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FrX¥a sy ) EEBORE FEEICRE LIV 2R T LI LETHONTW S, RIADOH
s, FrEFa s )R VIS —OREEECIEDLL ) B E0#E R A
HZ WIS 5 H4E 7 > 7 FH&EAE (Pe-fiLHC) Z%3L, 7 v 7 VRO XV F—RBEIZ L Y 8l
KL VBN AN F DN THRERAERONEEEZIT) UL -7z, HEERITORE, Pe-
fILHCIX NI EAD) ¥ FigdEZ LTB Y, RERWIEOIER 7 a7 4 VERKEGT 5 I EW505ho
7o, RN OFGER, Pe-FLHCIZ ML 77 ¥ 7T EMOH T, FKEDZE 3o T 2 WG
LHCIO D206 7 I/ BREHIOZAL 2 #E THEAL L 72 2 L AVRIR S /e,

Far-red light driven photosynthesis acquired in the evolutionary process of
an Antarctic alga, Prasiola crispa ~Its mechanism and evolutionary lineage~

Makiko Kosugi'

Prasiola crispa is known to form large colonies in terrestrial environments of Antarctica. In our recent studies,
it has been revealed that P. crispa expresses a far-red light-harvesting chlorophyll (Chl)-binding protein complex
(Pc-frLHC) in the internal environment of colony where infrared light is predominant, and performs photosynthesis
using far-red light, which is lower energy than visible light, through uphill energy transfer. Structural analysis
has revealed that Pc-frLHC has a homo 11-mer ring like structure and binds long-wavelength absorbing trimeric
chlorophylls. Phylogenetic analysis suggests that Pc-frLHC evolved in Trebouxiophyceae, through changes in

amino acid sequence from one of the visible light absorbing LHCI that is a common LHC in green algae.

F—TU— N M, JeEE, R 7y e VAR SOV F—-RE)
Antarctica, photosynthesis, green algae, uphill excitation energy transfer

1. ARASHREYDOETRIE

1.1 EEDRIEEEHER
AT LIS (RERE60° LI ) (&, SMEDE D S R A%
(Maritime Antarctica) & KR4 % (Continental Antarctica)

D2ODOHIFIZ K E {4l H5b  (Holdgate 1964, Holdgate
1970, Terauds et al. 2012, Terauds and Lee 2016). EASHAE$
5 T #E46°7> 5 60° D M T & 5 HiFg fsi b Is  (Subantarctica)
AWM E ML FFICRbN D 2 EHL .
PR RS X OV R RS, AER 2l L TR AE DS 7% <

NS B A
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Bk AT IIE - (i 2 S T, FORKRE DRI i
TOMMBEE L EORMBOE 2V EENL. MBAED
Kz oo 2 KBt rtE, i f A R CR RS
I BEARREAPE L A7 L, £ DEPYITE 5 TR
BRMERETH 5. KEHRMEBOR TAY A EITAERBLT
WD DL, KITOBBIZEL > TSR SN B s
I8 (ice free area) & WHEN LM TH 5. & & HEOFIR N
(&, MR T-2C & +8C, MEEMERMT-12C L +2C T
HBHDIIH L, KREEMEMMIGE TIE-30CL-3CIEETH
% (Convey 2006). MDA RE SR ILIMBR IR 22 BRBEI13 & &
MNTH Y, HMEE AR REEMER B0 L %S, i
PEVERIRCIZ2ME (F ¥ a7 axARF, FrFas S
7 a), WEMRICIZ605EA5 A LT 5 (Convey 2006).
WO ORAE TR E YR Z 5D 88, KRR iR
TIR25MTH 2 DIZ6f LT, Mtk <ik100%E, i
T 1325048 A3 5345 L T % (Convey 2006). [EaKFE D47
WK BT AR O A I TR, RBREEADL A R AW o 45 AT
WCRESHEEZG2TBY, R, KITELEK DT, “A
J—=FU 7N (BEWMOMTICEEINEGELZED) DM
AP EREFHE R oTWS,. T2, WHEOBETEZRX
P b BR8% C A W A3 R T W) RE 2 AR D K D3R S W)
BERIZBESNL. 020, BEEICAETT L 00ME
Pid bl U CEN R R 2 A L, R o2z ik
MIRTE & LTt 2, RAFIH W REIC 22 B & WK B 1AL
T ZAE S B HES1 2D (Heber et al. 2006, Satoh et
al. 2002, Kosugi et al. 2010).

1.2 HEHNDHXRA NV ADFE

MO LRETRY T /N 7 TR, B,
WK % EDNE R —KEFER & L CTERRE X
ATWD, ETOREREWIIE 5T, HIBEWISA
WRTHBH, BRI FNF =PI S b &iEHE
Mk 2 Al LMl S 2 52 5 DERE | 251 2T
P20fEkiTdH B (Kok 1959). HHEAWEZ 2 2 /1 = X &
& LT, OMLAARIPUSH LD KRGEIZBE D 2~ > 7
VO TAY =PRI ANF Lo THIEENL LT
Fl&E I XN 5 b D (Hakala et al. 2005, Ohnishi et al. 2005,
Tyystjirvi et al. 2002, Hakala et al. 2006, Sarvikas et al. 2006)
L, OB FEERTREL & vl 2 b)) o3
HELBILTHERBIEINE DS N TS (Jones
and Kok 1966, Santabarbara et al. 2001, Asada 1999, Bondarava
et al. 2010, Zulfugarov et al. 2014, Nishiyama et al 2001, 2004,
Allakhverdiev et al. 2004, Takahashi and Asada 1988, Jung and
Kim 1990, Terashima et al. 1994, Sonoike 2011, Sonoike et al.

1995). DI ¥ #2757 A 5 —DWIT 2 HEMRLFH
BHRTHIDEZ Y 29, @B ERERIWINL 725
TANF KT B, IR A P L ABRBET T
KIBFESHHSNE ZETEYRIDVRT L 25720
(Takahashi and Asada 1988, Jung and Kim 1990, Terashima et
al. 1994, Sonoike 2011, Sonoike et al. 1995), FEFHRD[E I Biks
TIOLHEADCER A OAEFIZE 2 2 HEBHFPREVE
ZEZbNTW5.

EZEHOIIMBOREICAT T A8, 48,
DHHEDREEZRARD 2012, BHETTFA—-V a2 %
FRT VI LERIORKRETIER (F/F,) ZHHEE LT
320 ~ 750 nmD M DO 1T 3BT 2 6B H O M E H 2
M L7z (Kosugi et al. 2018, /MSELEF-, /NILEEE 2019).
TEHRMEIC & 2 I LSRR R IR (F/F,) O I3 &R
B A MR E A O AFAE T THEGTIRE R L0 L CHR BB Tl 2
LI EPMOLENTEBY, koA THEENS (Winschmann
and Brand 1992, Tyystjirvi et al. 1994, Tyystjérvi et al. 1996).

y =axe kpixt

BOSAR kXL B, alZ WO ERTH 5. kil
KT OWRD %\ ittt T HE B (photon flux density) 124K
55, HERICE 2P ZTHIHE, LA VF—R
B (energy flux density) (1) (2§ % BUSHREL (E,) 1218 &
Wz HZENTRETH S.

Epi X1 = kpi

y = ax e EpxIxt

ARG BT 24845 o i 1 % B3 &9k 5 o i 58
M) WA LD L B5DTUTOXRTROLNS.

kpi = ggggg {(Epi)x X 1/1}

(320 nm72*5750 nmF TOREG T AN F =103 28 w50

MM CRELZRER ST > ¥ a2 A7 ) (Prasiola
crispa), MK A F > 4 I % 4 (Unmbilicaria decussata)
#EHY ) 7 ) 7 5 T (Ceratodon purpureus) DAL 5%
MIB 2 HHEORRBAEZ KL 25, S
FarhT ) FERRIIERMEELRI LR, &
St e HEGTRICEESR o 2 LTk
B EDWRITHB W TH PUSREDNIZITE T THRHED
Rohd, SEETIRUV-BOREE (320 nm) (2BWTHTO
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MM CTREL-F Y FaraT s )oaa=— (A) %5 3V CLEE(Upperpart), g (Middle part), & (Lower part) ® 3 &2 A 5
4 AL, VY—=95—¥3Ial—%—HAL-100 GHHGG) 20 E LTHBOE R AR MV ERELEMRAXZ MV EEH L B).
HRIEAE 2 520 F 0 I EEEN B EIRTH LT V7R T T, WOWMBOF v a s hT /) EFHICEE L 72K KB/
72ABIOEENERED T — % b BO IR = —NEOBBEANRYZ Muhs, au=—EE @, FTBICBITLIE I ofess
B EEA250-400 nm (48), 400-500 nm (), 500-600 nm (%), 600-700 nm (#%), 700-750 nm (¥ tfa) Tt LCmL7-.

THENE SN2 d DD IS HEER (k)1 &F > Farzn
T2) DV DIRETH 7. ToZehn, FrEa
7 H T 7 IR FH IR CHEB O FERE T T
FHEZEZ LRT L, BHEFEICLZ 72—V oI
2L DAA LI -TWDHEEZ LN,

2. FrF3gh9 /Y OELEE

2.1 BERRTORM

ML T2 YT EMICE T SPrasiola®ld, HARZEZDT
TS AIZ3SHERIT &SN TV 5. BT ERE AT
WIN T2, T RN B L OTERE & AERRIZ D
KGEORBELICEDF U Fa 2 h T V)P crispa (KE
), &P glacialis (%/E#), P borealis (MiFKIMastodia
tessellataD LA HE) O3FEIZHEFG I N TS (Pérez-Ortega
2010, Moniz et al. 2012). #EEFEYE, KRk R4 O ilj sk
BEHWLILLAMTHFyFarzh)iE, BoEgii
DD 7% EERERTNI AT SRS ND. W
PERR CIEM B2 RE BRI = — 2T 5720,
BHOPTRHICHILOFETH D, FrFarz i/ Vi
—JEOMNL S 72 B ZEIREPIEN D L HITHEL, B

DIRERDE % > TREE LT 5. —H, P glacialis
X ERBEBRE 2 A, Nostock EDBEFBET T ) INY
TVTERET LI ENE L, v RIS L 7K E SR
M~ 7 < — FIEMED R L2~ 7 — F I AN
L — 50 CHE DR ST S (Broady 1996). %72, P
borealis% A & 4T B MIAKHM. tessellatald ¥V R
oA L, SRR D iR OF BICEET L LD
Thb. BAKBELOZ LW TEF FarhT )
DAL OPrasiola® 1 fERE S LT e, BRATEE LA 520%
TIEEHHIMET ST ¥ 7R 7 F oM LK
RELITZ—=DHFEHEL TS,

2.2 HIBEREFE

CHETIZFHyFarhT /) OBEREIIINT
BENWPEICEH L23ED 0 S TRz (Kosugi et al.
2010, Lud et al. 2001, Holzinger et al. 2006). HZEEIZH4 5
ISEITHARFEREEH LB TB Y, MENOKSG WA T
5 EaTORB AL L TRIRIRE & 22205, Kz HE
Wk % & BTG PE 2 M3 5. BeMRiEICIE, A
RBWILL 7206 AV F — 2 Z4AIZHE LGHEZR <
B ZFOZ LML N TS, LAL, BMIHTRLE
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R2:F>Fxaovh7 /)0 —KREEAICHTBHEE
DRIGFBDBZEE
K1oCTHMLAEFYFarhy/)aa——0REBX
O, TRICBIT2EENONIRE T — 4% &, Kosugi et al.
2018 THIE L7z F v F a2 A7 /) ONALFERINC BT 556
EQ ISR E VT, EROMESBNT— 5 5 F v F 3
7 A7) an=—5KEE NROICIHE RIS R HEE L
720 RISHEREAREVIEERHELRI LRI, FA—
VORI D TAIHBKREL 1D,

FWYWACKREIZBWTF Y F a2 h 77 VIZHRFERCH
BUCHARTHEEIFL ANV F - DR E LERIIHRRHG
HTHAEZRI LTV LG TWwE. —kT,
HROBEBIIBNTF Y F a2 a7 /) RIEREOME
RAMBIZD ERo/-a0=—% BT 52 A% 0
O=—0RELNHTIOESEIRE /25 (K1), H
BomnEEcBwTano— FEoligs (roa 7y
V) BHHEIZL DAL THSIZ 2D LT, 2
U= —oHE2» S TR EGE»S OLHEOREIERD
HweEZbNh MIOCTHEMLALF Y FarzhTd )
Vau=—oRBFBIOHE, TRIZBIT2EENON
WS — % &, Kosugietal 2018 THIEL72F v Fav P
7 7 ) OFALERINC BT B JBHE O SOSREE v T,
FrFRarshu ) EFTBOMAGEN T -5 )V
Farhv ) an=—KEE WO E R HEER
BatEd s e, RIS THIE TSR
10DILLTFTERY, FTRTIIMRBEOHFLIZIZERT
o7z (K2).
FHEORRFETH D700 7 1 hak bl HE &Kk
B E BRI T 5720, a0=—0ONBIEEHFL KD
FEDA 7% AFRRLTHDE & Y KR (3700 nm) O3G HL
9% (X1) (Kosugietal. 2023, /M55 2020). —#%HY 7 1

FHER O YA K TIE700 nm & ) B E OGIOEE KIS
BEALbNE WY, 20 —NEITEARICAH
GRETHAH., L LEELOREDOWIENDL, T 0=—
NI ET 27 X arz a7 ) ofiiidERzo—
WA ARG (700~750 nm) ZWINT & 2 X HIZE/LL
REROGEZGERICHHT 205D 5 2 L2350 -o
72 (Kosugi et al. 2020). Z o4z a0 = —HNEBDOBA K
EHEZEDLIEIIFGF LTV EERLND.

3. FUFI3TAD/VUICRDOM DI
ERENFIRREER

3.1 EREAFARASHOFMNESR T

BRI E R A UG AV F — TR Z 5% L TH 728
TCH EATP T AR FE 2 BT 5 B TH ), BEATHE
PO % 8 2320 0 RSO EIE, bR T Eouby
S > TWwWb  (Kok 1963, Doring et al. 1969). ik
RINZEMTHEC L Y KEGRLE T LT > (H) 278
FALERIBAT 5. ZOR, Ko 4EUmE M
W S NG 720, BBROFAHE OGN X Y BE B
HrWETLIENTEL., —HOTT I N2 F) T EK
 EEFFEAERDGE A O LS RINL680 nmlZAHY 3 5
FREFETHHE S NS 720, 680 nmE ) TRV F—DKWEE
WROITIZEER)ZRATK & { FA35 (Laisk et al. 2014).
TG AEY OFRFFEETEDVER AR PV EHIES %
EAREGIB D680 n A UL ICERFRFEAIEED ¥ — 7 2381 &
NBD, Fr¥arzhv/)IiIZBnTid680 nmiZZ T
ARAIEDTI0 nmff VT L2 B 2 MR R 58 A TGP O ¥ — 7 D3RR
ENB. BAROWINEANRY MVIZBITF 5680 nmE 710 nm
DY =7 EBOHEX, EHAXRYZ MIZBITAE—7EO
BREFERLTHo72. 20 EiE, BEAICRIER
72T @ 9 B bAERIE i § 2 6T O #1475680 nm &
TI0nmTEDL SR VW EZRIBLTWA.

3.2 Py EIEOREIRILF—IZE

FALFRUD FUG LA %1 4 3 & W CP680T H %
Wa, FrExarzhg ) ) IRRE a0 R ov
F—3EN 2T v Te VO AV F—BEIZ LD
REHOZANF—IZERINTVILEEZONS. A
BRICBVW ORI AVF—Zrzuu 74 vehuas /4 F
WX o TN s, EHORRET AV F—BE) %K
IEHLO 7 BT T 4 WNESNL. T v T e Vo
IANF—BEE, OEHOZFNF—EPRT AN F—
Lo THiHSNZHPHCTELD L INTWE. 22T,
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FrFash T ) S EBREERINLHC TS 2Pc-fLHCZAEH L, 7 F 4 F BT WIS % H v 72 BRI AT 12 & 0 155 7o i
T TET NV (A)., EREA b a<li2s R0 CTTRIZTF I a4 FENE2S R0, iy 721y FoXRTF Ve
L2TR L. zuu 74 V)BT =y MZIETORA L, £ 9 HOChI603-609-70823 K% K § 5 (B). Pc-frLHCOWY
ILARZ MV (C) 1ZiEZ7 817 14 ha®Qyiii Td 5680 nmAF I AW IS Z T, 708 nmIZWINE — 7 2 oL ik ua 7 4 vad

W AL T 5.

630 nm T ENb 27017 4 )V ETI0mmTHIHE I NS E
WEZ7 0O 7 4 Vo255 F RSB AT AL F—BE)
BEZTHDL. JEE680nmE 710 nmD L F )L F — 751322
PS5 L EFH720622C (1236x107k)) 12127425
ZOIANF—EE R B2 TR A )L F—7%, 680 nm
DIANE—LXNVOZaa 7 4 VIHFET AR, K
N YA 525CICB W TRHT%E RSN E. —fk
T v 7 FERABICBW DRI L 257 Y e
O AN F—BEIZI00%E VIR TELLZ L E 2
e, FrFarzng ) ORI E 1172710 nm &
680 nm® T DAL F RUFHRINE D FMETH 5 2 LT
Wi <, R T v T VOB R L F —BED A
B = A BHAEAET B W HEMEA D 5 (Kosugi et al. 2023).

3.3 FUFIgAI/UDEFREXRRET YT FERE

7y T VI ORR T RV E—BE) %S ARG
FIRBDEA A ) = X 2 OFE 2 52025 5 72012 135E
FRENGERINT 2GR ERB L CEEIHEEGT HEA
BERET2LE DL, EHELFETNVREES IR

TFATHOON TR HEZIGNL, ¥ afisEai
WO EBEAF VWA S AL ) BEREAE O E
17072, AR ARG B 2 W & R0 Bl 7
o7 A4 OVEEERDEE T ¥ 7 F EAEEA AR E S
M., Prasiola crispa far-red light-harvesting chlorophyll binding
protein complex (Pc-frfLHC) & fiy44 L 72 (Kosugi et al. 2023).
k2 0~ h 257 (HPLC) 12 & 2 EFEHHT DM E,
Pe-fiLHCIZ K5 &9 2 B F I3 — i 2k CHUly ST
b5, yuu7 4 a behus/f FouufyrFri
FPEF IR U F U THo72. TDHEHE 71T 7T 1 )ba
A BRIA I T660 nfd IR Z oS, zua T 4L
DERNVT A YEBRFELIBELEL TnnR ¥ v ¥ 2 7 EIBHK
T 5 EBEFPBEORZE L VBINARERIZTI7 55
TEPHBNTBY, TN T TREWIZB VT2
BERIEML L2700 7 4 Vall X W0 O RERE ¥
7 EAHONT VD, ZOZEhD, Pe-fLHCO U %
HREERINFIE 7 2T 7 4 VaD S RELICE 2 DOTH
% &% z2 57z (Kosugi et al. 2023).
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3.4 tEEENR
2010425, 7 4 A BT A& dy

MG S E K L, —BOur7eE & FIH W RE 2 K
Lotz FNFEFTERTD - 72XHRIC & HHEEMNT Tl

HAEOM LBV ETH Y, FETNVAEYTY T IVE
PEFIZRONTVDEFrFarzhT V0 k) HEWT
VIRESERAT DN — FVHIEF I 2 72, Pe-rILHC Ok
FEAT I, LR AT REAE - B SRR SR S8R 20 (BINDS) O K —

2T TR T AV F — NIRRT RS O T- IR 5k ~
7 —ROWIoIt, 2019FEIZHER D200 kVD 7 5 £ F
W BEMEEC X D HUR LT — 7 Tirbh, 3.13A0
SIRRETRER 2 < 2 LTI L7z (M3A) (Kosugi et al.
2023).

Pe-ILHCIE 1M D4 EE @M DY 72 =y k3 ¥ 7
RICBDV o ERGZEERTH o720 &b, oML
oY T2y PBETHLDDOTHL I LEHIHEEL LT
La[E R R 2 ZE L Twb 72D, ¥ 71=y b
PVHEEWIZR S Z EATE RV, ) Y FHhRoRIZHEH
PAEAE L TO L AREMED S 2%, PRl 11 a5
PHENTZOET N ERLHEEL TS, THETICHES
NTVLREOIEKT v 7 FEHZIZILHCA —/8—7 7
I ) — LITIE NI R TdH 5 (Green and Parson 2003, Koziol
et al. 2007, Dolganov et al 1995) 2%, 11&AED ) ¥ FiExEIE
FYFarhg )Y OPe-HLHCTHD THIE SNz,
1207 2=y MIETVRERHYOT ¥ 7 FEHE
(LHC) & AHRIMERSE <, FICRREE o4l IR E B AILHCHC
BRARAE N S EAURIE S N7z, Pe-LHCIZIZ 7 2= v
YD IO s a7 4 VEMH O T T )4 F, 1
OXH v F e 33 U F URIGTFTFORE LT
. 7uu7 4 0VoRVT 1) YEROETHEIEH O
BWhs, IMoraa 74 Vo) LER L3> 700
7 4 )V (Chl603, Chl609, Chl708) »*% &AL L 72381k 0
O7 4 0ELTTHA Eh, 708 nmiZWILY — 27 & 5D
RiRruuz4 vThsbeHEzonhi: (K38, C). 0
3B 0T 7 4 VIMMOLHCIZIZEAEE S, JTiko4
EHWEMLHCUZ b FEHE L W2 &5, Pe-frlLHCO Rk
FHFHEDEE R OMALOHTH L L EZBND.

1>

4, Pc-frlLHCORKERIBAHDZ=X n

41 FUF3TdHhD/UDYJ LER

Pe-fiLHC D 73 F-AE W2 fERT 2 # D 5 7201213+~ F =
AT I )DT ) DERBLETH L. FHEHDIF20164EHE

ORI ) LB X BB E 2, FoFarPh

& LHCA4

E LHCAS5
LHCAB

|—— LHCA7
L LHeAs

—+ LHCA9

ofoe)

PSI-LHCI of Chlamydomonas reinhardtii

Potential fLHC
Coccomyxa, LHC
Trebouxia, LHC

S
PcfrLHC ¢ =
G

X4 : F2RLHCO R

FrXarsnT ) kA REREB XY OLHCO 7 3/
WRICH 2 H o 72 R AT A 2R (Kosugi et al. 2024) % filjig 127k L
72 LHCUCH L CIZBEMICTY / S A SN T2 L DR
HAGBPHITONT VDD, EFVIFETHLZTFIF
EFATHLENTWALHCIY 278 L, &LHCIE B by Rl
(Photosystem I) D# ARk & IR L7z

7 ) OR:FERE (Prasiola crispa 4113) O, #%7) Ak &
) Y= v AR & s Pl 247 5 72 (Kosugi et al.
2004). BFERRIZBIRAEOKIERIBUE (B 2802) 7%
19994 (2 R A I B 3 ) 30 CHRIN L 72 134 > 7 o & L
MRS AR SN2 b ORI L7z 4V 3 FHiseqlo k% 3 3 —
F)—F& PacBio I2£ 27 —FIZkby—F A

ATV, A A4 X 922 Mbp, 1,045 KD A F ¥ k—
VREZf7, RNAseqiZ KV /{72 T VA7) T F—A

F— ¥ 2 TN L, 210,244 O BIZT-AHEE S 7.

4.2 Pc-frLHCOR#ifER

KA EOBIRT- D) b, BEEOLE WA D%
77T FERY (LHC) O@AFi34aTEy / alca—F
ENTWD. Fr¥xarzhT/)oRsr/ A2ix6efo
LHCEZF DS WO 0, Z£D ) HMEAPe-fiLHCD ML TF
LHEE &Nz (Kosugietal. 2024). F>Fa sz h 7 /)d
LHCHEE TH S Sz 7 3 7 BBECY & B4 ik =
KA DLHCHCH % o TR 217 o 72 (BM4). T DG
B BTV T I FEF ADHF29ODOLHCI (LHCA
1 ~9) (Elrad et al. 2002, Stauber et al. 2003, Minagawa and
Takahashi 2004, Tokutsu et al. 2004) (2 Z N ZHAHY T 5 3/
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pori_g8716. t1. pl ~-MAPYS——- VVASVLAAAP ———-—— PQQ SGSVRALPST INRAITQRSQ SRH-VASASS ASSPTTMLEE RDNLWEIGGP YWWPFSSFTP PAHLDG-SLP GDRGFDPFSL GTSWGLPPVD 106
peri_g8718. t1. p1 ~-MAPYS-—- VVASVLAAAP ——-----PQQ SGSVRALPST INRAITQRSQ SRH-VASASS ANSPTTMLEE RDNLWEIGGP YWWPFSSFTP PAHLDG-SLP GDRGFDPFSL GTSWGLPPVD 106
peri_g8720. t1. pl NS RRWPFSSFTP PAHLDG-SLP GDRGFDPFSL GTSWGQPPVD 42
peri_g804b. t1. pl ===-MLD--- TATKIFEATE -----—-! SQQ NL--N—RIS ARRTISGRWE PRYFTDSAAV SGPPNTLLKE PDNLWEIGGP FWWPFSSFTP PAHLDG-SLP GDRGFDPFSL GTSWGQPPVD 101

KAAG421879. 1_Trebouxia ~ MAYALID--- QUTCKSAICS TKSLLRRSPR VTVLKRSPVE ARRT-———-- -—VRQGASS RDGPNWVLDE PKRLWEIGSR YWLPFNNFEP PEYLDG-SLP GDRGFDPLRL GATWGNPPDE 107
BDA47009. 1_Coccomyxa_Obi ~——-------- -——-MAAIVR THVSGFGNKK AAFGRIEPTT MRRT------ ---VK—GKA TSGPNFKLEQ PEKLWEIGSS SWWPFNNYEG PEYLDG-SLP GDRGFDPFSL GATWGSPPDG 94
BDA45444.1_Coccomyxa_Obi  MATMLLSGAP TLLKNASPLS SRI-—-NR- ————-—SS8T -LVP-—-CS RRN—VAVCA EHTPSWKLEK PNRLWELDT- TWYP—GAEP PSYLDG-SLA GDRGFDPFRL GA-——-—- 89
per i_gb451. t1. pl MNAALMNSTS HLTAKSALCG KQVSSARAQ- -----—PAR VAQP----L& VR--—----- ————--— AS VVGDGPLGE- RWYP—NAKV PAYLEKADLP GTYGFDPLGL GV----—-— 81
Cr_LHCA2 ———————-—= ——}ANLLK SRVSAGVSR- PS R AT VRVSASTRP- MWYP—GATA PAHLDG-SML GDYGFDPLRL GV---—--—- 58
* ¥ k0 ok kkkk Xk ok
sozosiio B8 108 s s Helix A grqsiz50z

VSDPNYDESR LRWLLEGELY NGRVAMLAVV GVLTVEAQGK GPWWEIPGNL NLYGAPYVAG VVGTHLAFAL LEKKRLENFR ETGQAGHFGA ARFDPLDLIE TNPLGTDYNR QAEVRNCRLA 226
VSDPNYDESR LRWLLEGELY NGRVAMLAVV GVLTVEAQGK GPWWEIPGNL NLYGAPYVAG VVGGHLAFAL LEKKRLENFR ETGOAGHFGA ARFDPLDLIE TNPLGTDYNR GAEVRNCRLA 226
peri_g8720. t1. pl VSDPNYDEAR LRWLLEGELY NGRLAMLAVV GVLTVEAQGK GPWWEIPGNL NLFGTPYVVA WVGGHLAFAL LEKKRLENFR ETGEAGHFGA ARFDPLDLTE ANPLGTDYNR QAEVRNCRLA 162
peri_g8046. t1. pl IDAPKYDEAR LRWLLEGELY NGRLAMLAVV GVLTVEAQGK GPWWEIPGNY DYFGTQYVTG VVATHVVFAL LEKKRLENFR EMGEAGHFGS STFDPLGLTE ANPLGTDYNR QAEVRNCRLA 221
KAAG421879. 1_Trebouxia ~ SDS---SQSR IGHLLEGELY NGRVAMLAVV GILTVEALGR GPWWQAYNTS SWPAGQYAAV VVAVHLAFAL LEKQRLENFE EKGEAGHFGQ APFDPAGLT- ——---DDYKR QAEVRNARLG 218

peri_g8716. t1. p1
peri_g8718. 1. pl

BDA47009. 1_Coccomyxa_Obi  ATD---SQSR LGWLLEGELY NGRLAMLAVV GILTVEYLGK GPWWTAPVAA AIPVGTYVTG VVATHVTFAL LEKKRLENWQ EKGEAGHFGL APFDPVGLT- -----TDYNR QAEVRNCRLA 206
BDA45444.1_Coccomyxa_Obi  ——-—-] NPST LPWLVEGELY NGRVAMLAVA GILLVEAAGL GPWWTAPFRV DWPL-PYWPG VIVSHAIYAG FEAKRFDNFQ KYGEGGLLGF VPFDPLNLR- —-—-DDYKR QSEVRNGRLA 196
peri_gb4bl.tl.pt - —KPEN LLWYHEAEKT NGRWAMAACA GILFVELTKG ANWVNAGAEA DMVL-PLPTL IGIEVVLFAL LEYKRYEGFK KTGKSGFLGS YPFDPAGLD- —---SPANR EKEIKNGRLA 188
Cr_LHCA2 NKDN LKWFREAELT NGRWAMAAVV GILFTDAVGL PKFWTAGAEK ~YAL-DNQTL ALIEVAVFAV LEGKRYEIYK KTGETGFLSF APFDPMGMK- ---—- SEEMK LKELKNGRLA 164
Dok ok ok ckkk kk k| kx| N kook koo Lok ok kkk N *: 0%k %k
i3 b [Helix F
peri_g8716. t1. p1 MLTFLGFSVQ AWVTGKGPIE NAKDHLASPF EANIFTYGDR GTNVVAIFSA FAAVMHIAEL AREKKA-—-—- ---------- -—-—- 292
peri_g8718. t1. pl MLTFLGFSVQ AWVTGKGPIE NAKDHLASPF EANIFTYGDR GTNVVAIFSA FAAVMHIAEL ARQKNAEDKP RSRNRTMSGA $—-—- 307
peri_g8720. t1. pl MLTFLGFSVQ AWVTGKGPIE NAKDHLASPF EANIFTYGDR GTNVVAIFSA FAAVMHIAEL AREKKAEDKP RSRNRTLSGS $—--- 243
peri_g804b. t1. pl MLTFLGFSVQ AWVTGKGPIE NAKDHLASPF EANIFTYGDK GTTVVGIFAL LAGAVHIGEL YRORNQTQQA LGN-RTVRST ------ 300
KAAG421879.1_Trebouxia ~ MLAVGGFAVQ AWVTGKGPIQ NAIDHLKDPF GONIFTQGEK GLQUTGIFLV FAVGLHLIEA VRNSAQKKSN GKSSRGSLA- -——-—- 297
BDA47009. 1_Coccomyxa_Obi  MLAALGFATQ AYVTGKGPLD NAVDHLRDPF GQNIFTQGEK GTTVVAIFLA FSVVLHAAEF ARQAAASKGY --SKRGLA-- -——--- 281
BDA45444.1_Coccomyxa_Obi  MLAFVGFCSQ AANTGKGPLE NLKDHIADPT HNNIFSSGVA LEVTLAV-IA ITVTPILLEA RKQLSSGDKE GDNFRALPFL --—--- 275
peri_gb4bl. t1. pl MVAFVGFASV YANRGMLPIE AMMAHIADPG QONIFTTGQG YPITVAA-VA LSIVPIIIEA RQELDPDED- —-EFTAIPW- ——-—- 263
Cr_LHCA2 MLAFLGFCSQ AAVYGKGPIE TLQLHLADPG HNNIYTSSVG PETAVTV-AV LCVLPMI IEA TKTLNPGKE- —-SVPYFPUN EPWNKV 246
X1 kK LI L *K D : *

EFEXRINELHC C4REFEEBELHCIO7 X / BRELI LbER
FrXarshI VDT ) AN THA Y ENTZ4DOP-FLHCHEHGZ T4 e SN 727 I/ BEELS (peri_g8716. tl.pl, peri_g8718.
tl.pl, peri_g8720. tl.pl, pcri_g8045.tl.pl) &AHNMMEN S b&TrebouxtaioJ:U‘Coccomyxa@LHC (KAA6421879.1 Trebouxia, BDA47009.1
Coccomyxa_Obi, BDA45444.1 Coccomyxa Obi) & F > Faz A7 /Y& 2r 53 FEF AO4NPEEEBLHCI (peri_g5451.t1.pl, Cr_
LHCA2) ®7 3 /A% % Clustal omega (EMBL-EBI) (2X D 754 X ¥ L7 BH LEHORTIRRN TS 700 7 4 VOF S, HE
TERNT 2 HIEEGEAY v 7 AT HAUFE SN TV D DI ORE 72, Pe-RLHCOCHI7081Z A F ¥ ¥ (H) 12, 4 [ EE
LHCI®DChI60613 O & DBED 7V 7 I VI (E)ICEAL L TWw 5

SAMETFEF Y Fa AT I UNREOE DG o7
4D DOPc-ILHCEIZ T Id e 2oD 27 L— K2R L, T
WARBEDOLHCO 9 H4NEEBAILHCI (LHCA2) O L —
FIZHRbEFETH o7z, 2D EDD, Pe-fLHCII AR HE
DA EEEMLHCI HE L L7z 2 L AVRIEZ S N7z, BT,

W (ZV% I VW E) ICCh606ASELSL L TWiz, ok
M5, 4R EEEMLHCIA & Pe-frLHCAS#EAL 3 5 2 T,
T3 BRI X Y ChI6063 0 £ DCRMD T I J EAE
By L 722 & TChI708& 72 1), Chl603-609 & 0> 72 ] i B 75 5T
{ 75 72 2 & T3RAIKCHI603-609-708 25K S M7z & % £

T = R—= A L THE L D25 7zPe-fiLHC & AHF P
EBWT I BRECY] % FED Coccomyxa & Trebouxia sp.®LHC
ZRETIINR 728 2 A, AR @RILHCI & Pe-frLHC
OO 7 L — RIS, TS OLHCOHEREIEH
SN ENT WA, Pe-frLHC & [ KR L2 5 7% £ G W I
BIOLHCTH 5 W EMEAH 5. Pe-frLHC & Coccomyxaj’o‘ X
U TrebouxiaDLHC % 4] il H @ BILHCIE 27 5 4 X~
F?é&,Rﬁummﬁmf&%%?nu74»(ﬂ%%-
609-708) & MK 3 AChl708SBLAL T 57 I /R (L AF Y
>, H) BIEHCoccomyxa & TrebouxiaDLHCIZ b FfEFR S N7z
(I5). —J5 C4RBEEBMLHCITIZZ O XA F Y ¥ )i
BT I/ BIIEEHEDLSTEY, DED2LRIDT I

b5 ([K6).

A1 LHCTI R AGHkEE A 2 b LA 2 v 7 X b #ElR
TEF->TBY, PSLLHCIORSE@EIT 25, 253 FE
F A DAREHBERLHCIE [/ DA E AL TWAH Z &8
o TCwAb (Ishiietal. 2023). SO &S, 4n|fEEE
BILHCHUI AR O AL OIS L T e EZ D
N5, —JTCIBAHEEGT AL AF I /IE LTI VT
BRMOPIZLPROD2 LW &b, 4REE@EALHCI
NoFrFa s ) RO EREGIIIELHC~ O

WX ML 77 O T ERMOB TR A MR D 5.

ML 72 7 M (Lemieux et al. 2014) (XPE FEeBEI1c 4
BILRLEWENE LS EETNE T IV—"TT, CoccomyxaX®



56

} Helix-B

Helix-D

K6 : Pc-frLHCE4REE @BLHCIY 7 12y FOEELEE
Pc-frlLHC (f%, PDB : 8HWI1) & EFIVfREEY 5 I FEF AD4
[ E @ AILHCI, Cr LHCA2 (<> %, PDB: 7dz8) DOfikE
FIUDOWRE., 708074 VDI T AT T L R—)VTRL, 7
uu 74 VOFTER L mEAEERIN ea 7 4 vE LT
THAL vEN3ERs OO T 4 VA AR TR LT

TrebouxiaJg x> ¥ a 7 hv 7) L RARICH MO 13 7%
ENOHEEI N DM, HABORAFREL LTHHMSNT
WL RIS S NS 2o K Tl R e %
HBEBIZHHT A v b3 vwEEzx b5, LR
DFFFNIKP CTHALZ FF T &7z KBEPENITE, K
RORWIGIIE Z 12 K HFRMEDOEDIKLHEDVE .
TR E N, B RBRBICAR A AW AE LA
D22, HHEO—EEb R LR EF 2 A
JFretEzons, RlERERLTE, Fr¥a s s
Voau=—o k) RIS G & D RIS Bk
T2E) RMBREDPERSNE DD L. B~ b
B R I W HDEATHIB S N2 IR D & X — T
ERFONDLEPHRA) Y MPIREDRSTZLEZLNS.
FrXash I )DBHET HP-ELHCIE ML T 7 VT
MiHskE EHE T 2 @ CHER SN0 d Lk w,

4.3 Pc-frLHCOFIRHIH A H =X L
Fr¥arzag ) OFEKRIAGEET T TidPe-
fILHCZ 3 & A E G L 2 \Was, #RELED (¥ — 27 k&
650 nm) T\ { & Pc-FLHCZ A% 3 5. RNA-seqil & %
FEBIE BN TlX, 4D OPc-frLHCHEAE T-1ZARWLED F 12
Bute, LEM A E THRASML, ZO®RFEIHEHIW
AL 72 (Kosugi et al. 2024). —7J5, Z&[1'EIZSDS-PAGET
AT HEY BB L2 b T CIashs e

o
<
S

k%o 7z, Pe-iLHCEZ T O B BBIZF 2 5 ET 5
72®, Pe-fiLHCHEAR T DR B D2 H) & AHB A D 5 iR
TERBLZE A, HEEOISHHE K T-< fiiy % B 3 K
T3 S 72 A Pe-RLHC LA o Bl SR R UV 2 ook
BEREATIEEN L h o7z WD SHROLED FAR
BXebZ LIiZkoT, LHCORLHCI ¥iZa—F&h
TV LA R B OEEERDOF 72 =y P OFEBLIX
BM$ % A5, Pe-frLHCHE AR T DFEBAHIT H 12 7% 0 kA
IO HD, —RRICHMZ BT CTn b 2 Ehbhs .
SO EE, Pe-TLHCIHMO A EAE & 138 % 2 ik
Bz 2 T3 I &R LTS, Pe-fiLHCHE A1
OEFBHERTFE L THMB I ooPIiE, Hik
ZRAEELTHONTWAZ YT hralt 71 0
YU OMEERETAEEE TN Tz REDHIZED S,
Tt G APe-ILHCHE (2 T O 8 Bl % Ml 3 % B 7 — & %
#BohTwa, — T, Rumktassmke LTS
NTW274 N2 LAOBIETEFYFarzhrT /U0
7 N BICIIHER SN o Fz. 7 D OREREREAT
5, N7 Y THEMEEUREOZ OV —TIET 1
MO LABIET R/ WI EARBEINTV S, EIA
MREEIE T4 P72 HEOLOPHRINTEY, 7
IR FITERMBT 4 VR LELT AL EERE
T5E, REoO—IITELOBBETT 4 M0 LD
TaEo 2RI, RERESIME IS wiFEhT
74 b2 e AT ALEREILRVERDbNRD A,
B FAL A 72 U 72 S48 IR ORI AT D 33 BBl
KIlEhb I Eilhole S RIS EBT 5 MER
BiG#In T 2 M A S L E 2 5N B Pe-fiILHCI#]
o & FIRE gL BHTZ L2k, bL
T YT M ORE W R ) S 7 #E e Lo — i &
ORI THIENTEEND LG,

5. HOYIC

A R B ATIE BN B BHLE B BB & R o 0
WX LT, SEEs R TR YR a s a7 )RR
WCELR>7T0=—%2ET 52 LI2X - TRENEN
DA ERL, THOEAHIR SN SE a0 = —AFOB
BElC B W AR ORI DA A SSE S8z Fr s
7517 7)) OEFakIc X b RIORIE R, 2
0= — 2RO ERHF L MAERZRINT 2 2 &1k
VoTWwbeEZON, WMBIZBILFYFarhvT )
VOEFENEEZEOTVWATREEREH L. FrFay
717 7)Ao FEAEHEFNC S N B R s R oS



R EEHE IS B0 o 7R SR B & R o7

BT AT ADBED L) LR 2 i THES SN2
DOMFERE L, SHROAETAN, 5 TFEMFN R
DRERI;HIFEN L.

BT

TR LTy Fa s a7 VI A5,
SRR SRR O L i, G L, PRk F o
ANt L, R RFE O T R, A
KRFOSH fEdL, BB RFOR 6 R, W
WE¥ERFORET Bt &z v — a7 s
DT kit I BB, 2% sustit (B
WK, PR BIHEL, ELSRAgeET o 8 H %iE
+T, BRKFEORS B, BRSO &S #B— 5
M, N EEREE, R AW I SE T o B SR
i, P IR, I M, R EZ okl o
EFEEICE D ED SN T Lz o —iik, BHfE
(24770030, 17K19431, 22K06380 (/MZ), 19H03187 (4&HI),
JP23H02504 (i), JP21H05040, JP23H04960 (£]1]),
JP16H06279 (PAGS) 1, EZHTZERH S A B AR BT 7% B
J&kEHE (AMED) ®BINDS [ JP20am0101071, 22ama121001 (F-
M1 3B & UMM (151376 UMS)] 5ok L, E7
A FERT [31-29 (GET-¥F), AAS6006 (/M2)], AR
FHETeRAE  SLBEA TSR O JL ISR S [15-604, 17-
702, 18506, 19-704 (/M2)] , BIRFIHAIIZERERE A ArBlak
Wget v & —HERI3LRRFGE [22-S6, 23-S7, 24-S4 (UIME)] B
IO 7AtanAF Y-ty —oFREFHETbRE
L7z, K1 CHER L 725G Bl 7 — & 133601k, 613K,
621K, 63 H AR BHUIS BN DO oge, s hE L
Pz EEALHIL R E T

SEHR

Allakhverdiev, S.I., Murata, N. (2004) Environmental stress
inhibits the synthesis de novo of proteins involved in the
photodamage—repair cycle of Photosystem II in Synechocystis
sp. PCC 6803. Biochim. Biophys. Acta 1657: 23-32.

Asada, K. (1999) The water—water cycle in chloroplasts:
scavenging of active oxygens and dissipation of excess
photons. Ann. Rev. Plant Physiol. Plant Molecul. Biol. 50:
601-639.

Bondarava, N., Gross, C.M., Mubarakshina, M., Golecki, J.R.,
Johnson, G.N., Krieger-Liszkay, A. (2010) Putative function

of cytochrome b559 as a plastoquinol oxidase. Physiol. Plant.

138, 463-473.

Broady, P.A. (1996) Diversity, distribution and dispersal of
Antarctic terrestrial algae, Biodivers. Conserv. 5: 1307-1335.
Convey, P. (2006) Antarctic Terrestrial Ecosystems:Responses to

Environmental Change. Polarforschung 75: 101-111.

Dolganov, N. A., Bhaya, D., Grossman, A. R. (1995).
Cyanobacterial protein with similarity to the chlorophyll a/
b binding proteins of higher plants: evolution and regulation.
Proc. Natl. Acad. Sci. U.S.4. 92: 636—640. doi: 10.1073/
pnas.92.2.636

Doring, G., Renger, G. & Witt, H. T. (1969) Properties of the
photoactive chlorophyll-all in photosynthesis. Z. Naturforsch.
24: 1139-1143.

Elrad, D., Niyogi, K. K., Grossman, A. R. (2002) A major light-
harvesting polypeptide of photosystem II functions in thermal
dissipation. Plant Cell 14: 1801-1816.

Green, B. and Parson, W. W. (2003) Light-Harvesting Antennas
in Photosynthesis. (Springer Netherlands, 2003)

Heber, U., Lange, O.L. and Shuvalov, V.A. (2006) Conservation
and dissipation of light energy as complementary processes:
homoiohydric and poikilohydric autotrophs. J. Exp. Bot. 57:
1211-1223.

Hakala, M., Tuominen, I., Keranen, M., Tyystjarvi, T.,
Tyystjarvi, E. (2005) Evidence for the role of the oxygen-
evolving manganese complex in photoinhibition of
Photosystem I1. Biochim. Biophys. Acta 1706: 68—80.

Hakala, M., Rantamaki, S., Puputti, E.M., Tyystjarvi, T.,
Tyystjarvi, E. (2006) Photoinhibition of manganese
enzymes: insights into the mechanism of photosystem II
photoinhibition. Journal Exp. Bot. 57: 1809-1816.

Holdgate, M.W. (1964) Terrestrial ecology in the maritime
Antarctic. Biologie Antarctique, (Carrick R., Eds.) Hermann,
Paris, pp 181-194.

Holdgate, M.W. (1970) Antarctic Ecology, Vol. 2, Academic
Press, London.

Holzinger, A., Karsten, U., Liitz, C. and Wiencke, C. (2006)
Ultrastructure and photosynthesis in the supralittoral green
macroalga Prasiola crispa from Spitsbergen (Norway) under
UV exposure. Phycologia. 45: 168—177.

Ishii, A., Shan, J., Sheng, X., Kim, E., Watanabe, A., Yokono,
M., et al. (2023). The photosystem I supercomplex from a
primordial green alga Ostreococcus tauri harbors three light-
harvesting complex trimers. Elife 12: e84488. doi: 10.7554/
eLife.84488.sa2



58 N

Jones, L.W., Kok, B. (1966) Photoinhibition of chloroplast
reactions. 1. Kinetics and action spectra. Plant Physiol. 41:
1037-1043.

Jung, J., Kim, H.S. (1990) The chromophores as endogenous
sensitizers involved in the photogeneration of singlet oxygen
in spinach thylakoids. Photochem. Photobiol. 52: 1003—-1009.

Kok, B. (1956) On the inhibition of photosynthesis by intense
light. Biochim. Biophys. Acta 21: 234-244.

KoK, B. (1963) Significance of P700 as an intermediate in
photosynthesis. Proc. Int. Congr. Biochem. 6: 73-81.

Koziol, A. G. et al. (2007) Tracing the evolution of the light-
harvesting antennae in chlorophyll a/b-containing organisms.
Plant Physiol. 143: 1802—-1816.

Kosugi, M., Katashima, Y., Aikawa, S., Tanabe, Y., Kudoh, S.,
Kashino, Y., Koike, H. and Satoh, K. (2010) Comparative
study on the photosynthetic properties of Prasiola
(chlorophyceae) and Nostoc (cyanophyceae) from Antarctic
and non-Antarctic sites. J. Phycol. 46: 466—476.

Kosugi, M., Maruo, F., Inoue, T., Kurosawa, N., Kawamata,
A., Koike, H., Kamei, Y., Kudoh, S., Imura, S. (2018) A
comparative study of wavelength-dependent photoinactivation
in photosystem II of drought-tolerant photosynthetic
organisms in Antarctica and the potential risks of
photoinhibition in the habitat. Ann. Bot. 122: 1263-1278

IMSEFL, N (2019) RO BEASEE A IC B
V%L ESR 1T OSEATEEAL P RARAAE & R HERBEIC
BT B EDWALIN ) A T JEAMAZE 29 (1): 29-38.

Kosugi, M., Ozawa, S.-1., Takahashi, Y., Kamei, Y., Itoh, S.,
Kudoh, S., et al. (2020) Red-shifted chlorophyll a bands allow
uphill energy transfer to photosystem II reaction centers in
an aerial green alga, Prasiola crispa, harvested in Antarctica.
Biochim. Biophys. Acta Bioenerg 1861: 148139.

BB A, PIESEZE, /NI (2020) PR 5 RIS AR
EIbF ¥ arh7 ) ONERBIRERME, LAk
Mr7E 30 (1): 19-25.

Kosugi, M., Kawasaki, M., Shibata, Y., Hara, K., Takaichi, S.,
Moriya, T., et al. (2023) Uphill energy transfer mechanism for
photosynthesis in an Antarctic alga. Nat. Commun. 14: 730.

Kosugi M, Ohtani S, Hara K, Toyoda A, Nishide H, Ozawa SI,
Takahashi Y, Kashino Y, Kudoh S, Koike H, Minagawa J.
(2024) Characterization of the far-red light absorbing light-
harvesting chlorophyll a/b binding complex, a derivative of
the distinctive Lhca gene family in green algae. Front Plant

Sci.15:1409116.

HET

Laisk, A., Oja, V., Eichelmann, H. & Dall’Osto, L. (2014)
Action spectra of photosystems II and I and quantum yield of
photosynthesis in leaves in state 1. Biochim. Biophys. Acta -
Bioenerg. 1837: 315-325.

Lemieux, C., Otis, C., Turmel, M. (2014). Chloroplast
phylogenomic analysis resolves deep-level relationships
within the green algal class Trebouxiophyceae. BMC Evol.
Biol. 14: 211. doi: 10.1186/s12862-014-0211-2

Lud, D., Buma, A.G.J., Van de Poll, W., Moerdijk, T.C.W. and
Huiskes, A.H.L. (2001) DNA damage and photosynthetic
performance in the Antarctic terrestrial alga Prasiola crispa
ssp. Antarctica (Chlorophyta) under manipulated UV-B
radiation. J. Phycol. 37: 459-467.

Ohnishi, N., Allakhverdiev, S.I., Takahashi, S., Higashi, S.,
Watanabe, M., Nishiyama, Y., Murata, N. (2005) Two-step
mechanism of photodamage to photosystem II: step 1 occurs
at the oxygenevolving complex and step 2 occurs at the
photochemical reaction center. Biochemistry 44: 8494-8499.

Pérez-Ortega, S., Rios Ade, L., Crespo, A. and Sancho, L.G.
(2010) Symbiotic lifestyle and phylogenetic relationships
of the bionts of Mastodia tessellata (Ascomycota, incertae
sedis). Am. J. Bot. 97: 738-752.

Moniz, M.B., Rindi, F., Novis, P.M., Broady, P.A. and Guiry,
M.D. (2012) Molecular phylogeny of Antarctic Prasiola
(Prasiolales, Trebouxiophyceae) reveals extensive cryptic
diversity. J. Phycol. 48: 940-955.

Minagawa, J., Takahashi, Y. (2004). Structure, function and
assembly of Photosystem II and its light-harvesting proteins.
Photosynth Res. 82: 241-263.

Nishiyama, Y., Yamamoto, H., Allakhverdiev, S.I., Inaba, M.,
Yokota, A., Murata, N. (2001) Oxidative stress inhibits the
repair of photodamage to the photosynthetic machinery.
EMBO Journal 20: 5587-5594.

Nishiyama, Y., Allakhverdiev, S.I., Yamamoto, H., Hayashi,
H., Murata, N. (2004) Singlet oxygen inhibits the repair of
photosystem II by suppressing the translation elongation of
the D1 protein in Synechocystis sp. PCC 6803. Biochemistry
43: 11321-1130.

Sarvikas, P., Hakala, M., Patsikka, E., Tyystjarvi, T., Tyystjarvi,
E. (2006) Action spectrum of photoinhibition in leaves of wild
type and npq -2 and npg4-1 mutants of Arabidopsis thaliana.
Plant Cell Physiol. 47: 391-400.

Santabarbara, S., Neverov, K.V., Garlaschi, F.M., Zucchelli,

G., Jennings, R.C. (2001) Involvement of uncoupled antenna



R EEHE IS B0 o 7R SR B & R 99

chlorophylls in photoinhibition in thylakoids. FEBS Lett. 491:
109-113

Satoh, K., Hirai, M., Nishio, J., Yamaji, Y, Kashino, Y. and
Koike, H. (2002) Recovery of photosynthetic systems during
rewetting is quite rapid in a terrestrial cyanobacterium, Nostoc
commune. Plant Cell Physiol. 43: 170-176.

Sonoike, K. (2011) Photoinhibition of photosystem 1. Physiol.
Plantarum 142: 56-64.

Sonoike, K., Terashima, 1., Iwaki, M., Itoh, S. (1995) Destruction
of photosystem I iron—sulfur centers in leaves of Cucumis
sativus L. by weak illumination at chilling temperatures.
FEBS Lett. 362: 235-238.

Stauber, E. J., Fink, A., Markert, C., Kruse, O., Johanningmeier,
U., Hippler, M. (2003) Proteomics of chlamydomonas
reinhardtii light-harvesting proteins. Eukaryotic Cell 2: 978—
994. doi: 10.1128/EC.2.5.978-994.2003

Takahashi, M., Asada, K. (1988) Superoxide production
in aprotic interior of chloroplast thylakoids. Archives of
Biochemistry and Biophysics 267: 714-722

Terauds, A., Chown, S.L., Morgan, F., Peat, H.J., Watts,
D.J., Keys, H., Convey, P. and Bergstrom, D.M. (2012)
Conservation biogeography of the Antarctic. Diversity and
Distributions 18: 726-741.

Terauds, A. and Lee, J.R. (2016) Antarctic biogeography
revisited: updating the Antarctic Conservation Biogeographic
Regions. Diversity and Distributions 22: 836—840.

Terashima, I., Funayama, S., Sonoike, K. (1994) The site
of photoinhibition in leaves of Cucumis sativus L. at low
temperatures is photosystem I, not photosystem II. Planta
193:300-306.

Tokutsu, R., Teramoto, H., Takahashi, Y., Ono, T., Minagawa,
J. (2004). The light-harvesting complex of photosystem I
in chlamydomonas reinhardtii: protein composition, gene
structures and phylogenic implications. Plant Cell Physiol.
45:138-145.

Tyystjarvi, T., Tuominen, I., Herranen, M., Aro, E.M., Tyystjarvi,
E. (2002) Action spectrum of psh4 gene transcription is
similar to that of photoinhibition in Synechocystis sp. PCC
6803. FEBS Lett. 516: 167-171.

Tyystjarvi, E., Mdenpad, P., Aro, E.M. (1994) Mathematical
modelling of photoinhibition and Photosystem II repair cycle.
1. Photoinhibition and D1 protein degradation in vitro and in
the absence of chloroplast protein synthesis in vivo. Photosyn.

Res. 41: 439-449.

Tyystjarvi, E., Aro, E.M. (1996) The rate constant of
photoinhibition, measured in lincomycin-treated leaves, is
directly proportional to light intensity. Proc. Natl. Acad. Sci.
U.S.A.93:2213-2218.

Wiinschmann, G., Brand, J.J. (1992) Rapid turnover of
a component required for photosynthesis explains
temperature dependence and kinetics of photoinhibition in a
cyanobacterium, Synechococcus 6301. Planta 186: 426-433

Zulfugarov, 1.S., Tovuu, A., Eu, Y.J., Dogsom, B., Poudyal, R.S.,
Nath, K., Hall, M., Banerjee, M., Yoon, U.C., Moon, Y.H., An,
G., Jansson, S., Lee, C.H. (2014) Production of superoxide
from Photosystem Il in a rice (Oryza sativa L.) mutant lacking

PsbS. BMC Plant Biol. 14: 242.



