, a ce OfBMBa OjlaroflapeHue Ha KOHBEPTHUPAHETO Ha
CBETJIOCHATa BO XxeMucKa eHepruja. MeHo, cé noneka Tpae cunre3ata Ha ATP u NADPH
BO MEMOpPAHCKUOT cucTeM, peaykuujata Ha CO, BO HNEHTO3HMOT LUKIYC IPETCTaByBa
JOMHMHAHTEH TPOLEC BO CTpOMaTa Ha XJIOpOIIacToT. MeryToa, Kora CBET/IIMHATa Ke ce
n3racHe m Ke mnpecrade cuHTe3ata Ha ATP m NADPH, Bo xiopomacToT 3amo4yHyBaatT
IIOBEKE PEBEP3UOWIIHM pEeaKUUH, IITO CE CIAWYHUA HAa OHUE Off OKCUAALMCKUOT MEHTO3EH
IUKJIYC BO LHTOINIa3MaTa. 3aeJHUYKO 3a [BaTa IUKJIyca € Toa IITO MMaaT IOBEKe
3a€JHUYKM KOMIIOHEHTH, a PEAKIUUTE CE PEBEP3UOWIHN U CE OIBMBAAT IOJ JI€]CTBO HA
UCTU €H3MMHM BO fBeTe Hacoku. Cemak, rjaBHaTa pasjiiKa €€ COCTOM BO TOa IITO
PEAYKIUCKUOT NEHTO3€H UKIIYC COAPKU ABa NMaTh pochOpuiInpanu mekepu: (ppyKkro3a-
1,6-ondocdar, cenoxenrynosa-1,7-6u¢gocar u pnodynosa-1,5-6m¢pocdar, kom BO
OKCHJALIUCKMOT TNEHTO3eH IUKiIyc rm Hema. Op pApyra crpaHa, BO OKCHALMCKHAOT
NEHTO3€EH LUKIIYC Ce MPUCYTHHU IJIyKo3a-6-gocdar u 6-gpocgoraykonar.

OKcuaucKoT MUKIYC 3all0yHyBa Kora (ppykro3a-6-pocgar (F-6-P) ke nsnese of
peaykuucknoT mnat. Bo oBaj ciyyaj eH3uMOT Iiayko3a-6-¢gocaTrHara m3omepasa ro
KaTajau3npa NMpeBeyBamkeTO Ha (ppyKTO3aTa BO riyko3a-6-gocdar (G-6-P). [Toroa, G-6-
P ce okcupmpa co momour Ha riayko3a-6-gpocarna nexuaporenasa Bo 6-¢pocoraykonar,
npeky peaykuuja Ha NADP. CnepnaTta peakiuyja e oKcujalnucka fekapOokcunanuja Ha 6-
¢ocdoraykoHaTOT NpH MITO ce JoOuBa pudyao3a-5-pochar (Ru-5-P), CO; u yiire efeH
penymupan NADP (Ci. 7.3).
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Can. 7.3 IloueTHHN peakuuy Ha OKCUJAIUCKUOT NMEeHTO3¢eH nuKiyc (Buchanan u cop., 2002).
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7.4 Illematcku NpuKa3 Ha OKCUJAIUCKHOT II€CHTO3C€H IHUKJIYC BO XJIOPOIJIACTHUTCE.

Mmunepangexun-3-pochar (GAP); muxupgpokcu-aneton-3-pocdar (DHAP); raykosza-6-cpocdar
(G-6-P); 6-dpoccornykonar (6-PG); ppykroza-6-pocdar (F-6-P); ppykrosza-1,6-6ucocdar (F-1,6-
P); eputpoza-4-pocdat (E-4-P); kcuiynosa-5-pocpar (Xu-5-P); pumbo3a-5-pocar (R-5-P);
cefloxenTyino3sa-7-gocdart (S-7-P); pubynoza-5-pocdat (Ru-5-P).
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Ru-5-P ce BkiyuyBa BO peakIuUTe Ha PEAYKUUCKUOT LHMKIYC, CAaMO BO CIPOTHBHA
Hacoka. O Hea ce goOuWBaaT JBe JPYIrH MEHTO3H, Kcuiayno3a-S-pocpar (Xu-5-P) nop
JIejCTBO Ha meHTo3a-S-(pocpaTnara ennmepasa u pudosa-5-pocdar (R-5-P) nmox aejerso
Ha €H3UMOT meHTo3a-5-ochaTrnara m3omepasa (Ci. 7.4). Co pekomMOMHaLMja HA OBHE
NEHTO3HU ce o0uBaat u Apyru mekepu. Taka Ha 1p., OJ [€jCTBO Ha TPaHCKeToa3a, Xu-
5-P ce pa3noxyBa Ha (pparMeHT cO 2 jarJiepofiHd aToMa (AKTHBEH IIIMKOJIaJxexua) u 3-
tdochoraunepangexuy (GAP), a nmoroa ¢parMeHTOT oOf 2 jarJepojHM aToma ce
KOHjleH3upa co R-5-P u faBa cepyxenryno3a-7-¢pocgar (S-7-P) (Ci. 7.4).

IToroa mop pAejcTBO Ha €H3MMOT ajaposasza, S-7-P ce pasnoxyBa Ha eputpo3a-4-
tdocdar (E-4-P) u puxuapokcuanerongocdar (DHAP). Eputposa-4-pocdaror (E-4-P) ce
KOHJIEH3Mpa cO (pparMeHTOT Of 2 jarJepofHu aToMa U ce JoOuBa (ppykro3a-6-gocdar (F-
6-P), noneka Tpuosara ce KoHaeH3upa co GAP u ce foousa F-6-P. Co pekomOuHamuja Ha
neHTo3ute ce foousaat F-6-P u G-6-P (Ci. 7.4).

OKcylaMCKMOT TEHTO3EH IUKJIYC BO XJIOPOILUIacTOT 00e30eayBa OfpeacHO
konmyectBO Ha NADPH, ko] e moTpeOeH 3a peaklIMUTE KOM MMPOAOJIKYBaaT fia ce
O[IBMBAaT M Ha TEMHO. VIcTO Taka, OBOj MpOILEC OBO3MOKYBA OfP>KYBalkhE Ha OPENECHO
KOHCTAaHTHO KOJIMYECTBO Ha NEHTO3U BO XJIOPOIIACTOT. VIMeHO, The ce moTpeOHu 3a Ja
ce m3rpagu Ru-1,5-BP, BejHa11 0TKaKO XJIOPOIIACTOT NOBTOPHO K€ c€ OCBETIIN. AKO CUTE
NEHTO3M Ce MOTPOIIAT 3a Of[BUBAKE HA JIPYTM MPOLECU HA TEMHO, TOTAll PEAYKIUCKUOT
UKJIYC HEMa Jla MOXKe MOBTOPHO Jla c€ aKTUBHUPA BO MPUCYCTBO Ha CBETJIMHA OWJEjKU Ke
HeMa akuenTtop 3a CO..

7.4 Perynanuja Ha peyKIMCKHOT NEHTO3€H HHKJIYC

Bo cTpoMata Ha XJIOpOIJIacTOT ce OIBUBAAT MHOTY CJIOXKEHHM CUHTETCKH MPOIECH, KOU
noMefl’y cebe AO0OpO ce KOOpAWHUPAHU. AKTHUBHOCTA M MHTEH3UTETOT HA CHUTE OBHE
NpOLIECH 3aBHCH Off aKTUBHOCTAa Ha €H3uMOT Rubisco. Bo crpomara Ha xiopomiactoT
MCTOBPEMEHO MOCTOjaT ABA €H3UMCKH CUCTEMA!

- MPBHUOT yYECTBYBA BO CUHTE3a HA JaryIeXupaTUTE Ha CBETJIO,

- BTOPHUOT YYECTBYBA BO pa3rpajlyBalkbeTO HA JarJIEXUIPATATE HA TEMHO.

I'maBeH ¢akTOp BO peryimpameTo Ha OBHE MPOLECH € CBeTIMHaTa. Toa 3Hauu, geka
CBETJIMHATA HE € caMO M3BOP Ha €HEpruja, TyKy NPEeTCTaByBa M CUTHAJ KO] ja peryimpa
aKTUBHOCTAa Ha OfpefcHM eH3uMu. Taka Ha mp., NOA HUHAMPEKTHA KOHTpOJa Ha
CBETJIMHATA ce Haofa M caMuoT eH3uM Rubisco (Portis, 1992), a qupekTHO cBeTIMHaTa
KOHTposupa 0apeM 5 KJIy4yHH eH3uMu. EH3uMuTe MITO yyecTByBaaT BO OMOCMHTETCKUTE
naTuIlTa ce aKTUBUpaaT Ha CBETJO, a OHME KOM YyuyecTByBaaT BO MaTHUIITaTa Ha
nerpajanuja akTUBHYU Ce Ha TEMHO.

[TocrojaT HajManKy YeTUpPU HAUMHU HA KOM CBETJIMHATA T'M PEryJjiupa MPOLECUTE BO
CTpoMaTa Ha XJIOPOIUIaCTUTE:

e (CperMHATa MMa BIIMjaHUE BP3 CHHTE3aTa Ha €H3UMOT Rubisco.

e (CpeTsiMHaTa ¥MMa BIIMjaHUE Bp3 IMPOMEHUTE BO COCTABOT Ha crpomarta. [lpu
TPAaHCHOPTOT HAa €JEKTPOHUTE HU3 MEeMOpaHaTa Ha TWIAKOUAWTE, TPOTOHUTE Ce
IpeHecyBaaT Off CTpoMaTa BO JIYMEHOT, a [IBOBAJEHTHUTE JOHU KaKO Mg2+
HaBJIeryBaaT BO CTPOMATa M Ha TO] HAUMH BO CTpOMAaTa BO MPHUCYCTBO HA CBETJIMHA
ce 3ronemyBa pH ox 7.0 Ha 8.0, a KOHIIeHTpauujaTa Ha Mg i JOHM ce 3rojieMyBa 3a
2-3 matu (ox 1-3 mM po 3-6 mM).

e CpeTyiMHATa ja peryjupa CHHTEe3aTa Ha Pa3jUYHU aKTUBATOPU M WHXUOUTOPH,
KaKo U aJIOCTepUYHU e(peKTOpHU, KOU ja MOAUu(UIMpaaT aKTUBHOCTA HA EH3UMUTE,
a moceOHO aKTUBHOCTA Ha eH3UMOT Rubisco.

146



Doiliocunitie3a: cutilie3a Ha OPZaHCKUilie COeOUHeHUja

e Kaj aepoOHHTE (POTOCHHTETCKM OpPraHU3MU, KaTaJluTU4YKaTa (PyHKIMja Ha ITOBEKE
€H3UMHU ja peryiupa ¢eperoKCHH-THOPENOKCHH CHCTeMOT. T0j TI'M akTuUBUpa
€H3UMHTE NPEeKy peAyKI¥ja Ha HUBHATE THOJHH (S-S) rpymu.

Cemnak, MOBEKETO NPOLECU BO XJIOPOIUIACTOT CE€ PEeryjaupaHy IPeKy MHTEpakuyja Ha

CUTE CIIOMEHATU MEXaHU3MH, a TOA OBO3MOXKYBa PACTUTEIIHUTE OPraHu3MH afleKBaTHO Ja
pearupaar Ha IPOMEHIMBUTE IPUPOJHU YCIOBH.

7.4.1 AxTuBHocT Ha en3umMoT Rubisco

Ensumor Rubisco Kako NpB M HajBaXX€H €H3UM BO PEAYKUMCKUOT LUKIYC IMPEKY
CcBOjaTa aKTHBHOCT ja OfipeflyBa Op3WHaTa Ha LEJHOT (POTOCHMHTETCKHM Ipouec. Bp3
HEropaTa aKTHUBHOCT BiWjaaT pa3anyHu (akTOpH, MOJ YHja KOHTpoJa ce Haofaar
CIIe[JHUBE IPOLECH:

e aKTHBHpame Ha EH3WMOT Rubisco NMpeKy AMpeKTHO Bp3yBame 3a CO, m Mg’

(kapoaMuIanuja);
® aKTUBHUpPaHE CO MOMOII Ha eH3UMOT Rubisco-akTnBa3a;
e UHXMOHMIMja CO NOMOII Ha KapooKcuapaounuToi-1-¢ocdar v 1pyru iHXUOUTOPH.

Ca. 7.5 Mopen Ha cTpykTypata Ha Rubisco (Buchanan u cop., 2002).

Ensumor Rubisco € wu3omupan oj JUCTOBUTE, KakKO TIJlaBHA KOMIIOHEHTA Ha
npoTenHckaTa gpakiyuja Koja npercraByBa 50% of cuTe MPOTEUHHU BO JHUCTOT. Rubisco
uMa MoJieKyscka maca off 560 kD u ce coctou off 8 rosieMu u 8 Mau CyOeIMHULIN.

Penocnenor Ha aMMHOKUCIENHUTE BO MaIUTE CyOEIUHULIM € KOJUPaH CO HyKJIe€apHUTe
rean rbsS (S = small, man), (Cx. 7.5). CBernuHaTa ja 3rojemyBa ekcrpecujata Ha rbsS
TE€HUTE U BO TOA Ce aKTHBHM LIpBEHATa M CHHATa CBETJMHA IpeKy (POTOPEUEenTOPUTE Ha
¢uToXpoMOT W KpuUNTOXpOMOT. Meryroa, renurte rbsL (L = large, rojlemu) IITO TH
KOJIMpaaT rojieMuTe CyOeMHUIIM Ce HaoraarT IO €fIeH BO FeHOMOT Ha xynoporactoT (Co.
7.5). TlonunenTuaure of ToJeMHTe CyOEIMHWIIM c€ co3[aBaaT Ha puOO30OMUTE Off
XJIOPOIJIACTUTE W BEJHAII MO CHHTE3aTa ce Bp3yBaaT 3a efieH mporeuH of 60 kD. Toj
IPOTENH, KaKo ¥ HEeroBuoT kogaxktop of 10 kD ce maneponunn kou ja o6e30eqyBaaT
¢yskmonannaTta ¢opma Ha eH3uMoT Rubisco (Cxn. 7.5). lllanepoHnHuTe MMaaT BaXKHa
yJIOra BO MOBP3YBAHETO HA CYOENMHMLUTE M HMBHATA MPaBUJIHA MOCTaBEHOCT BO Sglg
XOJIOEH3MM U TIOKPAj TOA IITO CAMUTE HE BIIETYBAaaT BO HETOBUOT COCTaB.
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AKTUBHUOT LIEHTap Ha €eH3UMOT Rubisco ce Haofa moMery iBeTe rojieMu CyOeIMHUIIA.
BceymHoct, fogeka eH3MMOT € BO HeaKTHBHA COCTOj0a, aKTUBHUOT LEHTAp € I0CTaleH 3a
pa3IUYHU aKTUBATOPH WM MHXMOUTOPHU HA CAMHUOT €H3UM KOW ja peryimpaaTr HeroBaTa
aKTHBHOCT. BO aKTHBHMOT IIEHTap MOKeE Jja ce BpLIAT ABE PEaKIMK HA UCT CYIICTPAT:

e kap6Ookcunanuja Ha Ru-1,5-BP, koja Boiu KOH (DOTOCUHTE3A;

e okcypanyja Ha Ru-1,5-BP, koja Bogu KOH poTopecnupanyja.

En3umoT Rubisco MHTEH3MBHO ce IMpoyyyBa HE camMO MOpPajil Toa ILITO € HajBaXKeH
€H3uM BO (OTOCHHTE3aTa, TYKy M NHOpajl Toa IITO TOj HpeTcTaByBa W MOJEN 3a
npoyuyyBamaTa Ha CHHTE3aTa Ha KOIJIEKCHUTE MPOTENHU BO JIBa KJIETOYHM KOMIIapTMaHa,
KaKo U NpH NpOoydyBamaTa 3a OpraHu3alnyjaTta Ha cCyOelMHULUTE BO €IMHCTBEH €H3UM U
JI€JCTBOTO HAa Pa3JWYHU aKTUBATOPU U UHXUOUTOPHU.

Rubisco BO cBOJOT KOMILIETEH COCTAB Of] 8 MM U § TOJIEMU CYOEIMHNALI € HEAKTHABEH.
EH3uMOT CTekHyBa CIIOCOOHOCT 3a KaTaJuThuka (PyHKIHUja camo BO mpucyctBo Ha CO; u
Mg** joun. Ho, oBue perymaTOpHH MOJEKYIH HE CE OHHE MCTHTE INTO yYeCTBYBAaaT BO
kapbOokcunanuja Ha Ru-1,5-BP. Bo oBoj cnyuaj, monekynor Ha CQO; ce Bp3yBa 3a eficH
OCTaTOK Of] JM3WHOT ¥ Tpajy Kapoamar (kapoéammiaanumja). [Toroa, 3a kapGamartoTr ce
Bp3yBa Mg’ co ImTO eH3MMOT KOHEYHO ce akTuBmpa. IlpucycrBoto Ha Mg®' ja
00e30e/1yBa MpaBWIHATA MOJOXK0a HA CYNCTPATOT KOj € HEONXOfieH 3a KapOoKcuialyja
(Ca. 7.6).

HeaktuBHa opma AKkTUBHa hopma

G co,®* Mg?*

2 [ Rubisco
Rubisco
@ @ "
I
COO~

Hj' NH NH
| '
COO~ Mg**

Rubisco Rubisco

Cn. 7.6 AxrtuBanuja Ha Rubisco mo mat Ha kapOammianuja. Ha cBeTnmHa BO cTpomata ce
3roleMyBa KOHIEHTpalujaTa Ha Mg’ u pH Ha cpefiuHaTa, IITO OBO3MOXKYBa Of[3eMaH-e Ha
IIPOTOHMTE Of €JHMOT OCTATOK Ha JIU3UH U Bp3yBake Ha CO, 1 Mg®" (Buchanan u cop., 2002).

Kommaekcor Rubisco-CO,-Mg?* e eqmHCTBeHa dopma BO KOja €H3MMOT MOXKE fia ja
BpLIM (pyHKIMjaTa Ha Kapookcuianuja Ha Ru-1,5-BP. ®opmupameTo Ha KOMIUIEKCOT €
CTHMYIHpAHO NPH MOTOJIeMa KOHIEHTpanuja Ha Mg® Bo cTpomara u npu 3roiemena pH
Ha 8.0 co mTO ce ofi3eMa MPOTOH Off aKTUBHUOT LIEHTAp, a UCTOTO MOXeE Jla Ouje CpedyeHo
npu pH mTo ja mMa cTpomara Ha TEMHO. BcylmHOCT, MPOMEHHMTE BO CTpoMaTa IpH
JIMHEApHUOT TPAHCHOPT Ha E€JIEeKTPOHU ro 3a0p3yBaaT (POPMUPAHETO HAa AKTUBHHUOT
Rubisco eH3um.

Hcro Taka, Kaj pacTeHHMjaTa € OTKPHEH €IeH PacTBOPJIMB NPOTEUH MO3HAT KaKO
Rubisco-akTHBa3a, KOj y4ecTBYBa BO aKTHBHpame Ha eH3MMOT Rubisco (Salvucci, 1989).
3a HeroBa upeHTU(UKAIMja TOMOTHAJIa aHAIM3aTa Kaj €[[eH MYTaHT Of] PACTEHUETO
Arabidopsis, Kaj Koj 6110 OHEBO3MOKEHO aKTHUBHPAKHETO Ha eH3uMOT Rubisco. BeymHocT,
akTMBa3aTa Ouia WAcHTH(UKYBaHa INpu cnopefda Ha NPOTEUHUTE Off HOPMATHHUTE
pacTreHyja co IPOTEMHUATE Off MyTAHTOT, IIPU IITO OMJIO YTBPAEHO JleKa BO JIUCTOBHUTE Ha
MYTaHTOT KakO pe3yJTaT Ha TEHETCKHM JIe3MdM HE Ce€ CHHTETH3HMpa aKTHhBa3ara.
AxTuBHOCTa Ha Rubisco-akTHBa3zara € 1oj KOHTpo/lla Ha CBETJMHATa ¥ 3a HEj3UHa
¢yskyuja e norpedben ATP, Oupejku (pyHKIMOHATHUOT €H3MM HajBEpOjaTHO Mopa ja
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oune ¢ochopummpan (Cn. 7.7). Cnopem Toa, Rubisco-akTmBazaTa OBO3MOXKYyBa
MakcUMalHa e(puKacHOCT Ha Rubisco-eH3MMOT, a ICTOBPEMEHO T'O CIpevyBa JejCTBOTO U
Ha NOBEKE pa3IMYHi HHXUOUTOPH.

ATP: ADP +@®, RuBP
_ | A i A Mir Sy
{RuBP \ RuBP ‘ \
\ ¥ . / o : N\ :
S A—.
Rublsco AKTUBRaza Rubisco AKTUBa3a '\_.‘ Rubisco _—'\_\.‘ Rubisco

- . r i ) . - . | & T

—- - - e S

NH,' NH;' AKTMBa3sa NH 2H NH

CO0O
Mg**

Cn. 7.7 lllemarckm mpumka3 Ha [€jCTBOTO Ha €H3UWMOT Rubisco-akTmBaza, Koja TO
dochopunanujata ro Bp3yBa Rubisco u ro orcrpanysBa Ru-1,5-BP. Ako Ru-1,5-BP npepano ce
Bp3e 3a Rubisco, Toram poara Jo cnpedyBame Ha KapOaMuianujata U akTUBHOcTa Ha Rubisco
(Buchanan u cop., 2002).

Bo in vitro ycioBu, Op3uHaTa Ha peakiyjaTa Ha eH3UMOT Rubisco Tpae caMO HEKOJIKY
MUHYTH, @ IOTOA panyjHo omnara. [lenec, TOYHO ce 3Hae feKa omarambeTo Ha Op3uHaTa Ha
peakuyjaTa Ha OBOj €H3MM C€ JOJKM Ha IPHUCYCTBOTO Ha HEKOUM HHXHOHTOPHH
cyncraHmui, Mefy KOM TIJlaBHA yjora mMaaT Hekou ¢pocpopmmmpann mekepu. Bo
CpeiMHaTa BO KOja € akTuBeH Rubisco ce jaByBaaT HeKOM LIEKepHW KOHW ce Bp3yBaaT 3a
€H3UMOT IpeJ] HErOBOTO aKTHUBUPAHKE U CO TOA IO MHXMOMpAaT HErOBOTO fejcTBO. Mefy
oBue 1mekepu no3Hatu ce Xu-1,5-BP u Ru-1,5-BP. Ru-1,5-BP ro uHXuOupa eH3uMoT ako ce
Bp3€ 3a HEro Ipej KapOaMwianyjaTa, a CcO TOa Ce clpedyBa (POpPMUPAHETO Ha
kommiekcoT co CO»-Mg™". Bo oBoj cnyuaj muTepsennmpa Rubisco akTmBa3za, Koja ja
onBojyBa Ru-1,5-BP 1 oB03MOXXYyBa KapoaMmmiianuja.

Kaj Hekou pacrenuja e OTKpHUEH eieH MPUPOJIeH NHXUOUTOP OTHOCHO (hochOpHiInpaH
mekep, KOj € WAEHTH(UKYBaH Kako 2-Kapookcuapadounutoi-1-¢ocar (CA-1-P),
(Servaites, 1990). Maxu6uTopor CA-1-P ce Bp3yBa 3a KommiekcoT Rubisco-CO,-Mg** 1 ro
3aB3€Ma MECTOTO Ha NPBOTO MHTEPMENUEPHO COEIMHEHUE INocie KapOOoKcuianujata Ha
Ru-1,5-BP, npu mTo ru OJOKMpa CUTE HATaMOIIHU peakiuu. Kaj HeKoW pacTUTEHU
BujoBH, CA-1-P ro mMa BO TojlieMH KOJIMYECTBA, AOf€KAa Ka] APYrM BOOIIITO HE €
npoHajaeH. [laTuinrara Ha cHHTE3a Ha OBOj HHXUOUTOP HE ce MO3HATH, HO CE CMETa JieKa
UCTUOT CE pasrpajlyBa NOCTEIEHO CO 3TOJIEMYBalk€ Ha MHTEH3UTETOT Ha OCBETIYBAHETO.
OB0j HHXMOUTOP HAJBEPOJaTHO MMA 3HAyajHA yJiora Ipy peryiupame Ha poTocuHTe3aTa
0COOEHO BO TEKOT Ha ICHOT KOra HEj3MHUOT UHTEH3UTET Bapupa.

7.4.2 En3uMn KOHTPOJMpPanu o] (pepeOKCMH-THOPEJOKCHH CHCTEMOT

CBeTnMHAaTa ja CTUMyJHpa aKTUBHOCTA Ha clefHMBe 4 KIYYHU EH3UMH Off
PEAYKUUCKUOT IMKIYC: rannepangexua-3-gocdarnara nexupporenasa, ¢pykrosa-1,6-
ongocgarasa, cenoxenrtynosa-1,7-oudocdarasa u pudynosa-S-gocharna kunaza. Cure
OBHe EH3WMI Ce aKTWBHH NPU 3TolieMeHa KOHIeHTpamuja Ha Mg™* Bo ctpomara n nmaat
ontumaiiHo aejctBo npu pH 8.0. Toa 3Haum geka (POTOCMHTETCKMOT TPAHCIOPT Ha
€JIEKTPOHHU MpEeKy MPOMEHHUTE BO CTpoMaTa MMa BIIMjaHWE W Ha aKTUBHOCTA HAa OBHE
eHsumu. Mcro Taka, OBHE €H3MMH C€ NOJ] KOHTpOJa Ha (pepeoKCHH-THOPEeTOKCHH
cucremoT (Buchanan, 1991). TuopenokcuauTe ce HajqoOpO MPOYyUYEHU KAKO UJIECHOBU O]
efHa rpyla NpPOTEeUHHW, KOja MMa Ba’KHA yjora BO METa0ONM3MOT Ha PACTUTEIHUTE,
O0aKTEPUCKHATE W aHMMATHUTE KIIETKU. THOpPENOKCHHUTE MMaaT MOJIEKYyJICcKa Maca of 12
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kD. Bo HMBHMOT MOJIEKYJI iBa COCEAHU OCTATOLM Of] WUCTEMHOT TpajaT AucyIguaHa
rpyna (S-S), koja Bo peayuupana cocrojoa npemunysa Bo (SH-SH). Bo cocTas Ha Ha 0BOj
cucreM BieryBa u (pepenokcunor (Fd), xoj mpuma eJeKTPOHM NPH HEUMKIWYHUAOT
¢orocuHTeTCKN TpaHcnopT. Toj peaynupa efeH gepocyiadypeH IpOTErH, (heperoKCHH-
THOpenoKcuH-peaykTaza (FTR), ko] rm mnpepgaBa €JIEKTPOHHTE M IPOTOHUTE Ha

taopenokcunor (Cr. 7.8).
hv %
dotocuctem |

—
OkcuaupaH PepyuupaH
chepenoKcuH dhepeOKCHH
|
¥~ ®epepnokcuH-
THOpPEenoOKCHH
4  Ppenykrasa

OkcuaupaH
TUOPEAOKCHUH

PepyuunpaH
TUOPEAOKCHUH

OxcuanpaH
eH3UM

Pepyunpan
EH3UM

Cn. 7.8 Illemarckm mnpuka3z Ha CHCTEMOT (epefoOKCUH-THOPENOKCHH, KOj ja KOHTpOJUpa
aKTUBHOCTA Ha HEKOJIKY €H3UMU MO AT Ha PeAyKIMja Ha HUBHUTE THO-Tpynu. PepeoKCHHOT ce
penynrpa Ha CBeTJIMHA MpUMajKu eneKTpoHn off PSI. TnopeqokcnmHOT MOKe f1a ro peaynupa Ouio
KOj €H3WM, KOj PUTOA C€ aKTUBUPA WV HHAKTUBHUPA.

ITocrojat 3 Tnopenokcuum o3HavyeHnu kako f, m u h. Tuopegokcunor f ru pepyuupa
MUACYJI(PUAHUTE TPy KOM C€ HAaofaaT BO €H3UMHUTE Off PEAYKLMCKUAOT LMKIIYC, a CUTE
OBHUE €H3MMHU Ce aKTHBHHM CaMO BO peaymupana ¢gopma, Koja ce foOuBa BO IPUCYCTBO Ha
cBeTiiMHA. Ha TeMHO, KIy4HHTE €H3MMM BO PEAYKLUUCKHOT LUKIYC CE OKCHAHMPAAT U
nHakTuBupaar. OBue €H3MMH BO PEAYKIMCKUOT LMKIYC ce HaoraaT Ha 4 KIIy4HH MeEcCTa,
Ha KOHW Ce pasrpaHyBaar MMaTUIITATa Of ABa Ipolieca U TUE PEaKIUUTE I'M HACOYyBaaT BO
npaBel] 3a OfpKyBalkbe Ha PEJyKUUCKHOT LUKIYC. THOpESOKCMHOT m ja pepgyunupa
MajlaTHaTa JEXUAPOreHasa, a THOPEJOKCMHOT h ce Haora camMo BO XeTepOoTpogHUTE
KJIETKH.

En3umuTe KoM rum peryampaar OKCHAALUCKUTE peaKluyi ce MOJ HEraTMBHA KOHTPOJA
Ha ceTauHara. OKCHAAUUCKUOT NEHTO3€H IMKIYC € OfPEAEH CO NMOYEeTHATa peakiyja
OTHOCHO OKcHpanydja Ha TJyKo3a-6-ocdaT. AKTHBHOCTA Ha EH3UMOT TIJIyKO3a-6-
dochaTHa JexuaporeHa3a e MHOTY HHCKA TIPH 3rOJIeMEHO MPHCYCTBO Ha Mg® m mpm
ankanmHa pH. Meryroa, eH3uMOT € 1 nop KoHTposaa Ha ogHocoT NADPH/NADP. NADPH
KOMIIETUTUBHO o MHXUOMpa Bp3yBambeTo HA NADP 3a cyncrpaToT. bupiejku Ha cBeTIo ce
curetu3upa NADPH, Toram okcupganmjata Ha cyncrpator e copedyeHa. Cemak,
HCTOBPEMEHO TIiyKo3a-6-docaTHaTa AEeXUApPOreHasa ce peaynupa co IOMONI Ha
(hepenokcun-THOpPEROKCUH cucTeMOoT. OBOj €H3UM BO pefylpaHa cocToj0a € HEaKTUBEH,
HO MOKE Jla c€ aKTHBHMpA Ha TEMHO, KOra IOBTOPHO K€ C& OKCHAMpA.
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7.5 ®oTopecnupanuja

doropecnupanyjaTa € Mmpoluec WITO ja ciefu (POTOCHHTE3aTa Kaj rojeM Opoj
pacrenuja. OBOj mpolec ce OfBUBA BO MPUCYCTBO HA CBETIIMHA, HO IIPATOA CE OCI000yBa
COs, a ce Tpoumm O,, KCTO KaKO U IPH MPOIECcOT Aullewke. [lopaau Toa, MHOTY € TellIKo Aa
Ccé MEpU HUHTEH3UTETOT Ha oropecnupanyja, OupejKM wucTaTa € MacKupaHa Cco
¢orocunTesara. PoTopecnupanujata of OMOXEMUCKH ACTIEKT HEMa HUIITO 3aeJHUIKO CO
IUIIEHETO, HO € ToBp3aHa co poTocuHTe3ata. IMeHo, poropecnupanujata ce 6a3upa Ha
MeTadoIM3MOT Of IJIMKOJHATa KuceJqnHa (IVIMKOJAaT) M Mopaju Toa ce HapekyBa C-2
t¢oropecnnpropen mukayc (Leegood, 1993).

Bo mnpouecor Ha d¢oropecnupanmja CYKIECMBHO YYE€CTBYBaaT TPH KIJIETOYHHU
OpraHeNy: XJIOPOIUIACTHTE, MEPOKCH30MHTEe ¥ MHUTOXOHJApPHHTEe, a ce Ioapa3Oupa u
Y4ECTBOTO Ha HUTOILIa3MaTa Koja I'M onKpyxXKyBa. OBOj OMOXEMUCKHU MPOLIEC CE COCTOU Off
MOBEKE CETMEHTH:

e okcupanuja Ha Ru-1,5-BP u ¢popmupame Ha pocdorinkonat Bo XJ0poIiacToT;

e oOKcHjalyja Ha TJIMKONATOT M CHHTE3a Ha TVIMIWH TMPEKy TpaHCaMHUHAIMja BO

MEPOKCU30MOT;

e KOHBep3Wja Ha TIUIMHOT BO CEPUH BO MUTOXOHJPUUTE;

e pereHepanyja Ha 3-PGA BO copabOTKa Ha CUTE TPU OPTaHEeIH.

[IpBuTe Tpu creneHu ce UpeBep3uOUITHY, JOIeKa MOCIEAHUOT MOXKE Jla ce pa3BUBa BO
IB€ HACOKU ¥ TOA KOH cuHTe3a Ha 3-PGA uim KOH Apyru MeTaboInIKy MPOLECH BO KOH ce
KOPHUCTH aMUHOKHCEJINHATA CePUH.

7.5.1 MeTadoam3aM Ha IJIHKOJIATOT
En3zumor Rubisco katanu3upa aBe peakuumm Kopucrtejku Ru-1,5-BP kako cyncrpar.

Tue peakumm ce KapOOKcHJIanHja Koja IO O3HauyyBa IIOYETOKOT Ha PENyKLIUCKHOT
TICHTO3EH IUKJIYC U OKCHAANHKja Koja BOIM KOH hoTopecnupatopHuoT mukiyc (Cu. 7.9).

OH : HC— OH

:l; l®, ®' ([;— - O CHO0@® CH,O®

HC—OH I >— OH 3-thocornuuepar 3-thocornuuepar
HC — OH

| >~
CHO0@® CH,O0@® / \ - 0 O O
c? e

Pubynoso-1,5- UHTepMmeguepeH o) C
2 '
6udpocar npouseos 2 | |
HC— OH CH,O0@
:-I,, L,O® 2-tpocdpornukonar
1 - Rubisco-kapboKcunasHa akTMBHOCT 3-thocpornuuepar

2 - Rubisco-oKcureHaszHa akTUBHOCT

Ca. 7.9 Rubisco kartanusmpa jBe peakuuu: KapOokcunanyja W okcupganuja Ha Ru-1,5-BP. Ilpu
kapOokcuianuja ce poOuBaar fABe MoJiekyiau Ha 3-PGA, kou BieryBaaT BO PEAYKLUCKHOT
neHTo3eH nukiayc. IIpu okcupanmja ce gobuBa efeH Mosekyn Ha 3-PGA u efeH Monekyn Ha 2-
¢pocdornukonat Koj Bierysa Bo ¢pocopecnipaTOpHUOT LUKIIYC.
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Xnoponnacrt
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Cn. 7.10 llemaTcku nmpuka3 Ha ¢oTopecnupanmjaTa-okcupanuckn porocuareTcku C-2 MUKITYyC
nomery XJOpOIUIACTHTE, MEPOKCU30MUTE W MHUTOXOHApHHTE. L[UKIycoT movyHyBa cO OKCHAalmja
Ha Ru-1,5 BP BO xnoporuacThTe, a MNpPOAOJKYBa CO NPEMUHYBAKE Ha TIMKOJIATOT BO
nepokcuzomute. IIpn okcupanuja Ha rimKonator ce Tpomm O,, TIMOKCanaToT NMpuMa aMUHO

rpymna of rilyTaMaToOT U CEPUHOT, a I0TOa BO
IIpu koHAEeH3anWja Ha ABE MOJIEKYJIH INIMLIAH
IPOLECOT HaluKyBa Ha pecnupanujata. Co oB

¢opMa Ha IIIMLIUH NPEMHUHYBA BO MUTOXOHJPUUTE.
ce foouBa ceput, NH;, NADH u CO,. [Topagu Toa,
ue Tpollecu € MoBp3aHa pereHepanujata Ha 3-PGA

OJl CEpUHOT, KOj ce BpaKa BO IIEPOKCU30MHUTE, KaKO U (DOTOPECIUPATOPHUOT IUKITYC Ha a30TOT BO

xnopomactute (Buchanan u cop., 2002).
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JIBeTe peakuuu ce KaTaJdu3MpaHU Ha UCTO aKTUBHO MECTO Ha €H3UMOT Rubisco u
nopaau Toa CO, n O, KOMIETUTHPAAT 3a OBa MecTO. Bo BOEHMOT pacTBOp Ha JIUCTOT KOj
€ BO paMHOTEXKa CO COCTAaBOT HAa BO3[yXOT BO UHTepLeNyIapuTe, KomuuyHUKOT CO,/O; Ha
25C e 0.0416. Bo Toj chny4yaj opmHOCOT Ha TIporechTe € 3:1 BO KOpHCT Ha
KapOoKcuanujara.

ITpu okcupanmja Ha Ru-1,5-BP ce goOuBa efieH Moiiekyn Ha 2-¢ocdorankonar u efieH
MoJiekysl Ha 3-¢pocormunepar (3-PGA), Hamecto nBe monekynu Ha 3-PGA mrTo ce
noOuBaat npu Kapookcuinanuja. Monekynure Ha 3-PGA ce BKiydyBaaT BO PeIyKIMCKHAOT
NEHTO3€H UKIIYC, HO IPU OKCHalnMja I'M MMa 3a MOJOBMHA NOMalKy. Bo xnopomnacture
pedrcn cekoraml ce jaByBa OfpeAeHO KommdecTBO Ha O, mTo ce pobuBa mIpu
pa3noxkyBame Ha BOfaTa M 3aToa OKCHjalyjaTa Ha OApEeAeHO KoamdecTBO Ru-1,5-BP
npeTrcraByBa HemszOexkeH mnpouec. [loouennor 2-¢gocoramkonar npu OKcHanuja co
noMoul Ha eH3uMoT ¢ocdoraukonaTaa gocdarasza ce npeseyBa BO INIMKOJAT, KOj
U3JIETyBa Off XJIOPOIUIACTOT CO MOMOII Ha MOCEOEH MPOTENHCKY NPEHECYBAY U HAaBJIETyBa
BO nepokcuzomutTe. MCTOBpEMEHO, TpPaHCIOKATOPOT HA TIJIMKOJATOT BHECYBa BO
XJIOPOIIJIACTOT MOJIEKYJI Ha IVIMIePHHCKA KHceanHa (TJIMIepar) off [UToIIa3Mara.

ITokpaj rmmoKcU30MHTE U MEPOKCU30OMUTE MpHUnaraaT BO rpynaTta Ha MUKpOTena, KOu
ce NMPHUCYTHU BO KJIETKUTE HA JUCTOT. THe ce OOBUTKAaHU CO €[HOCIOjHAa MeMOpaHa H
COAp3KAT KPYIMHO KPHUCTAJIHO TEJO KOE CE COCTOM Of] €H3UMOT KaTtaia3za. BooOnuyaeHo
NEPOKCU30MHUTE ce HaofaaT MoMely XJIOPOIUIACTUTE M MHUTOXOHAPHUHUTE, a CO TOa Cce
o0jacHyBa M copa0OTKaTa Ha OBHE TPU OpPraHeNd BO METa0OJIU3MOT Ha TJIMKOIATOT.
I''MkoaaToT KOj MpeMuHaj Off XJIOPOIJIACTOT BO MEPOKCU30OMUTE CE OKCUAUPA CO MOMOIII
IVINKOJIATHA OKcHaa3a BO rimokcanar. Bo Taa peakuuja ce tpommm O, m ce goOuBa
Boaopojen nepokcup (H,0O;). En3umort kaTanasa ro pasnoxysa H,O, na H O u 1/2 O,.

Opn aBaTa rIMOKCAJaTH, €JHUOT NMPUMA aMHUHO TPyNa Off IJIyTAMHHCKATA KHCEJINHA
(rmyramaTt) cO NOMOII Ha IVIMOKCANAT-IJyTaMaTHa aMHMHOTpaHcdepasa, a ApyruoT Of
CEpUHOT TOJ] JIEjCTBO Ha INIMOKCAIAT-cepHHCKAa amuHoTpancgepasa. [Ipurtoa, Bo gBaTa
clydyau ce JoOWBa aMUHOKHCEJIMHATA TJIMIUH, KOja mpeMuHyBa Bo muTtoxoHapunte (Ci.
7.10). Bo MuTOXOHApUHTE, TIUIMMHOT CO OKCHANMCKA JieKapOOKCcWIannja ce pas3ioxKyBa
Ha CO; u mernnamuu, Koj ryou NH3 u noroa kako mermieHckun C; OCTaToOK Off €[lcH
jarnepon ce Bp3yBa 3a Tterpaxuapogonar (THF), a eH3MMOT KOj ro BpIIM OBa
pasrpajiyBame € IJIMIMHCKA JeKkapookcwia3za Bp3aHa 3a NAD. THF e npenecyBau Ha
METHJIEHCKMOT (PparMeHT, KOj ce Bp3yBa CO APYr MOJEKYJ] Ha TJIHMIHMH CO MOMOII Ha
CepUH-XHIPOKCHMeTH TpaHcdepasa, Ipy IITO ce JoOuBa cepuH. BKynmHHOT OMinaHC Ha
peakuujaTa € KOHJeH3alyja Ha ABe MOJIEKYJIH Ha TJIMIUH O] KOu ce JoOuBa cepuH, CO,,
NH; u NADH.

JlekapOoKcuianujaTa Ha IIMIMHOT € IJIaBHA peakiyja Bo Koja ce goouBa CO, u 1o
KOja LENHOT NpoIlec € CIuYeH Ha aumewmeTo. NAD Koj ce peayuupa, NOBTOPHO ce
OKCHJYpa BO MUTOXOHJPUUTE, & CO TOA CE OBO3MOXYBa cuHTe3a Ha ATP.

I'MUuuHOT M CepUHOT ce MOBpP3aHU NMPEKY peBEep3nOMIIHA peakiija BO KOja Yy4eCTBYBa
THF. Tue nonataMmy ce BKIIydyyBaaT BO pa3jIuyHU METAOOIUTHUYKY npouecu. Op cepuH ce
noOVBa WMCTEHH, a CUTE TPU AaMUHOKHMCEIIVHM IJIMIWH, CEPHH U HUCTEHH MOXKAT Jla ce
BrpagaT Bo nporeuHute. Toa 3Haum fieka poropecnupanyjaTa uMa 3HayajHa yjiora BO
CHUHTE3aTa Ha OBUE TpPU aMHMHOKHceJlMHH. MefyToa, nmpu ¢oTopecnupanuja, CEpUHOT
MOXeE f1a ce KOpUCTHM M 3a pereHepanuja Ha 3-PGA. Ho, Ha TOj mat cepuHOT Of
MUTOXOHJPUUTE NMPEMUHYBA BO NEPOKCU30MUTE, KaJle IITO CO IMIMOKCAIATOT J]aBa INIMIMH
U XHAPOKcHOUpYyBaT. XUAPOKCUNMUPYBATOT co mnomour Ha NADH-pexuaporenasa ce
peayuupa Bo INIMIEPAaT, KOj ce Bpaka BO XJIOPOIIACTOT Kajie ce pocopuiimpa co NOMOIII
Ha ATP u ramneparna KuHa3a, a 110TOA HABJIET'YBa BO PEAYKIMCKUOT IEHTO3€EH IUKITYC.
Ha Toj HaumH pgen of ¢pukcupanuoT u pepaynupanuor CO, ce Bpaka BO XJIOPOILIACTOT, a
e HEMOBPATHO Cce T'yOM IPU CMHTE3a Ha CEPUHOT.
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IIpu npouecort ¢oropecnupanuja ce ocirodogysa 1 NH; BO UICTO KOMMYECTBO KaKO U
CO,. I'yGemeTo Ha OPraHCKHOT a30T 32 PACTEHUETO OM OMIIO UCTO TOJIKY IITETHO KOJIKY 1
ryOeHEeTO Ha OPraHCKUOT jarjepoy, ako He OM MOCTOEI NaT IPEKY KOj a30TOT MOBTOPHO
Ke ce acuMuiaupa. Mefyroa, aMOHUYMOBHUOT JOH € TOKCUYEH 32 (DOTOCUHTE3aTa U NMOopagu
TOa HeroBaTa IOBTOPHA acMuUjalyja € HeONXoHa KaKo €1eH Ha4MH Ha JeTOKcU(puKanuja.
Ocnob6ogennor NH; ce Bpaka BO XJIOpOINIAaCTOT ¥ €€ KOPUCTH 3a CHHTE3a Ha
AMHHOKHCEJIHHH CO TIOMOII Ha €H3UMCKHOT cucteM riayramar/rayramun (GS/GOGAT) koj
BO XJIOPOIUIACTOT ja BpPIIM IPMMapHaTa CHHTE3a Ha aMUHOKHCEIWHH. BO 0OBOj ciyuaj
IpOLECOT € IO3HAaT Kako (oTopecnupaTopeH NIHMKIyC Ha a30ToT. BceymHocr,
KOJIMYECTBOTO Ha MOBTOPHO BP3aHUOT AMHOHHMYM € ITIOrOJIEMO OJf OHA LITO Ce JoOuBa NpH
npUMapHa CUHTE3a Ha aMIHOKHUCEJIMHY BO TUCTOT Kaj C-3 pacreHujara.

doropecnupaTOpHUOT LUKIYC Ha a30TOT IOKaXyBa 30LITO 3a aMHUHalMja Ha
TIIMOKCANAaTOT BO TNIMIUH ce TOTPEOHU JiBE pa3InyHu aMUHOTpaHcdepasu (riayraMaTHa u
CepMHCKa). AKO HE yuecTBYBa IJIMOKcalaT-cepuHCcKaTa aMuHOTpaHcepasa HeMa f1a ouje
MOXHa J[leaMuHalyja Ha CEpUHOT BO XuapokcunupysaT. Mcro Taka, TJIMOKCHJIAT-
riyramMaTHaTa aMHUHOTpaHC(epasa € HEONXOfHa 3a IOBTOPHO fa ce€ IPOU3BEAE o-
KEeTOTJyTapaT, Koj MpruMa aMHHO TPyn# BO cucTeMOoT riuyramat/rinyramuH (GS/GOGAT).
Toa 3Haum, feka Oe3 Taa peakuuja OM HacTaHala akKyMmyJjalyja Ha TIJIyTaMaTOT H
peacMuianyjaTa Ha aMOHHYMOT OM npecraHana. Ilopagu TOKCMYHOCTAa HA aMOHIUYMOT BO
¢porocunTe3aTa, pacTeHUETO OU OUIIO CEPUO3HO OLITETEHO.

7.5.2 YuectBO Ha poTopecnupanujaTa B0 (GOTOCHHTETCKATA NPOAYKIHja
doTopecnupanujaTa MOXKe ia ce MPETCTABYU CO CIEHATa PABEHKA:
2Ru-1,5-BP + 30, + 3H,0 — 3 3-PGA + CO, + Pi

Op paBeHKaTa MOXe fia ce 3a0eexu aeka asa monekyna Ru-1,5-BP co BkynHo 10 C-
aTomu ce pereHepupaat Bo 3 monekyiau 3-PGA co 9 C-atomu. Op oBue 3 Monekynu 3-
PGA, 2 monekyna NOTEKHyBaaT oOf] pacnarakbeTO Ha NOYETHHTE MEHTO3U. [peTHor
MouieKys off 3-PGA HacTtanyBa off 2 TIMKOJIATH (OJHOCHO TIWIIMHY), Off KOU MMOTeKHYBa 1
CO,. Cnopep Toa, on 4 jariiepogHu aTOMHM KOU BJIeTyBaaT BO (POTOPECHMPATOPHUOT
nukiyc, 3 C-atoMu ce pereHepupaar, a 1 C-atom ce Ty0u, IITO 3Hau| jeka ce ryoat 25 %
ol orocuHTEeTCKUTE Npom3Boau. M mokpaj Toa wmTO mIpu (oTopecnupanyujata uMma
3aryb6a Ha (POTOCMHTETCKUTE MPOU3BOAU, UCTaTa HE € MOXKHO fla C€ UCKJIy4Yd MOpagu
aKTUBHOCTa Ha eH3MMOT Rubisco kaj cute ¢oTocuHTeTCKM opraHusmu. Taka Ha mp.,
PEAYKIUCKUOT TEHTO3€H LUKIYyC MOKE Jja MOCTOM caM 3a cebe, a poTopecnupaTOpHUOT
UKJyC € "mapa3uTcku'" OujejKu 3aBUcHU off cuHTe3aTa Ha Ru-1,5-BP.

7.5.3 KBaHTUTATHBEH OJHOC HA PEIYKIMCKHOT U (hOoTOPECIUPATOPHUOT HUKJIIYC

Kaj pacrenmjata nocron pasmeHa Ha CO; m O, co HagBOpEIIHATAa CPENAMHA IPEKY
npouecoT Ha (hOTOCHHTE3a, KOja € BO CIIPOTHMBHA HACOKAa Of OHAa IIpU INPOIECUTE Ha
nuuewe 1 poropecnupanuja. Cenak NocTOM HAUMH fla ce U3MepaT OBUE TPH IPOLECU BO
MHOI'Y KpaTOK BPEMEHCKHM Inepuof. Toa Moxe fma ce IOCTUrHE Kora ce MeHyBaaT
HAJIBOPEIIHUATE YCIOBH BO TEKOT HAa E€KCIIEPUMEHTOT M KOra ce cilefiaT T.H. IPEOHH
¢penoMenu. Bo mpBHOT fAen O €KCHEpUMEHTOT, BO TEKOT Ha (POTOCHMHTE3aTa BO
IIPUCYCTBO Ha CBETJIMHA OUIO 3a0elieKaHo 3rojieMeHo KoimuecTBo Ha CO,. Bo oTcycTBO
Ha CBETJIMHA, KoiandyecTBOTO Ha CO, pacre, OMAEJKH TOj ce MpOM3BegyBa IIPHU IPOLECOT
NUIIEHE, a I0TOA BO CJIEJHUOT IEPHUOJ HAa TEMHO, KoimuectBOoTO Ha CO, ce Haora Ha
IIOCTOjJaHO BHMCOKO HHMBO. BO TIIpBUTE CEKyHAM 1O TacCHEHETO Ha CBETJIMHATA,
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KoaudecTBOTO Ha CO, MoKaxyBa IrojieM CKOK KOj TOTOa onara Ha HUBO KOE € OfIpefieHO
CO IPOILECOT Ha ANIIEHEe. BCymHOCT, TOj CKOK BO KoauuecTBOTO Ha CO; ce mojaByBa Kako
pe3ynTtat Ha oTopecnupanyjaTa, Koja MPOMAOJKYBa VIITE 3a KPaTOK IMEpPUof IO
FaCHEHETO Ha CBETJIMHATAa HAa CMETKA Ha MPETXOJHO (POPMHUPAHMUOT IIMKOJAT. AKO BO
NPEOJHUOT TEPUOJi ce MepH KOJMYecTBOTO Ha (,, Torauml ce MojaByBa 3HAYUTEJHO
onafawme Ha HeropaTa KOHIEHTpalMja, IITO € Pe3yaTaT Ha nmoTpouryBaykata Ha O, BO
npolecoT Ha poTopecnupainmja, a NOToa KOHIEHTpanujata Ha O, ce cTaOuiau3upa Ha
HUBO KO€ 3aBHCH Off MPOIECOT Ha JUIICHE.

PenatuBHMOT opmHOC Ha KapOokcuianmja M okcupanwja Ha Ru-1,5-BP ro oppenysa
KOAUYHUKOT Ha CO,/O, pacTBOpeHM BO cTpomaTa. BpegHocTa Ha OBaj KOJIMYHHUK CE
MEHYBa CO MpoMeHa Ha Temmeparyparta. [Ipu noBucoka Temnepartypa, KOJIMYECTBOTO Ha
pactBopenute racoBu omnafa. KommuecrBoro Ha CO, omafa MHOTY MOOpP30 OTKOJKY
koandectBOoTO Ha O,. Taka Ha np., pu TeMmneparypa of 5°C, kommurEKOT CO2/0,=0.051,
a ma 35C n3HecyBa CO,/0,=0.037. Toa 3Haum, geka eH3UMOT Rubisco Ha 35°C moBeke
NOJIJIeXKU Ha OKCHMAAlUja, OTKOJIKY MPU YMEPEHU TeMIepaTypu. 3aToa, pacTeHujaTa Kou
MoOXaT Ja ja orpanmyat ¢oropecnupanmjata (C-4 pacTeHMjaTa) TOKasKyBaaT
TOJIEPAHTHOCT KOH 3rojieMeHa TeMIepaTypa U MOji THE YCIOBU MOXKAT jja OufgaT BUCOKO
NPOAYKTUBHHU.

7.6 ®Pukcammja na CO; kaj C-4 pacrenujara

HcnurtyBamwarta 3a ¢pukcanumjata Ha CO, Kaj morosiem Opoj pas3juyHU pacTeHHuja
NOKakaje JieKa PEeAyKIUCKUOT MEHTO3€H IUKIYC € €AMHCTBEH HAauMH 3a CHMHTEe3a Ha
OpraHCKHUTE COEIMHEHMja Kaj cuTe (POTOCHHTETCKM OpraHu3mu. Mefyroa, nogonHa 6mio
YTBPAECHO [leKa IOCTOjaT OAPEJeHM pa3lIMKA BO HAYMHOT Ha Ipumawme Ha CO, of
Bo3ayxoT. Hatch u Slack (1966), ncnuryBajku ja ¢pukcanujata Ha CO, Kaj meKepHa Tpcka
YTBpAWIIE JIeKa MOCTOM pas3jiMKa BO HAaUMHOT Ha npuMmame Ha CO, o BO3AyxoT. Tue BO
CBOMTE MCTpaXyBama Kopucrene *CO, n mokaxane feka nocne 1 cexynua, 93% on '“C ce
Haofa BO KapOOKCWMJHAaTa Ipyla Ha TPU OPraHCKM KHUCEJIMHU M TOa: OKCAJIONETHA,
acmaparmacka ¥ ja0oJkoBa KuceilnHa (OKcalamerar, acmaprar ¥ MaJjar).
PapnoaxkTuBHOCTa Kaj 3-PGA ce nojaBuiia Aypu MO HEKOJIKY MUHYTH.

OBoj HauuH Ha pukcanmja Ha CO, OWJI MOKaXKaH M Kaj IPYrd PAacTUTETHU BUIOBH, Kaj
TPEBHUTE OJI TPOICKO TMOTEeKJOo (IIeKepHa pemnKa) W APYrd mpeTcraBHUNM Ha Poales m
Cyperales (muenka, Sorghum, Cyperus), HO U Kaj AMKOTHJIHUTE PACTEHHU]ja Of PEHOBUTE
Asterales, Euphorbiales, Geraniales, Caryophyllales u gpyru. IloceOHO Omiie ncnuTyBaHH
ponosuTe Amaranthus, Atriplex u Chenopodium. Kaj ogpenenu pogoBu u BUIOBU MOXKE fia
Oujie TpUCyTEeH OBOj HauuH Ha ¢ukcanyuja Ha CO,, HO Kaj IPYr¥ BUAOBU Of UCTHOT POJ
HAauMHOT Ha ¢ukcanuja Ha CO, MOXKE J1a € UCT KaKO Kaj PeAyKIUCKUOT MEHTO3EH UKITYC.

ITopapu Toa mITO Kaj cuTe OBUE BUAOBU NPBUOT NPOU3BOJ IpH pukcanyja Ha CO, He e
3-PGA co 3 jarnepopHu aTOMH, TYKY APYTH TPU KUCEJIUHU CO 4 jarJiepojlHd aTOMH, OBHE
pacreHuja ce HapeueHu C-4 pacreHmja, 32 pa3juka off CUTE IPYTU IITO ro 1oOUIIe UMETO
C-3 pacrenuja. C-4 pacreHujata Mef'y ce6e TaKCOHOMCKH C€ MPWJIMYHO OfjjajiedeHu, HO
cenak, C-4 BUJOBUTE BOJAAT MOTEKJO Ol TPOIICKATE KPAE€BU U €BOJIyUpaJie MOJ| CIUYHU
ekonomku ycnosu (Edwards m Walker, 1983).
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7.6.1 AnaToMcKku ¥ HUTOIOMKH 0coouHN HA C-4 pacTenujaTta

Kaj C-4 pacrenujara ce npucyTHU cUTE MOP(OIOIIKHA KapaKTEPUCTUKH 32 TAKCOHUTE
KOH KOM THe Ipumaraar, HO IO rpajgdaTa Ha JIUCTOT U CTyKTypaTa Ha XJIOpPOIUIACTUTE Ce
M3[IBOjyBaaT OJi CHTE CHUCTEMAaTCKM KaTeropuM Kako moceOHa rpyma. BcymHocr,
OCOOMHUTE M KapaKTEPUCTUKHUTE BO HMBHATA CTPYKTypa MM OBO3MOXKyBaaT C-4 TuIl Ha
¢orocunTesa. Taka, Kaj OBHE pacCTUTENHH BHUOBHM HAjioOpO € M3pa3eHa 3aBHCHOCTA
nomery CTpyKTypara u (pyHKIujaTa.

Bo acMunmammonoTo TKuBO Kaj C-4 pacTeHHjaTa ce pa3jiMKyBaaT ABa BHAA HA KJIETKH.
Enen Bup ce kieTknute Ha Me30(PMIIOT KOM CE CIMYHU HA THE Kaj JPYTUTE pacTeHHja, co
M3paseHa nojenda Ha NAIKMCAJHUOT W CyHIepacTHOT mapeHxuM. Mefy HHMB 4ecTo ce
HaolaaT roJIeMU MHTEpLENYyJapHU NMPOCTOPU. BTOpHOT BUJ KIIETKM IO IMPETCTaByBaaT
KJIETKUTE KOM CIHMPAHO TM OOBUTKYBaaT CIIPOBOJHUTE CHONYMIbA W OKOJY HMB IpajaT
30MeHa OOBMBKa WJIM capa Ha cnpoBopuute cHomunma (Cn. 7.11). Osue kieTku Omie
3a0eJieXkaHN Ha HalpeyeH IMpeceK Ha JIMCTOBUTE Kaj HEKOW pacTeHuja U Ouiie HapeuyeHH
“Kranz” KJ1eTKH, IIITO Ha TepMaHcKu 3Hauu “BeHel”. [TogonHa 610 yTBPAEHO feKa CUTe
pactenrja Ko uMaat “Kranz” kneTku npunaraat Ha rpynata Ha C-4 pacrenuja. “Kranz”
KJIETKUTE ce HaofaaT OKOJly CUTE, I1a U OKOJIy ¥ HajMaJUTe CHONUMIbA, TaKa IITO HUTY
efHa Me30(guiHa KJEeTKa He € ofiajieuyeHa oj HUB 3a moBeke of 3-4 kietku. Kaj C-4
pacteHmnjaTa (co MCKIy4oK Ha NADP-majaTHUTE), COCETHUTE ME30(HIHU KIETKU ce
penar yuire BO eJIeH HaiBopeleH BeHel (Kpyr) OKONly KIIETKATE Ha capaTa, a OKOJIy HUB
ce Haoraat rojieMu UHTEPLEIyJIapH.

MesodounHa
KneTka

“Kranz” Knetku

Cn. 7.11 Anatomuja Ha nuctoT kaj C-4 pacrenue.

l'onem Opoj C-3 pacreHujatTa uMaaT OOBHMBKA Off ME30(DUIHU KJIETKH OKOJY
CHOMYMEbaTa, HO OBHME KJIETKM HAjYeCTO HEMaaT WM MMaaT Majiky xjopomnactu. Op
Apyra cTpaHa, mak, Bo “BeHenoT” kaj C-4 pacTeHmjaTa ce HaofaaT KPYNHU XJIOPOIJIACTH.
KneTkure Ha BHaTpemHaTta oOBuBKa Kaj C-4 pacreHujaTa mMaaT 3ajieOeJIeHH SUIOBU
IPOTKAeHU CO CyOEpHH, a SUIOBUTE Ha ME30(WIHUOT cl0j ce TeHKu. Knerkure Ha
“BeHEloT” ¥ Me30(pWIIOT ce MOBP3aHU CO TOOPO pa3BUEHU U MHOTYOPOjHHM TNTa3MOJIE3MU.

XJopomracTuTe BO KJIIETKUTE Ha capaTa Ha CHPOBOJHHUTE CHOMUME-a MMaaT 1moceOHa
BHATpEIIHa TIpajfda JofeKa BO XJIOPOIUIACTUTE Ha Me30(UIHUTE KIETKH ce Haofa
TUNWYEH TUIAKOUJEH CUCTEM. XJIOPOINIACTATE BO KJIETKUTE HA capaTa Ce pa3uKyBaarT
Ofl OHME Ha ME30(WIHUTE KJIETKH U MO €H3WMHUTE KoM r'm coapxkKaT. Mmeno, Rubisco u
APYTUTE €H3UMU Off PEAYKUUCKHOT LUKJIYC C€ HaoraaT camMO BO XJIOPOIUJIACTUTE Ha
KJIETKUTE Off capaTa, a BO Me30(WIHUTE KJIETKH JIOMHUHAHTEH € EeH3UMOT
dochoenonmupysat kKapookcunasa (PEP-kapOokcuiiasza).
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7.6.2 MeTtadoan3am na CO; kaj C-4 pacrennjara

Kaj C-4 pacrenujaTta noctou nojenda Ha pyHKIUjaTa noMery Me30(pUITHIUTE KIETKU 1
KJIETKUTEe Ha capara. @ukcammjata Ha CO; o] BO3AYyXOT U cuHTe3aTa Ha C-4 opraHckm
KHCEeJIMHN CE BPIIU BO Me30(DMIIHATE KJIETKH, 2 PeAYKIUCKIOT (DOTOCHHTETCKH IUKIIYC BO
KJIETKHTE Ha capaTa.

ITpu acMunanyja Ha CO, ce pa3nuKyBaaT cliegHUTe as3u:
¢ (pukcanuja Ha CO,, KapObokcunanmja Ha GpocOCHONNUPYBATOT U CUHTE3a HA KUCEINHA

co 4 jarsiepoJHu aTOMHU BO Me30(pUIIOT;

e TpaHCHOPT Ha C-4 KUCEJIMHUTE BO KIIETKUATE Ha caparTa;

¢ nekapOokcunanuja Ha C-4 kucenunute, pukcanuja Ha CO, BO pEAYKIMCKUOT MEHTO3EeH
LUKJIYC BO KJIETKUTE Ha capara;

® TPAHCIIOPT Ha OCTATOLMUTE CO 3 jarliepoHUu ATOMM BO KJIETKUTE Ha ME30(PUIIOT;

e pereHepaniuja Ha akuentopot 3a CO, BO KIETKUTE Ha Me30(PUIIOT.

ITponecure Bo Me3oduiiHATe KIIeTKU Kaj C-4 pacTeHujaTa riIaBHO ce UCHTUYHH, HO,
cenak, cnopepi C-4 KuceJamHATe 1ITO C€ TPAHCIIOPTHPAAT Off ME30(UIOT BO capaTa, Kako
U CTIOpe]] EH3MMUTE KOU ja BpIIAT JeKapOoOKCcuIanujaTa Tue ce AejiaT BO TPU IPYIH:

e NADP-manaTeH Tan Ha pacTeHuja co manar (jabonkoBa kuceiuH) 1 NADP- manaren
(jaGonkOB) eH3uMM; TyKa clafaaT m4yeHKa, meKepHa Tpcka, Sorghum, Cyperus, Digitaria
sanguinalis u pyrn.

e NADP-Tun co acnaprar (acrmaparniacka KucelimHa) 1 NAD-manaren en3um; ru  orndaka
Artiplex spongiosa, Portulaca oleracea, Amaranthus edulis, Panicum miliaceum u ap.

e PEPCK-acnapraten THH co acmaprat u ¢ochoenoimupyBaTHa  KapOoKcuiasa
(PEPCK); Tyka cmafaat Panicum maximum, Chloris gayana, Sporolobus  fimbriatus,
Spartina u mpyru.

cCOO

c—o®
| HCO,
ADP CH, ey
| ®ocgoeHonnupysart
| PEP kapGokcuna3sa
MNMupyBaTt kMHa3a H,0
ATP - PEP ¢ocarasa -®,
.7 COO
®,
CcOo0 C=0
| |
C=0 CH,
| 1
CH, Cco0
MupyBaTt Okcano-auerar

Manart NADH - —»= NADH
gexugporeHa3sa NAD+ - N_AD+
COO

HO—CH
!
CH,
|
coO
Manart

Ca. 7.12 lllemaTcku npuka3 Ha KapOokcunanyja Ha PEP u co3naBamwe Ha C-4 OpraHcKy KUCEIMHH.
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dukcammja Ha CO, ce BpIIM BO KJIETKUTE HAa Me30(pWIOT, KOM OaroflapeHue Ha
MHTEPLENYJApPUTE CE ONKPYKEHH cO BO3ayX. AncopOmpanuor CO, mop fAejcTBO Ha
€H3MMOT Ka0oaHXHMApa3a BO KJETOYHAaTa LMTOomIasMa ce pacrtBopa Bo H,CO;. 3a
KapOokcunangja ce kopuctu HCOs; joHOT, KOj ce Bp3yBa 3a CYICTpPaTOT
t¢ochoenommupysar (PEP), co nomom Ha en3umoT PEP-kap6okcennasza. [1ps npoussop Ha
KapOOKcuianygjata € OKcajnaneTaror. 1T0j € TOKCHYeH u Op30 MpeMUuHYyBa BO JIBE APYTH
kuceauHu. Cnopeqy KAcelIMHaTa Koja € foMUuHaHTHA, C-4 pacTeHujaTa ce O3Ha4Y€HW KaKo
“mamatin” u “acmapratHn”. Kaj ManaTHMTE pacTeHHja €H3UMOT MAaJaTHa
paexuaporenasa, unj koeHsuM ¢ NADPH ro pepgyumpa okcamameraror Bo manar. Kaj
acnapTaTHUTE PACTEHU]a, Ce BPIIM aMHUHAIMja Ha OKCANANETATOT CO MOMOII HAa €H3UMOT
TpPaHCaMHMHA3a CO IJyTamMaTr Kako JNOoHOp Ha -NH, rpymara m ce pgoOumBa acmaprar.
ManaToT u acmapTaToT cofp:KaT ''C BO KapOOKCHIHATA IPyMa Ha 4-OT jarJepofeH aToM
(Cn. 7.12). Kap6okcunanujata Ha PEP Bo ManaTt Kaj MaJaTHUTE pacTeHHWja ce BPIIU BO
XJIOpOIJIacTUTEe Ha Me3opumiHuTe KiaeTku, a NADPH norekHyBa op cBeTnara ¢asa Ha
¢orocuHTEe3aTa. AMUHANMjaTa Ha OKCaJaleTaToOT Kaj aclapTaTHATE pacTeHHja Ce BPILH
BO IIUTOIUIa3MaTa Ha Me30(PMIHATE KJIETKU. ManaToT u acnapTaToT ce TPaHCIIOPTHpaaT
of1 Me30(PWIIHATE KJIETKM BO KJIETKHUTE Ha capaTa MpeKy MIa3MOfIe3MH.

Pacrennjata co manat 1 NADP-manareH eH3uM IUTOJIONIKY CE€ pa3IMKyBaaT, OujiejKu
BO KJIETKHUTE Ha capaTa CofpKaT caMO arpaHaJIHU XJopoIutacTd. Bo meMOpaHuTe Ha oBHe
XJIOPONJIACTH, OJHOCOT Ha XJI0poduiaot a/b gocturaysa 10, a BO Me30(pUITHUTE KIIETKH €
2.5. Manaror Bjerysa BO XJIOPOIUIACTOT Off KJIETKUATE Ha capaTa Kajie IITO MOf BiujaHue
Ha MaJIaTHA JeKapookcuia3a ce okcuaupa u ryou CO,. Bo oBaa peakiyja ce noousa CO,,
NADPH u nupysat. CO, ce KOPUCTH BO peyKIIMCKUOT HUKIYyC 3a KapOokcuianuja Ha Ru-
1,5-BP. Xnoponnacture off KJIETKUTE Ha capaTa I'M COp>XKaT CUTE €H3UMH MOTpeOHM 3a
OJIBUBalk¢ Ha PEAYKUMCKUOT IMEHTO3eH IuKiayc. OBHE XJIOpOILUTACTHM HEMaaT IpaHa M
nMmaar ciabo passueH PSIIL. ITopaau Toa, BO HUB ce BpIIX caMO LMKJIWYEH TPAHCIOPT HA
esiekTponu okoxy PSI u ce nmpoussenyBa ATP. NADPH ce 06e30eqyBa npeKy OKCHaucKa
nekapOokcuinanyja Ha manatoT. Crnopep Toa, MajdaTOT CIy>KHM Kako mnpeHecyBay Ha CO,
Ol Me30(pWJIHATE KIETKM BO KJETKUTEe Ha capara. [ImpyBaToT, KOj ocTaHan mocie
nekapOoOKcuiIanyjaTa ce TpaHCIOPTUpPa Ha3aj BO KJIETKUTE Ha Me30(WIOT, Kajie IITO ce
perenepupa docdoenonmupysatot (PEP) (Ca. 7.13).

Me3sodunHa knetka “Kranz” kneTKa
Manar
\hhﬂanm
Okcanoauetar
Hcos-_x
PEP = PEP e
+ i — e
Mupysar MupyBaTt Mupysart

KansWHOB

Cn. 7.13 NADP manaren tun kaj C-4 pacrenmja. Me3odwiHaTa KieTKa U KJeTKaTra Ha capara
pa3MeHyBaaT Manat W nupyBar. Manator npenecyBa CO, W pPEAyKIMCKUA €KBHUBAJEHT.
HekapOokcunanujara ja Bpiu NADP-manaTeH eH3uM BO KJIeTKaTa Ha capaTa Kaj XJOpOIUIacTUTE.
CO, nu NADPH ce kopucraT BO pegyKUUCKHOT HukKiyc. ITupyBaToT ce Bpaka BO Me3odunHaTa
KJIeTKa, Kajie mTo ce pereHepupa PEP co ydyectBo Ha ATP u Pi, o xou ce cozgaBaatr AMP u PPi.
AMP co yurre egen Monekysn ATP pasa gBa Monekysia ADP, kon BO IPHUCYCTBO Ha CBETJIMHA CE
dochopunupaar Bo ATP (Buchanan u cop., 2002).
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Kaj pacrenujara co acnmaprar u NAD-mManaren eH3uM, aciapTaToT ce TPAHCIOPTHpa
BO KJIETKUTE Ha capaTa M HaBJieryBa BO MUTOXOHpuuTe. [1oToa, moj ejcTBO Ha EH3UMOT
acmapratHa amMumHoTpaHcdepa3a, Hej3MHATa aMUHO Tpyna ce TIpeHecyBa Ha d-
KEeTOIUIyTapaToT 1 ce N00MBaaT oKcajanerar u riayramar. OKcananeTaTor co IOMOII Ha
NADP-manatnara Jexujporesasa ce peaynupa Bo MamaT. [loroa, Mamator mnpu
OKCHJIalUCKa JeKapOoKcuianuja o AejctBo Ha NAD-manaTHa gekapOoKcmiaza jaBa
CO; u mupysar. CO, mpeMrHYyBa BO XJIOPOIUIACTOT, Kajie ITO MPeKy KapOoKcuianuja Ha
Ru-1,5-BP HaBjeryBa BO PEAyKIMCKAOT MEHTO3eH Iukiayc. IlmpyBaror wu3ieryBa BO
[MTOIIa3MaTa, Kajie IITO pUMa aMUHO IpyMa Off IAIyTaMaToT ¥ KaKO aJaHuH MPEMHUHYBa
BO IUTOIUIa3MaTa Ha Me3odwiHnTe KieTku. Cropey Toa, BO pa3MeHaTa IoMery JBeTe
KJIETKM Yy4YeCTByBaaT acmapTaToT ¥ ajJaHumHOT. AcmapratorT ro mnpenecyBa CO,, a
aJJaHUHOT ja Bpaka -NH, rpynara (Ci. 7.14).

Me3sochunna KneTka KneTka Ha capa

Okcanoauerar N e
L —*Acnaprat Acnaprat

HCO, Okcanoauetat
EEE Manat
1 NAD -
= CO,
: \ NADH™ 2
PEP Mupyear

Mupysar - AN aHWH————— A aHUH
KaneuHol
uuKnyc

Cn. 7.14 NAD-acnapraten tun Kaj C-4 pacrennja. Me3zoduiHara KiaeTka U KJieTKaTa Ha capaTa
pa3MeHyBaaT acmapTaT U allaHuH. ACIapTaToT NPEeMHUHYBa BO OKcajlaleTaT, Koj ce pefynupa BO
Mmanart. J[lekapOokcuianyjaTa Ha MajJaTOT BO MUTOXOHAPUUTE HA KIIETKAaTa Ha capaTa ja BpIIA
NAD-manatHa fekap6okcuiasa (Buchanan u cop., 2002).

Bo wme3odgunHuTe KieTKM Kaj pacreHujara co acmaprat 1 PEP-kapéokcuinasa
(PEPCK) op okcamameratr ce ¢QopMupa acmapTat BO ILUTOCOJIOT M MajdaTr BO
xyiopomtactoT. CIMYHO KaKO M Kaj NMPETXOAHMOT THUIl HAa PACTEHHWja, acnapTaToT Of
Me30(pWJIHUTE KJIETKA IIPEMUHYBAa BO KIJIETKUTE Ha capara. AcCHapraror BO
UTOIJIa3MaTa CcoO [leaMUHalldja BO KOja Yy4YEeCTBYBA M O~-KeTOINIyTapaTroT [aBa
okcajanerar 1 rayramar. Okcamanmeraror noj aejctBo Ha PEP-kap6okcukunasza 3a une
ydecTBO € notpebeH ATP gaBa PEP u CO,. CO, Bierysa BO XJIOPOIUIACTOT U YYECTBYBa
BO pepykiuckuot nukiyc (Cn. 7.15), a PEP ce Bpaka Bo Me3odunHaTa kiaeTka. Manaror
Of] XJIOPOIIJIACTUTE Ha ME30(PUITHUTE KIETKHU IPEMUHYBA BO MUTOXOHPUUTE Of] KIETKUTE
Ha capaTa, Kajie oji Bnujanne Ha NAD-manaTna nekapookcuia3a nasa nupysar, CO; u
NADH. IIoToa, nupyBaToT IIprMa aMHUHO TpyIla Off INIyTaMaToT U KaKO AJIAHMH U3JIEryBa
Of] KJIIETKUTE Ha capara BO Me30(unHuTe KieTKh. CO, ce KOPUCTH 3a KapOoKcuiaanyuja BO
xnoponnacrure. NADPH BO MUTOXOHAPUHUTE IOBTOPHO C€ OKCHAUPA BO EIIEKTPOH-
TPaHCHOPTHUOT CHUHIIMP M y4ECTBYBA BO CHMHTe3aTa Ha ATP, Koj € HEeOnXofieH 3a JejCTBO
Ha eH3uMOT PEP-kapOOKcuKHMHa3a. AcnapTaToT W MajaToOT BIIETyBaaT BO KIIETKUTE Ha
capara, a aMUHOKUCcennHaTa anaHuHOT U PEP ce BpakaaT BO KJIETKUTE Ha ME30(UIIOT.

Kaj cure Tpm Tunosm Ha C-4 pacreHmjara, mnocie jJeKapOOKCHJIalMja OCTaHyBaaT
COEMHEHHJa CO 3 jarJiepofHM aTOMH, NHPYBAaT WM AaJaHHH KOM Ce€ BpakaaT BO
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Me30(punHATEe KIeTKH. BOo muromnasMara Ha OBHE KJIETKHU, AJIAHMHOT IPEMHUHYBa BO
NUPYBAT I0] I€]CTBO HAa EH3UMOT AJIAHMH aMHHOTpaHcdepa3a. [IupyBaToT HaBIerysa Bo
XJIOPOIUIACTUTE HAa ME30(MIHNATE KJIETKHU, Kajfie ITo ce pereHepupa PEP. OBue npouecn
Ce UCTU Kaj CUTe TPU THIIA Ha pacTeHuja. EH3uMoT nupysar-(pocpaTna nuknnasza (PPDK)
npeHecyBa efiHa ocdaTHa rpyna og ATP Ha mupyBaToT, a apyra ¢occarHa rpyna Ha
efieH HeopraHcku ¢ocdat (Pi), mpu mrto ce noousa PEP, AMP u PPi. AMP Bo peakuyja
CO ywTe efeH Moiekyl Ha ATP co moMoll Ha ajeHW/JHATAa KMHA3a [IpOU3BEJyBa JBa
MoJiekyJsia ADP, KOj € HeOnxofieH KaKo CyIncTpat npu npouecot gorodochopuianyja 3a
cunre3a Ha ATP. Taka ce pereapupa PEP kako akuenTop 3a CO».

KneTka Ha capaTa
Mesodunua KneTka P

~ PEP = PEP
HCO:,‘ * ADP -n_:l
ATP T ] )

Okcanoauetar Okcanoauertar
l T ATP

OkcanoauetaT Acnaprat—— Acnaprart

Manad ~ Manar
/NAD'\Tpchcpe ATP
EEP NADH- "€ ™ aApP
3 ~CO,
anIIBaT
MupyBaT - AnaHWHe————AnaHuH
KaneuHol
LMKNyC

Cn. 7.15 PEP-kap6okcukunasen (PEPCK) tun kaj C-4 pacrenmja. On Me30¢uiHaTa KiIeTKa BO
KJeTKaTa Ha capaTa BIIeTyBaaT acmapTraT W MajaT, a wusiaeryBaar PEP wu anaHuH.
HekapOokcunanujata ja BpmaT PEP-kapOokcukuHaza m NAD-manaTtHa pgekapOokcunaza. CO,
BJIETYBA BO PEAYKIMCKUOT muKiayc, NADH ce okcupupa BO €1EKTPOH-TPAHCIIOPTHUOT CUHIIADP U
ydecTByBa Bo cuHTe3aTa Ha ATP koj e moTpebeH 3a akTuBHOCT Ha PEPCK (Buchanan u cop., 2002).

[TpownsBoguTe HAa PENYKUUCKUOT UUKIYC BO KJIETKUTE Ha capaTa ce CIMOHUpaaT Kako
CKpOO BO HMBHUTE XJOPOIUIACTY WJIM KaKO TPUO3M c€ BpakaaT BO ME30(UIHUTE KIIETKH,
Kajie LITO Ce CHUHTETH3Mpa caxapo3a. Merlyroa, caxapos3aTra ce Bpaka M BJeryBa BO
(poeMoT, a ckpoOOT ce pa3iloKyBa U c€ TPAHCHOPTHpPa NPeKy (PIOEMOT BO APYIUTE
PACTUTEJIHU IETOBH.

IBaTa Buga Ha XJjoporwiacTu (TpaHalHW W arpaHainHu) kKaj C-4 pacreHumjaTa ce
pa3nuKyBaaT MO KaNallUTETOT 3a CUHTE3a Ha OPraHCKM COeIMHEHMja. XJIOPOIJIACTUTE Ha
Me30(uIoT ja u3BplIyBaaT cBeTiata gasza on ¢orocuHTe3aTa U npousBenyBaaT ATP u
NADPH. Meryroa, oBHE XJIOPOIUIaCTH HE TO COApXKAT €H3UMOT Rubisco, HUTY mak
NIPYTUTE €H3UMU Off PEAYKLIMUCKUAOT HUKIYC. BO pefyKIUCKAOT HUKITYC BO XJIOPOIUIACTUTE
Ha KieTkuTte of capata ce Tpomat 2 NADPH u 3 ATP Ha efeH monekyan ¢ukcupan CO,,
kako u kaj C-3 pacrenuwjata. Meryroa, kaj C-4 pacTeHwjaTa ce NOTPeOHW YIITE JiBa
monekyna Ha ATP 3a perenepanuja Ha PEP. Toa 3naun neka ce norpe6Hu 2 NADPH u 5
ATP 3a enen moaekya Ha CO,. Cnopep Toa, C-4 qukiycot e “nockamn’ of C-3 IUKITYCOT.
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7.6.3 Perynanuja na C-4 nuxiaycor

Knyunute ensumu cnenucpuynm 3a C-4 pacTeHnjaTa ce aKTUBUpaaT MOJ] BIWjaHUE HA
HaJIBOpEIIHNTE (PAaKTOPU M NMPUTOA CBETIMHATA MMa Haj3Ha4ajHa ynora. Taka Ha mp.,
NADP-manatHara  Jaexmjporena3sa  Kaj MaJaTHUTE  pacTeHuja,  KakKo u
t¢ochoenonmmupyBatnara kapookcmnaza (PEPCK) u nupysat-oprodocdarHaTa
mukuHa3a (PPDK) kaj cute C-4 pacTeHuja ce €eH3UMMHM 4dja aKTUBHOCT ce Mofuduiypa co
IIpOMEHa Ha MHTEH3UTETOT Ha CBEeTIMHATa. Ho, HAUMHOT Ha peryjiupame Ha OBHE €H3UMHU
€ CoceMa pa3jInyeH.

ManaTHara JexujporeHa3’a € akTHBHAa Ha CBETJIO NOJ /IEJCTBO HAa PEAYLUUPAHUOT
(hepenokcuH (THOPETOKCHH m), JofieKa Ha TEMHO HEj3MHATa aKTUBHOCT BOOIIITO HE €
KOHCTaTUpaHa.

PEP-kapookcuna3zara (PEPCK) e aktuBHa camo ako e pocopunupana. OBoj eH3uM
ce aKTHBHMpa Ha CBETJIO MOJ JI€jCTBO Ha €HA KMHA3a Off rpyllaTa cepuH/TPeOHHH KMHA34,
Koja BO npucyctBo Ha ATP ¢ocdopunupa efgen octaTok Ha cepuHOT. Ha TemHO, enHa
¢ocaraza orcrpanyBa enHa ¢occgarHa rpyna u PEPCK moBTOpHO ce HMHaKTHBUpA.
Bceymnocr, ¢dochopunanujata uma BiaujaHue Bp3 4vyBcTBUTeNHOcTa Ha PEPCK KoH
MayaToT, KoOj € ¢puHaseH npousBop npu ¢ukcanuja Ha CO,. Mefyroa, kora PEPCK He e
ocopunmpana (Ha TeMHO), Taa € WHXMOWpaHaA AYpH W CO Maji KOJMYECTBA Malar.
dochopummpanara PEPCK (Ha cBeT/I0) HE € YyBCTBUTEIHA KOH MaJIaTOT, Taka IITO HE €
crnipeueHa kapookcmwianujata (Ciu. 7.16).

HeakTuBHa
PEP-kapbokcunasa
KMHa3a

CeeTnuHa Mpak

AKTMBHA
'ATP! | PEP-kap6okcunasa ADP
KMHa3a

OH

HeaktuBHOCT AKTUBHOCT

(mpak) ?_< (cBeTnuHa)

®, H;0

Cn. 7.16 Perynamnuja na PEP-kap6okcuna3a (PEPCK) kaj C-4 pactenujata. PEPCK e akTHBEH BO
¢ochopunupana ¢popma. Bo npucyctBo Ha cBeTiimHa ce akTuUBUpa KmHa3a Ha PEPCK, koja ro
dochopmmmpa cepunotr. Ha temHo, kuHazata e mocnabo aktuBHa m mopagum Toa PEPCK ce
nedochopunupa (Buchanan u cop., 2002).

Ensumot mupysar-oprogocgarna nukunasza (PPDK) ce aktusupa co pocopunanuja
Ipy Koja foHop Ha (pocaTHa rpyna e ATP, a ce mHakTHBHUpa pu Apyra ¢ochopunanuja
Kora IoHop Ha ¢ocdaTHa rpyna e ADP. AKTUBHHMOT €H3UM Mopa Jia ouae ¢ochopunupan
Ha €JIEH OCTAaTOK Of] XMCTHAMH, 3 HEAKTUBHUOT €H3UM ce Jo0uBa npu ¢gocdopumnanmja Ha
efleH ocTaToK ofi TpeonuH. Ce npeTnocraByBa jieka ¢ocaTHaTa rpyna Ha TPEOHUHOT T'O
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CrpedyBa KaTaIUTUYKOTO J[1€jCTBO Ha aKTUBHUOT €H3UM. Bo mpucycTBO Ha cBET/IMHA NIpU
Buiiok Ha ATP, ¢ocator ce Bp3yBa 3a XUCTUAUHOT U €H3MMOT € akTuBeH. Ha TemHoO,
Kora jomuHupa ADP ce ochopunmpa TpEOHHHOT, a co Toa eH3uMoT ce mHakTuBupa (Co.
7.17). 3a akTHBanmja BO MPHUCYCTBO Ha CBETIWHA MOTPeOHO € (hpochaToT J1a ce OBOU Off
TPEOHUHOT, a MOTOa XUCTHAMHOT co momoin Ha ATP pma ce dochopunmpa (Cn. 7.17).
Cnopep Toa, aKTUBHOCTA HAa €H3UMOT 3aBUcH Of cTaTycoT Ha ATP/ADP BO Xi10pomnnacror.
[IpouecuTe Ha aKTUBHMpamke W MHAKTHBHpame Kaj eHsumMoT PPDK ce kartanm3mpaHu co
MOMOIII HA MCT PEeryjaTopeH MpOoTeuH KOj (PyHKIMOHMpa Kako ¢ocdorpaHcdepasa, a
HajBEpOjaTHO MMa JIBE OJIBOCHM aKTHBHM MecTa. VIcTO Taka, MpM HMHAKTHBHpAambE Ha
€H3UMOT, JOHOp Ha ¢dochop e ADP mro npercraByBa UCKIYYOK, OMAEJKN TaKBa yJjiora
uma ATP. Ho, ADP ce akyMmynupa Ha TeMHO, Kora ¢poTtocuHTeTcKata ochopunanuja e
npeknHaTa. Bucokara KoHueHTpamuja Ha ADP Ha TeMHO mpecraByBa CHTHajl 3a
nHaKTUBHpame Ha PPDK.

OH o®

ADP AMP
> ol

PerynatopeH
npoTenH PPDK

PPDK

AKTUBHOCT (CBETNHHA)

@' HeakTMBHOCT (TeMHO)

Cn. 7.17 Perynanmja Ha mupyBaT-opTodocdaTtHa aukuHaza (PPDK) kaj C-4 pacrenujata. Bo
IPUCYCTBO Ha CBETJIMHA, aKTUBHUOT €H3UM € (pOCOpUINpaH Ha €THUOT OCTATOK Off XUCTUAUHOT.
MuakTuBanmjaTa Koja ce OfBMBA HAa TEMHO CE€ COCTOM BO yiuTe efHa docdopuianyja Ha
OCTaTOKOT Off TPEOHMHOT U Toa co nmomoul Ha ADP. [IoBTOPHOTO akTHBHpame Ha €H3UMOT BO
MPUCYCTBO HAa CBETJMHA CE COCTOM BO fepocopunanmja Ha TPEOHUHOT U pocopuianmja Ha
XUCTUAMHOT co momoul Ha ATP. [IBere ocopunanuu ce u3BpIIyBaaT MOJ AEjCTBO HA HUCT
peryJiaTopeH MpOTEewH co IBe akKTuBHU MecTa (Buchanan u cop., 2002).

7.6.4 IIponykTuBHOCT Kaj C-4 pacTennjaTa

CrnenudguynnoT HaunH Ha pukcanyuja Ha CO; kaj C-4 pacTeHujaTa MmpecraByBa Mpolec
KO] OBO3MOXYBa KOHIeHTpupawme Ha CO, BO XJOPOIUIACTOT, HA MECTOTO Kaje IITO ce
OfIBMBa PENYKIMCKAOT NEHTO3€H IUKIyC. BceylmHoOCT, TOa mpeTcraByBa €BOJYTHUBHA
ajlanTanMja Kaj pacTeHuja KOM XUBeaT BO TOIUIUTE W CyBW Ipepenu. I aBHa nmocneguna
Ha OBOj Ipolec € HamajleHaTa doTopecnupanggjata, a CcO TOa Ce 3roJeMyBa
IpOAYyKTUBHOCTA Ka] C-4 pacTeHujaTa.

Kaj C-3 pacrenujara, npu npouecoT poTopecnupanyja ce ryou elHa YeTBPTHUHA Off
acumuiipanuot CO,, a Toa Moxke f1a ce u3derHe ako ¢gukcanujata Ha CO, ce BpIIM MOA
nejctBo Ha eH3uMoT Rubisco. IIpm Bucoka TemmepaTypa, QoTopecnupanujaTa
NpeAn3BUKYBa YIITE orojemMa 3aryoa, OujiejKu € IOMHTeH3MBHA oKcuplanujaTa Ha Ru-1,5-
BP. MeryToa, C-4 pactenujaTta ro n30erayBaaT OBOj IPOILEC CO TOa IITO (PUKcanujaTa Ha
CO, o BO3ayxoT ro BpumM eH3uMOT PEP-kap0okcuia3a, Koja uMa BHCOK a(pUHUTET
cnpema CO; (ogHocHO cnpemMa HCO;) um mputoa O, BOONIITO HEMa BJMjaHHE BP3
akTHBHOCTa Ha 0BOj eH3uM. [loroa, CO, mpeky ManaT WM acnapraT ce IPEeHecyBa BO
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KJIETKUTE BO KOHM TOBTOPHO Tro ¢ukcupa eH3uMoT Rubisco. Bo o0Boj cayuaj
KoHIeHTpanujaTa Ha CO, Ha MecTOTO Ha (PpUKcalldja € MHOTY MmoBucoka. Kaj mManmaTHuTe
pacreHuja, KOHIEeHTpauujata Ha O, € HaMalieHa OufiejKu THe He BpIIAT HEUUKINYECH
TPAaHCIIOPT Ha €JEeKTPOHM M He mpowm3BenyBaaT O,. Crnopep Toa, Ha MECTOTO Kajie ILITO
nejcteyBa  Rubisco  ¢daBopusumpana e  kapOokcuianmjata, a  NpeKHHaTa €
doTopecnupanujaTa.

Cenak, npogykTuBHOCTa Kaj C-4 pacTeHujaTa € BO BpCKa CO HUBHUOT BOJICH PEKUM.
Tue XuBeaT Ha BHCOKa TeMIEepaTypa M c€ M3JOKEHU Ha TpaHCIOUpaluja co MOToJjieM
MHTEH3UTET. BO TakBM yCI0OBH, CTOMHUTE MaJIKy C€ OTBOPEHM M KOHIEeHTpanujata Ha CO,
BO MHTEpLenyaapuTe ¢ HamaneHa. Ho cenak, konuenTpanujata Ha CO; HE € O HUBOTO
Ha koe PEP kapOokcuiiazaTa Moxke ja ro nosp3se. Toa 3Haun feka ¢pukcanujata Ha CO; e
eyKacHa Ha MECTOTO Kajie IITO HeropaTa KOHIEHTpaummja € mnomana. Meryroa,
duxkcanujata Ha CO, € epukacHa U OHaMy Kajie IITO KOHIeHTpanujaTa Ha CO, € BUCOKa,
ounejku CO, ycnetHo KOHKypupa co O, 32 MeCTOTO Ha €H3UMOT. VIcTOBpeMEHO cripeueHo
e ry0emeTo Ha Bojja LITO OBO3MOXYyBa C-4 pacreHujaTa ia OMjaT MHOTY IPOYKTUBHU Ha
BHACOKa TeMIlepaTypa U IIpYA TpaHCHIUpalrja co MOBUCOK MHTEH3UTET, BO criopenda co C-3
pacreHujara.

7.7 ®ukcammja Ha CO; Kaj CyKyJIeHTHH pacTeHnja

PacTeHnjaTta kom »KmBeaT BO TOIUIUTE M CYBM MpEAEIM IpETCTaByBaaT IMoceOHa
€KoJIolKa rpyna. Tue mmaar CyKyJEHTHU OpPraHU CO KapaKTEpPUCTHYHH aHATOMCKH U
Mopdonomku ocoonHu. On (pU3MOIOMIKKM aCNEeKT, CYKYJEHTHUTE pacTeHuja JoOpo ce
NpUCOCOOCHN Ha yCIIOBUTE BO CpefuHaTa, OMAejKu UMaaT CIOCOOHOCT fia ja OorpaHUYaT
TpaHCIApanujaTa, a UCTOBpPEMEHO fAa BpmaT U ¢orocuHTe3a. Kaj oBue pacturenHu
BHJJOBM NIOCTOM NOCEOEH HAYMH 32 KOHLeHTpupawe Ha CO; BO XJIOPONJIACTUTE BO KOU CE
OJIBUBa PENyKUUCKUOT NeHTo3eH nukiyc. Kaj C-4 pacrenujaTa, mpouecure Ha pukcanyja
Ha CO, o1 BO3yXOT M HEroBaTa peAyKIyujaTa ce BpIIaT IPOCTOPHO OJJBOCHH BO Pa3IM4YHU
KJeTku. 3a pasnuka o C-4 pacTeHujaTa, OBUE JiBa Mpolieca Kaj CyKYJECHTHUTE pacTeHH]ja
ce onBocHHM W BpeMeHcku. Kaj HuB, ¢pukcanjata wa CO; ce BpmM HOKe, a UCTHOT Cce
KOPUCTH NPEKY ICHOT BO (hOTOCHHTE3aTa U Toa BO McTa KieTka (Osmond, 1978).

CyKyJeHTHUTE pacTeHuja TMpumaraaT Ha TaKCOHOMCKM pPa3iIU4YHU  TPYIH.
CykyneHTHUTE (PU3NONOMIKHA OCOOMHM OCOOEHO C€ KapaKTEPUCTHUYHM 3a BHUJOBUTE Off
¢damunuure Crassulaceae m Cactaceae. IloTtoa, Tyka mnpumaraatr cUTE BHJOBU Off
damunmuute Liliaceae n Asclepiadaceae, okony 1000 BugoBu of pamunujata Bromeliaceae,
HEKOJIKYy WIjail OPXUJIeN U MHOTY IPETCTaBHULIM Ha Agavaceac. EKOHOMCKY Haj3HAa4ajHO
pacreHue Koe ce BOpojyBa BO rpynaTa Ha CyKyJIEHTHH pacTeHHUja € aHaHaCoT.

dukcanujata Ha CO, Kaj CyKyJIEHTHUTE pacTeHHUja € MOBp3aHa CO MeTa00JIM3MOT HA
MaJaToT U OBOj Ipolec NPBO OWJI MPOYYEH Kaj BUAoBUTE of amunumjara Crassulaceae.
ITopagu ToOa, OBOj (PU3MONOLIKU MPOLEC € HAPEYeH MeTadoJM3aM Ha OPraHCKHTe
kucequnn Kaj Crassulaceae. Cniopen anriauckuoT tepmuH Crassulacean acid metabolism,
neHec ce ynorpedyBa kpateHkata CAM u ce 30opyBa 3a CAM-mertadomusam u CAM-
pacreHnuja.

Kaj CAM-pacrenyjaTa BO yCIOBM Ha cCylla MOXKe fa ce 3a0enexaT CcIeqHUBE
MOp(QOJIOIIKN afanTanuu: cTebIoTO W JUCTOBUTE ce MeTaMOp(gO3WpaHH, HMaaT
3aie0eJIeHn KPYITHU OPraHy cO pejaTHBHO Maja NOBpIIMHA BO CHOpef0da cO BOIYMEHOT.
JIucToBuTE Kaj OBHE pacTEHHMja HAJYECTO C€ PEAYLUpPAHHW WU INPETBOPEHU BO TPHHE.
KrneTkure Ha oBHE OpraHm ce KpYyIHHU, HCTOBPEMEHO COMpKAT XJIOPOIIACTH M TrojieMa
BAaKyoOJIa CO pe3epBH Ha Boja. EnuiepMucoT Ha OBUE OpraHu MMa pas3inyHU 3alITATHU
€JIEMEHTH KOM NIpEeKy KYTHKyJlaTa ja clpedyBaaT TpaHcnupanmjata. KoHTpomnara Ha
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TpaHCIUpanyjaTa U pa3MeHaTa Ha APYruTe racoBM Ce BPILIU IPEKY CTOMUTE KOU BO TEKOT
HA JICHOT NMPETEKHO ce 3aTBOPEHH, 2 HOKe Ce OTBOPEHH.

MeryToa, cute CAM-pacTeHHMja He ce TUOMYHM CyKyJeHTH. Ilopagm Toa, riaBeH
KpPUTEPUYM IO KO pacreHujata ce rpynupaat Bo CAM-rpynara € qHeBHaTa (IyKTyanuja
Ha MajaToT. ManaToT ce akyMmynupa BO TEKOT Ha HOKTa BO BaKYyOJIUTE, a C€ pasrpaaysa
IpeKy AEHOT. [JHEBHO-HOKHATA pa3iifKa BO KUCEJIOCTAa HA KIIETOYHUOT COK M3HECYBA JI0
nee pH epuHuny, a BO TeKOT Ha HOKTa pH e okoay 3.5. Bo Bpcka co oBaa mojaBa ce u
peuMnpoyYHuTe (pAyKTyalludu Ha CKpOOOT M HA JPYTUTE PE3EpPBHU jarjexXujpaTH, 4dne
KOJIMYECTBO Olafa Torail Kora MajJaToT pacTe U o0paTHO. BaxHO e fja ce ucrakHe jeka
CAM-KIJIETKHTE C€ ONIMKYBaaT CO TojieMa aKTUBHOCT Ha eH3umute PEP kapookcunasa u
AeKapooKcuiasa.

7.7.1 Metadoau3am Ha CO; kaj CAM-pactenuja
7.7.1.1 ®ukcanuja Ha CO; BO TEKOT HA HOKTa

lonem Opoj CAM-pacreHuja ce TNpPUHYAEHU MPEKYy JEeH Ja Tu JpXKaT CTOMHUTE
3aTBOpEHH, OMEjKN I'yOeHmEeTO Ha BOa MOXKE fla Ouje 3HAUYUTETHO MOTOoJIEMO Of OHa
KOJMYECTBO IITO pacTeHujaTa ro mnpumaar ojf mnousaTa. Ilopagu Toa, cromure ce
OTBOpaaT NpeKy HOK, Kora TpaHcnupanujaTta e nomana. Ha BakoB HaUMH, IpUMamkEeTO Ha
CO; e orpanmdeHoO camMO BO HOKHHMOT nepuoj. CO, BieryBa Ofi MHTEPLENYJApUTE BO
KJIETKATE Ha aCMUJIAIMOHOTO TKUBO (XJIOPEHXMMOT) M BO muToruia3mMara kako HCO;™ ce
Bp3yBa 3a PEP, co momom Ha ensumor PEP-kap6okcuiaza. OkcanameraroT 1ITO ce
noOuBa, BefHAIl ce pefayuupa co nomoil Ha NAD-mexupaporenasa u nasa majiar. OBoj
npolec € cimyeH co kapOokcunanujata Ha PEP kaj C-4 pacrenmjata (Cxn. 7.12), co Taa
pa3iauKa IITO MalaTHAaTa JAEXUJpPOreHas3a Kaj CyKyJIEHTHHTE pacTeHWja € MOBp3aHa Co
quTOCcOMHNOT NAD koeH3uM. PEP Boau moTeksno off CKpoOOT WM APYIUTE PE3ECPBHU
jariexuapaTh, KOU ce pas3ioxyBaaT Mo INMKoAuTHIky nat fo PEP. Manxaror BO TEKOT Ha
HOKTa HaBJIEryBa BO BakyousaTa. Taka Ha mp., KOJIMYECTBOTO Ha MajiaT BO BaKyoJsaTa BO
TEKOT Ha JIeHOT u3Hecysa 10-20 uM- g'1 CBEXa Maca, a BO TEKOT Ha HOKTA JJOCTUTHYBA U 10
200 pM-g'. AKyMmymam@jaTa Ha MalaTOT NpEeKy TOHOIUIACTOT ¢ akTmBeH mporec. Ce
npernocrasyBa aeka ATP-azaTra Ha TOHOIJIACTOT I'M IyMIla POTOHUTE BO BaKyoJsarTa, a
MaJlaTOT HaBJIETyBa BO BaKyoJlaTa HajBEpOjaTHO MPEKY cnenuduyueH KOTPaHCHOPTEpP
KaKO IIOCJIEINIA HA €JIEKTPOXEMUCKUOT I'PAAUEHT HA IPOTOHUTE.

Cnopep Toa, CTOMUTE Kaj CYKYJIEHTUTE MPEKY HOK ceé OTBOPEHU MOpajy 3rojieMeHaTa
KOHIIEHTPalja Ha MajiaToT, KOj IIpu muconujanyuja fasa 2H . [IpoToHuTE cO MOMOII Ha
H™-ATPa3a ce M3Ja4yBaaT Off KJIETKHUTE 3aTBOPAYKM BO amomiactoT, pofeka K' joHnm
HaBJIEryBaaT BO KIIETKHTE MPEKY JoOHCKUTe KaHainu. Kako m Kaj cuTe Apyru pacreHwja,
NpUYMHA 32 OTBOPAHkE Ha CTOMHUTE W BO OBOj Cy4aj € HUCKUOT (HEraTHMBEH) OCMOTCKH
NOTEHIHU]jaN, ITO C€ jaByBa KaKO pe3yaTaT Ha akymynaupanute K* JoHM BO cTOMUHUTE
KJIETKH. 3aTBOPAakETO HAa CTOMUTE BO TEKOT Ha JIEHOT CEKakKo € IOoClIefula Ha
n3ryoeHara Bojia Of JINCTOBUTE.

7.7.1.2 [lexapOooKcuiianyja Ha MaJIaTOT BO TEKOT HA 1€HOT

AKyMyIupameTO Ha MaJIaTOT BO BaKyoJjlaTa Tpae BO TEKOT Ha IejaTa HOK M IOKpaj
TOA IITO Op3MHATa Ha aKyMyJupame ce HaMallyBa IpU KpajoT Ha HOKTa. CO MOYETOKOT
Ha HOBHOT JICH, CTOMUTE Ka] HEKOM PACTUTEIIHM BUJOBU MOXKE Ja OuUfaT OTBOPEHU Ce
fojeKa TemMueparypara He ce 3rojieMu. BeylHocT, 3a Toa BpeMe Off BO3AyXOT ce IpumMa
CO, u ce kopuctu 3a Kapookcmnamumja Ha PEP u pgoOuBame Ha majar, HO U 3a
kapookcmianuja Ha Ru-1,5-BP Bo peaykuuckuoT nenToseH nukiayc. [loroa, nocreneHo
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CTOMHUTE C€ 3aTBOpaaT U KOPHUCTEHETO Ha HajBopemrHuoT CO, ce HamamyBa. Bo Toj
MOMEHT MOYHYBAa AeKapOOKCWIAaNMja HA MAaJaroT, IITO H3JEryBa Off BaKyoJlaTa BO
gutomnasMara. JlekapOokcwianujata ce Bpmu co noMom Ha NAD-manarhara
AeKapooKcniIa3a, HO Ma NOATOLM JIEKa CUTE TPU HAUMHU Ha AeKapOOKCcuianuja 1ITo ce
cpekaBaat Kaj C-4 pacreHunjaTa MOXKe fia ce HajaaT U Kaj pa3iau4yHu npunagaunyu og CAM-
rpynara. Taka Ha mp., Kaj HEKOM PAaCTUTEJHU BHAOBU MAlATOT NPBO CE OKCHAUpPA BO
oKcajaneTrar, Koj nmoroa co nomom Ha PEP-kapookcmkmHaza ce gekapOoOKcuiaupa u
nputoa ce noouBa CO, u PEP. Cenak, CO, He MOXe Jla u3je3e Off JUCTOT, Oupejku
CTOMUTE CE€ 3aTBOPEHM M 3aTOA CE KOPUCTU BO XJIOPOIJIACTUTE 33 PEAYKLUUCKUOT UKITYC.
Ha cBetnuna, Bo xnopomnacture ce npoussegyBaaT NADPH u ATP. TpukapOoHCKHOT
OCTAaTOK Of MajJaTOT WJIM OKCajaleTaTOT CIYy:KM 3a CHUHTe3a Ha CKpoO WM [ApYTH
jarnexuapaTv, a NUPYBaTOT BO MHUTOXOHJPHUHATE MOXe fa ce okcupmpa o CO,, Koj
TOBTOPHO ce BKJIy4yBa BO nporecoT ¢porocunTe3a (Ciu. 7.18).

ITpu pexapOokcunanmja Ha OPraHCKUTE KUCEIMHM ce OCI000yBa rOIeMO KOJTUYECTBO
Ha CO,, KOj ce akyMyJupa BO XJOPOIUIaCTOT, MOHeKorau aypu u go 1%. OBoj mpouec
npUjoHeCyBa BO CIOpeUYyBakbeTO Ha QoTopecnupaiyjata, Koja Kaj CYKYJEHTHUTE
pacTeHuja € MHOTY HHCKa.

Bakyona
.~ OkcanoaueTtaTt

®docdcoeHon-nupyBaTt

Manar ———*

KanBuHoB
LUKNyc

HeH

Cn. 7.18 ®dukcanmja Ha CO, u cuHTe3a Ha manat kaj CAM pacrennjata. MamaToT BO TEKOT Ha
HOKTa ce aKyMyJimpa BO BaKyoJjlaTa, a IpeKy JieH ce ieKapOOKCUIupa U Ha TOj HauuH 00e30eyBa
CO, Ko0j ce KOpUCTHU BO Mpo1ecoT Ha poTocuHTe3a (Buchanan u cop., 2002).

7.7.1.3 Perynanuja na CAM-MeTad011M3MOT

Knyuen en3um Bo CAM-MeTaboOnMu3MOT Kaj CYKyJeHTHUTe pacteHuja ¢ PEP-
Kapookcmna3zara. Kaj oBue pacreHmja, €H3MMOT OBO3MOXKYBAa pEryjlupame Ha
aKTUBHOCTUTE BO IMKIycoT neH/HOK. Ilocrojatr pnBe ¢dopmm Ha PEP-kapOoxkcuiasa.
Ennata ¢gopma npeky feH (nneBHa ¢ropmMa-HeaKTHBHA) € WHXMOUWpAHA BO MPUCYCTBO Ha
HIUCKM KOHIICHTpAlMM Ha MajarT, jjojeKa opMara Koja ¢ aKTHBHA NMPEKy HOK (HOKHa
¢opma-akTHBHA) HE € YYBCTBUTEIHA KOH ManaToT. HoknaTta popma e docopunupana
Ha eJIeH OCTaToK off cepuHOT ((pocopunaza), nox Biujanre Ha kuHasa u ATP, npu mro
ce NMPEKNHYBa YyBCTBUTEIHOCTA KOH MAaJaTOT M C€ OBO3MOXKYBa aKTMBHOCT Ha €H3UMOT.
ITpexy pen, mop aejcTBO Ha efHa ¢ocdaraza, pocdaTHaTa Bpcka ce XMAPOIU3UpPA U
eH3uMOT 0e3 ¢ocdaTr pearupa Ha ManaToT, KOj ja MHXMOMpa HeroBaTa akTUBHOCT. [1o
IpOMEHAaTa Ha YyBCTBUTEJIHOCTA KOH MalaTOT, MO (pochopuanpameTo, OBO] €H3UM €
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cnnyeH Ha PEP-kapOokcunasa kaj C-4 pacrenmjata. Ho, kaj C-4 pacreHujata, €H3UMOT
pearupa 1 Ha CBETJIO ¥ Ha TEMHO, fofieKa kKaj CAM-pacreHujaTta, akTHBHOCTA HA €H3UMOT
€ peryjupaHa CO [OJKMHATA Ha JIEHOT W €HJOTeHUOT PUTaM MPH CMEHA Ha LUKIYCOT
nen/Hok. Perynanumjata Ha PEP-kapOokcuiasza e o rojieMo 3Hadyele 3a HacokKaTa Ha
peakuyjaTa. PEP-kapOokcuna3aTta uma Bucok apuHUTET KOH CO; 1 BEpOjaTHO OBOj €H3UM
u npeky aeH 6u gukcupan CO; Koj ce nobuBa npu fAekapOOKCUIannja Ha MajlaToT, Mpef
lla ce HCKOPHUCTH BO PEeAyKUMCKUOT Iukiayc. Perymammjata Ha PEP-kapbokcunasza e
u3pa3eHa M Kaj HEKOM pacTeHHja O3Ha4eHU Kako (akyaratusau CAM-pacrenuja. Tyka
crmafa amanacot (Ananas comosus) u apyru. Kora oBue pacteHuja JoO6po ce cHaOIeHU cO
BOfla, THE BpuIaT (poTOCHHTE3a Mo TUNOT Ha C-3 pacreHujata. AKO HACTaHEe Cylla WIH
aKo ce MojaBaT TOJIEMU JITHEBHO-HOKHM pa3lIMKM BO TeMIlepaTypara, OBUE pacTeHHja
npeMuHyBaaT KOH CAM-MeTaOOaM3MOT, a TOa MOXE Be[Hall ja ce 3a0ejexu IO
BapupameTO Ha pH BO KIIETOYHHUOT COK.

7.7.1.4 IIpoRyKTHBHOCT HA CYKYyJICHTHTE

CAM-pacreHmjaTa BO peJyKIUCKUOT HUKIyc 3a efgeH CO, Tpomat 2NADPH u 3ATP,
HO, 3a JIpPyTMTE NPOLECH MM ce NMOTpeOEHU AONOJHUTENHH Mojekynun Ha ATP. Osue
pactennja Tpowmat 1-2 ATP 3a perenepanmja na PEP, cnuuno kako u Ha C-4 pacTteHujara.
Hcro Taka, akyMynMpameTO Ha MalaTOT BO BaKyoslaTa BO TEKOT Ha HOKTa € aKTHUBEH
nporuec Bo Koj 3a efieH CO; ce kopuctu efeH ATP. IToToa, 3a cuHTEe3a Ha MONMUCAXapUAOT
KOj BO TEKOT Ha HOKTa € u3Bop 3a ¢opmupawe Ha PEP ce tpoum 0.5 ATP. Kaj C-4
pacTeHmjaTa oBOj monmcaxapuj (ckpo6) ce ¢opMmmpa ImpH MPOUECcOT Ha (POTOCHMHTE3A.
Taxka Ha mp., kaj CAM-pacTeHnjaTa 3a pukcanmja Ha efeH CO, BO Mpocek ce NoTpeOHu
5.5-6.5 ATP.

Cenak, tunmunute CAM-pactennja (KakTycH) ce OJJIMKyBaaT cO OaBHO pacTeme,
Oupejku Kaj HUB (POTOCHHTETCKATa MPOAyKIMja € Majla. EXCTpeMeH NpuMep ce HEKOU
MEKCHKAHCKU KaKTYyCH, KOM JAOCTUIHYBaaT BUCOYMHA Off 8 cm BO TeKOT Ha 50 roguHm.
MeftyToa, kKaj BumoBuTe of Ananas, Agave u Opuntia, ¢poTocHHTETCKaTa MPOAYKIHja HE €
HUCKa. Twme mmaar rojgemMm M fedeam JIMCTOBH, CO TOJIEM OpOj KIIETOYHU CIOEBH WU
KJI€TKM UMaaT KpynHU Bakyosn. KonmuectBoTo Ha CO, Koe mpeKky HOK ce (puKcupa BO
MaliaT ce ociao0ofyBa npeky aeHoT. MHTpanenynapHaTta KoHueHTpanuja Ha CO, Kaj oBue
pacTeHuja He € moma’ja off oHaa kaj C-3 pacTeHujaTa U MOKpaj Toa LITO UMAAT 3aTBOPEHU
cromu. OBue MOp(O-(PU3MOIOMIKN KapaKTEpUCTUKHU, HHUCKaTa (oTopecnupanuja Hu
€KOHOMHYHOTO TPOULIEHE HA BoflaTa 00e30e1yBaaT BUCOKA IPOAYKTUBHOCT Kaj BUJOBUTE
OJl OBHE TPH PONIOBH.

ITo3nato e peka CAM-MeTab0IU3MOT € YCIIOBEH CO CMEHATa HA JICHOT U HOKTA U KaKO
pe3yaTaT Ha TOa MHOTY pacTeHHuja MOKaKyBaaT OCLWIAlMM BO CHHTE3aTa Ha Majaror,
LITO C€ jaByBaaT M IIpM KOHTHHYMPAHO OCBETJIyBame WIM IpH nenoceH mpak. Ce
IPETIOCTaByBa IeKa CUCTEMOT IITO ja peryjyupa aKTUBHOCTA HA KIIYYHUTE €H3MMHU UMa
OCOOMHHU Ha GMOJIOIIKY YaCOBHUK (€HJOTEH PUTaM).

7.8 ®ukcammja Ha CO, Kaj 3ejieHuTe U CyJI(PypHUTE GAKTEpPHH

Cure poTtocuHTEeTCKN OaKTEpHUH BO CBeTIaTa (pasa o pOTOCHUHTE3aTa MPOU3BEyBaaT
ATP u NADPH, kxou ce noTpeOHM 3a PeAyKIMCKUOT MEHTO3€H HuKiayc. TeMHaTa ¢asa of
¢oTocuHTe3aTa Kaj 6bakTepunTe ro omndaka pegyKIUCKUOT MEHTO3EH IUKIYC, KO] HE ce
pas3nuKyBa Of TOj Kaj 3ejeHuTe pactenuja. Mckiydok npasu Bupot Chlorobium limicola,
aHaepoOHa 3ejleHAa JaKkTepHWja, Koja KaKO JOHOP Ha €JEeKTPOHM KOPHUCTH cyJapupg u
tuocyadar. Opaa OakTepuja He Bpun pukcanyja u peaykuuja Ha CO, co moMoul Ha
PEAYKIUCKUOT MEHTO3€H UKIYC, TYKy 3a acMuianuja Ha CO, KOPUCTH LIMKIIMYEH MPOLEC
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KOj € BO CIIPOTUBHA HACOKa Of] OKCUAAIMCKUOT LUKIYC HA TPUKAPOOKCUIIHUTE KUCEINMHU
(KpebcoB wmnm muTpaTeH NMKIYC) W € MO3HAT KaKO PEeNYKUUCKHOT HUKIYC Ha
TpUKapOOHCKUTe KuceanHn. KpeOcoBHOT IUKIYC € IEHTpaleH MeTaOOJUTUUKH MPOLEeC
IpH IMIIEHE Kaj CUTe aepoOHU opraHn3Mu. Toj e upeBep3uOUsIeH U BO HETO CyNCTPATOT
ce okcmaupa u nekapookcmampa. Bo kierkure Ha C. limicola, oBoj mpomec Tede BO
CIPOTMBHA HACOKA U TNIaBHATE PEAKIAU CE PeAyKIHja 1 KapooKcuianuja.

Kaj oBaa Oakrepuja, pepeqoKCHHOT IPETCTaByBa PEAYLUEHT BO PEAYKIUCKUOT LUKITYC,
KO] yYECTBYBa BO JiB€ KiIy4yHH peakuuu. [IpBaTa peakuyja e pegykuucka KapOoKcuianmja
Ha aneTmwi-koen3nm A (anetmwi-CoA) u cyKuuHmi Koen3uMm A (cykuuami-CoA). EH3uMoT
nupyBaTHa  cHHTeTa3a (MMpyBaT-pepENOKCHH-OKCUIOPENyKTa3a) ja  W3BpIIyBa
peakiyjaTa 1ITO € peBep3ubuIHa Ha OKCHjalldjaTa Ha MUPYBaTOT, CO MOMOII Ha Koja ce
noousa aneTtun-CoA 3a KpebcoBuor nukiyc. BropaTta peakiyja ce BpIM cO IMOMOII Ha
€H3UMOT (-KeTOTJIyTapHAa CHHTA3a.

Anetun-CoA + CO,+ 2Fd,q + 2H" — mupyBaT + CoA + 2Fd,
CykumHmii-CoA + COy + 2Fdyeq + 2H > o-kerorayrapat + CoA + 2Fds

OcgeH Bo oBue pekanuu, CO, ce Bp3yBa ylITe Ha B€ MecTa BO LIUKIIycOT: 3a PEP npu
ITO ce JOOMBA OKCAJANETAT M 32 O-KETOIJyTapaToT Of KOj ce JoOuBa m3omutpar. Bo
elIeH NUKJITyC ce pukcupaat BKYNHO 4 Mmoaekyan CO,.

Bo cnopegba co OKCHAAIMCKMOT LMKIYC, Kaj PEAyKUUCKUOT IUKIYyC Ha
TPUKApOOHCKUTE KMUCEJIUHM ce 3a0esieKyBa JieKa HOBU peKallld ce caMO pefyKIucKaTa
kapOokcunanyja Ha anetun CoA u cykumHuia CoA, BO KOM KaKO PEAYLEHT C€ KOPHUCTH
¢epenokcunor. Ha ppyrute mecta BO INMKIYCOT, OKCHAalyjaTa ce 3aMeHyBa CO
penyKumja, HaMecTo JekapOoKcuianuja ce Bpix Bp3yBawmbe Ha CO, u docdopunanyujara
ce 3aMeHyBa co XuipoJu3a Ha ocaTHaTa BpcKa.

PenykuuckuoT nukIlyC Ha TPUKAPOOHCKUTE KUCEJIMHU € TIPOHAjIEH caMo Kaj efleH BUJ
¢porocuHTeTCKa OaKTEpHUja U CHOPE] TOA jJaCHO € JjeKa OBOj IUKJIYC HEMa FOJIEMO 3HaUCHE
BO mIpupopaTta. MefyToa, 0BOj IUKIyC MMa NOCEOHO 3Hau€wmEe BO IPOYUYBAHETO Ha
OMoxeMuckaTa eBoJIylija Ha aBTOTPOPHUTE OPTaHU3MH.

7.9 CekyHnaapHu npou3Bou Ha (pOTOCHHTE3aTA

Excnepumenture Ha Calvin (1961) co paguoaktuBeH ‘CO, OBO3MOXWUIE Ja C€
npoydyaT IpHMapHUTE OWOCHMHTETCKM nponecd. Xpomarorpadckara aHalIu3a Ha
MapKUpaHUTE COEMHEHMja TMOKaXyBa JleKa 3a MHOTY Kyc BpemeHcku nepuop CO, ce
BrpajlyBa 1 BO MHOTY IpyT¥ COE€IMHEHH]a, IITO HE CE€ YJIECHOBU Ha KalBMHOBHOT LUKIIYC.
BcymHocT, TOoa ce anTepHaTHBHM NMAaTHUILNTA 32 HEKOM HHTEPMEAUEPH BO LIUKIYCOT, KOU CE
NOYETEH MaTepHjall 3a CHHTE3a Ha CEeKyHJapHHM coefuHeHWja. Taka, pajluOaKTUBHUOT
jarnepoj MHOry Op30 ce BrpajyBa BO pa3IMYHU jarJeXujgpaTH, MAacHU KHUCEJIUHU WU
JUNNUAY, XJIOPOIUIAaCTHU IIMTMEHTH, HEKOM OPraHCKU KHUCENIWHU, aMUHOKHUCEJIUHU WU
IPOTEUHM.

7.9.1 Tpancnopt Ha aCMIJIATHTE HU3 MEMOPAHATA HA XJIOPOIIACTOT
Tpuo3sa-gochaTure WITO ce jaByBaaT KaKO YUCT MPUHOC HA PEAYKIUCKUOT LIUKITYC Ce
KOPHUCTAaT 3a CHHTE3a Ha MpPOU3BOAMTE Ha (POTOCHHTE3aTa, CKpOoOOT M caxaposara.

HpI/IMapHI/IOT CKpO6 CC CO31aBa BO XJIOPOIIACTHUTC U BO HUB MOXKC J1a OCTAaHC OJAPCIACHO
BpEMEC KaKO pPE3€pBa, a IMOTOA CC pPa3IoKyBa WM IMPOU3IBOAUTE O] PaA3JIOKYBAKLETO CC
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npeHecyBaaT BO nuTomazmarta. (Caxapo3aTa ce co3faBa BO IUTOIUIa3MaTa Ha
aCMIJIAIIUCKUTE KJIETKHU U Ce TPAaHCIIOPTUPA BO CUTE APYTH KJIETKU U OPTaHH.

OcBeH jarieBoOpOJHU COEJUHEHH]A, BO XJIOPOIJIACTOT ce npousBeayBaaT NADPH u
ATP, ko UM ce NMOTPeOHM HA CHUTE APYTM KIETKH 3a OfIBUBalk€ Ha PEAYKIHUCKUTE U
eHepreTckuTe npouecu. Cenak, 0OBUBKaTa Ha XJIOPOIJIACTOT IEJOCHO € HEMPOMyCTINBa
3a NADPH u ATP, HO, mocTou Apyr HauWH 3a HUBHOTO IIPEHECYBAKE BO APYTUTE KIIETKHU.
Nmeno, Tpuosa doccarute Kou ce goduse no nat Ha peaykuuja co nomomr Ha NADPH u
docdopunanmja co nomomr Ha ATP, Bo ceOe HOcaT pefyKIMCKHA €KBUBAJIEHT KOj MOXeE fia
ce 0OHOBHM NpH MOBTOpHA okcupanuja. Micto Taka, HUBHaTa pocaTHa rpyna Moxe ja ce
peHece Ha HEKOe APYro COEAUEHne, a co Toa U eHeprujara of gocdarHara Bpcka. Toa
3HauM Jieka Tpuo3a-pocdaror € riaaBHa ¢opma 3a €KCHOPT HE CaMO HAa OPraHCKHOT
jaryiepofi, TyKy M Ha PeAyKUUCKUOT €KBHMBAJEHT U BUCOKOEHEPTeTCKHOT ocdaT of
XJIOPOIUIACTOT BO LIUTOIITIa3MaTa.

Tpuo3za ocdarure ce npeHecyBaaT cO IOMOII HA €[IeH NPOTENH, LITO ce Haofa Ha
BHaTpelllHaTa MeMOpaHa Of XJIOPOIUIACTOT M € HapeyeH TPaHCIOKATop Ha TPHOo3a-
¢ocar. OBOj nmpoTenH 3a €ieH M3HECEH MOJIEKYJl Ha Tpuo3a-gocdar, BHECYBaA €IcH
Heoprancku ¢ocdar (Pi). [IpucyctBoTro Ha Heoprancku ¢ocar Bo nuromiamarta €
YCIIOB 3a Jla C€ W3BPIIU OBOj TPAHCIOPT. AKO TPAHCHOPTOT Ha Tpuo3aTa u pochaToT He
Ou Ouje MOBp3aHM Ha BAaKOB HA4WH, TOTalll XJOPOIJIaCTUTE OU ocTaHalie 6e3 docdar u
¢doTocuHTEe3aTa OM MpecTaHana.

Kaj C-4 pacrenyjaTa BO W3HECYBAakeTO HA PEAYKUUCKUOT EKBHUBAJIEHT Off
XJIOPOIUIACTOT y4eCTBYBaaT M APYTU TPaAHCIOKATOpPHU, KOM BO 3amMeHa Ha ¢ocdaToT Of
XJIOPONJIACTOT U3HecyBaaT pocornuuepar uin PocoeHoNnupyBar.

7.9.2 CunTe3a HAa CKPOO BO XJIOPOILIACTHTE

[TpumapHuoT ckpo0 BO XjopolutacTute ce nobusa of ¢pykrosa-6-gocgar (F-6-P),
KOj O HamymTa pefyKiuuckuoT nukiayc. Co nomonl Ha xekco3a-¢gocgarna nsomepasa, F-
6-P mpemuHyBa BO riayko3a-6-¢ocar (G-6-P), kO] noj BiIMjaHHE HA EH3UMOT
¢ochoraykomyrasa nasa riaykosa-1-gpocgar (G-1-P). IToroa, G-1-P ce Bp3yBa 3a ATP, a
eH3uMoT ADP-rayko3na nupodgocdopuinasa npoussenysa ADP-riayko3a, Koja ciyxu 3a
cuHTe3a Ha ckpoO. [Tupodocdaror K0j ce ocnodoyBa BO OBaa peakimja, Hoj €jCTBO Ha
eH3uMoT nupogocdarasza ce xugponm3upa Ha nBa ¢ocdaru (Ciu. 7.19).

Caxapo3sa ®
| * — Ckpob
Caxapo3a-6-poccpar f
; Caxaposo- ADP-rnykosa
! dpoctpar OB — 2®
CUHTasa J E
UDP-rnyko3a ADP-rmyxo3a
nupodocopunasa
| ®pyKTO30-2,6- — GIP 4
budocparasa ] l [
FZ6bP =F6P = G6P >GIP L‘;GI’

®pyKTo30-2,6- ‘J I
tocdar 2-kMHasa !' :
— 6P
A , PpykTO30-1,6- [

| Budocdarasa

l r Anponasa “
Tpuoso-P-= Tpuoso-Pe—1— -=-—3.PCA
®, l— | e———
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Cn. 7.19 Cunresa Ha CKpO6 BO XJIOPOITAaCTUTE MW CHHTE3a Ha Caxapo3a BO LOUTOCOJOT Ha
(poToCHHTETCKUTE KIETKU Ha JHUCTOT. Bpckara momMery oBHE IMPOLECH CE OCTBApyBa IPEKY
TPaHCIOPTOT Ha TPUO30-(pochaTHU TPAHCIOKATOPUM KOM OJf XJIOPOIIJIACTUTE U3HECYBaaT TPUO3HU
BO 3aMeHa 3a efieH Heopraucku ¢ocgar (Buchanan u cop., 2002).

Bo cumHTe3aTa Ha CcKpoOOT ydyecTByBaaT [Ba €H3MMa. [IpBHOT € TIJIyKO3W/IHA
Tpancdepasa, koja rpagu 1—4 rayko3ugHu Bpcku. 3a Hej3uHa (pyHKIHUja MOTPEOHO € fa
IOCTOM €[ieH Majl IpUMapeH MOJEKyJl Ha O-IJIyKaH, Ha KOj Ce HajOBp3yBaaT HOBHU
MOJIEKYJIM Ha TJIyKO3a M NpHTOa ce (pOpMHpa HEPa3TPaHETHOT CHHIMP HAa aMuiIo3a.
Bropara tpaHcepaza, Q-en3umor rpagu 1—6 IIIyKO3UJHNA BPCKH M IPUTOA Of A€ Off
aMmiIo3ara ce JoOMBa aMuwiIoneKTHH. MeryTroa, Ha TEMHO CKpPOOOT ce pa3yioxXyBa IPEKY
CIIPOTUBHU TPOIIECH U TOA CO MOMOII Ha cKpooHara ¢ocgopunasa no G-1-P. Ha temuo,
HajBEpOjaTHO CKpPOOOT MOXE [la ce pa3jioKM U CO IOMOII Ha aMmiia3a, Taka IITO BO
UTOIIJIa3MaTa ce 0cino00ayBa IriyKo3a.

7.9.3 Cunrte3a Ha caxapo3a BO HUTOCOJIOT

CuHTe3aTa Ha caxapo3aTa ce OJBMBa CaMO BO LHUTOIIa3MaTa Off Me30(UIHUTE
KJIETKH, a He BO xJlopomuacTuTe. Bo nuronnasmara, Tpuosa-gocdatoT Koj u3jaerysa of
XJIOPOIJIACTOT C€ BKJIy4YyBa BO MPOLECOT TIJIYKOJIW3a WIA TJIYyKOHeOoreHe3ara.
I'mykonu3aTa Bogu A0 OKcupanuja Ha TPUO3UTE, a NpU INIYKOHEOIeHe3a ce co3jaBaaT
onurocaxapupim M Apyru jarnexuppatd. Ilpu ramkoauTHykaTta OKcHpandja Ha 3-
dochoraunepangexugoT ce podusa pepyuupaH NAD, a okcupjanyjata € HOBp3aHa co
cyncrpatHa ¢ocdopunanija npu mrTo ce poomBa ATP (Cn. 7.19). Ha T1oj] HauwmH
CBETJIOCHATA €HEpruja Koja BO XJIOPOIJIACTOT € KOHBEPTHUPaHa BO XEMHUCKA U € COYyBaHa
BO Tpuo3a-ocgart ce Bpaka Bo popma Ha NADH u ATP.

Caxapo3aTa € HajBakeH jucaxapujl KOj ce co3fgaBa BO NMTOIIa3MaTa Ha
¢porocunTeTcKUTE KieTku. Tpuosa-gocdartor, Koj uznerysa oj XJIOpOIJIaCTOT CEKOralll
IpeKy n3oMepasaTa € BO paMHOTEXKa CcO CBOJOT m3omep. [IBe Tpuosu, oqHocHo DHAP u
GAP co nmomom Ha anfgojia3a ce KOHjeH3upaaT BO (ppykro3a-1,6-oudocgar (F-1,6-BP).
Taa nop nejctBo Ha F-1,6-0ucdocdarasa ja ryou docdaTHa rpyna u oBaa peakijgja € mnps
CTElleH BO CHHTe3aTa Ha caxaposara. [oOuenuot c¢pykroza-6-pocpar (F-6-P) mop
JIejCTBO Ha xeKkco3a-(ocgaTHa u3omepasa ce nmpeBefiyBa BO INIyko3a-6-¢gocgar (G-6-P), a
TOJ 1OJ iejcTBO Ha ¢hocdoraykomyrasa nasa riaykosa-1-gocdar (G-1-P). Ha natot npu
CHUHTe3a Ha caxapo3saTa, G-1-P ce Bp3yBa 3a ypumun tpudochar (UTP) u naBa ypuaun-
magocdoraykoza (UDPG) u nupodocgar (PPi). ITupodocdarazara ro pasnoxysa PPi
Ha fBa docdatu. Enzumot caxapo3a-cgocdarna cunrerasa ja Bp3yBa UDPG 3a F-6-P u ce
noouBa caxapo3a-gocpar u UDP. Ha kpaj, caxaposa-docarnara d¢ocgaraza ja
xugponusupa pocdaTHaTa rpyna u ce Joousa caxaposa.

Cnopen Toa, nounyBajku of F-1,6-BP o caxapo3sa, 4 ¢ocdaTHu rpynu co Xugpoansa
ce OfIBOjyBaaT Off CYICTPATOT Kako Pi, a co Toa 3HAYMTEHO ce 3rojieMyBa HUBOTO Ha Pi
BO IMTOIUIa3Mara. BecymHocT, caxapo3aTa Koja ce CHHTETH3Mpa BO LMTOILIa3MaTa Ha
Me30(pWIIHATE KJIETKU € MOArOTBEHa 3a TPAHCIOPT NpPeKy (PIOeMOT [0 CUTE APYTH
PaCTUTEIIHHU JIEIOBHU.

7.9.4 Perynanuja Ha CHHTe3aTa Ha CKPOOOT M caxapo3ara

Bo MeTabonm3MOT Ha jariieXuipaTUTe BO (POTOCHHTETCKUTE KJIIETKM IIOCTOjaT
HEKOJIKY CYKIECUBHU MpPOLECH KOU TPETCTAaByBaaT KOHTUHYMpPAHU €Talyd Ha ejHa
€INHCTBEHA pacTuTesHa pyHKuyuja. M3BpiiyBameTo Ha Taa (DyHKIUja € OCHOBEH yCJIOB 3a
KMBOTOT Ha ceKoe (POTOaBTOTPO(HO pacTeHWe M oBaa (PyHKIHja ja COUYMHYBaaT
CIIEJHUTE TPOLECH:
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e cuHTe3da Ha ATP wm pegykumja Ha NADP BOo MeMOpaHCKHOT CHUCTEM Ha
XJIOPOIIIIACTOT,
e BrpagyBame Ha CO, BO LIEKEPUTE BO PEYKIMCKUOT NEHTO3EH LUKITYC,
e CHHTE3a Ha CKpoO BO CTpoMaTa Off XJIOPOIJIacToT,
e TpPaHCIOPT Ha TPUO3UTE Of XJIOPOIUIACTOT BO IIMTOCOJOT Ha (POTOCHHTETCKUTE
KJIETKH,

e CHHTE3a Ha caxapo3a BO LIUTOCOJIOT,

e TpaHCIOPT Ha caxapo3aTa Off KJIETKUTE Ha JIUCTOT BO (PIIOEMOT U IPYTUTE OPraHu
Ha PacTEHUETO.

doTocuHTE3aTa MOXKE fla OMje epuKacHa caMO aKO OBHE €MHEYHM ITPOLECU MOMEry
ce0e ce KOOpAMHMpAaHM W afeKBaTHO MOAW(MUUUPAHU CIOpE] CUTHAJIUTE Off
HajiBopelHarTa cpefaunna. Cropeq Toa, perynanujata Ha CHHTe3aTa Ha CKpoO M caxaposa €
[EJIOCeH MPOIeC W MOKpaj Toa IITO Ce BPIIM BO PAa3IMUHU JAEJIOBU (KOMIAPTMAHM) Of
KJeTKaTa. BcymHoCT, BO HEIMOT CUCTEM MOCTOM AMHAMMYHA PAMHOTEXKA HAa KIIYYHUTE
MeTaOOJIUTH YMja COAPKUHA UMa BIIMjaHUE Bp3 HaMaJleHaTa UJU 3r0JIEMEHAaTa aKTUBHOCT
Ha ofipeieHn eH3umu. [IpuToa, Kiy4yHa yiiora uMa OfHOCOT Ha HeopranckuoT ocdart (Pi)
koH Tpuosute (GAP u DHAP) nnu kon 3-ocdoraunepartor (3-PGA).

Bo npupopara, ¢poTocuHTE3aTa MTOYHYBA HAYTPO KOr'a PaCTEHUETO K& OUfie OCBETIIEHO
U Toraul MHTeH3uBHO ce Bpuu cuHTe3a Ha ATP u NADPH. HMcro Taka, BrpagyBambeTo Ha
CO;, B0 3-PGA ce ofiBuBa CO rojieM HHTEH3UTET, a co pefiyKuuja Ha 3-PGA ce cuHTeTH3upa
roJIieMO KOJIMYECTBO Ha Tpuo3Hu. MICTOBpeMEeHO ce BKIyuyyBaaT U TPHO30-(pocdaTHUTE
TPAHCIOKATOPH, KOW T'M pa3MeHyBaaT TPHO3WTE W HeopraHCKWoT ¢ocdar (Pi) momery
XJIOPOIJIACTOT ¥ IUTOCONOT. Bo cTrpomaTa Ha XJIOpOIIACTOT OCTaHyBa HMCKA
KOHIeHTpanyja Ha 3-PGA u Tpuo3u, a ce nojaByBa pellaTMBHO BUCOKA KOHUEHTpAIMja Ha
Pi. Ognocot 3-PGA/Pi nma BnujaHre Bp3 aKTUBHOCTA Ha TJIABHUOT €H3UM KOj ja peryimnpa
cuHTe3ata Ha ckpoOor. Toj en3um e ADP-riyko3na nupodocdopunaza, koja ce
akTuBHpa co nmomMoil Ha 3-PGA, a ce muxubupa co Pi. Cnopepn Toa, BO paHMOT JHEBEH
nepuoj Kora KoJIu4HUKOT 3-PGA/Pi e Hu3ok, ADP-rnyko3HaTta nupodocdopunasa uma
cnaba aKTUBHOCT M BO TOj ClIy4yaj HE CE€ CHHTETH3Upa CKpoOO, TYKy CUTE TPUO3U Ce
KOPHCTAT 3a CHMHTE3a Ha caxapo3a BO LIUTOCONOT. Bo TEKOT Ha IeHOT MoXe Jia 10jie 0
HaMallyBalk€ Ha CHHTE3aTa Ha caxapos3a MOpajd Toa ILITO OpPraHUTE-NMOTPOIIYBAaYU CE
3aCUTEHH, a CO TOAa U (PIOEMCKUOT TPAHCIOPT Of KJIETKUTE Ha JIACTOT CE HamayBa.
Cnopep Toa, cuHTE3aTa Ha CKpoO € BO aHTaroHnu3aM cO CHHTe3aTa Ha caxapo3sa. [To3naro
€ ieKa CKpoOOT ce co3/jaBa caMO Ha CBETJIO, a IOYETEH CYIICTPAT 3a HeroBa cuHTe3a € F-6-
P, KOja IeTyMHO ce KOPUCTHU U 3a OJpPKyBamke Ha PEJyKIMCKUOT UKIYC, HO 3HAYUTEIICH
JleJl ce KOPHUCTH 3a CHHTe3a Ha cKpoO npeky G-6-P. F-6-P ce nobusa co neocdopunanyja
Ha F-1,6-BP, mito ce Bpmm nop fiejcTBO Ha €H3UMOT (ppykTo3a-1,6-6m¢ocgarasza. OBoj
€H3UM € aKTHBEH CaMO Ha CBETJIO MO/ Ie]jCTBO HA TUOPEAOKCHUH/(PEPENOKCAH CUCTEMOT.
Cnopen Toa, Ha CBETJIO Ce MHTEH3UBHpPA JIEjCTBOTO Ha ¢pocdaTazaTta Koja npoussBenyna F-
6-P, mogeka Ha TEMHO HelocTacyBa IIPEKYPCOPOT 3a CUHTE3a Ha ckpoOoT. Taka, Ha KpajoT
Of1 IEHOT M BO TEKOT HAa HOKTa IpecTaHyBa cuHTe3aTa Ha 3-PGA, a co Toa u cuHTe3aTa Ha
CKpoO He € CcTUMylIHMpaHa, OufiejKM NPOAOJKYyBa W3JIETYBAKBETO HA TPHUO3UTE Off
xsopomnactoT. Heopraucknor Pi mTo ce akyMynupa BO XJIOPOIIACTOT €€ KOPUCTH BO
IPOLECOT Ha Pa3jloKyBamke HAa CKPOOOT CO NMOMOII HAa €H3UMOT CKpooHa ¢rocdopuiiaza.
Crnopep Toa, cMHTe3aTa Ha CKpOOOT € HauuH 3a aKyMyJupame Ha jarJexufipaTuTe KOu
MOMEHTAJIHO He ce KOpHCTaT. AKO jariexujjpaTUTe caMoO ce€ HaTpyIyBaaT BO KJIETKUTE,
TOrall Ou ce MPOMEHWIE OCMOTCKUTE O{HOCU BO (DOTOCUHTETCKUTE KIETKH.

Tpuosure Kou U3€erysaaT off XJIOPOINIACTOT MOXKE [la C€ KOPUCTAT IIPU IPOLECUTE HA
IVIyKOJIM3a WIN 3a CHHTe3a Ha caxapo3a. [Ipu cuHTe3a Ha caxapo3a, NMPBO ce BPIIH
negocdopunanuja Ha F-1,6-BP u ce foduBa F-6-P, ko] HaTamy genyMHO npeMuHyBa BO G-
6-P. Bo 0BOj cily4yaj akTHBHOCTA Ha €H3UMOT ¢ppykTo3a-1,6-oucocharna docdarasa e
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peryiaupaHa Ha JApyr HauuH OTKOJIKY BO XjopomiaacToT. OBOj €H3UM € MOji KOHTpoJla Ha
efieH noceOeH perynaTopeH Mojekyn (pykro3a-2,6-oucocgar (F-2,6-BP) (Stitt, 1990).
OBOj MOJIEKYJ ce pa3jiuKyBa Of MPaBHOT CYNCTpaAT camMo MO Toa IITO Hocu ¢ocdaTHa
rpyna Ha C-2 aToMOT, MecTo Ha C-1.

F-2,6-BP ¢ rosem mHXuUOUTOp Ha €H3UMOT ¢hocara3a U Ha TO] HAUUH ja COpedyBa
nedocdopunanmjata Ha F-1,6-BP, a co Toa u HaTaMOIIHUTE NMPOLECM Ha CHHTE3a Ha
caxapo3sara (Ca. 7. 20).

®ocdoeHonnupyear @)

ATP. ‘ 1 ‘ ADP
S 7
B
®pykTo3a-2,6-oucpocdar
¥
2 o @ocH, _o OH
A H OH
— - H Y cH,0@®
OH H ®pykro3a-2,6-6ugocear OH H
®pykroza-6-cpoccar l ®pykroaa-1,6-6udocdar
\ s /
w
1-@ochodpyKTOKMHaA3a ® -'/ \\ H,0

)
2-®octpar-3aeucHa ocodpykTokuHasa

3-®pykr0o30-1,6-Ouchocparasa

Cn. 7.20 Perynamumja Ha cumHTe3aTa Ha (ppykTo3a-2,6-6udocdar (F-2,6-BP) Bo muroconor Ha
¢orocunTeTCKaTa KieTka (Buchanan u cop., 2002).

F-2,6-BP ce Haofa BO KJeTKaTa BO coceMa Maji KoJudecTBa. BceymiHocTt, TOj ce
poouBa o F-6-P co momom Ha eH3uMOT (pykro3a-6-pocarna-2-kunaza, a ce
pa3rpajyBa moj JejCTBO Ha €H3UMOT (pyKTo3a-2,6-oucdocdaraza. On akTUBHOCTA HA
KMHa3aTa ¥ ¢ocdara3aTa 3aBUcH KoiumdyecTBoTo Ha F-2,6-BP. Heopranckuor Pi ja
CTUMYJIMpa aKTUBHOCTA HAa KWHA3aTa, a ja uaxubupa gocdaraszara. Cnopen toa, F-2,6-BP
€ CUTHAJIEH MOJIEKYJ KOj 'O IOKa)KyBa OJHOCOT Tpuo3a-¢gocdar : Pi Bo nuromnasmara.
Kora Bo nuromiasmaTa uma IorojieMo KOoJIM4ecTBO Ha TpHO3a, a moMano Ha Pi, Toram e
MHXMOMpaHa aKTMBHOCTAa Ha KHWHa3aTa W npousBopacTBoTo Ha F-2,6-BP. Co Toa ce
ocnoboayBa akTuBHOcTa Ha F-1,6-BP ¢ocdarasara, koja mpomssenyBa F-6-P u ro
HacodyBa IPOLIECOT KOH CHHTe3a Ha caxapo3a. CIpOTHBHO, KOra KOHIIEHTpalyjaTa Ha
TpuO3a BO LIMTOIJIa3MaTa € Majla, a Ha Pi Bucoka, Toraml € CTUMyJIMpaHa aKTUBHOCTA Ha
KrHa3aTa U cuHTe3aTa Ha F-2,6-BP.

BceymHocer, F-2,6-BP e efgeH ofi HajBaXkHUTE PpEryjaTOpu Ha MeTa0OIU3MOT Ha
jarnexujpaTUTe Kaj CuTe OpraHu3My, HO, Kaj paCTUTEIHATE OPTaHU3MU HEropara riaBHa
¢yHKIMja € BO CHMHTEe3a Ha caxapo3ara.

7.10 ®oTocunTe3a u MPOAYKTUBHOCT BO Pa3/INYHU €KOJIOIIKH YCIOBH

Op 6uoXeMHCKY 1 UTO(MPUINOIONIKH aCIIEKT MOXKeE J]a Ce KOHCTAaTHpa JIeKa MPOIECUTe
Ha OTOCHHTE3a C€ CIWYHU Kaj CATE BUIIM W HIKH PACTUTEIHH OPraHU3MM.
KonBep3mjaTa Ha CBETJIOCHaTa €Hepruja BO XEMUCKA W TpUMapHaTa CHHTE3a Ha
OpPraHCKUTE COEJIMHEHWja BO TPHUHIUI C€ BpIIAT HA WCT HAYUH BO W3OJIMPAHU
XJIOPOIIACTH, BO CyCIieH3Mja Ha KJIETKW WIM BO JILCTOT HAa 6mio koe pacrenue. Ho, of
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€KOJIOIIKM acleKT, Kora Ke ce uMMmaaT INpeABUjl OCOOMHUTE Ha OfIEIHA PACTUTEIIHU
BUJIOBU U TUIIOBH, (POTOCHHTE3aTa MPETCTaByBa Ba>kKeH pa3HOBH/EH npouec. Bo TekoT Ha
eBoJlylldjaTa, PAacCTUTENHHUTE BUJOBU ce IpucrnocoOyBaje BO OfPEAECHH PETUOHU U
>KMBEaJNINTa, CO e ia ja ogpXaT (POTOCHHTE3aTa Ha HUBO HEOIXO[HO 3a Pa3BUTOK U
pasMHOXyBame. [IpucnocoOyBameTo WM afanTanyjaTa Ha pacTeHHjaTa Ce COCTOU BO
HUBHATa CIIOCOOHOCT IIPH MPOLEcOT (POTOCUHTE3A 1a U3rpajiaT NOroJeMO KOJINYECTBO Ha
OpPraHCKM MpPOU3BOMAM, OTKOJIKY IITO K€ Td MOTPOLIAT NPH [AWIICHETO U JPYruTe
akTuBHOCTH. Perymamujata Ha mnpouecuTe Ha (POTOCHMHTE3a M TpaHCIUpauyja uma
noceOHO 3Hauewe, Oupiejku pacrenueto CO, npuMa NpeKky CTOMUTE, HO UCTO TaKa IPeEKyY
HUB U I'yOM Boja. AjanTanyjaTa Ha pacTE€HHjaTa Ha CyBM M TOIUIM MecTa ce Oa3upa Ha
HUBHATa CIIOCOOHOCT fAa npumaT faoBosHO CO,, a mpuToa ja He H3rybaT rojeMo
KonuuecTBo Ha Bopa. Cropep Toa, KOra ce UCIHUTYBa BJIUjaHUETO Ha HAJBOPEIIHHUTE
dakTopu Bp3 POTOCHHTE3AaTAa HE MOXE Jja C€ OMJEIIM HUBHUOT €(PEKT Bp3 JUIICHETO U
TpaHCIHpAaLMjaTa.

Bo npupopnu ycinoBu, poTOCHHTE3aTa 3aBUCU OJf CBOjCTBaTa HAa PACTEHUETO U Off
HaziBopewmHuTe akTopu. OCOOMHUTE HA CEKOE pacTeHHME T'€HETCKH Ce OJpeNieHH, HO
MHOTY MHUBUJyaJIHA CBOjCTBa MOXKE Jla BapupaaT IITO OBO3MOXYBa ONTUMHU3alMja Ha
¢orocunTe3zaTa. Pa3BOjHHOT cTauyM Ha pacTeHHETO, CTApOCTa Ha JINCTOBUTE, KAKO U
aHaTOMCKaTa rpaj0a Ha JUCTOBUTE KOja MOXKE J1a NpeTpHu OfipefeHH MopauguKanuu
OBO3MOXYBaaT MOAOOpPO MCKOPUCTYBalkE€ Ha CBETJMHATa OJf CTpaHa Ha PAcCTEHUETO Ha
MECTOTO Kajie IITO XKBee. Bo TEKOT Ha IEHOT, MHOTY pacTUTEHHja UMaaT CHOCOOHOCT fia
ja MeHyBaaT mojox0aTa Ha JMCTOBUTE KOM ja clefaT MojoxOaTa Ha COHIETO, ILITO
OBO3MO>KYBa COHUEBHUTE 3palld CEKOTalll Ha JIUCTOT fia MagHaT IOf] ONTUMAJIEH aroJl.

HajBakxHu HapiBOopeHu (paKTOPY KOM BiIMjaaT Bp3 MHTEH3UTETOT Ha (poTOCHMHTE3aTa
ce: Bogara, CQO,;, cBeTIMHATa, MHMHEpPAJHHUTE COJM U Temmeparypara. Taka,
OPOAYKTUBHOCTA BO PA3JMYHU E€KOCHCTEMH € pasiuyHa. Bo mycTWHUTE, Kako M BO
NPyrUTe CYBM U TOIUIM IIPEIEeNH, HEOCTAaTOKOT Ha BOJa € OrpaHMuyBauyku (pakTop 3a
ofiBUBame Ha (poTocuHTe3aTa. Kaj pacreHujaTa 1ITO XXUBEAT Ha BUCOKUTE IUNIAaHUHU U BO
apKTUYKUTE TYHJPH, HUCKAaTa TeMIlepaTypa U KYCHOT BEreTallliCK/ MEepHof] BiujaaT BpP3
npolecoT Ha poTocuHTe3a. Bo okeaHuTe u Mopumwara, (pOTOCMHTE3aTa € OTPaHUYEHa CO
HEeJOCTaTOKOT Ha MHMHEpaJHM conu (a30T, (pocaT) BO TOPHUTE CIIOEBM HA BOfaTa BO
KOM OCBETIIYBaWkETO U TEMIIEpAaTypaTa BOOONYAEHO CE MOBOJIHMU.

7.10.1 Ceraunara n CO; Kako orpannayBadyku (pakTopu Ha ¢poTocuHTE3aTa

Bo mnouerokor Ha XX Bek Ouiao yTBpAeHO jeka (OTOCHHTE3aTa 3aBUCH Off
KoHIeHTpanujaTa Ha CO, BO BO3yXOT, MHTEH3UTETOT Ha CBETJIMHATA U TeMIlepaTypara.
ITomonHa, nmokpaj oBue (pakTOpW Kaj pacTeHmjaTa Owmia 3alesiekaHa W norpedara Off
MuHepanaHu coiu. [locrou mpaBuiio feka ako €eH MpoLec 3aBUCH Off oBeKe (PaKTOpH,
TOrall Heropata Op3uHa ja ofpefyBa (pakTopoT KOj € Bo MUHUMYyM. [Iponecor moxe fa
ce 3a0p3a caMO aKO HMCTOBPEMEHO C€ 3rOJIeMU HHTEH3UTETOT Ha LEJIUOT KOMIUIEKC
daxkTopu.

KonnuecTBOTO Ha CBETIIOCHA EHEPTHja LITO JOoNupa 10 3eMjuHaTa NOBPILINHA € MHOTY
IOTOJIEMO OTKOJIKY OHa IITO ce KOopuctu npu ¢otocuHTesata. Ce cMmeTa jeka Ha
IPaHUYHUOT CIIO] Off aTMOC(pepaTa, BKyIIHaTa €HEPrHja Ha 3pauyemheTo N3HeCyBa okoay 1.3
kW-m? (=cojapHa KOHCTaHTa). 3HAUMTENHO KOJMYECTBO EHEPrHja ce amncopbupa BO
TOPHUTE CJIOEBU Off aTMocdepaTa U [0 MOBpLIMHATA Ha 3eMjaTa NPUCTUTHYBA CaMoO
okony 0.9 kW-m?. BWIMBHOT mei Of cnekrapot, o 400 mo 700 nm ce BuKa
¢orocunTercka akTusHa papujanuja (PAR) u Taa usHecyBa oxkoday 0.4 kW-m™. Ce cmeTa
neka okony 8% off oBaa CBETJIOCHA €HEpryja npumnara Ha 3eJIeHHOT JIeN Off CIIEKTapoT, KOj
XJIOPOUIIOT HE TO ancopOupa, a UCTO Taka okKony 8% ce rydaTr Kako TomirHa. Mefyroa,
okony 19% op papmjanyjaTa ce KOpUCTU 3a (POTOCHMHTE3a U 3a APYrd METAOOIUTUUKHI
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IPOLIECU BO JIUCTOT, A0AeKa caMo 5% Ofi eHeprujaTa € Bp3aHa 3a jarsiexujjpaTuTe KO ce
IPOU3BOAIM Ha (pOTOCHHTE3ATA.

Bo ycnosu kora CO, He e orpaHuyBauku (pakTOp U KOra IpyTUTE yCIOBH CE MOBOJIHH,
pa3INYHO aflalTUPAHUTE PACTEHH]a MPU HUCT CBETIOCEH MHTECH3UTET MMAaaT pa3indycH
MHTEH3UTET Ha poTocuHTe3aTa. Taka Ha mp., BO yCIIOBHM Ha CHIJIHA CBETJIMHA, pacCTeHHUjaTa
KOU >KMBeaT Ha J00pO OCBETJIEHM MecTa (Xeamo(uTH) MOCTUTHYBAaT MHOTY BHCOK
MHTEH3UTET Ha (POTOCUHTE3A, 3a pa3jMKa Off OHME KOM >KMBEAT BO CEHKa (CKHO(HUTH).
MeryToa, BO yCIIOBM Ha CBETJMHA CO cjaa0 MHTEH3WUTET, pacTCHHMjaTa afalTHPAHU Ha
CEHKa MHOry noe(HKacHO ja W3BpIIyBaaT (POTOCHMHTE3aTa W MMAaT CIIOCOOHOCT fa
OIICTAHAT U BO YCJIOBM BO KOM JIpYTHTE pacreHuja m3ymupaar. OcBeH MHOIyOpOjHUTE
MOpP(OJIOLIKN afialTalid, CKHO(MUTUTE HMMaaT NOOpPO pa3BHEH TIPAHANEH CUCTEM BO
XJIOPOIIJIACTOT, a TOA BO YCIIOBU Ha CEHKAa MM OBO3MOXYBa BUCOKO HUBO Ha (POTOCHHTE3A.

Pacrennjata ong C-4 rpymara goOpo ce aflaniTUpaHu a XXuUBeaT BO CpefuHa CO BUCOK
MHTEH3UTET Ha CBETJIMHA U PEeJaTUBHO BUCOKHM TemmnepaTypu. C-4 pacTeHHnjaTa KOpUCTAT
50-100% op momHaTa cOHuYeBa CBeTJMHA, Aofpeka C-3 pacreHuwjaTta kopucrat camo 20-
30%. ®PorocuHTe3aTa kaj C-3 pacTeHujaTa AOCTUTHYBA MAaKCUMYM IIpH IIOHHMCKA
TeMmieparypa, Bo crnopefbda co ¢orocuHTe3aTta Kaj C-4 pacreHujaTa Koja ce OfBUBA Ha
Brcoku Temrnepatypu u o 39°C. MHTeH3uTeToT Ha poTrocuHTe3a kaj C-3 pacreHujaTa
n3Hecysa 10-35 mgCO,-dm™>h™, a kaj C-4 pacrennjara 60-100 mgCO,-dm™-h"'. Cnopep Toa,
npoaykTuBHOCTa Kaj C-3 pacrenujaTa nusHecyBa 0.5-2.0 g cyBa TexX1nHa dm™ Ha jien, a 3a C-
4 pacTennjara e 4-5 g cyBa TexunHa dm” Ha JIeH.

doTrocuHTE3aTa CE€ MEpH MPEKY KOJIMYECTBOTO HaA mpou3BefeHuoT O, wuWin
notpomeHnotr CO, Bo enuHuna Bpeme. Ilpu npouecure Ha gumiewme U oTopecnupanyja
(ce Tpomm O,, a ce mpoussenysa CO,), pa3MeHaTa Ha OBHE FaCOBH € BO CIIPOTUBHA HACOKA
of] OHaa npu (poTocuHTe3a. [JUIIeHEeTO MOXKE J1a Cé MEpU HE3aBUCHO Off (POTOCHHTE3aTa,
aKoO pacTeHMjaTa ce OfipKyBaaT Ha TeMHO. Ho, Kora pacreHmjaTa Ke ce OCBeTJaT
3all0yHyBaaT HpouecuTe Ha ¢oTocuHTe3aTa M QoTopecnupanyja, a pe3yaTaTUTE Of
TAaKBUTE MEpPEHA ja O3HadYyBaaT MpHBHAHATA (POTOCHMHTEe3a. BO yClIOBM Ha CBETIIMHA CO
BHCOK MHTEH3UTET, (POTOCHHTE3aTa MPETCTaByBa JOMUHAHTEH MPOIIEC, @ aKO CBETIIMHATA
e mocnaba, UHTEH3UTETOT Ha (POTOCHMHTE3aTa Ce HamajlyBa BO OJHOC Ha AMIIEHETO.
MHTEeH3uTeTOT HA CBETIMHATA, IPH KOja OBME /iBa Mpolleca ce U3eHAYEHU OJHOCHO KOra
HETO Npou3BOACTBOTO Ha O, n CO, e eAHAKBO HA HyJIa CE BUKA KOMIEH3alHOHA TOYKA 3a
cBeT/iMHATa. Ha KOMIeH3anuoHaTa TOYKa, pacTeHrjaTa MPOU3BeyBaaT OHOJIKY OPTaHCKHU
COEIMHEHMja KOJIKY IITO TpoulaT. BucuHaTta Ha KOMIEH3alMOHaTa TOYKa 'O O3HaudyBa
MUHUMYMOT Ha CBETJIMHA KOja € HEONXOflHa 3a HeKoe pacreHue. KommeHsaunumoHara
TOYKA 32 CKHO(UTUTE W 33 pacTeHHjaTa ajalTHpaHu Ha ciaba cBeriwHa € HuUcKa (1-5
umol KkBaHTH m™s'), JoeKa 3a XeAMO(UTHATE PacTeHnja € MHOTY ToBucoka (10-20 pmol
kBaHTH m>s-'). Toa TOKaXyBa fieKa NpBaTa TPyNa Ha PacTeHHja MHOTY IOe(pHKACHO ja
KOPHUCTAT CBETJMHATA IIITO UM CTOM Ha PACIIOJIarame.

Bo xepMeTmuku 3aTBOpEH NPOCTOpP, pacTeHujaTa BO MIPOLECOT (POTOCHHTE3A TO
Tpomat oHOj CO,, ITO IO MPOU3BEAYBAaT caM MpHU MpouecoT auliewe. Ha To] HaunH
HUBHATa (POTOCHHTE3a € OTpaHMYEeHa CO MPOIECUTE Ha JUleHkhe U (poTopecnupaimja, npu
mTo ce npousBepayBa CO,. Ilo u3BecHO BpeMe BO TaKOB 3aTBOPEH CHUCTEM Ce
BOCIIOCTaBYBa OfIpefilecHa paMHOTEXKa NMOMery CHTe TPH NPOILECH, a KOHIEHTpalydjaTa Ha
CO; BO paMHOTEXKATa ce BUKa KOMIEeH3anuona To4uka 3a CO;.

7.11 Haunnn Ha aBTOTPO(PHOCT Kaj OakTepuuTe
Onpenen 6poj OakTepuu UMaaT CIOCOOHOCT 3a aBTOTPOGHOCT, a CO TOA ce OJIUCKU 10

Npyrute (OTOCMHTETCKM OpraHum3mMu. MefyToa, MO HAaYMHOT Ha KOj ja OCTBapyBaaT
aBTOTPO(PHOCTA, THE HE MOXaT Ja ce KiacuuuupaaT BO HUTY €[lHa rpymna oOf
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porocunTeTckuTe opraHm3Mu. Taka Ha mp., Archaebacteria ja KopucraT cBeTJIOCHaTa
€Hepruja, Ho HeMaaT THNUYeH (POTOCUHTETCKY IMKIyc. [Ipyra rpyna ce 0akTepuuTe, KOu
HE ja KOpHUCTAaT CBETJIMHATa KaKO M3BOpP Ha €HEpruja, HO AOOMBaaT €Hepruja INpu
OKcHujlalgjaTa Ha HEOPraHCKHTE coefuHeHHWja. Tue ja KopucTaT oOBaa €Hepruja 3a
PERYKIMCKUOT IEHTO3€H NUKIIYC, KOj HE ce pa3iauKyBa ofi orocuHTe3aTta. ITopagu Toa,
OBOj MpOLEC Ce BHKA XeMOCHHTe3a, a 0OaKTepuuTe ILITO IO BpLIAT C€ MO3HATH Kako
XeMOCHHTETCKH 0AKTepPHH.

Archaebacteria mpeTcTaByBaaT rpyna OakTepud KOU COYyBaje HEKOM OCOOWMHU Off
cBouTe apxamyHu npennu. HuBen npercraBauk e Halobacterium halobium, kaj koro 6una
yTBpAeHa orocuHTe3ata. OBOj BHJ KUBe€ BO a¢pOOHM M MHOTY COJIEHU YCJIOBH, Kaje
KoHIeHTpanujaTa Ha NaCl e 3.5-5.0. Bo ycnoBu Ha HaMalleHa KOHILeHTpanuja Ha O, oBUe
OakTepuu NpeKuUByBaaT NpeKy epMeHTalyja. AKO MECTOTO Ha KHMBEEHE € H00po
OCBETJICHO, THE KaKO W3BOp Ha €Heprumja ja KopucraT cBeTiauHaTa. KierTouHnara
MeMOpaHa Kaj oBue 0akTepuu coapKu 25% nunuau u 75 % NpoTEerHU, KO BO KOMJIEKC CO
NUTMEHTOT peTHHaA ¢opmupaaT O6aktepuopoponcud. OBOj NUTMEHT amncopoupa
CBETJIMHA co OpaHoBa AoJKMHA off 570 nm. Knetkute of H. halobium mopa na mpumaat
JOHU 3a Jla IpeXuBeaT BO CpeilHaTa cO BUCOKA KOHLEHTpanuja Ha conu. Kaj HuB nocroun
¥ BTOp IMUTMEHT XaJOPOAOIICHH, KOj ja ancopOupa CBETJIMHATa CO OpaHOBa MOJKUHA Of
570 nm u fejcTByBa KaKo aHjOHCKa MymIa npu ITo npeHecyBa Cl' joHM BO KieTKara.
Hcro Taka, Kaj XanoO0aKTepuuTe UMa yIITe /iBa APYT'H POOICUHY: CEH30PeH POAOIICHH U
¢od0-pogoncun, xon Kaj OAKTEPUCKUTE KIIETKHU ja perynupaar (pOTOTaKCHjaTa U UM
OBO3MOXYBAT ABIKEHE KOH ONTHMAIIHATE CBETIIOCHU YCIOBH.

Bupotr H. halobium moxe na ce knacuduunmpa BO (POTOCHUHTETCKHTE OpPraHU3MU,
OuyiejKu BpIIM KOHBEp3HWja Ha CBETIIOCHAaTa eHepruja Bo xemncka (ATP). Toa e enuHCTBEH
(porocunTeTCKN Npouec Oe3 xiopodui u 6e3 CMHTEe3a Ha OpraHcKu MaTepuu. BeymHocr,
OBO] TIpolLieC € HajupuMHUTHBHA (popma Ha (POTOCHHTE3a M MMa TOJIEMO 3HAYEHE BO
IIPOY4yBalkETO HAa HEj3UHATA €BONIYLIH]a.

7.11.1 Xemocunresa

XeMocHuHTe3aTa € Mpollec KOj MOCTOM caMO Kaj OfpeieH! rpynu OakTepuu, Kou Mefy
cebe 1 He ce TakCOHOMcKM noBp3aHu. [Iponecot ce cocrou of aBe das3u. Bo npBarta da3za
ce BpIIM OKCHjalMja Ha HEOPTraHCKUTE COEUHEHH]a, MPU IITO ce OCI000yBa €HEepruja.
OBaa paza e aHajorHa Ha AUIIEHETO, KaJie IITO €Hepruja ce JoOMBa CO OKCHaalyja Ha
OpraHCKM COeJMHEeHHja, a He Ha HeopraHckuTe. Cemnak, u BO JiBaTa clydyau eHeprujata npu
oKcujaluja ce KoHsepBupa Bo opma Ha penyuupanu koenszumu u ATP. Bo Bropara ga3za
Of1 XeMOCHHTe3aTa, penyueHToT u ATP ce kopucrar 3a cdukcanmja u pegykuuja Ha CO,.
OBOj mpo1iec € UueHTUYEH cO TeMHaTa (pa3a o] (poTocuHTEe3aTa U MPETCTaByBa OCHOBA HA
aBTOTpO(dHUjaTa Kaj XeMOCUHTETCKUATE OAKTEPUH.

Heopranckure coeuHeHHMja IITO C€ OKCHAMpPAAT NPH XEMOCHHTE3aTa Ce MHOTY
pa3HOBUAHU. XEMOCUHTETCKUTE OaKTepuu ce Kiaacu(uIUpaHu BO PaA3IUYHU TPYIH,
3aBHCHO Of] COEJUHEHNUETO IITO IO KOPUCTAT 3a OKCHJALIN]a.

7.11.1.1 Hurpundukanuja
Hutpudukanmjata e mpoiiec npu KOj aMOHUYMOBHTE COJIA C€ OKCUIUpAaT 0 HUTpPAT.
[IpBHOT cTemneH Mpu cMHTE3a HAa HUTPATHU IO BPIIAT HUTPU(UKANUCKATE OAKTEPUUTE Off

ponot Nitrosomonas.

NH,OH + 1.50, — HNO, +2H,0 + 272 kJ (65 keal)
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HutputnTe mpeky akTuBHOCTa Ha GakTepumte off popot Nitrobacter ce okcugupaat BO
HUTpPATH.

HNO, + 0.50, — HNOs + 75 kJ (18 kcal)

Hutpudukamuckure 6akTepun o pomosute Nitrosomonas u Nitrobacter mmaaT BakHa
yJiora BO KPYKEHETO Ha a30TOT BO MpupopaTa. A30TOT TOCTOjaHO ce OOHOBYBa BO
1oYBaTa, KaKo pPe3ysTaT Ha pacrnaralkbeTo Ha OPraHCKHUTE COCJMHEHHUja Off PACTHTENHO U
SKHBOTMHCKO TOTEKIIO. BeymHocT, mocne MuHepain3anyija Ha OpraHCKUTE COeMHEHM]a
a30ToT BO (popMa Ha aMOHMYMOBH COJIM ce Bpaka BO mouBaTa. Hutpudpumkammckure
OaKkTepuy UMaaT 3HadajHa yjora BO (pOpMHUPAKETO HA HUTPATHU KOM 3a IOrojemM O0poj Ha
BUIIIM PACTEHHja CE U3BOP HA a30T O aMOHUYMOT.

7.11.1.2 Oxkcupanuja Ha cyiagypHiTe coeHHEHNja

OxkcupanyjaTta Ha cyadyporT ja BpwiaT 0e300jHuTEe cyadypHU OaKTEpPUN KOU >KUBEAT
Bo otnagHuTe Boxu (0.1N H,SO4) u ce 3HaYajHM 32 HUBHOTO NpeuncTyBame. [IpeTcraBHUK
e popot Thiobacillus koj ro okcupupa TrocynpaToT.
H>S,03 + 20, + H,O — 2H,S04 + 100 keal
7.11.1.3 Oxkcupanuja Ha BOIOPOAOT

BakTepunte og pogot Hydrogenomonas ro okcupupaaT BOJOPOAOT.
2H, + O — 2H,0 + 114 kcal
7.11.1.4 AHOKCHONOHTH

bakTepunTe Kou r'm OKCHAMpPaaT HEOPraHCKUTE coefuHEHnja 6e3 npucycTBo Ha O,, HO
CO OfI3eMame Ha EJIEKTPOHU Ce MO3HATH KaKO AaHOKCHOMOHTH. THe HajuecTo XuBeaT BO
OTHAIHATE BOAM U BO OBaa Irpyna 0akTepuu crnafaaT HEKOJIKY POJIOBH.

Desulfovibrio desulfuricans ro okcugupa BOJOPOAOT OA3E€MajKU €JIEKTPOH, KOj TO
IpeHecyBa Ha cyagaror.

4H, + H,SO4 — 4H,0 + H,S + 45,6 kcal

Micrococcus denitrificans ro okcmaupa BOMOpPOAOT CO TOMOII Ha HHUTpAT, MPOIEC
MO3HAT KaKo JieHuTpudpukaimja.

5H, + 2HNOs; — 6H,0 + N,

Methanobacterium ro okcuprpa BOfOpOAOT NpeHecyBajku ru eaekTponute Ha CO,, of
KOTO ce NPOU3Be/lyBa METaH.

4H2 + C02 — 2H20 + CH4

Bakrepunre on pomor Ferrobacillus ru okcumgupaar depo-coequnenujata Bo depu
dopma.

4Fe* + 4H" + 0, — Fe*' + 2H,0 + 16 kcal
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7.11.2 Onuro 3HaYemhe Ha XeMOCHHTETCKUTE 0aKTepun

IIpu cute ropeHaBefieHM OKCHAAUMCKM MPOLECH ce AOOMBa €HEpruja, HO €H3UMHTE
IITO yYECTBYBAaT BO OBUE MPOLECH CEYIITE HE ce TOBOIHO Mo3HaTu. CoceMa € jacHO AeKa
IpU OJ3EMAKE HA EIEKTPOHU Of] CYINCTPATOT CE pefyuupa HEKO] KOEH3UM, HO HE €
CUTYPHO Jajii BO OBOJ IPOILEC yYecTBYBaaT NMUPUANH HyKileoTuan. Cenak, OCTOM HEKO]
€JIEKTPOH-TPAHCIIOPTEH CUHUP BO KO] YYECTBYBa IUTOXPOMOT C, KO] MPEKY LUTOXPOM
OKcHja3aTa MOBTOPHO ce okcupaupa co nomom Ha O, Kaj aHOKCHOMOHTHTE, HAMECTO
IUTOXPOM OKCHJa3aTa, KPaeH aKIENTOP Ha €JIEKTPOHM € HEKOE OKCUUPAHO HEOPTaHCKO
coenuHenne. [Ipu mMoBTOpHA OKcupalyja Ha IUTOXpOMHUTE foafa fo cuHTe3a Ha ATP.
OBgaa nojaBa e mo3HaTa Kako XxeMOcHuHTeTcKa ¢ocdopunanuja, npu Koja TpaHCIOPTOT HA
€JIEKTPOHM € OBP3aH co cuHTe3ata Ha ATP.

XeMOCHHTETCKUTE OaKTepuu NpeTcTaByBaaT BakHAa KOMIIOHEHTAa Ha IOYBEHaTa
MuKpoopa. MHOTY Off HUB 'l OKCHAMPAAT COJIUTE Ha a30TOT, CYJIQYPOT U XKEIE30TO BO
noyBaTta. bakrepunute Koum BpuiaT fAeHUTpUdUKaAILKja 'O HaMallyBaaT KOJIMYECTBOTO Ha
PACNoONOXIMBUOT a30T, MPeBeyBajku ro BO N, ¢opma, Koja He MOXKAT Jia ja KOPUCTAT
BUILIATE PACTUTEIHU OpraHu3Mu. bakTepunuTe KoM I'M OKCUAMPAAT a30THUTE COEJUHEHN]A
uMaaT NOCEOHO 3HAYEHE BO KPYXKEHETO HAa a30TOT, a OHHME INTO YYeCcTBYBaaT BO
OKCHJallija Ha CyJ(YpHUTE COECJHUECHH]a MMAAT MOCEOHO 3HAUYEHE BO KPYKEHETO Ha
cyagypoT BO pUpojaTa.
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