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Pedepar. Posrismaersest nexineka posed kapb6oanrinpas (KA) y 3acBocHHI HeopraHigHOTO
kapOony (C,) miaHoGakTepisiMH, MiKpOBOZOPOCTSIMH Ta Makpodiramu B ymoBax aedimuty C,.
Mosinbua mudysist C; y BOAHOMY CEpEIOBHII 3YMOBIIOE HEOOXINHICTH y MexaHi3Max
koHIeHTpyBaHHs Kapborny (MKK, Tt.3. wmexanismiB koHmentpyBanHsi CO,) y BomHHX
¢doroaBToTpodiB 1 TpaHcnopTyBaHHs Cy MPOTH rpamieHTy Ta 3abe3neyenHs nocravanus CO,
st porocuHTE3y. ICHYIOTH cmimpHI BUMOTH i edektuBHoro ¢ynkmionyBanas MKK y
niaHOOaKTepisiX, BOJOPOCTAX Ta BOJHMUX CYIMHHUX pOCIHMHAX, SIKI BKJIIOYAIOTh aKTHBHUIA
tparcnopt HCO;™ 1o C,-KOHIEHTPYBAIBHOTO KOMIApTMEHTy Ta yTBopeHHs CO, 3 mymy HCO;3
y cyOkoMmapTMeHTi, 36aradenomy Py6icko. [Tonermyroun nudysito C, y BOAHUX PO3UHHAX Ta
Kpi3p mimigni Oimapum, KA Bimirpatrors ictotHy pons y MKK, sxi Halikpame BUBYCHI y
miaHoOaKTEPiid, 3eJICHUX Ta JIaTOMOBHX BojopocTeil. Posb kap6oanrinpas y MKK 3anexuts Bif
iX J5okamizamii Ta BKIIOYAaE TOJETHICHHS AaKTHBHOTO TpaHCMeMOpaHHOToO moriauHaHHS Cy
LUISIXOM HOTro IoCTadaHHs Ha 30BHIIHIA noBepxHi (Ponbs 1) Ta BupaneHHs Ha BHYTpIlIHii
noBepxHi (Pomnb 2), a Takox mpuckopenHs: yrBopeHHs CO, 3 HCO;” mo6nuzy Py6icko (Pois 3)
y crienianbHoMy repmetnaaomy st CO, KoMnapTMeHTi — KapOoKcucoMi y rianobakTepisix abo
mipeHoini y MikpoBogopocTsax. Kommaprmenramnizanis KA mMae BupimanbHe 3HAYCHHS, OCKITBKI
ix aktuBHicTE Yy HCOj; -KOHIIGHTPYBaJIbHOMY KOMIIAPTMEHTI JIETKO MOXe 3HATH TpanieHT Cy,

crBopenuit MKK.

Kno4goBi cumoBa: MikpoBomopocTi, miaHoOakrepii, Makpo(iTH, (OTOCHHTE3, MipeHoin,

KapOoKcHcoMa, HeopraHidHuil KapOoH, MeXaHi3MHU KOHIIGHTPYBaHHs KapOoHy, kapOoaHrixpasa

Beryn

[Ticns pizkoro 3HMWKEeHHS KoHIeHTpallii CO, B atMmochepi npubmmsHo B 20 pasis,
rmouynHaruH 3 350 MITH pOKiB TOMY 1 10 KalfHO30MCHKOI epH (65 MITH pOKiB TOMY,
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Berner, 2006), macuBHa mudysis CO, 31 CHOHTaHHUM TEPETBOPCHHSIM
CO,/HCO;5™ He Moria 3aJ0BOJBHUTH MOTPeOy (POTOCHHTE3Y Ta 3a0€3MEUUTH
BIDKMBaHHS (OTOCHMHTE3YIOUMX pociuH. BuHukiaa mnorpeba y Qepmen-
TaTUBHOMY TIOJICTIIEHHI TpaHCHOPTYyBaHHsS Ta KoHuUeHTpyBaHHs CO,.
OCKITbKH OUTHIIICTE TPYTT GOTOCHHTETHYHNX OPTaHi3MiB Ha TOW Yac Bxke Oyim
nuBepcu(iKOBaHI, y HUX B MPOIECi €BOJIOMIT TO0Yal BUHUKATH Pi3HOMaHITHI
MeXaHi3MH KoHUeHTpyBaHHs kapOony (MKK), mo € sickpaBuMm mnpukiazom
korBepredTHoi eBomiomii (Kenrick, Crane, 1997; Giordano et al., 2005; Price
et al., 2008; Vats et al., 2011; Zabaleta et al., 2012). IcayBanus MKK Bnepie
Oyno BusiBieHo y Anabaena variabilis Kiitz. Ta Chlamydomonas reinhardtii
P.A.Dang. (Badger et al., 1978). K. A#izaBa Ta C. Misdi Briepiie 3ampoBagiin
Ta OOTpYHTYBaNM TepMiH "MexaHi3M koHmeHTpyBaHHSI CO,", ToOTO MexaHi3M,
mo 3abe3nedyye HakomudyeHHS Benukoi kimbkocti CO, ta HCO; (pasom —
Heopra"igyHoro kapoony, C,) BcepenuHi KINTHH 32 yMoB nedimuty C, (Aizawa,
Miyachi, 1986).

Tepmin "mexanism koHueHTpyBaHHS CO," BUKOPHCTOBYETHCS MEPEBAXKHO
CTOCOBHO MiKpoBomopocTeit Ta 1iano6akrepiii (Badger et al., 1992; Kaplan,
Reinhold, 1999; Badger, 2003), xo4a #oro takox BimHOCITH 10 C4- Ta CAM-
MeTaboni3My y Bummx pociuH (Berry, Farquhar, 1978; Hatch, 1987; Badger et
al., 1998). Takox E. Zabaleta 3i cmiBaBr. (2012) mpurycTwin icHyBaHHS
"6azampHoro MKK", B skomy MiToxoHmpianeHi KapOoaHrigpasu (KA)
BUKOPUCTOBYIOThCS st peacuMinsiii CO,, MmO yTBOPIOETHCS NPH AWXaHHI.
Takwnii MexaHi3M, IMOBiIpHO, QYHKITIOHY€E y 6araThoX rpymnax GOTOCHHTE3YIOUNX
OpraHi3MiB, BKJIFOUAIOYHM Ha3eMHi pOCIHHU 3 C3-POTOCHHTE30M.

KapOoaHrigpasu BifirparoTh KIOYOBY pOJb B OpraHizamii Ta (QyHKIiO-
nyBanHi MKK BomHUX poCIMH 3aBOSKM 30aTHOCTI IOJIETIIyBaTW TpPaHC-
noptyBaHHs Ta noctaBky C, 10 PybGicko — pepmenty, mio dikcye CO, (Aizawa,
Miyachi, 1986; Badger et al., 1992; Coleman, 2000; Badger, 2003; von
Caemmerer et al., 2004; Price et al., 2008).

Sx npasuiio, MKK Bxirodarots Tpu etanu: (i) akruHe nornuHaHs HCO;
abo macusHe pH-3anexxne nornmuHanHs CO, xiituHamy, (ii) HakonmueHHs C, y
KOHIIEHTPYBAJILHOMY KOMIApTMEHTI (IIUTOIUIa3Ma y TPOKapioTiB abo cTpoma
XJIOPOIUTACTY B €yKapioTiB), mepeBaxkHo y ¢popmi HCO;  Tta (iii) yrBopenus CO,
3 HCO; y repmernunomy mnst CO, cyOKOMIapTMeHTi, Mo MicTuTh PyGicko
(kapOokcucoMa y IiaHOOaKTepisix ab0 MIPEeHOi] Yy MIKPOBOIOPOCTSX) JUIs
nonioBHeHHS CO,, cnioxkuroro Py0icko.

Ha nepmomy erari KA BHKOHYIOTB JIBi BaXKJIHBI POJIL:

Pons 1 Brirouae nonermeHHs qudysii C, 3 HABKONUIIHBOTO CEPEAOBHILA Ta
mBuKe monoBHeHHs myry HCO;™ mwisixom rigpatamnii CO, Ha MOBEpXHI KIITHHH
y pasi aktuBHOro noriauHanHs HCO;';
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Ponsb 2 — Bunanenns CO, Ha BHYTpILIHIH MOBEPXHi KINITHHHOT MEMOpaHH Ta
3ano0iraHds #Woro BUTOKY IUIIixoMm neperBopeHHs B HCO;, ockinbKy JTimimHi
MeMOpaHu HerrpoHukHi 1t HCO;'.

Hpyruit  eran Bumarae BincytHocTi KA y C,-KOHIEHTpYBaJbHOMY
KOMITApTMEHTI a1 3a0e3nedeHHs yTtpuMmanHsA C,, OT)KE CTpora KOMITapT-
meHTarizanis KA e xxurteBo HeoOXinHOO 1 ehektrBHOT podotn MKK.

Ha tperbomy erami KA rpatots Ponp 3, karamizyroun ytBopeHus CO, 3
HCO;5™ mns 3abesneueHus edektuBHOI poOoTH PyOicko Ta Oepyun ydacTs y
CTPYKTYpHiil opranizarii repmernyroro st CO, KOMIapTMEHTY.

Bioximiuna xapakTepucTHKa Kap0oaHTiapa3 pocanH

Kap6oanrinpa3u (xapboHar rigpomaza, Ko 4.2.1.1) — me wmeramno-
(depMeHTH, [0 MICTAThCI Yy BCIX JKMBHX Opra”i3mMax 1 KaTali3yloTb
B3aemonepeTBopeHHss CO, ta HCO;. Yci KA Hanmexarh 0 BOCEMH POIMH
OinkiB — a, B, v, 6, {, M, 6 Ta 1, Ki EBONIOIIOHYBAIN 3 Pi3HUX KEpen, IO €
YyJOBHM TIPUKIAI0oM KoHBepreHTHOi eBomtomii (Polishchuk, 2021). Vcix ix,
kpiM NKA, Oyji0 BUSIBIEHO B pocivHaxX. o-, - Ta YKA BUSBIEHO y CyIUHHHUX
pOCIIMHAX, 1Ie¢ BOHHM M00pe TpencTaBieHi y OUIBIIOCTI OpraHiB, TKaHWH Ta
KIITHHHUX KoMmapTMeHTaxX. KpiMm mmx pomuH -, - Tta (KA BusBwm y
MOPCBHKHX J1IaTOMOBUX BOAOPOCTSX, TOAl sk 0- Ta IKA Takox Oynu 3HalJCHI B
IHIMMX Tpymnax BomopocTed Ta miaHobaktepiit (DiMario et al., 2018; Jensen et
al., 2019; Hirakawa et al., 2021). Pi3ni pomuan KA mopmiOHi 32 CTpYKTYypoOIO
CBOiX aKTHBHHUX IICHTPIB, X04Ya MalOTh HU3bKY TOMOJIOTIIO 32 aMiHOKHUCIOTHUMHU
MTOCTITOBHOCTAMHU. ApPXITEKTypa akTHBHOTO IeHTpy KA, sk mpasuio,
nepenbadae Zn’', oToueHmi TeTpaeapoM IHraHAiB — TPH AMIHOKHMCIOTHI
3aJMIIKH Ta MOJIEKyJia BoAU a0o0 T1IPOKCHI-10H SIK YETBEPTUH JiraHi. y-, 6- Ta
(KA € kambiamicruaaumu, To6T0 MoxyTh Mictuta Cd>", Co® i masite Fe®'
samicte Zn>" B aktuBHOMy nentpi (Jensen et al., 2020). 8- ta (KA wmpoxo
PO3MOBCIOJIKCHI B OKCaHIYHUX BUJIAX, IO TOB’SA3aHO i3 MI00ATBHUM Je(iluTOM
Zn*" y nosepxueBoMmy mrapi okeany (Morel et al., 2020). 3 Tiei x npmanan (KA,
mo Mmictate Mn®® B aKTMBHOMY UEHTpi, NPHCYTHi y MOPCHKHX BHIAX
¢itorulanktony (Jensen et al., 2020). KapOoanrizpasu pociuH MOXHA
po3mimmT Ha o- Ta P-momiOHI 32 aMIHOKHCIOTHHM CKJIaAOM MeETall-
koopaunHaniiHoi chepu (Polishchuk, 2021). a-monioni KA BrimrouaroTs o-, y- Ta
O0KA 3 dopmynoto Zn(His);(X). B-monioni KA Bkmouatots -, (- Ta OKA.
Monom merany B (KA 3asBuuait € Cd*". HemomaBHo 6y710 0XapakTepH30BaHO
HOBYy Oe3meraneBy KA y wiaHoOaktepii Anabaena sp. PCC7120 Tta
xJiopapaxHioditoBoi Bomopocti Bigelowiella natans Moestrup, sika € OKpeMUM
pizHoBunoM KA (Hirakawa et al., 2021). Taki KA, iiMoBipHO, eKCTIPECyIOThCS ¥
0araThOX OakTepisx Ta BOAOPOCTSAX 1 MalOTh aKTHUBHI LEHTPU 3 YHIKAIBHOIO
KOHycOmnoaiOHO0 cTpyKTyporo 60uku o +  (Hirakawa et al., 2021).
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lonoBroto pucoro KA € kartaniz B3aemomneperBopenHsi CO, ta HCOs', a
omTxe monermenns gudysii C, Ta H' BcepenwHi KT THHHIX KOMIIApTMEHTIB Ta
mixk HEMH (Tholen, Zhu, 2011), uro MoxHa Ha3BaTH TPAHCIIOPTHOIO (YHKITIERO
KA. Kpim Ttoro, nesxi KA wmaroTe perynsatopni ¢yHKOii, B3aemopmitoud 3
CUTHAILHUMH Kackamgamu. Hanpuxmanm, npeski PKA 3B'SI3yloTh camimmioBy
KHCIoTy Ta Oumkn ii curHampHoro nnisaxy (Medina-Puche et al., 2017). BKA
MOXYTh 3a3HaBAaTH TAaKUX MOCTTPAHCISIMIMHUX MoaM(ikawlii, sK S-HITpO3WITY-
BaHHSI, HITpYBaHH:I, (ochoprItoBaHHS Ta BiIHOBICHHI—OKHWCHEHHS TIOJOBHUX
rpyn, SKi BIUIMBAIOTh Ha (EPMEHTATUBHY aKTHUBHICTH 1 MOXYTb OyTH
BaXJTUBUMU AJISL y4acTi B peryisiuii Metabomiuyaux nursixis (Polishchuk, 2021).
3aBagku pisHEM OioXiMiYHMM BiacTHBOCTSIM KA MOXyTh OpaTé ydacTs y
OaraThox (Di3iONOTIYHMX TIpoIecax y pOCIWHAX, IMEePEBAXKHO TMOB'SI3aHUX 3
¢orocunTesom. Taki mpomecu BkmouatoTe MKK, mpoBigHicTe Me3odimy mis
CO,, nuxanHs Ta (GOTOAMXAHHS, TPAHCIOPT CIEKTPOHIB y XJIOPOIUIACTaX, a
TaKOX PETYJIAIII0 3aKPUTTS MPOJUXIB Ta 3aCBOEHHS OikapOOHATY y Ha3eMHUX
pociuHax. Kpim Toro, KA MoxyTh Opatu y4acTp y Takux HeOTOCHHTETHYHHX
mporecax, SK OIOCHHTE3 IIMiIiB Ta aMIiHOKHUCIOT, IAUdEpeHIriaris KIIiTHH,
AHTHOKCUIAHTHUH 3aXWCT, CUTHAJbHI OUIAXH (ITOTOPMOHIB, peakIlii Ha
0i0TH4HI Ta a0iOTUYHI CTPECH.

Hianobaxkmepii

VY miano6akrepiit MKK ckianmatorecst 3 cuctem TpancnopryBanHs C, Ta
kapbokcucom (puc. 1). KapOokcrucomu — 1€ yHiKanbHi MiKpOKOMIIOHEHTH, SKi
MicTaTh Py0Oicko, OiTKOBY 000JIOHKY 3 HH3BKOIO MpoHUKHICTIO At CO, Ta KA,
mo 3abesmeuye nokanmbHe 30iUTbIIeHHS KOHIeHTpamii CO,. 3a MexaHi3Mamu
nornuHanHA Ta ¢ikcanii CO,, CTPYKTYpOIO Ta E€BOJIOLIMHUM TMOXOIKEHHIM
KapOOKCHUCOM iCHYE 2 TpyIu — o- Ta B-miaHo0akTepii, SKi MICTATH, BiATIOBIIHO,
o- Ta P-xkapOokcucoMu. EKONOTiuHI XapakTepUCTHKH OpPraHi3MiB TaKOX
MOB'A3aHI 3 HAsBHICTIO MEBHOTO TUIY KapOOKcHCOM: 0- Ta P-miaHoOakTepii €
TIepEBaXHO OKCaHIYHUMH Ta MPiCHOBOIHUMH BiIIIOBIIHO.

IMozaknituaHi KA Ta nocrayanss CO, Ha MOBEPXHIO KIITHHYU. BUHUKHEHHS
MTO3aKJIITHHHHX 0O- Ta PKA B YTBOPIOIOUMX MATH IIaHOOAKTEPIAX 13 JIYKHUX 03ep
MOXke OyTH TIOB’s3aHE 3 IIIBHINEHOIO JIYKHICTIO BOJHOTO cepemoBuia. Komm
CEpeIOBHIIE € OUIBII JY>KHUM, HDX muToruiazMa, C, 3aXOIUTIOEThCS 1330BHI Y
Burnsaai HCOj', sxuii He Moke NpPOHMKAaTH Kpisb MeMmOpany. PiBHOBaxkHa
koHueHTpanis CO, y nuromiasMi 3a TakKMX yMOB BHIIA 32 MO3AKJIITHHHY, IO
cnpusic BUToky CO,. 3oBHIiIHI KA MOXYTh 3MECHIIMTH IF0 BTpaTy, HEraHO
nepeTBoprotoun  Hioro Ha HCO; mobmmzy MeMOpaHHO-JTOKaTi30BaHUX
crieruivaux Tpancmoprepis HCO;3™ (Poms 1).

[ozakmituana KA aktuBHiCTE y Microcoleus chthonoplastes Thuret ex
Gomont cTuMymtoBaacs iHKyOauiero npu Jy>kHomy pH, mo miaTBepmkye e
npunyuienns (Kupriyanova et al., 2007, 2011). Ll akTuBHicTH Oyina noB’s3aHa 3
nepenbauyBanoro o KA (Cah-3-nogioHum depmentom) y rimikokamikcei ta KA y
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nepurutazmMaTaaaoMy mpoctopi (CahB1, Kupriyanova et al., 2011). Tak camo
nedimur C, CTHMYNIOBaB aKTHBHICTh TNepuiuiasMatndHoi oKA ecaA 'y
Cyanothece sp., IMOBIpHO, 3aBISKU TpaHcisidHiA perymauii (Kupriyanova et
al., 2019).

LliaHob6akTepii

( ’/QJ’@’HCO;// Heoy
//j\th

HCOd" /
\7 4

Puc. 1. CxemaTnyne 300pakeHHs y4acTi KapOoaHTiapa3 y MexaHi3Max KOHLEHTPYBaHHS KapOOHY
y nianoGakrepiit. Tyt i B HacTymuux pucynkax: Il — nepurnasmaruynuit npocrip, utr —

nutomasma, Tun — tunakoinu, Kap6 — kapOokcucoma

Y Phormidium kuetzingianum (Kirchner ex Hansgirg) Anagnostidis &
Komarek axtuBHicTh mozakmiTHHHOI KA oOepHEHO 3aiiexkana Bif 30BHINTHBOL
kounentpaiii HCOs', a rigpodineauii iHridiTop KA anerasonamin, He 3maTHHIA
MPOHMKATH Kpi3b OioJNIOTiYHI MeMOpaHW, 3MEHIIYBaB (OTOCHHTETHUHY
aktuBHIiCTh (Li et al., 2018). ¥V cykymHOCTI IIi nmaHi CBigYaTh TpPO Te, MIO
mo3akiiTuHHa akTtuBHiICTE KA ©Oepe ywacth y MKK i HeoOximHa s
epeKTUBHOTO ()OTOCHHTE3Y.

Ilonermenus mnornuHanHd CO, NUISIXOM BUAAJICHHSA HAa BHYTPIIHIN
moBepxHi MeMOpaHu. Yepes MHMpPOKUil CIeKTp YMOB iCHyBaHHS IliaHOOaKTepii

MOXyTh akTuBHO morimHatu sk CO,, tak i HCO; ansg BUKOpHUCTaHHS Y
dbotocuHTe3l. Y miaHoOakTepisx Oyio  imeHTH(IKOBAHO II'ATh CHCTEM
noriuHaHHSA Cy, TPH 3 SIKUX TOB's3aHi 3 akTuBHUM TpaHcmoproM HCOj; kpisb
miasMatuuny Mem6pany (ogun ATd-3anexuuii Ta gsa Na'-3anexui HCO; -
TpaHCIIOPTEPH), 1 1BI — 3acCHOBaHI Ha TmacWBHOMY HaaxomkeHHI CO, 3a
TpaJieHTOM KOHIIGHTpAIlii Ta HOTO MOBTOPHOMY 3axOIlIeHHI B kiituHi (Price Ta
iH., 2008). Ocrannui 3anexarh Big mnacuBHoi mudys3ii CO, 3 HACTYNHOIO
rigparalrieo B Jy)KHHX JoMeHax TwiakoigHoi memOpanu (Tchernov et al.,
2001). Hacrmipaeni, 11i MexaHi3mu riepexorutioloTh CO,, M0 HATXOAUTh HE TITBKH
330BHI, aie i yTBOPIOETHCS BCEpenuHi KITHHU mif 4yac auxaHHsa. CO, moOpe
pO3YMHHUN y OloMeMmMOpaHaxX, TOMY JIETKO HAAXOAWTh y KIITHHY MUIIXOM
mudysii. [lorim Bir nepetBoproeThest Ha HCO5', y 1000 pa3iB MeHIT po3YUHHUHA
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y nimigax, 3 yuactio KA-noaiOHux gomeniB kommiekcy NDH-1 Ha TunakoigHux
Ta MUTOIUIA3MAaTHYHUX MEMOpaHax, 3aBISKA YOMY 3aTPUMYETHCS y KIITHHI.
Kommiekcn NDH-1 mianobGakrepiii Ta XJI0poruiacTiB, IMOBIpHO, HaJeXaTh 10
okpemoro miaknacy poauau ¢pepmentiB Kommiekcy 1. LlianoGakTepii MicTSTh
Kimpka i30popm komrmuiekcy NDH-1, ski 6epyTh ydacTh y pi3HHX IIpoIecax:
MUXaHHI, UKIIYHOMY Ta Herukiigaomy ¢otodocdopmmoBanni (Battchikova,
2011). Ixma nokamizamis g06pe y3romkyetbes 3 ¢ynkumismu: NDH-1,
KOHCTUTYTHBHO TIPUCYTHIH TIepeBaKHO HAa MeMOpaHi THIIAKOIMIiB, pimine — Ha
nuToriasMaTudHiii MmemOpadi (Xu et al., 2008) 1 Mae HU3BKY CHOPITHEHICTH 110
CO,, a NDH-1; iHgykyerbcs Hu3bKUM BMicTOM C,, JOKalli30BaHUI Ha
THJIAKOIAHIN MeMOpaHi 1 Mae BHCOKY cmopigHeHicTh g0 CO,. KA-momioHi
nomenn 1ux komruiekciB ChpX (CupB, mo Bxomuts no ckmaxy NDH-14) ta
ChpY (CupA, uyactuna NDH-13), a Takox 3B's3ana 3 Humu KA EcaB (Sun et
al.,, 2019), po3TamoBaHi B KHINEHSIX, SKi 3a3HAIOTH JIOKAJHLHOTO ITiTyKCHHS
BHACIIIIOK BEKTOPHOT'O IIEPEHECCHHS EJNEKTPOHIB Ta MPOTOHIB, LIO CHpUSE
neperBopenHio CO, na HCO;™ Ta 3a0e3neuye BukoHanHs Pomi 2 (Maeda et al.,
2002; Han et al., 2017).

Excmpecis CupA Ta EcaB crumymoeTsest Hu3bkuM piBHeM C,;, BucokuM pH
Ta BUCOKOIO IHTEHCHBHICTIO ocBiTIeHHs (Sun et al., 2019). fx npaBuno, KA
KatamizyioTh pH-3anexne BpiBHOBakeHHS CO,/HCO;", ogHaK y mMUX CHCTEMax
KA akTuBHICTH cIIpSIMOBaHO BUKOPHCTOBYETbCs i HakomumueHHs HCO; Ta
MiATPUMaHHS HOTO HEPIBHOBaXKHOI KOHIEHTpawii BimHOCHO 10 CO,. DyHKIis
CupB moB's3aHa 3 IMKIIYHAM TPAHCIIOPTYBAHHSM €JIEKTPOHIB HABKOJIO
tdotocucremu 1, a CupA — 3 niHIHHUM TpaHCTIOPTYBaHHAM enekTpoHiB (Big H,O
10 NADP") (Maeda et al., 2002). Tounnii mexanizm yuacti KA y nornunanni C,,
e MOCTIDKYEThCS, aje MPHUIYCKaloTh, IO BOHH YiTKO CKOOPIAMHOBAaHI 3
tpancroprom mpotoHiB (Tchernov et al., 2001; Hagemann, Kaplan, 2020;
Schuller et al., 2020). binku CupA i CupB MaioTe BupiliagbHe 3HAYCHHS OIS
BIDKMBaHHS IriaHobakTepii 3a pH wmxue 7,0 (Han et al., 2017), xomm
kouneHrparis HCO; y pimkomy cepemoBuINi Iyke HU3bKa 1 (OTOCHHTE3
BiZOyBa€eThCsl B OCHOBHOMY 3a paxyHok nornuHanHs CO,. binku CupA i CupB
HEe TUTBKM BUKOHYIOTH (yHKII0 KA, nomomararoum koHieHTpyBatn C, y
KIIITUHI, ane ¥ KoOpauHyrTh mporecu Tigparamnii CO, Ta TpaHCIIOPTYBaHHS
CJIEKTPOHIB y HiaHOOaKTepisix, TOOTO 3a BiACYTHOCTI IMX OiNKiB a00 HHU3BKOI
konmeHTparlii CO, iHTIOyeThCS TpaHCHIOPTYBaHHS TPOTOHIB KPi3h THIIAKOITHY
MeMOpaHy, 10 3yMOBIIOE po3BUTOK (hoToinTiOyBanus (Han et al., 2017).

CTpyKkTypHa Ta (yHKIiOHaNbHa poib B KapOokcucomax. KA € koHcTH-
TYTUBHUMHU CTPYKTYPHHMH €JIEMEHTaMH KapOOKCHCOM, 1€ BOHH, HMOBIPHO,
Bimirpatote Pomp 3, 3abesneuyroum mnocradanas CO, nmo Py6Gicko. B o-
kapbokcucomax ¢ynknito KA Buxonye 6imox CsoS3 (55-65 k/la, CsoSCA,
Kimber, 2014), sxuii 3a kpuctajaidaow OymoBoio momiouui g0 PKA, xoua 3a
AMIHOKVICIIOTHOIO TIOCITIOBHICTIO Ma€ HACTUTPKM HU3BKHI CTYITiHb TOMOJIOTI,
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o crnovatky OyB BimHeceHHWi g0 HoBoro kiacy — eKA (Sawaya et al., 2006;
Kimber, 2014). ¥ B-xapbokcmcomax N-kiHmeBmid momeH Oinka CemM (55—
70 x1a) € pynkuionansHuM romoioroM YKA 3 apxebakrepiit (Pefia et al., 2010),
a C-KiHIEBUI TOMEH MICTUTh Maly CyOoauMHUINO PyOicko, 10 CBIMYUTH MPO
noenHanHg GyHKmioHATRHUX (KA) Ta cTpykTypHUX (dactuHa Py0Oicko) poseit.
Lle mpumymeHHs TakoX IMiAKPITUTFOETECS THUM, IO y 0aratboxX MiaHoOaKTepiit
6inok CcmM € enuHnM kaHauaatoM Ha posb KA y kimactepi kKapOOKCHCOMHUX
rediB (Cannon et al., 2010). Y meskux mianoOakTepisx -kKapOOKCUCOMH MICTITh
BKA CcaA (Yu et al., 1992; Kerfeld, Melnicki, 2016). SIx CcmM, Tak i CcaA
MaloTh YHIKallbHI CTPYKTYpHI 0cOoONMBOCTI Ta MiaATBepMkeHy KA axkTHBHICTB,
0 € BaXUTHBOIO TepemyMoBoro st ¢yakmionyBanHs MKK (Kimber, 2014).
Jns BukoHaHHs ¢QyHKOii i 3amobiraHHa KopoTkoMmy 3amukanHio MKK
akTuBHICTh 1MX KA Mae cyBOpo KOHTpOJIOBaTHCS IMiA 4ac iX 30upaHHA,
OCKiNIbKM TIOTpibHA iuIe y KapOoKcHcoMi i He GakaHa y IUTOIUIA3Mi. IXHs
aKTHBalis B KapOOKCHCOMI MOXE KOHTPOJIOBATHCS OKHCHO-BIITHOBHUM
noreHuiazoM, pH abo 6iOK-01TKOBOIO B3a€EMOJIEIO 3a YYACTIO YHIKAIbHUX IS
KA nomeHis.

Mikposooopocmi

Chlamydomonas reinhardtii

Y OaratboxX IOCHIIKCHHSIX OyJio TIOKa3aHO, IMO akTWBHICTH KA Ta
excrpecis KA CAHI1, KA1, BKA2 i mitoxonmpiansHoi KA iHIyKyIOTBCS
nedinutom C, (Polishchuk, 2021). Xoya B ocHoBHOMY akTHBHICTH KA vy
BHpOIICHNX B arMocdepi moBiTps kmitmHaX C. reinhardtii 3abe3medyeThCs
CAHI1, Oymo mokazano, mo g1 MKK Baxmusi pizai KA, mnoza- i
BHYTpIlIHbOKIITUHHI (Moroney et al., 1985). aKA CAHI1 Oyna BusiBieHa y
repuIuIasMaTuaHOMy mpoctopi, KA CAHS8 — y mnasmatuaniit MmemOpani, oKA
CAH3 - y tunakoigax, 6KA LCIB ta LCIC — y ctpomi xnoporutactiB Ta KA
CAHG6 — y mxryTukax (puc. 2).

IozaxniTunaHi/mepumnasmaruydi KA T1a  mornmnanas  CO,. Cepen
nozakmiThHHUX KA Haitbinem noBexeHoro € ydactb y MKK CAHI, ockinbku
crumyisinist KA-aktuBHoCTi y KynbTypi C. reinhardtii 3a ymoB gedinuty CO, B
OCHOBHOMY 3yMOBIIeHa iHAyKIli€ro 11iei KA. EKcriepuMeHTH 3 BHKOPHUCTAHHSIM
rigzpodineHoro inriditopa KA amerazomamimy Ta anamizy excmpecii CAHI
MOKa3allll CUIIBHY Kopemsdito ekcmpecii Ta aktuBHocTi CAHI 3 doro-
cuaTeTnaHOIO (ikcamiero CO, B ymoBax medimury C,. CAHS y mrazmaTudHii
MeMOpaHi moxe Opatu ydacte y MKK y koomepamii 3 CAH1 Tta dactkoBo
nyomroroun 11 gynkuiro (Ynalvez et al., 2008). Inma nozaxmitnaaa KA, CAH6,
pO3TaIioBaHa y KTYTHKAX, MOXE BifirpaBaTé 0cOOJIMBY pojb B oTpuMaHHi C,
KIITHHAMH, OyIy4d 3aIyYeHOI0 Y CIIPHHHATTI KoHIeHTpallii C,; Ta XeMOTaKCHCi
(Mackinder et al., 2017).
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KA B crpykrypi Ta QyHkmii mipenoiny. bymo Bcranosneno, mo CAH3
moriomarae PyOicko, 3abesmeuyroum moctadanHs CO, y mipeHoig 3i
ctpomansHoro myiny HCOj', rpatoun Pons 3 y MKK (Moroney, Ynalvez, 2007).
[Micas CAH1 CAH3 € apyroto 3a crynenem BuBueHocTi KA y C. reinhardtii i,
iMOBipHO, ¥ Bomopoctei. Ilpu mocrartHii kinbkocTi CO, BOHAa Mae HHU3BKY
aKTUBHICTH 1 3B’s3aHa 3 MOHOpPHUM OOKoM ¢ortocuctemu Il y BchoMy 00’eMi
xnoporutacty. Onnak 3a Hu3bKkoro Bmicty CO, BoHa hochoprintoeTbes, 3HAYHO

C. reinhardtii
HM3bKKN piBeHb CO2 AyXe HU3bKUM piBeHb CO2

Puc. 2. CxemarnuHe 300paykeHHS ydacTi KapOoOaHTigpa3 y ABOX PEXHMax POOOTH MEXaHiZMy
KOHIIEHTPYBaHHs KapOoHy y Chlamydomonas reinhardtii. Ha npomy i HacTynmHuX pucynkax: Ilip

— mipeHoin, XJim — XJI0poIuiacTt

aKTHBYETBHCS Ta 30CepemKyeThes B mipenoini ans ydacti B MKK (Blanco-Rivero
et al., 2012). Baxmusicte 6KA LCIB ta LCIC mms MKK minrBepmkena
BEIMKOI0 KUTBbKicTIO moka3iB (Mackinder, 2018), xo4a iX akTHBHiCTH He OyIO
suseneno y C. reinhardtii (Jin et al., 2016). mosipro, mo MKK y C. rein-
hardtii QyHKIIOHYE y IBOX peXUMaX, aKTHUBOBaHWX 3a pizHuX piBHIB C,. [Ipn
Ioyxe HU3bKil 30BHIIHIA KoHUeHTpauii CO; (< 0,03%) akTUBY€TBCS PEXUM,
skl mependavae aktuBHe mnorimmHaHHa HCO; gk dyepe3 miazMaTuvHy
MeMOpaHy, Tak 1 dYepe3 O0OOJOHKY Xioporuiacta. 3a 1ux ymoB LCIB
JIOKaIi3yeThes Ha niepudepii mipeHoiy i Bifirpae He3HAYHY POJIb, 3aIM00Iral0yu
Butoky CO, (Wang, Spalding, 2014). [Ipu Hu3bKiil 30BHIIIHIA KOHLEHTpamii
CO; (0,03-0,5%) LCIB po3ocepemxyeThcs 1o cTpomi 1 mosermrye audysiro CO,
ta pH-3anexxne Hakormmyenns HCO; Ha cBiTm (Yamano et al., 2010; Wang,
Spalding, 2014). Taki nepemimenns ta 3miau aktuBHocTi LCIB ta CAH3
MOXYTh OyTH MOTPiOHI I IIBUAKOI amarTallii 0 KOJMBaHb OCBITIEHOCTI abo
noctymHOCTi C,, OCKIIBKM He TOTPeOYITh EHEPreTHYHO 3aTpPaTHOro i
TPUBAJIOTO CUHTE3Y Ta Jerpajamii OiJIKiB.

Jiamomosi e6o0opocmi

Uepez BTOpWHHE EHIOCHMOIOTHYHE MOXO/UKEHHS JiaTOMOBI BOIOPOCTI
MaloTh HAWCKJIAIHINIY CUCTeMYy KIITHHHHUX KommapTMmeHtiB. MKK 3amy4aroTsh
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JeKiIbKa KOMIIAPTMEHTIB, B sKuX KA BigirpaioTh pizHy poib. Tomy HaiOimb
ckimagai Ta pizHoMmaHiTHI MKK 3ycTpidaroTbess y IiaTOMOBHX BOJOPOCTEH.
Hanpuknan, nBa wmopenbHi Bumu, Phaeodactylum tricornutum Bohlin i
Thalassiosira pseudonana Cleve, 3HauHO Biapi3HA0ThCA 3a yuacTio KA y MKK
(puc. 3).

Phaeodactylum tricornutum. MKK y P. tricornutum XapaKkTepu3yeThCs
BIICYTHICTIO TO3akmiTHHHUX KA, 110 HE XapakTepHO IS J[IaTOMOBUX
Bogopoctei (Martin, Tortell, 2008). ¥V muTommasmi Takox He BusBiieHO KA.

P. tricornutum T. pseudonana

Puc. 3. Cxemaruune 300paxeHHs y4acTi kapOoaHrigpa3 y MexaHi3Max KOHIIEHTPYBaHHs KapOOHY
y Phaeodactylum tricornutum i Thalassiosira pseudonana. Ha 1poMy i HACTyNHHX PHCYHKax:

XEC — xyopomactHa eHnomtazMaTinyna citka, [111K — nepumacTuaauii KOMIapTMEHT

Harowmictes KA mokami3yloThes B XJIOPOIUIACTHIA €HAOTIIA3MaTHIHIN CITINi
(aKA CAII, CAVI ta CAVIl) ta nepumnactugnomy npoctopi (KA CAI Ta
CAIl), mo moxoAsTh BiJl MEPUIIA3MATHYHOIO MPOCTOPY 1 IUTOILIA3MATUYHOT
MeMOpaHH, Ta MUTOIIA3MHU €YKapIOTHIHOTO eHaocuMOioHTy BignosimgHo. L{i KA
Mo OOWABI CTOPOHU NEPUILIACTUAHOI MEMOpaHW, HMOBIpHO, MOJETIIYIOTh
axtuBHe nornmuHanHsg HCOj;', Bigirpatoun TuM camum mMoaudikoBani Pomi 11 2,
3a aHAJIOTIE€I0 3 MO3aKMITHHHUME Ta nutoriasMatnaHumu KA C. reinhardltii.
Moxna mnpunyctuta, mo C; HaAXOIUTh Y IHMTOIUIA3My 3a JOIOMOIOI0
aKTHBHOTO TpaHcmopTy. Y xioporuiacti KA posramoani y mipenoini (BKA
PtCA1, PtCA2 i 6KA Pt43233) i BizcyTHi y crpomi (Hopkinson et al., 2016), mo
BimmoBinae ymoBaMm edextuBHoro (ynkuionyBanHs MKK. Bymno moseneno, mo
Pt43233 mimirpac Poms 3 y mipeHOiNmi, OCKIIKM B HOKAyTHHX MYTAaHTIB
MOPIBHSHO 3 JHWKUM THIIOM CIOpimHeHicTh (orocwHTesy 1m0 C, pi3ko
3HIDKYBaJlach, a picT croBinpHIOBaBcs (Kikutani et al., 2016). PtCA1 ta PtCA2
TakoX MOXyTh rpatu Ponb 3, ane 1e me He noseaeno (Hopkinson et al., 2016).
[ixaBo, mo PtCA1 ta PtCA2 akTHBYIOTECS BiTHOBJICHUMH TiOpEAOKCHHAMH, IO
CBITYUTH TIPO MOKITUBICTh OKHCHO-BiTHOBHOI peryisiii MKK cBiTmom.
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Thalassiosira pseudonana Hasle & Heimdal. Ha Binminy Bin P. tricornutum,
y MKK T. pseudonana, ¥MoOBipHO, 3amisHI TEpUINIa3MAaTHYHI Ta
mutoroiazMatndHi KA (OKA1+{KA1 ta yKA2 BimmoBimHO), eKCIIpecis SIKHUX
CTUMYJIOEThCs HU3bkUM BMicToM CO, (Samukawa et al., 2014). Ille ogna KA,
iHAyKoBaHa HU3bkUM BMicToM CO, — 6KA3, po3TamoBana y nepuIuiacTUIHOMY
npoctopi. Jloka3u gytimBocTi crpoManbHOi aKA1 mo pias CO, cynepewimBi
(Tachibana et al., 2011; Samukawa et al., 2014). HemonaBHo Jensen 3i cIiBaBT.
(2019) mokazamu, mo Oimox LCIP63 — me Mn?"-BmicHa KA, 1m0 HalexuTs 10
HOBOi poauuu KA, po3ramioBaHa B XJIOPOIUIACTHIA €HIOIUIa3MaTH4HIN CiTIi
T. pseudonana ta iHAyKy€eThCA 3a HU3BKOTO BMicTy CO,. Hanekcmpecis LCIP63
30ibIyBaa criopigHeHicTh potocuuTe3y a0 C,. 3araiom Ii AaHi cBig4YaTh mMpo
te, mo Outok LCIP63 Baxmueuit mms MKK. Ockinbku XIJIOpOILIACTHA
CH/IOIUIa3MAaTUYHA CiTKa € KOJHMIIHIM [EepUILIa3MaTHYHUM  [POCTOPOM
€yKapioTHYHOTO €HAOCHMOIOHTY, MU mpuiryckaemo, mo LCIP63 Bigirpae Poxb
1. KA1 ta (KA1 Takox MoxyTh rpatu Ponb 1, monermrytoun TpancMeMOpaHHe
nornuHanHs HCOj5', a YKA2, fimoBipHo, mosnermye audysiro CO, y UTOILIa3Mi.
Oyuknis oKAl 3anummaeTbcs He3’scoOBaHOK. BOoHa CHIBHO eKcIipecyeThes 1
YiTKO acoriiioBana 3 00JacTIO XJIOPOIUIACTIB, IO CBIMYUTH TIPO POIL Yy
tdotocunresi, a omke B MKK. 3a gomomororo aHamizy CHUTHaJdbHHX HENTHIIB
Oyno mependaueno nokamizadito wiei KA B mepuruiacTHIHOMY MPOCTOPi
(Tachibana et al., 2011).

OmHak couparoYWch Ha JaHI  KOH(MOKaTbHOI MIKPOCKOINi, aBTOpH
npurycTiiy, mo oKAl piBHOMipHO po3scissHa mo crpomi (Tachibana et al.,
2011), mo € cymepewIMBUM, OCKIJIBKM MOXE MPHU3BOAMTH [0 KOPOTKOTO
samukanas MKK. Samukawa 3i cniBast. (2014) npunycruiu, mo y 7. pseudo-
nana g KA nepexormoe CO,, MO BUTIKAE 31 CTPOMH. Y TaKOMY BHUTAAKY il
JmoKamizamis Mae OyTtu oOmekeHa mepudepiero xioporacty abo mepu-
IUIACTUAHUM KOMIIAPTMEHTOM. MU BBaXXaemo, MO0 JaHi KOH(OKaIHHOL
Mmikpockomii Tachibana 3i cmiBaBt. (2011) He BUKIIOYAIOTH TaKOT MOXKITUBOCTI.
Hapasi y 7. pseudonana He Oyno OXapakTepH30BaHO >XOJHOI THIIAKOIIHO-
moMinanpHOT KA, ame moxHa mpunycruth, mo 0KA, moniona mo Pt43233 y
P. tricornutum, Mmoxxe 0yTn excripecoBaHa i rpatu Pons 3 y mipenoini 7. pseudo-
nana (Kikutani et al., 2016).

Maxpoghimu

HasBHUX y Hayxkosiil mitepatypi manux mono MKK y BogHuMX cyauHHUX
pociuH Hebarato. Ha miactaBi (hi3iosoTiYHUX €KCIEPUMEHTIB OyJI0 BHCYHYTO
MPUITYIICHHS, 1110 Mo3aKiIiThHHA KA-akTHBHICTh HeoOXigHa s nmoriauHaHHsa Cy
Oaratbma MopcbkuMu TpaBamu (Poschenrieder et al., 2018) Ta mpicHOBOAHOIO
MOKpHUTOHACIHHOIO pociuHoIo Ottelia alismoides (Huang et al., 2020), ockinbku
rizpo¢ineHuii  iHriditop KA  amerasonamin  3HWKYBaB  CIIOPiJHEHICTb
¢orocunresy no C, y mux BumiB. Y O. alismoides mepenbOadyBaHa IepH-
miasmatnuHa oKA1, fiMmoBipHO, Tpae Ponb 1, 3a0e3medyroun MIBHIKE ITTOMOB-
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HenHs CO, Ha MOBEpXHI IIa3MaTUYHOT MeMOpaHu 1usixoM aeriapatamii HCO; .
Kpim Toro, Oyio moka3aHo, IO BiATOBiIHA 3BOPOTHA peakilisl MOTpiOHA It
norimuHanHs HCO; anioHOOOMiHHMM TpancroptepoM SLC4, 3B’s3aHuM 3
MIa3MaTHYHOI0 MeMOpaHoro. He3Bakaiounm Ha TOCTIMHME BHUCOKHMH piBEHb
KOHCTUTYTHBHOI eKcIipecii, akTUBHICTh 1iei KA cTuMymoBanacs 3a HU3bKOTO
Bmicty CO, (Huang et al., 2020).

BucHoBkH

3aBAsKM 3IAaTHOCTI KaTalizyBaTH B3aemomneperBopeHHs CO, ta HCO;, KA
IBepcH(DIKYIOTh MUIIXH Ta 3HIXKYIOTh AuQy3iiiHi 6ap’epu 1l HEOPTaHIYHOTO
TpaHCIIOPTY KapOOHY BiJl 30BHINTHLOTO cepefoBwima a0 Micis ¢ikcarii CO,
PybGicko, TuM camMuMm 30UIBIIYOYM CHOpigHEHICTh QorocuHTesy H0 Ci.
Kinpkicte Ta BHecok pizHHX Gopm C, iCTOTHO 3MIHIOIOTBCS 3ajie)XHO Bim pH
BogHOTO cepenoBmima, ate KA edextuBHO cTabimi3ytoTh HamxomkeHHS C, 10
noBepxHi KmiTHHA. OCHOBHUM OOTpyHTyBaHHAM poiii KA € Te, 10 OCKiIbKH
HCO; Hepo3uunHuii y 6iomeMOpaHax, ioro cmig neperBoputd Ha CO, mis
MMaCHBHOTO HATXODKCHHS Yy KINTHHY abo ii koMmapTMeHTH. Pazom 3 Tuwm,
3’ABISETHCA BCE OLNbINE OKa3iB, sIKi cBimuaTh mpo ydacth KA y MerabonoHax
tpancnopty Cy, a Takox MetabooHi ¢ikcaiii CO,, siki € yuactuHoro MKK.
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The article surveys multiple roles of carbonic anhydrases (CAs) in inorganic carbon (C;)
acquisition by cyanobacteria, microalgae, and macrophytes under C; limiting conditions. Slow C;
diffusion in aquatic environments imposes the need for carbon concentrating mechanisms (also
named CO, concentrating mechanisms, CCMs) in aquatic photoautotrophs to transport C; against
the gradient and ensure CO, supply to photosynthesis. There are common requirements for
efficient CCM functioning in cyanobacteria, algae, and aquatic angiosperms, including active
transport of HCOj;™ to the C;-concentrating compartment and CO, generation from the HCO;™ pool
in the Rubisco-enriched subcompartment. Facilitating C; diffusion in aqueous solutions and across
lipid bilayers, CAs play essential roles in CCMs that are best studied in cyanobacteria, green algae,
and diatoms. Roles of CAs in CCMs depend on their localization and include facilitation of active
transmembrane C; uptake by its supplying at the outer surface (Role 1) and removal at the inner
surface (Role 2), as well as the acceleration of CO, production from HCO; near Rubisco (Role 3)
in a special CO,-tight compartment, carboxysome in cyanobacteria or pyrenoid in microalgae. The
compartmentalization of CAs is also critical because, if activated in the HCO;  —concentrating

compartment, they can easily eliminate the C; gradient created by CCMs.

Key words: microalgae, cyanobacteria, macrophytes, photosynthesis, pyrenoid, carboxysome,

inorganic carbon, carbon concentrating mechanisms, carbonic anhydrase
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