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Oxygen-reducing reactions in chloroplasts

Ginga Shimakawa'

Oxygenic photosynthesis in plants, algae, and cyanobacteria produces sugar and O2 with light energy.
Generally, O2 is recognized as what produced, and actually it is also what consumed in illuminated chloroplasts and
cyanobacterial cells through the molecular mechanisms, some of which have comparable capacity to photosynthesis
at cellular levels. Here, I review the O2-reducing reactions in chloroplasts that are neither light nor dark reactions of

photosynthesis.
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BN OWHEE (BEUG) O v T v ZIEZRERITH D,
i OWHRIG GE b5 RN B 2H0DMAL T L2 E T
HIALZERUI B ANADP D@L~ E b 2 58H) 13 X

D BRI ICERRYE T L IS (K1 3Rk
RILE AL RIO M TR 2 2 BTz KB % EARYE T
RELEHRT I —ALH LD, ARFTEHL T THR
IR LB Y 7)) v 7T B ETARERSICH LTI O
HmEHVD). ﬁ%a?ﬁkkwwt/-a/y/@%
@A%WEL% , TEE O BB 108 ) 12

ESND, ZO— ﬁf BTEERTHEUEILIE
@%E HEDOGT AN Z AN RN LU THEA RS
FIHEN, ZROEFMPBLLAAVIZBVWTHIVE Y - XY
VV@%"TéCOﬁ%LF’EWTéRW‘F%ﬁL
T, RIZTTEHREE TR > T 5 EHER
%ﬁ%f%&w CoLEAELL [HEMEREDIO
BHRES IPRBENETFRETH 5.

H 5 FII2OORMEF & o7 oMNTERITS
RFTLA=NR=FF T FFIVHIN (0,) ELDZ LW
LNBYS, T ORUBIIALYSRIITTH20ML (5X2) » 54k
CLEFaEbnzha, BEREFRERTELLE
TOBILHBHANVE Y - Ry YEBTHBESN &1L

EER/A%)

2H,0 > 0,+4H +4¢ W)

CITHEELZDIE, TO0EITVHMANT Ehd bw]
I oTWENTHA. b LHMIEL LD RISHE D,
A LCO LB & R TP TE 51T E/NZ TN,
D7 EBERAERORIL (1) 1TEEL%\w2s, CO,
FALEREICBF 2D W LRV TR I o TW 2 Ga
ZDO0EITLUNIFABNEFREE LTEAEH6L. 20
Bty BT ZHEMIINADPHTIE 2 {0, & 2 B %%, FEERIC
BWCEAE [TEE] 2T 2L05CT& 5. F7200
(LR & AL RINOEFRZESE L Ty b
70 Db SEARICBIF52Q-H 4 7 VickoTTE b Uik
FEAEATER S, ATPARK I TS (K1,2). ZLT
BIRERIIBITA2£3 Y R—% v FOBILEIT L XV
DO KAFET B2 LI B THA)H. 32LT, £
@ib&:&ﬁa%ﬁfﬁ’biéﬁéb#?%ﬁ%’
BIF20,0@ICBINID W TIEED 5%  OFFEH
SNTWw A, 21 lofba\%v«wf@ﬂm
HELIHEREL, &) bIFRBWEFRZISNT 5%
ZZD20ETREL Lo LIRS, ARTIHB
LoMFEomnEZ 22D, WHeRE Y il I O Hl

SHLiny

ReFlwb Il il%05. FEHIIOWTE D EHZ
BMITIHIEOL AR 2SI 20 5. F72
AEOZ A I ViE, I hay R 7RG E 50 Ciliam
B7:0 [TERRRICBITZ - - | & L7, FEARMICERE
BWEMTH BT /N7 7 ) THIKLS MR EEHO b
ORFRR L LI BT ZHED 5.

2. Water-water cycle

R ORE» S BRI L7257 34 FEICKL Y ~
SN ERBACERTTMEZRAM LTy a7 4 Vit il
ETHIZET, inviroCHBERLZEAERE T RERD
GVERF AT RE T 5. —HOFERFE RS, 72 I
Y VB (AsA) Rl K (H,0,), €/ Fe Fa7Aan

v (MDA) #ICEEF 72 EOFAE T IZB VTR L 72
HEERICBI 2 7 007 4 VEOGO AL OGS
Bl sh, HCEREFRZERTHELLIETCHEZFHA L
H,0,D# ¥ A F & (water-water cycle) DEBENHS 2 &
72 o 72 (Miyake and Asada 1992, Miyake et al. 1998). Water-
water cycleD FEAIIZ DWW TIEZ  ORBF LI FLFH IR
ENTV270 (Asada2000), AR TIISOBES L O
ML L ~OVIZ B0 B I PEISRR > TR .

20,+2¢ —20, -X3a
20,-+2H — H,0,+0, - :3b
H,0, + 2 AsA — 2 H,0 + 2 MDA -3¢
2MDA+2H +2e— — 2AsA - 33d
0,+4H +4¢ —»2H,0 - A3e

FIALFERNCBWTONEITL, O, EKT S (X
3a; Mehler 1951, Asada et al. 1974). 4: U720, 1 A — /83—
FX YRV ALY —EIT L o THRPITH,O0, &AL
g (33b), TNEASANRILF F T F—E¥HH,0NE &I
5 (X3c). Z DM TAAD AL L THE L 72MDAIZ,
MDA ICEEH (BT 54K IINADPH) 5 W id 7 = L K ¥
v (Fd) I2X o TAsANEF@EICE NS (X3d). —i
FIERZRLAEDESL ER3ek 20, HLERNIBIT S
HOD AL (X2) 2 F KT IX0,DIEIET T A~ A F R
YtucThsbzd, 0,254 FTNADPHS Ak L 2 \WiET
RIEROBAAL RN E LA RIDBIZAEL L 2 & Lk
5 ([42).

B, AREEHVTITbIZERIZE 5T, C3
Fi O S B & iR v e v - Ry U
B LD AR HFHHTE L Z L H/REN (Driever and
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Baker 2011, Miyake 2020), #Eai& L CHILL XVICBIT 5
water-water cycle® UG EIX A 7 < & B IEHCO,FMLHE
JELHARD LEHTEZIIENSINI LD TS,
BHIE, 2HZH0, DEEHEESZZETEHSZVD
ToHsr9) F#ETHHEEREOLBEEA T Z T TRE
KBVORBKOZ Erd Lhzwy)., 2o &3, Wt
RIECOSM 7 EO, WA TFHENL X L ABRKEILE
WAL RUA LS RALI ISR 72N 2 & &b —3 L,
FEBEWIETE 5720 RN B TR %L
WA E 2V E ) ICEFEERSZHBL TS X9 T
& % (Shimakawa and Miyake 2018, Furutani et al. 2023). <
noEEF 25 &, water-water cycleld U E 1= &
VWO XD BIFEREOWE Y AT L L LTEE 2 RHE
HoTWEEEZEZIOLNS.

3. Flavodiiron9 /N7 &

YTIONT T TRMETIE, bk L 7:C3kE L3R
20, MIEL L NV IZ B W CTwater-water cycle® P 255 <
RIS NTWD, o5 THERZES CANTSH -
72 (Badger et al. 2000). Z A 7, 21 A - TH 72
ZE SN0 IRV T TR TAT V¥ Y30 ]
(Flavodiiron protein, FLV) "¢ % (Helman et al. 2003). FLV
gkt vy —, JIEVEI X LFF FRGET—
7, £ LTCNADPH: 7 T ¥ v b oL HEF—7
EVIH3DD R AL Y BIR Y IO 170 kDafE D 7
TS UNTETHY (M3; Vicente et al. 2002, Vicente et
al. 2008a), ¥ 7 /N7 7)) T RAkEE, HHREE LAY (2

1 & RS 3

Water-water cycle

K2 : KR TRN=FERAEICH T DRRETRICOME

. v, BT, FLTHoRERETOARRLD
o TW5b (Alboresietal. 2019). F /2 Fak L7235 K X
410D By —L TR X7 LY T NS
EF—TEALEANVYRITDRE L OMB TR > T
B, FDPE B E NS (FLVIZFDPOHTHA MW7 3
DL DIKT AWM E BbNb). FLVIZZ O — K& 7
554 T7AL Y A TBOMHICHG SN, Fitoduapidk
YIZABW  OFE 2RIy MEHLTWAS. #EETH
WZIWZES>THRIEDY A4 THRRESED &L RKBRMMPAL
5 Z & (Helman et al. 2003, Allahverdiyeva et al. 2013), ¥
72 % #i =€ ¥ SymbiodiniaceaeSA ¥ 4 7 L B¥ 4 7 D5 T
FRYVAPMOZy 73— F452 & (Shimakawa et al.
2022) 5, FLVIZR®R% 5% 5 4 7OEHEN~T 0 ik F
TATU AR R L CHET 5 & E 2 5N T3 (Beraldo
etal. 2024). MIHLL XNV DFEERD S, FAdASFLVOE 1t 5.
RELTEAELL I EDGho>THY (Sétif et al. 2020),
in vitrolZ B\WICFLVASFdE OMEMEH Z/RT 2 dbIh %z
AT T WD (Hanke et al. 2011). F-MIEDOHO% L D
FDPIZ 5\ C UG HFE TIHEREFE A SN &9 5
(Romio et al. 2016), FLVIZ X 50,0 H H,OND4HE 11
TL(H3e) THEHEEZLNTWV S (K2).

FLVASfiltliE 9~ 202870 1%, ML XVIZBWTZDOK
ISHEDRIEFICREL, YT INTZFYTIIBWTIER
KCOFLHEED L ITH VAT — VIZET B L b B b
(Helman et al. 2003, Shimakawa et al. 2015). Z#iX3I b2
YR TIFRIZBI 50, TEHEDHTIER L, BEE
WCHHSNTWE0,ETHEOTTHRLIHKZ T
ATHAH9). TOWEEORESW I, FLVIZ X 21
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ISEVEIRYLATF K &
BAEF—7 &
l:;(

WEs 11

“/T NADP)H: 75 E >
) BRMLETER

SHLiny

HEHEF—7

K3 : T=Zd5BEDAH KUBE A1 ZFLVDAlphaFoldFAliEE
[X1Z1x AlphaFold3iZ & 2 FllfE&E A A L, €F— 705 FM S N5 EAIEHT %

ffhr L7z

BAREIIEEREM B THA 2R AT L
Voo TwDh, PTOROAXHRLDIE, YT /N7
7 T RkREE, 2RI BT B FLV R IR OFEHT RS R A
LWL 2L o 7L ERIORHEERRECTH 5. EFLR
ERMRIREZLE EL A P L AR CORZERIEICE
WTiE, NADPHO{HHE A& D LRI T i)
HRICIRRE & 2 B falnid %725, TP C7zdIZFLVAS
ONERHOBEFZLNBLTBY, IEMEEBREERE W
TW 5% (Allahverdiyeva et al. 2013, Gerotto et al. 2016, Chaux
et al. 2017, Shimakawa et al. 2017). ¥ 72FLVIZ X A0
BT {AEIINADPHZ B 5 2 & 2 71 b YRR
T % (ATPZ AT %) 720, COMLIISDFHEZ
AELZ2Y, TORKIEEEZHD LI LARIN TS
(Hasunuma et al. 2014, Gémez et al. 2018). ¥'L / 4 FHl®
CO, kM 2 b OfkEE 7 7 3 FEF R1ZCO,FALBEHR Vv
Y2 a3 5CO% F 7 2 A FIENIEOERMESM: % F)
ML THEBR LTV, FLVIZ7 0 b ViREAROBK %
RS % 2 & TVERAIANDCOMMETR—-FTH L
DG ENTWAD (Burlacot et al. 2022). X S IZF DD A4
HEgREE LC, Y7/ N2 FY T OANT U YR TIFFLV
WX BB WEAREDPOMREITIEEZEHRERN
TH Y (Ermakovaetal. 2014), = iiE F X2 Chlorobaculum
tepidum 7z L HRSNEMI T 12 3 W CFDPZSH 9 4 BB Ak &
72 DT B (Lietal 2009). b —o LRI,
CO, ML EE IV 5 PUSHEEZZ T Tld % <, FLVASY
DEVOBAMEICHZLZ 5N T WD, Bl 2 EBITFR O F)
FRISTH SNV ERITDOAF L7+ — ¥ RIG IFKmfl 23
100-1600 uMARJETH % A% (Orr et al. 2016, Tcherkez 2016),
H B o B DFDPIZOZ %} L CT1 uMAE E OK Ml % 78 L

(Vicente et al. 2008b), [FARIZEA A OFLV {158 T E
VOBAMER LT b & &b (Hayashi et al. 2014).
TN T TR, I THWIZE > TFLVO & DO
WO, SRDILTHAHIR S 5 KBS TR -
TW2O9 % L7\ (Shimakawa et al. 2017).

BLBRIE WS &2, FLVIZ X 20, %, A v v -
NV VR X 5 TERITT O E A+ 551247
PHTVABICIEEAERONA V. T NATHIIF-
NADP M {ti# il (FNR) SRFLVOFdIZH 3 % #AIET
PFEo>TVDBDN, HDWVITETEEROBLEICIRN
W2 Ul S 20 fl2d 72 5 W Tw 50 nTid,
FZZREDIIDNT W2\ (Beraldo etal. 2024). F 72484 %
GO TH L OWIRHZHS, in vitrolZ B1F B FLV G O TFHIC
PR L7228, K725 v 37 B LX)V CFLVO 023 76 Kt
ZIEMEICHR R 7R e 1T T e v,

4. RimERbEE=R

MY EE O FERARIE, I b3y B TIPRE (5%
RTELOLANSF T4 TEF VT —EDF VYOS
WA 49 B TERRAR K i BE fLE% %% (Plastid terminal oxidase,
PTOX) # 3> (Kuntz 2004, Nawrocki et al. 2015). PTOXIZ
BIFAA O < IZRAET 540 kDL JE DT EME 5 vy
HThh, ik 7I A+ v (PQH,) 2E LKL
LCO,D4EF#ILx2AT) (K3e). T O JUG IFZERRARITIR
EIFIE, PTOXIZ & 5025 7T SIS in vitrolZ BV T b
B TH S (Yuetal 2014). BALBLT 7 A+ %/~
(PQ) IFMLFERINT L » TRILEIN D 720, LI TIC
B TPTOXAYT 9 O, e FUBMI AR E FZE L LTl



725 L B ASH B A% (Laureau et al. 2013), A TER
AR L AV TR S B PTOX DO, TC IR FE X, A K
CO,MLAE R &L HRB EMPTEZITENEVEH T
& 5 (Trouillard et al. 2012). =D —J} T, PTOXIZZ DI
B HINg 2Rl A MV AR EICBW TR ENE
FAEELE LT 6 < 2 LB IEME T 5 (Johnson and
Stepien 2016) .

FASEE AWM TH L ST /N7 70 T O/ T
MR EHOI Py FY TIFIRIZBW TS5 & b
70 A cRALEE SR R K T 2 &M TR O I R F{2433% 2 T
725 {bd-F / — VEBALEEE, &2 \VIE TN SW O K
FRALEER DS, LA RETEREFE LF 7 24 FEIHE
T2 (K4). 2@ 2 6EEIPRENZNOERER
&, PQ7 =NV DA% LT Y b7 ubbfHEERSLT T AL
VTV (BXUVY M2 Le) YT LTHY (Binder
1982, Peschek et al. 2004), T 6 % Hfkibri e Ll
JR-IFIR D K B FARE R M CEFOREAIThI S Z &3
%L OWFEIZ L - TRAEH E L TWw 5 (Cooley and Vermaas
2001, Liu et al. 2012, Lea-Smith et al. 2013, Shimakawa et al.
2014). 72721, JeATAFZE CIEIEAR NI BILEH] R A
BZIZE o T T DO 2 T4 I IR 72 RE Tl
RS OB 2EE 2GS 2 FEASNLNTE D,
G & WY ) OB FALERDPRELIRBIIB T ED
BEOY) =725 5 50 ERN MG IR R
TN T )T OB A RSO T, FEkk
AR & ) @K E , MBI ER S IR
B ORI X 5 66 WU KCO, AL 3 B 3% #L E D A
r— )V F T3 % (Helman et al. 2005, Shimakawa et al.
2021). EWEWVRHETRL7ZEY, W< SIFRE TEED
FEAYRE TR, TOHDM%AGE L %fzil_?:?(il,
TVLEPDPAYETH L7280, V7 /87 571) T O
W& AL RBENEFELRA0H L. AL
b7 N T TR BT % 0,358 708 13 IR
HE (L) BARRIZI3&IT)) TH HNADPHZ fIbie 5 2 Mk
B> b =2 VERRER) R LTHB Y, I

EHEM 2B EZT 22 LD 5 Twb (Shimakawa
2023).

5. RADONETAH=X s

BUE £ TS 212 % o TV B ERRRO,38 76 UG D 23 T
AN ZALE, FOIEBLAEPERTRVRTVET IV
ECBWTREENZ2HDTHY), TOMDOELHEL K
REAE, LD b RER (-7 L, U T

B, OEE, MWEENL L) 0L TROTLRNIVORFZED
FEACITbRTWaRwv. Bl IXREDEEMIZ BT
B CO, AL 1 PER§ % water-water cycle DG A5 15
ENTWw5b (Waring et al. 2010).  F 72 EIEIR B3 Vischeria
punctata® %  DEHE (RBHH) 2B W TOLLETIZ L S
FALFRIDO R L AEILE S 71T\ 5 (Shimakawa et al. 2019).
IS ZIEFIE, BERBMICFLVE 72w e E 2
SN, Z OB EARE TR E OB MG T 5% %
it E G,

6. HHYIC

DGRBS & UG 50 322 | & v ) DAE
BECRE SN EHTH LA, FHIY E1F720,5%7C
siE, RBMEFmZE LTiR7256 2 EThEHRA
HoOBOE (K1) 128 o TEHT & 2w [BISUET B OS
THHwF=A] &%b. 5T LNXVOMENERET 2
T, OEIEHKIBDERS S TRI VIR DL RS T
&7z (K2). BAKICBWTO, % [HEK] T 23R4T
CCNEFEZHEHR0,% [HE] TH0T A=A LN
FEAET 5 DIE, U & ZITEICE N T VOO A R
TrbolEbnd Lidwvz, #LTRENE T =E
=0RTLHIS TS v, AR T LT 2w, #H
RYT /NI TIT b e LTOETLE D 2 R
WEFREFHRESNTED, TOHFREKIIRIZIC
ARWTH % (Halsey and Jones 2015, Shimakawa and Matsuda
2024). S HITIFMBLFRIDO T2 5PQR Y b7 1 A
bfHERNEF VRS WEERNEFZEDRBESINTWD
(Arnon 1991). ML L ~IVIZ BT B BUSHE R T A 71 =
ALV TR IR OW T TH 5%, WERWET(R

HPOL L ONEWMNFEELN Y -7 v P LTBY,
L7 BMER LT CTME O ZEA R 2 LT % (Strand and
Kramer 2014, Yamori and Shikanai 2016, Buchert et al. 2020,
Theune et al. 2021, Ohnishi et al. 2023, Maekawa et al. 2024).
DX, HEBRIZEWOS L RIS DE0Is, K72
ZOFEERREREPME AP TN TR VEBREATY
5. AR\ 7z ERER D, ChETEIBDLE) B
HTHAERERDOND L) IR UEFENTH 5.

ST

ARAEOREE 5 2 TS o 7cHpse—54E (i
BARY) BIOFERAECH L THELZ2IHEZKEE -
cZEBAE (ERE) RS BILR L T ET. £
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