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[ethThEBEX L CAEBTSEE781L 708
AR E TN, MICE 25 CiRE L CO, [
EmE7ay bz, 5L, 0.04%D CO, %i#
K[ LToHIR CL ~DBAMEDR ERH 352 &% A
H LY, 20K CO, 5l THE S 5 IR IR K
5% (Carbonic anhydrase: CA) A3HIfED Ci ~DH
FEAZ(LSELHEERRFTHLZ &R L
7=, &BIC, CA ZFIH L-MBN 72 Ci ik
OO WA O EE R Lz 19 BEZRI U<
LT, 77 X_XFR07 T I FEFTATEH CO, i
M DA 5 Z Epr s > . CCM #F 58
IEHRANCIR E > T o 72, FIHID CCM BFZEIC
B TIE, BEA & T2 EBR SRR« 7R BB 4
2B D CCM DABLZEIZ DWW TR TR 72 iR 22 8
IO TWA, EEICB T 5 Ci Ok -
BEHEIZBE DD CA IZHOWTITAEALFH R RAT AN
AT W, E512, CA OBIGFHEEDMI,
—IRBLHNDOFEALMED S | FREEDOBEFE D b b IR MLEK
DOREFE LR U7V —TI2E& £ D EHEM o -CA
WWERLTEY 9 By OERKSY T
7T VT OFERBIET D B-CA &iTHD T N—
FB/THZENRENEY, LarL, CCM %
FEBRITBRE 3 2 Mg o= R0 OFIC E o XD
RBIETHENBEDLIONIELLS ARHTH- T,
B ONA RO A E AT 5 ) 2 CEHEEL

2% Z OMEIE, o RIEFEO N L RS
TV Z &tk s,

6. CCM W7 D 53 T BARFHIFEHT

OB D CCM D4y FBARFHIAFIEIZ, EI
B k#Ee 7 7 I R F A Chlamydomonas
reinhardtii W CHEH LN TE7-, 7T I FE
FAE, T AERAETRE TS Z L P,
Tl 7 hrRLb—ya XD REN ORGSR
TWEEHR DB S TWA Z & 25 KRH
ANEBET AT 70 =00 ) AMaExthd & L
T FEIGHHY —AREHSATVWDS 2 &
200U SyFRMT B O T B AR (4 B )
WHRETHDHZ & DR EDBBMND, HEK,
BE M. R EE e & oA GEE R R LA
NTHLNITZ2ZENTELETVEMTH
5 28)O

INETIZ, @& CO, FMTIIEFICAFTTE
LH3, CCM DEREh LK CO, 5o TIXAEF
TERV, & DWIFAEFTRENRIET 52 BN
BEEBE S, T OERFRBRFERET 2 2
& T, CCM O BRENSLHIAEN B 72 (K 78 i AR+
LV TCRIESNTE 7 (R . ZRULHDKRT
DEER7HERE SOV TR RIR T B,

F LR BT O CO BEIC W TE CO,
Mt LR CO, Soth D 4z Tl s LT
XM, R EL 7 T2 REF AXEF CO,
REIZL U TAh R &b Z BB O NR LA 2 £F
DT EDSMoTER O, Tbb, I’fE CO,
FERE DS 70 uM LA CO, et (high-CO,: HC) |
6-70 uM DA CO, 514 (Iow-CO,: LC) . 6 uM H
i DML CO, 5 (very low-CO,: VLC) IZF 2L
ZHELTHZENTED P, FIzIE, %k
% LCIB DZE ¥Rk, HC & VLC & TidEB T
x50, LC &MU TIIABT CEAWEIM Z /R 5

30,31)
o

7. 75 I FEF R DERFEAEE

% < OFIEIZEB VT, Rubisco ITEEREAR R 1
YD L A REMENOHEEICERML TV D,
o T BT 72 < & bR & ERIA A D
PERE A 3 D B 2 T Ci Ak L, Rubisco iTfFIC
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®1. 773 NETRCBT 5 ERRRBEREOLRK L RRBIET

iz BiLT a—RINDHH LRI H AR PN RTE ZE R
PN G =
) FTaf RiE
cal-3, cia3 CAH3 a-type carbonic anhydrase 61,62, 63, 64
Jb—RX
pmpl, adl LCIB Putative carbonic anhydrase HERREA b= 29,30, 31, 79,90, 91

s - v v

CemA-like proton extrusion

yefl10 Yefl0 o i E25 SRENGI) I 92
protein-like protein
Ain-1, Icia LCIA Anion channel BEfk (A B 29,51,52,79,93
Hin-1 HLA3 ABC-type transporter R 50,51,52,71
cia8 CIA8 Sodium:bile acid symporter subfamily N.D. 94
IR T
ceml, ciad CCM1, CIAS Zn”"-binding regulatory factor 3 49,73,74,75,76,77, 78,79, 95
lerl LCRI MYB-transcription factor N.D. 81
Ca”"-binding protein with _ _
HS2 CcAS g'p . F T aA R 82, 83,85
rhodanase-like domain
pgpl PGP1 Phosphoglycolate phosphatase N.D. 67,68, 96
hcr89 GDH1 Glycolate dehydrogenase N.D. 69
T DAl
Ici5 EPYCI/LCI5 Rubisco interacting protein ELr /4K 39,41,42
real RCAI Rubisco activase vr /4K 97
hadl HADI Putative dehydrogenase N.D. 98
ciab CIA6 SET domain methyltransferase N.D. 99
cial CIA7 Putative protein N.D. 100

N.D., not determined.

CO, ZRMiT HMEN DD, 77 I REFT ADF
2 BER ARG (1) 2R LT, BRI
CO, IRMEZAT DA AN R A T&E T2,

77 I REFRITMIEANIZ 1 2O v 7RO
BRI 2 R, MIlMOHEED B 5 )7 M % apical,
Bl % basal & L7-FF, BERFAD basal Al B
LA R&EfFio, £1-/E41C lobe & FFEN S 5o
TG 2 D, T ORFEBY S O A PR 72 55
BTIZOWTIIARHTH DA, Hlb¥% (PS) 1

BEERDOT v 7 U LEEDERRARN T XL
SNTND I LIRS D ATREED & 5 2,
BIADZ I, RO PP 2R L LT
BlEInsEL A4 K (pyrenoid: ¥V 7 FET
pyren : RED, eidos : ) &I D HMAEN
WIS AR o, BV ) A ROFE (SLE, IR,
BIXFE—FNTREL TNWDID EL /A RO
TR AR ORI E I H 6D, Y /
T FOBIS & R T AE A RE BT Do
TEL /A RIZHK LD, B L/ A RIZKE
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A RAFSE 29 (1) 2019
BREIZBT DA RO
EMRIBEIND,

75 IREFTADEL ) A FIZF 7 Ui
FEh P 2HMN6F T a4 FENHA LT
BV, ZOF T aA FEIEFRIZ TEL AR
Fa—T] EMEND, ZOHETD R ED

(RSB 5 2

60 4ELL LR E MG TR STk Y ¥,

Btk oic L /A4 FFa—T%MH LT
CO, Z M T HETANRBEINTNDS, EHIC

7 T A A BB E AV L S U ERIR
LEL /A FO=REER L, BV /AR
Fa2—7 (ELHDK 100 nm) DOFIEED I =
Fa—7 (R@hoERE mﬁzmM>w S>TW5
BT S hk 2,

R=Fa—T DN

FSA RIE

EL /A kFa1-T

EL /1R

Basal

X1.

(A) HHRiE s 5 3 RE T 2 DM RS,
y%mﬁiﬂ\%?n4Pﬁ@*%mHu/4Fm
JA RFa2—T7DOHIZ
T BHANERAG: |
R,
VESCHR 35 DX AR LT,

;\%

PEITERRAA hr~ El U TEY x%mvkt
LA R< MY v 7 2O TRZBERFIZ

(B RAY 5%, %%#ﬁéﬁét@@ﬁkbfﬁ<ﬁ
BB ENTWD P, EERIC, CCM 23EE8 S
B EFIZ, RuBP & 3-PGA D7 7 v 7 AME L
JAREA bR TELS DI ENREN
Tn5 0, i, :@i:?:%f@%%mo
WTh, 50 L ERTOSE MBI LY T
TK%%%%th_&iﬁéﬁm%_kﬁk
5 37)O

INET. Z7IIFREFTRADOEL ) A FOEK
I% Rubisco DHEFEIZ L 2 FHVRRE ISR TH D
LEZONTELEN,. ZONREERE ) TV
ALTHBELIERENS, BV /A4 X NR-IR

EEix{Klobe

(B,C,D) 'L/ A REHOMMEE, vV /A Mix7 v
BEALEZEL /A RFa—T%2EK LTS (B) .

2 —TEENBIEIND,
®)i774ﬁ BRGNP OBE LYV ) A RFa—T Lt I=Fa—TD=
(A) FZ~ v 27 R« 7F 2 7WFFEFTD Benjamin Engel 1§ L bk S N7z KA WE LTz,

C) XV A FFa—TOWmED 7 T4 4
Wt
(B,C,D)
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FH43 B (liquid-liquid phase separation: LLPS) | &
NIZFEER DA N H T Th D Al fEtE AR &
NTW5 Y, LLPS &if, E<Eo7= KLy
JORTIRAEE ) WEO X 9 Ic, oL Tz
TAFERLSEEG LT, LY REWVEHEEKT 5
MWEZRT, £/, BEfL7-vL /A4 Fo7es
F— LTINS B L/ A RIZIE Rubisco DI
FTrTremaT A K7 BOREH. RNA
R BN, T hor— - YT 4 LDE
FRACBE D B R FR0% < OMSRERm & > /3 7 B3
200 EELEENTCWDZ ER” Do TEL
39,40)0

Essential pyrenoid component 1 (EPYCL)IEE L
A RZRTET DX RI7EHD 1 DTh b,
EPYC1 /%, 1k CO, &M CRUFELZIT 585
TELTRESN Y, a—FRahs ¥ 78
DMK CO, o TY Vb aIn D Z @A
TV 7z low-CO, inducible protein 5 (LCI5) & [F]—®d
2RI T % P, EPYCI/LCI5 13 Rubisco /)N
HTa=y FEMHEERL BV A RREA~D
Rubisco D72 7 VIIHETH D Z LRI
T U R & OBIRITE 7 h o T
WV, FE 7z, Mas B L7- Rubisco & KIBE T
A% L7= EPYCI/LCIS % in vitro CIRET 5 &
SEES NI E R T D2 Z L boaRS TN D
B A7 AR BIE. AT B 80 kDa &
W28 R7BIIEL A4 FhbRENT
WBZ RSN W LLPS IC X - TAE L AR
BRANDE L ) A RABITT DX /R H Ok
DD ARSI SN TND P, &I,
L/ A FREROEIT G BV A I3
BEDY; & LTEITThe<, CCM B x >3
HOEBMOUNHOHREIEELEZ D &b
Mo TE =9,

8. 7F I NEFRAD Cilit - BTSN

RO BAER O R BRENT | 2 R KB R T O
[FE, HERAPNHEE, CCM OB - TR
THEGFROERNS T 7T FEF 20
Ci s - EHRKICELT, UToX 22071
A= AAPHEEINTND,

JARAFSE 29 (1) 2019
i) MY HEERKIE R b <= ~D Ci fii%

VLC & CiE, Cild3EIC HCOs O Tlifik &
N5 EEZLNTWD, HCOy Ok T 13 A0 s
IZJRAFE7 % ATP-binding cassette (ABC)TU#fI5 (A
high-light activated 3 (HLA3) & Bk A QLB RITE
9257 =4 F ¥ /L low-CO, inducible protein
A (LCIA)ZS e L T %, ATPase DFLEH
THHNNTFTVUBEERNT 5 & CCM BREIFIZ R
F % HCOs {RIFHIZEA AN LE S >, VLC
FUETIER bar R 7 S HRERGT B~ 8§
5 e HLA3 X3 b= R U 7 itk
ENDH ATP O3 )LF—ZFIH LT HCO; % i
ETDHZ NI IND, £, MREICRHTET
L% 237 ' 1ow-CO, inducible protein 1 (LCI1)
b Cif@k iz v P, HLA3 & & > /37 B R
HAEMT 5 2 LA STV D8 44), LCIL 73
HCO; & CO, O EH 5 OHEIZE D 5 D0 T
BT,

LC & TiZ. CilZEIT CO, DETHE S NS
EEBEZBILTWD, COERIXE W 5Tl
W2s, A eIt A L COy IZ%ikd %
LCIB/LCIC #E&KIZ L - T HCO; ~EH s
EEZEZ BN TS LC §:fF & VLC G4 THBLFH
BEINDIBEFHIGEVRRD NN &
5 *) LC 4/ TI% HLA3 & LCIA ® HCO; ik
EMENFIRR GRS 2 2T V) v 7l k-
TAREEL SN D ATREME DS & 5 79,

HC & Tl b MRIMERBIZAFTET 5 Rhesus
(Rh)DAHE & > 7327 Rh-1 ASHBREZ JHE L,
CO, DEZEZRH Y A EHH S ), Rh-1 DFEBL
I3 HC SRIFTHE SN, VLC & Tkl s
%, HC §AFIZH T 2% 8l4 RNAIL IZ K > THI
R TIEL, HC R CAEBMDERIE L, VLC &
HETIHEVR A LR 235, Rh-1 1% VLC
FETHE SRS CCM O Ci ik IXE#EREbH
LRWEEZOND,

i) Ci 7*—/V DR

TR SAEIZ 31T D HERRIR A b 7~ @ pH 134
8.0 DFFT LA UMEITHRIZN TN D720, kS
72 CilxFEIZ HCOs O TR THAE L, HERRIK
A ENT C S =L E2 KT 5, COy T4t
TR 2 R 5\ BT 5 7= 60 Mk~ DY H % 6
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J B I2IE CO, 3 GEIC HCOy ~EfH S b Z &
WEBETHD, A ha~IZBi} 5 CO,»0 5 HCO;
~OERIEIZTIE, B-CA TH D CAH6 2354
BEEZLNTEENY, CAHG (THiEICRTET
D ENRESN Y BT VOB ENLEIL RS
72 IITIZ72 > T, low-CO, inducible protein B
(LCIB)YDHH[RI & v X7 x> AAEH K 1 CTh
% LCIC 23, HgnZFEL L7z B -CA BLOD RS Dy
WO Z LR LT Y Y LCIB/LCIC
BWEERBA ba<IlZBIF 5 Ci 7 — /L ORI E
borEHEESNTWVD, L2L, KIBETH R
27 A% L7= LCIB, LCIC, LCIB/LCIC & kD
in vitro |23\ % CA IEHEIIMRE SN ho 77z
B in vivo TIZEERA A b r~® HCO;/ CO,
IS U T CATEED A v - A7 i+ 5 & 9
7RI EHERE S B B FTREMES RIR S LTV D,

iii) A hr=enbFTaf FEL—A~D
HCO; #ii%k

HEFAA o< icdH D HCO3 X, FT a1 R
B RFET % HCO; fik ik d 5 W3 TF v 1L &
MLT A ba~whbTFTad REL—A &
AESNLLEEZONTWD, ZDHERD D0
XTF ¥ RVLETZH SN TRV, 2O & L
TLCIB ¢ AT 2RFTF T a4 RIEIZH
ENRTRESNDERXA a7 4 COMEIZ R
BERHESRTWD Y, IIEREH Y A kb
74— (RNAMF) OFRKERF L LTRES U
Te_A ha 7 4 E, FOMRZ R ENIRIE
TRTOEYHETHRIFINTVWEL T =F 0 F ¥
FINTHD, v aAXTFTAFTORA T 4 4
W& 7L, 57 a4 FIRIZRTET S CI
F e LT HIREARERIZ LY AL 5
BALAEFTHBHE L, 77~ BB OFREIZE D 5
0, 73 REFATIX, LC/VLC Gl THREN
HEINDHRA a7 o VHHFEE TS EEA
Han<Tns Y EaTEBCL Y ERKOR
BIRL I IARAT DS LS, S 8813 7 7 SRR &
72 2 BB T IEERE O 1E T X 2 M REfE AT 23 11
b,
iv) 5 a4 FEL— A BT 5 HCO H b
0, ~DEH

HHH T T FT7 a4 FEL—ANIZT B K
YOFMNZE VK pH 5 OEEMEIZENTWD, %
D72, HCO3 & CO, D E#E CO, AR - T
BV, @XEShiz HCOs 13— A VIZRET S
a-CA ThbH CAH3 | iofﬁ% CO, ~Z 4
En5 D, CAH3 78 CCM DIEREIC A TH 5 =
&ﬁ\%®££ﬁ@Mﬁ;iDméhto
cal-3/cia3 BRIZTHC S+ TIZIEF AT TE D08,
LC & 5% VLC B W TAERMMEIET 5,
F72. cal-3/cia3 #ix HCOs OHgkIZIEF 7273,
Rubisco ~ G725 72D HCO3 75 COy, ~D A
AL TWA D, MNICKE 72 Ci
T ADBEKEND Y,

V) LA F~D CO, DIEEL & Rubisco 12X D
& E

FRL7ZE DI, FT7 a4 FEO—HHII L/
A FRFa—TLLTEL /A RIZEALTWS,
F72. CAH3 IFHC &MU TIEA br~DF T aA
R/ — A ¢ PSIT EHHAAMEH L TWD A,
CCM BR#EhFFIZITE L /A4 KN (v A4 K
Fa—TDN—RA ) ILRTEEEfLSE, 208
21X CAH3 OV VbR ED D Z L ARIE S
nNTns ®, fiEoTC, Qms*iof%@SM%
CO, IFE L /A RFa—T 5N LTEHIC
/A RNEBIZHEE L. Rubisco Lioflméﬂ
Zals
vi) BV A bz co, DEBEFIA

Rubisco (Z & » THEE I #7205 72 CO, 1T EER%
DI ERI~IR I 2 AR & 5, 2
<=z, BV /A RORBPET CO, & FT v
7L HCO; I AT HH 3 HEE STV 5,
BLRZRNZ 212, LCIB & LCIC 1 LC & CidsE
FIAR b <Ico L CWD 3, VLC Tl
FOREETLSHE . EL A ROEVITHEST
% 200 pt o T, B-CA BLO KOS H DR % R
LCIB/LCIC AWK NBE L/ A4 Ko7z
CO, & HCO5 (2T 5 Z & T, CO, & FAIHT
HETADPIRBENTND Y,

9.CCM %2FHEJT 57
HEAMIZBWT, CCM 25HE+53 7 L
DEERITNVEZITH L TRV, Bz an
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HUNTHIESA D CLBEDIK TR 7 ThD
LT DL b RERLD Do B 2T, JEIEIREE SR 2
=— "% Phosphoglycolate phosphatase 1 (PGPI)
& Glycolate dehydrogenase 1 (GDHI)? /K 4828 Bk
1T CCM BREN T & FICAEFMEILL 790 Zh
b DB FDHBUL CO, KZFAFT—IHAYIZTH
BINDZ s T IR OTEHERZ O
REBPEDH CCM OFFEIZMNIETIH D 2 & H/RIE
INTWD, £72, DCMU Oz LY XY 7
T X LIRIEIKEESR 2 = — 3% CAHI & LCII
ORBEFERIH & PO Ml ~O Ci B
MRAESND Z 0D ), BHEHICB T S
L Ky 7 ZRBEDEALN CCM 2558 5 7
NOHBERTHLAREELEZ DS, £128EH
U XLHCCM OFFEICED D Z & bR ENT
Wo PG, S ERENR T T e —FIic
V. CCM DOHITEIZEE D B KR T D X 5 I
HFRESNTET,

10. CCM1/CIAS & LCR1 2 X % CO, ¥ 7 F Vin
BEHRAr—F

EFITE CO, BME R CO, BRVEL KL cias
kP& Cl6 Bk TR Ic Bl S hu7s CCM AR
ERKECTHY, TOERFNGERETL LT 2™
fia# X E%E a— K3 % CCMI/CIAS 3 [EE
EN7-75,76), CCMI/CIAS (X, mRNA 72 5 NT
H NI ELAILT CO,p IREERAFIZE D & E
TEHEIZRBL L TEBY | invivo THI 280-500 kDa @
B TEAKRERRT S 7, £/, CCMI/CIAS
X COy WESRMICEDL S TRICRET 52 &0
5. CCM1/CIAS DN TIRBERF+EAERE LT
WHET 2 Z LR SR TWS ™, CCMI/CIAS
DERETIZ, LC/VLC & CTHE SN D
Bi& 18 (LCIA. LCIB, LCIC, HLA3, CAHI,
LCII 72 &) ORBIFHFENEZDATND Z &
5. CCMI1/CIA5 2% CO, D 7 F WAREED i B
I ETATAL—L X2 —F—Thsd L
EER TV DHR P FEEEKIZ CCMI/CIAS 78 CO,
HDHVIE HCO; LA L TRV — & L THEEE
LTWENEIDEFAITH D, v~ 7 afitks
NARERWTEERNG, 77 FETREH
30 mM @ HCO;3 1Zxf L CIEDE{LEZ RT3,

JARAFE 29 (1) 2019
cia5 BT Z OEMEN KDL & v 5 Bl
WEER b HE ST D Y,
RYTIZALBIZRTETD CA #2a—RT5
CAHI D7 aE—4% —frzH\iz LR —%—
T A DD, CAHI & LCII OFEBLHIGHZ 1 5
MYB #$£%E[F ¥ low-CO; stress response 1 (LCR1)2%
FiE Sz Y, LCRI (21 EHH 2 CCM1/CIAS
WX o THREBIUGIH A 175 Z L2765, LCRI I
CO, Y7 FNEHIEL, FROBEFITIEZD
transmitter & L CH§EET D2 & E 2N T\ 5,

11. ERE L OE~D LV b L— T T F 0
IZ& % CCM Bz F DS

CO, RZFGM T CTHEE TERVWRI & 51T
L7 FI REFRAERKOR S ) —=0 T
\Z& Y. HLA3 & LCIA OEBENME T LA R
Pk H82 23 B < 7= *2, H82 ¥R D UK 15 1 1.
T\ WA 72 Ca” & & o 737 ' calcium sensing
receptor (CAS)DA /LY 1/ & =a—RL T,
CAS [ ZBUK IR 2 36 A C N RIRANC Ca® fif A1
B, C RUANZHEBER %N D rhodanase-like K A A
RO MY,

H82 FRIZF 1T % HLA3 & LCIA O EFEEOEKT
%, HLA3 & LCIA 3R L)L THIf S T
DIk D W, BRENZ LT, VLC &I
B LT 20 0% Tk, HS2 KR TH B4Rk & [RIERIC
2 ODBIG T DOEWBITFHFEIND A, 2 FFHEEZIC
X DORBLEDHERF SN2, 18- T, CAS I
CCMI/CIAS IZ X > CHIMICIRGEFHE LT
HLA3 & LCIA DFRBHERHICEDL L B2 b D,

CAS OHMIFENJRTEIL, HC & Tl ik 2k
W 55, VLC £ETIEE L /A4 RFa—
TR TE L A RNE~EEATE P, 2
DI EL A FREO Ca®' S R LTWD
ZEMb, CAS ZEL /A FNT Ca' e AL
T AIOENPDYTFNERELTNDEBZLR
%, T7bb, CAS #0 LIz L /A RinbEE
~OV ha s L— Ry 7R, HLA3 & LCIA
DIRGEOMEFFIZBE DY . CCM OB 5 &
WOETAREZ NS (K 2) . BEHO CCM
IFEIC CO, DIBEZLICEVHIESND & £L<
DRFFEE 1B 2T X723, CAS 73 CCM % il 13-
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JCERAIZE 29 (1) 2019
A BCO%&MH4
, ///’@\\\\\ \(‘0‘, LcIB/LCICHS
mmw | con * s ) .-
N - - // e CO, LAY
\\ //

co,

HBIECO &4

LCIB-Clover

X2.

(ca'l: @ A

BIECO &M
" R CC TN
Gzl W Nias
'\ LciA HLAZ )
N Tols Comm  / HLA3
“ >x o, -
’ S - HCO,-

[Ca*],, (;j L hOYL—KSTFIL HCO,-

o Z v w
.

. Pary

* .

@.Lca

SCO5&MF HBIECO &M

CAS-Clover

(A) FE#E7 73 REFRIZEBIT S CCM OB L HHOET NV, B TRULET T as RECBET EK
fBA AV HER/F v L, HATRLIELV Fa s b= Ry 7 ZRHTORLEAV Y T AT v UL

TR TH 5,
N—1%X 5 um,
ELT=,

DFERIT TCIC X DHAMOFIE] L\ H ik
STHLWHEZED TIRET L LD Lo 7,
FE BREYI D CAS b F 7 a4 FEEIZRTE L. CO,
T AL AEAT 5 [ALO PGS BERE IR B~ D
L ha s b— Ry 7z XY oG s &
DL BEFRBEHIET L Z LR E S
TWn5 8 S5 | CAS ICkBERIKETL
7oL ha 2 L— 7, R O Ok
ETHAIC LD RSB L R VWERE T T
ICESRIN TV Z EPRBEND, £, wiH
D CO, i & 2 FAEM D COy A L N o 72,
A RRMEEF D2 D CO, DG, CAS L)
38 0 (K- Tl S AL, i AL O R TIRAE S
NTWBHZEL - T&Tz, 5%IF, Ca¥'L

(B) CCM OERENZ EH 72 LCIB OERIABNBELL, Clover (ThZR GFP, A/ —/v
(C) CCM DN E 72 CAS DHERRMENRIEL L, A7 —//3—1X 5 um, 3CHk 85 DI &K

CO, DY T FNMBED IO A N—0 BB 2
& TR ERE DI RO YA R O TR E A DL &
SARMEDNICE B LI SN D,

12. BPH VI

TIE TR AR 7232 < OWFFEIC L - T, ki
D CCM 1T % BiE) & HlH O RG340 LT >
B OLMNICRo T, XV A, EERMI A
MELFRENTWD, BlZX, 77 a4 FIEIZKE
T 52 ENTHISND HCOs BikiR/F ¥ v
REL /A R bE~DL Fu S L — Ry 7
NOEEIIAHTH D, BREHD CO, LI
BELTEL /A FONERME A~ & RTE 4 24k
X% LCIB X° CAS O RTEZEALOHl - >
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WTHLAHATH D, £, EL /A FZEDHDD
BEREC, £ OMEICE D AR FIZ OV THH B
TRWVENZ W, BV A ROEEX O,
BHICBIT AL /A ROSARME L e R
BIFDEDWHEROII MBS NI ANVTRT
OHEE P OB OB TED LI ITEEBL
TV DN EW HCT 5 ETH EERGRE
THo W,
ZOXDRBG AT 51T, B/ R
B 2 R0 28 FRR A& O T BB A5 A R AT 134K
RELTCHEHETHD, LL, MilaND % 37
BORERANT X T OFRER EOBEIC K-
THRBM AR T 5 LERH 55513, TSI
XDERMA TV —= 2 TIZIEF TR D0
DEVHEND D, BITESR OIX. SLHM
B FHEBBIC L OB LY —F— D=
o O I Gl SRS N YRR ] OBe 7
HBHIICE ST M_—20 7 7 Rt AEE
BHRKEA IV —= TRARETHDH L ERL
7= P A%, 2oL B2 B A
HZ LT, ERDEICEIT S CCM MFZER S 6
W2 2 E RIS,

Received Mar 21, 2019, Accepted Apr 3, 2019; Published
Apr 30, 2019.
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BETHD, ARTE, AERIHTREREZRTABEICHT IMRFEEZILAT S L THLMIC
BOTELEBAARENDAR FLRICHT DEBFRMEE ZDSHREICOVTHERYT 5,

1. IXIL®IC INTNDHLEEZXLND, ZDIZDT R /LF—I
RO EEREEICIL, RN A2 AT 2 MBS XOENAOERE~OHEISAEX D 2 ENEET
. HAHOFTORONT-ENEET L, —RAE b5,
FEHE L L CHERERIZH > TVWD, £ 20, K
R, i R Vwo A ML RITA, EOIE 2. HALFERICBIT B HAREE L OBEE
IRV AR A Z AT R FICE S D FIT BRI & > TEBICHHEADBREES
e ELEZ LT < EBMAEMIZ L > T T 203 MR e = 2L — 13 bR ICH
HFITRERBREE CTh 5, KO RAEMITmmOR  GExb5 2, LIZLIDEERSIEORE RIKT %24
U WBRBRIZ AN 2T I LTV D Dy, & OAFAE o HEZFNAF—IC Lo THIERZINDNHERK
RESEHZRBRIE 2 B 5 200§ % 2 &3, AEMBLE o DR T2 HEE NS D, —FT, 5L
Bl O SE oM SRR MME A G 02T 5 BT AT R H N7 HIMMEER RIZ LD FIEEE S
HETHD, Ll T, BElOE L HRER NN, BERIIICEREFRERTERT D
BIX AN DOTEENZ & £ < OfilK & 5 % | IgAf 78 D ATP [ZKIEL TV AT NRMETH D, D
FHEEZEATE T, RMOBHRESHE LN & 7o) JEPHEIC X 2 G BUEPEOAR T IX S & 1]
0, RER AL TREHEENMRNZ iz kv £ BWOREDONT U ATRES LD ), G
Wy o A B RE SRR PEICBE LT 2 U E TR A AY B ITR % OERBEEKIC L > TEAEND 20,
RIEHR LTI Tz, MO LB FFAFIZOWTHIET ZB1X 2 DOl % /51
BT CIHERZ O OMmAEY L 0BG TamET TEZDIENEETHD, ARTIE, KITLD
BV, TIARNDOELNPEREEA L ATK L TES HE N R X 2@ BE %2 % ARE %L
(photoinactivation) | . JEARTEMEALDRERAE Ul
*3Efs 4: B-mail: kosugi@bio.chuo-u.ac,jp HALF R~ DS A — 2% DS (photodamage) |
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LEF L, [JEPHE (photoinhibition) | & FHEE
EXAILTHWE,

HATEHEALOBRRIZE L TIEZhE TIZ£<
DWFFEN T2 ST E D RIZISERM O R HDTE
ERTWD Y BAREHAIIREL ST
Two-step “E7 /L & Excess energy E7 /LD 2 D
DR STV D, Two-step E7 /LIL,
b2 1 GR 1D DOfEFRHAEFR (Oxygen evolving
complex: OEC) 73 1C L 0 EEMICIEE S, &
DHRIZRUNPEEINDZ ETDL X /X7 EHD
BEMNERISNIBETHD ¥, Z O,
FOSHR L OE X~ 7 T AH — DU A
R MVITHEGFT 52 ERAmbATE Y, UVA

(315~400 nm) TRHLHLEZ VT FBKLTD
WENRLND ", —J7 Excess energy 7 /L
T, LR OIS & - THE Ul b e
TCANIENBBR L LT D E L THEELS &
TTRENHLLNTWS PP R 1 TR
HLDOT 7872 — I TITEGE RS TZE TN
fesk ~E 0 IGPEREFEFE (ROS) DAL L 516
Mid 5, —EHEREFE ('0y) 13 P680"E Pheo &
DEMOEEAITL>TEL S B, F-, 2—
N—=FF R (07) | EEMEAFE (H0) |t
Fa X725 ((OH) 13 bFR HlEFE~
EIPELZETRAEL, X RTEAKAREH
EFLHZENMLENTNS S Z iz kv iE
BOREIEN R, SEESMES S 50, K10
FHHREGIER T 6 OMREREFREICL VL E
B Z &3, ROS BRHE L TCWAHZ EBmbiuT
W5 PR T OEIEIZR TN TRV DL
FAEDY 27 Z MRS 508, HRBEE T TOXR
[ DONFHFITR MIZEAD & BN DN EE R
BTV 5 262,

3. BRBRE CORRBEHLORIGRELE NS
%I

AR TIER U ONARTEHEACICE L TE LT 5,
FHEIZ L D% U R KETFICE (F/F, OKT
X5 N G RBRE A O AR T TR RIS
LT 1 RESTEZIDIENRAMLNLTVD

B30 RS DT, B HRREDIEE RS LT
FEDERAT R ID IEME (y) Xk TRIND,

y = axe fpixt

ZDORISREL by 1ZT D HHEER TH D, a
IHTHME D EE, (IXRRFER T D, ky 136+
D dd 2T EFHREE (photon flux density)
(n) T AFT 5, DFEV, HENIZIDHHE
1T %8 I 1T RFREE D DT R F—
W (energy flux density) (1) (ZxF9 2 Mif%k
B Ny & Ey) WCEEHZ DT ENARETH D,

y = aXe—NpanXt

nXtlE, BEAEELY OREFE (N) . IXelX
M LX—& (x, Km?) 75,
y - aXe—NpiXN

y = axe Fpi¥

Ny & Egl3i R T LI BAEMEA DERE 2D,
Fox OBFFETIX, =R F—BITxT 2 R R %K
(Ey) &AWz Y, KBETFICRT 285D
HEERITA W R OREER (k) 2R LD
DERLOTUTORTRDEND,

i = 28590 { (i) X1}
(320 nm 7> 5 660 nm £ T MRS = %L X —|T%f
92 3 E )
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Yukidor - Tke

BHIT R E BRI O Z /RIS T2 7 7R T T Ok K RPIEEICAET S (EBERKOTR 5,
BLOZOIERKO L) O ERITE B 6 1968 & 1978 FITHERINT b D, TRIXHE
BIAUCHRE LIZER A AT TREShZEBR L AT 5 HREREMOEBERTHD, Sitel 1> Fars v/
U, Site2 3T AUX S, Site3 Y/ V) ThHIArPEFELTND,

4. BB AREM BT 2 AFEE OB RK
X 30)za

WA DD 7 7R T TIChHaF¥ R
WX, 2040w EHMICEZ Oax U RE
BLTHY, BERREBENCARAED IR S
AU D T OREAE DN B CraMRRF I RFEHIX. (ASPA
No. 141) IZHESN TS (K1) . FAENE
W & L7eGanid = R U 23448 BIZHIH
L CWDEDE O IZHED - To AT oK O i
KTIEBRLS A —=RU 7 bbbk EN 5,
Wt gL Uiz, @B Xa v )
(Prasiola crispa) . MAKFHXF AU H 7
Y v T A
47 (Ceratodon purpureus) VL. FIMRED T AIRIZIA
AT 3 HFE TRy BT ORI E 2 A L T
BO K E LITRBNEMEZ EPMICEE S5
BN % o FAMRAN D HE MR BB C A ARIZHE L7

(Umbilicaria decussata)

BTN EWOKIEIE S, 1.0 mg/ml DA KL
b~ A N KV EIHE R A LE L7 RAE Tk
RRIZ 31 D HEATEHAL DO R ZHIE LT,
B T IL AL AT O KRR~ b 7
7 7 ZHWTITV, PAM 7 o 7 ¢ LEOGRE
FRIT X 0 BRI O 1T O KEFUR (Fy/F,)
ZRNE LTz, FERRIC BT 2 BEORNET, B
ARG 2 N B AR ER A BTNy
77 —TWKIEIE L, FJ/F, 28 E LT, HH=
FAF— (k] m?) 2k LT F/Fy DEFRE
my b U, B U BOSMREL Ey 2 RIS LY
oy hL7ZbONRK2 THDH, ZHTRE RV
X =R T 2 ATEMA LD RKEEAZ R LT
W5, 3TEOAEYOF The b CEZ MR E - T-
DIEFvXarz v )T RHCERERIZED
WENRKRENTz, AXT ML LEAEL T
OEC 2SR S 5 RIS b3 E & T D
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8

500 600
Wavelength [nm]

400

2. FAREMEAL D SOSREKE,: D R RN
HRST L = 0L — 12509 2 ARG AL O RO R %L
EWAKKEDF X a2 H U Y (O) . xF v
A0XT (N . Yoo T har (O)
BRREEDF X a s U ) (@) THIEL,
SCHR 31 XV ek,

TEMRBENT, —F, HIAKEIT E DR ERIC
BWTHHBEENZIFEZ 57, #FHETIE 320
nm T D HNATEHAL D SUCARELA R 7> > 7223
ZNTHRBED 757D 1 FRE T o 7o, BLEEN
Z LT HEBREED T R a 7 AU ) TIRER
EHTO Ey BSWWKKED 10 53D 1 FRIZIK T L7z,
AU, FERREE TIIORIC K D OEC Dk
LMl &Nz £ &R LTV 5, FEREO YL

1 1000

2000 [ . . .
ESHADIHIRIE

1500 -
TE
[

T 1000 -
=
=

500 |-

0 i 1 1 1 1
300 400 500 600 700
Wavelength (nm)

5 &L BB IR L CidgticRE LS Bk 4 5,
5. KBYEIZxd 2 HREAL OB RIS 2~
%

FW R CRIE LTz Ey & KBS A ~<7 kL
T —Z & HWT, BRREREE T COXERIEMAL DR
EERZHRCEHT 22N TE 5, K3 1X
2013 4F 1 A OPIE O B IZFE AR OBLHLA CTRIE L
T2 KBS A7 AV TH D, EITES O
MBS AIX T xa s h U U 0E
BT T2 FEM B EICHEEIT o 72, A BER
FITEBEHETERTHRIZZD, 14 FIAND
EST AGICIl S L5, S ARTEMEAL 0 B E HU
EpXI=ky TRIND N, ZHUDRIEHLOA
Nkt (effective photoinactivation dose) & L CiE
BTDHZENTED, ETOREGENBFHE L
KRTEMHEAL DO HRE EE O W BRKFEEE2 X 4 125
Lz WAIREDF > Fa 70U 7 VITBWT,
Eyi 13320 nm 23 b @V METH - 7203, HIRIZE
BT D KBGHATE £ D 320 nm sy OFEIAILIE
WAL 7202 AR AL DA Bk & LT
360 nm WE—Z7PiK L7e-7-, OV EDEH
X GHIE, 660 nm (2T D ARIEHALO AL
WA E A L FREICREWI & Th b, R
DN AREIT T DRI A ERB R I
T& 7, RUNSKREKITE DR T ONIEBEEH

2000 T . T . .

1500 -

500 -

S

LAr-wAr -var -nar =ard

700

500
Wavelength (nm)

600

X3. FEHEROLTMICHIT S, H518 DONBE X7 b Azl
201341 H2 HOD 8IEN D 18 HEE T 2 BB E IR AT "L EHIE LT, 1| BHRPRETH -7,

ik 31 &0 ks,
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4. BMOAEBREICK T 2 HREE O BE Bk, DB RRTFE
BI3IZR L7z 12 D KA T ST 2 NGO EER by 2. FoFa sz v ) (O) L X
FAUEF (AN) Yo7 Ay (O) | EERREOF U Fa s b T ) (@) IBWTHE LK,

ik 31 &0 ks,

HL7=DIE Kok Tho7= %, LinL, EED
RERFREBZ LTS Two-step 7 /MIT
X % OEC O, MR- ThlEE D
SN REIEEORKELETIEZ SRV E SR
Tu5 9 —75 Excess energy &7 /L Tld, #ifa
Y XA BETs a7 4 VRIS
TRLF = mEl L 2R ROS #RAESELH T
ETHIEEZEND EEBEZONDN, R 1T O
EIIXIEE A LEELARANE STV ), L
22 LIEAE, ROS 12 & % EHER725% 1T OGS &
SRR T STV B PO g v
Xa BT VIZBVWTHLRENKIZELDR T ©
JEENEE TR Y | KB T TIRE L L R
B ELRIEECTRREZRoTNDH I &
DRI NI,

6. FARIEHEAL O3 BE I DIRFE & [E14 55 B E 3
DEH

[ T TOIARITEIAL O M ES ki 13,
DKW RATIBIT 2 HARIEAL DA D ikt D
B (S50 {(By), xbY) & LTRBBND,
[ 3 DK A2 bV EBEMD By bR
HMLZBRRETTO k@ 1 HOZRLZX 51
RUTe, 2O ky OHGRAE & EHIED & OFLE —

BT 200EMNOHTD, V—F—Ialb—
#— (HAL-C100, ®IH400t) Z M TSR
ZiTo7 (¥6) o AMVT hvwA T TREL
TeFvFxarsz B VIiZx LT 260, 580, 1750
pmol photons m s D 3 DD IEHRE (AL kL

-
[

0.012

0.008 !

0.006 - !

Kk (min-1)

'5.0.004 - !

0.002 +

-0.002

Local time

5. EICIsT 5. H 3518 ORIBEREMLDE
EERDRRZE(

EH YOS 7= 580 285 (EAR) | AEHE

i (A TOFR I OICARTEHEAL DR EEEIK kyi %
Frxarz vV (O), xTFTATET (A)
Yooz 7 aas (O) | gEEREOT X3

27770 (@) WCBWTHEH LEZ, CHk3l &b
%,
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11 e ———
580 pumol m? s 1750 ymol m? s
1 [ 7 4
09 i
€ g
W o8t ? °
>
W~ ;| O mEmsuwE swE e ©
® CEREE A AN
06 - X EERMEE FHEE ) \i
0560 5 10 15 20 25 30 35 0 5 10 15 20 25 30 B 5 0 5 10 15 20 25 30 3
Time [min] Time [min] Time [min]

6. BELIKEEMIT & DRNDETFNRE FORE

260, 580, 1750 OIEHRE TWHACKRIEDF a7 BT 7 UIZ 30 DO NIE 21T o 128D FolFm DAL

10 R ETHE Lic, FHEEOMIZBIIEANT MANBEH LI by (

B L7, SCHR31 L2,

DIZFR L) THRE L, FJ/F, DEZRIE LT,
T A7 RV & & R IR O i = R L
F—%ZRD, FrXarshU VD E;ZHNT
ki R L, F/F, D% I 2L —var L
DRXHE, EEROWEMEN @ THD (X6) .
SFPME & FH RO TNILS % UANITIE - 722
B WIS AT RV E Bl X0 HEED
HWEEBZ AL ENTELZ ERRIN
Too JEATEPEAL OREE EEA I S 72 5 & | [\l
WOMEERE L5 Z ENAREL 725, X6
DOFNTZ 37 B A R EHE A ARLEL D Gk T
A L2t 0T, RIERPMEH 2O @HIL Y
Fy/Fo O < MERF S A7z, BT R 2ME) < R AE
TO FJF 3 FORTEREN D P,

y = (km + kpiXe((kPi+kTeC)Xt) /(Kpee + k,,i)>

260, 580, 1750 pmol photons m > s D JEHRE T D
R H E 1 32 L2 0.026, 0.062, 0.033 min ' & &
H S 7o, BHEEEE L H 5 YT £ ClibEEH
FEIZHBI LTI L [BHE OB R EEIZ T D &
—EIRDZERMBNTND P v U D
B34 580 pmol photons m * s ' TIE[EIE 1 JE A% 260
umol photons m 2 s ' IZEERT AR Y F/Fy A0
B CHEFF S 72, L2>L 1750 pmol photons m > s~
' 13 580 umol photons m* s ' J ¥ [HI4E 5 AV
TLTWD ZEND, HITRDEENRR I 721F

ssgnm {(E,0), X)) & it

TR IERICETRAEAREERD D, BED
B S BIE R A a5 72728 30 4y DO RS T
PHEEA K & < #1T L7=, 1750 pmol photons m s
VX AR D B D e b G TR EE A3 IRV BR BE IS AH Y
T 5, 29 LIRITBKREED T Fa 2 0T )
U3 S L7235 E . CESETT L, JeA R
IR TFT 252 M PRITE D, e—eA Rl %
HET % & 500 pmol photons m > s ' 30 ¥ THEFx
HEHENRICET S 200 T 2ol b
DHEP RO IEERNEORNVNIRETH D &
EZohb,

7. FRIREE T OIEREE & RS

K 5y AT 28 0D v g T AR VIORE R N D K 4
90% % ko TR BE TR MO HL I 2, %K T
oy DD HITIEERIE ST LR, 29
U7 BRI 72 & D0 2 b L A BRER I8
L CAEET 203, MR O R EIC B3 5 08
TIFEA TN TE LT, EREBIZE T 58
FLE DR BAREIEIC OV T ARG ThH 72,
IR G CUT RS 00 B TEH & B4 0D 3 BE T2 4R
DOCPRF TR 278, Wk B TG I
Fo TWDHEOEERNE T HBEITER S
NTCHLDHRTHD, 2FEV | HERFONAEIX
HEELRZETHD, ForFarshv /s V0EE
BRI CONBEOER % | WIRRFB T 2 ERTE
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K7. Fr¥ar v VITRT B EEREORIOERHEHEE

WK (A 13 BE A0 O L2 72 B & R 1T DR AN I ITHE Z 223,

FOIREE (X)) I3XECBS O NPQ

CEYRISPLORENNAE 5N D Z LITMA T, OEC DI L 2BENRMZ bND Z L TR I OBEEI R

B2, MPoOREOSFITELEARE R L, REOADD FITHREEDO 7 =0 F ¥

MALDOEREEH NS I a2 —ardbe,
Ey MIFFITERNZ BB BT, WAKREIEE D
FJ/Fa?3 1 H T4 FIREELS RDHERBEL 2o

7= 30, — 5T, RO WK IR & [E U OGRS
ERf o TCWGAZFET DL, 1 ATF/FalZ

FIEErIchd EHEEShEZ D, 2oz Enb,
WA OB EOIEIZ T a2 H U 2 VI
Lo THFICEE TH D, HIRIES BRI
e SBREECEAT AT S Ui 2 01X fEi T
HDZENIND, O LT ABRIRREL,
YXRa s v ) OERICEELEZ TWD L
Zzbhb,

HLBRITVE 22 453 2 D66 iAW 03 5 O RE MR IRE O
FERREREBAE & L T, MEFEEMEDO NPQ
(d-NPQ) 2N b TWAD ™9 Z g, Wi
BRI SN RV F =R = F v —IT
SINBL L THERIND Z T, K I KKISH L
DR ZHETH D, Lo PV THiz
WZHER L7z 01X, B EORIC X% OEC Ot E
ISHLHRRFIZ K & < Il & TV 5 s T, d-NPQ
CATER 72 2 BB D IFTE A RIE LTV D (X
7) .

FrXa s BT VIEBOEEEIZIEL by
AT B0 ARBAS D B 5 Fpd iR © ;’CF%‘?J 7‘7’:
REICAEETTHZ L I3H T HIZOWR - 72 BRELIC

— 3 FERLTND,

EBETDHZENZ, —F T, RO T TH g
P TLIE: 72 P AR 2 5 Gl BT 7235 T — i =

=—Z A LT D, B o 1 R ek 2 b
RCHEAENZS BEHHO AN EL DN &
DD EATEHEAL DG N HES A3 75 < RIS 239
HaAX MBI ONDHTD AEETRLE—DS
 BRRERCHIEICERLE DA S, £12. FL
BRRICEFT LTV DICHbEbLT Sk a s
A1 7 L #EE MIACH &3O ARTE AL O B E
BHRRKRES BT, FrFaszhv /IR
FIERICKERI A N2> TWDOIZR L, H
KR ARG D b D % [ < Hh % fi 2. C
BO.ZIICaAREHERLLTNDEEZ LD,

8. BbYiz

HE AW D & D BrEE~ i T D BR D Hext 5
OO L2 LT ABICKE R A MPREET
FAX—ZRBIE LN 2 ENETF DD, MR
BWTIX ENTZA U AR ZRFSZ L 72
FTRVRONTZRARER= XL —%2 L
WCERTINE VORISR EHETH D | FFITIC
)b 2 AR B R R OO E O DS E O BEIG 12 2Rk

EEATWS, ITH, BAIZERINTWD T8
BAE NI AR RICE 2 5] 2oV Th,

TRNX—IN L% O HEFERKEOENNEET
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Atg1 AtATGl1a-1c, 1t
Atg13 AtATG13a, 13b
Atg9 complex
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Atg2 AtATG2

Atg9 AtATG9

Atg18 AtATG18a-18h
Class 11l PI3K complex
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Atgb AtATG6

Atg14 Not identified
Atg8-lipidation system

S. cerevisiae A. thaliana
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Atg4 AtATG4a, 4b
Atg7 AtATG7

Atg8 AtATG8a-8i
Atg12-conjugation system
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Atg12 AtATG12a, 12b
Atg16 AtATG16L
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