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OREBF LR A L B 2 40 LT 2 EDIITH Y, HLAERHD L5 TEL oo T
O, TRIZZBA) I T A2FROEILD XD RGHTh D, LExRBRNIEL

S.Maruyama et al. - 1
BSJ-Review 12:1 (2021)



FE BB aigr 12:2 (2021)

WA
Ta D 2020 -9 H, MWL LTIRIOTA L T A o TIThIICHE 84 B4 FEXR
BT, ERMAT LG~ 2 TRl & AL T % Z Ol OFiEitiz B
%LTNJ&%LtvyfV?A%ﬁ%Lko%&&@@DTﬁUV%9?4ﬁh5%ﬁ¢
WFFE 24T > TV DAIFRE N —RIZE L, N—F ¥ /L7e [5] O T, FTOFFERE &It
T D, E%%ELT®@&&@E§%%Z5%%%&T5_&#T%t,kﬁﬁbf
W5, Fox MBI TN IGET DI C, Ak E B B b O A e &,
LR ZILSRE L T FEMZAINT 5] LW RAFEIARSICES, 4RO Y R
U NIZEDIZDDRLBIINS I o T=m, FTH TEeh —HE2BREZED 1)
EVH B HNER TELRIEBITKRE o7, ARBER, 20T VRV Y ATl
LCIEWFEFEDO T 2 b0 ZHMIC L DRI Tnd
AT HEWRT, TR 2D 5FM7EE W) R TE 5, BENS BTN~ 72
f8 & U CRE DRtk S 4L, £ O TITHRERDS, & L CHEn, En) Ko, FBERE &2 o 1)
@@%ii%%®£%tﬁ METH ORI CTEZ, 29 LIERAE, 2REHET 5720
oy T OBMRCEE 2T L0 S, K0 —b SN EER, kxR0
E%%ﬁﬂik Rk r B o TERLLE LY, THITERRSLEM, 50T
AL T O L)L THEBRTH D, Bl ITMlaz 2l A TRxTEH e L TR EX
2, ANVHTRFZRENREDO L IIHANEMTHZ LT, 2EORFMNEEND D02 %
RCWEZT T LRWINgE, EHR0o bbb 2 ENTEX 200250 ZHMIEN
7205 % DEHE OBERRAMIIEIL, ESICZFD SMUIE DREDY | ITHELBTHHEDE 5T,
ZHTh, AT RT ORENEONETZT CRET 2 Z &3, FAT3RT &Z DM
EDFEDY, DFY TAZFNTRT ] LHE I NERFZERICEE) T 2 BRMEN, —DoD
FLEVELTHALNDBIE, ZOEREGOE ZZRMNIZI T 2N EERTH
0, Tk TAZA NIRRT Xy hU—7 Meta-Organellar Network (MONet)] EFESZ &4
TX L), L BEIUHEKY ZEFOEZFEDOE R (Claude Monet) H &[T U & T HFIRIRO =
MR- HD, BRI OIEICES S IHROEINPVBLELZ BV EZ, HORKIZESI A
H LW 2T L= X 912, MONet O X 9 72 el « AT 780, &<HLvAE
WMHPOFERMERD L HVIFLTEAS H, BERRT I LB LTCAREDY, BRI &
PRELEHTROY, 29 L BERORIE) 22000 LT, Zhund YT 55
FET2HLWEYSE] ISHEREELED, YRV T LARZOMOEE, ARIENEEL
BT L EEo TIEEZR,
BB, ARHEDTHTICIRANTEN-E2TDO 4, £y VRV vl LTI HEE
W BTEITREIET e DA R Yo L — B AT A O B k) ICEFLR L BT S,
ARIRTHEDTEH DERRIZ & T, B LWEWF ORI Z2ETHHEE 72 b OPRERIZ B 2 m)i,
B CABICIR DI LA E KD > THEHIT D& >0 LR ENTH S, DKL AR %
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1. [EFL®HIC

BERRIAR BRI 10 (EELL ERNCBIEDY T /37 T VT %O FREAM RN A L7
ZETHALZEWDND, ORI S kT 52012, BRIKITITME 07 ) LGRS/
DIIFEL TND, BAFRIRT ) DIEA BRI WA BIm FA2a—FLBEBRT52L
THEBEROEIEE XX TD, BFRET /) ATZa—ThY, —HOERERIITK 100 28—
T LIFET Do —MINIZHEE D TR AT 5 B T, — MR Tar—bo Ak
KT ) LBFIET D6 bd 5, ZORBEOEFET /AL DNA 75 T HIRCABERNIZEIELT
FET DI T2V, DNA [ZHFBAICHE &9 D2 DAPI (4',6-diamidino-2-phenylindole) 720
HAFEE W TERER DNA Z bl TAhDHE, B DNA TTBRISHE A LT/ NS/ s L C
BlEsND, BEREARALIFINDZO/#EL, AR DNA A RNA 3 F-oS ka2 g L
HAEKREZER LIZH O THY, BB\ T ) I B 22 S D & R T 5 (Kuroiwa,
1991), BZERIRIZIITD DNA 43 FIEa I NI Io ENTVDEB 2 HIVD, 3T 10 ST
Z 3AALUT- WG R AT R, BB ERERRIRIZEO T AR DNA 1349 1/1000 DY AR ETHE
MESILTNDZ LT, ZOXOREIIRIEICH - T, BB REARIAIT DNA Hi - B s 55 -
BIROPRELTHRREL, LA MAIIL O LT HHEMRR AR EREL X2 TV, AfE T, &
RIRIZB T DGR RIND AR ERBZRIROREIEE, TDOX AT Iy I3 HHIEIZOWT, i
FEIHLINTIR > TEIAZER DNA DRSS I RS A TP O TR IR L T A2 b,

2. BRABBRAEDZ V) EEREZTDHEIL

BRRERRRIT, 2 < O%A, SOCBMEE TER 0.2 pm 12 & O Z2BK O A & L THl
BINDH, 1980 LD, 2 ) ITER L TaREREZRRR 2 AL PR 23 A 03,
HAZ L E LTl IMIZ T T & 7= (Satoh and Kuroiwa, 1991), F 3 MIka 6 (4 F (K% K
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L, B2 R iEMERIALEL (Nonidet P-40 72 O)NZ K » TEBIREMRE, AUV V00
afEE G Ny 77— HND R E L TERKRDOERZRL OO LT, ZOIRZ KR
DEAT v 7 CHEEES MR L2 ) DR SN - AR BRI, DNA SHERTEHEOEE 1k
HIGPEE CREFL TV (Sakai et al,, 1991), Z 9 U TR S a7z R IRIZARIR O AL RO AR
Mrafme LT, WS ODDOBBEIRERIRY X7 BENFEE S TE 7= (Nemoto etal., 1988),
TV R~ A DIEFIRERRR D EERER X )7 8 & LU TRE S - AREE R T 58 (Sulfite
Reductase: SiR) (Sato et al., 2001), 7'u7 7 —BiEEZ A L, EOZLEIIZEDL D & L H#E
7E Z41% Chloroplast Nucleoid DNA binding protein (CND) 41 (Nakano et al., 1997; Murakami et al.,
2000; Nakano et al., 1993), 27 > —F 5% /37 /E LWL Tu % Plastid-envelope DNA-
binding protein (PEND)72 & Td» % (Sato et al., 1998, 1993),

2000 FERIC72 D, 7 MERPFIMTE D L 91T~ T 2 &, MEOBERIK S /37 H D
BEHE R & DT 72 EI2 R0, BFRIREERIK S R 7 OBRBFOMEAIRFE DB L2703 ] HE
Ll oln, F I CHERMAEREDRE & & A (Matsuzaki et al., 2004)% HAz & LT,
HLEE Cyanidioschyzon merolae \Z 35\ N TRl D FEERZARIK # » /3 7 T D—-D>Td % Heat unstable
(HU)DFEFLE R 1 D EERMAARIRORERIA 7% 2 — R L TW5D Z & DFE S 417z (Kobayashi
etal., 2002), & OWBIEFRIFENTIC LY, HU IZ5k#EE Chlamydomonas reinhardtii |23\ T & 3
TR O EERERIR - CTh D Z L /RS L7e (Karcher et al., 2009), L2>L—J7, Hiififij
7 VT VIV T 4 7 I Klebsormidium flaccidum, F8Y = =/ Marchantia polymorpha <°#_F
I T HU BRI S doTlc, 7 L7 VAT 4 U AEEETHREDE N
RECHIVUIHAEL, B=a 7138 Ly & L CThEy ok b eyl otkig s L < kL
TWD EWbivd, YOk L% THIE R kO HU IT3EREEZRR R B Kb, BE%AE
Yy K DORARIRIR T2 & E Hib - T o 7= Al BEMED B 25 (Kobayashi et al., 2016b),

SiR [ZOWTIE, £ D% in vitro AEHTIC &LV A[IHH)7Z2 DNA 53F O 0 7o e B iEER % 2
&, EREHEEN H D Z & DNGEH S 7= (Sekineetal., 2002), L7 LE D BB BEAEIKA~DF
TEIZONWTIE, =y Ry AR =3BV TR EINTZbDD, v af X T X by
FRATTRERINT, PRI L > TELEHThHoT, £ 2 THRA RIEWFED SIR @
7 X WEELY & 2 EELSIHESINC K o TREIT LT & 2 A, BERRERRIKRTET 2 L HfiE s
SiR (21X C K2 50 7 2/ FRFEE O %\ VBl C-terminally encoded peptide (CEP) 73551
CHAET D Z EDRH BN R o722 LD, CEP OF R SIR O EFRMERRIKR~D JHEE K
ET D EEZBNIZ, & 2 TERBERMKIERMER O v A X T XF SiR (Z¥ =D CEP
EEG L72F AT SIR AFBLS WL 25, THIE Y BERIREZRIR~ D RIED HER S 41, CEP
DB REARRREIEICEE THD Z LA /RS T2 (Kobayashi et al., 2016a),

2O LIEiivE T LT, Bk TIZBHRARO TIRGHE] (2R L, B5IEMEZ R~ BEK
DNA-RNA-% > /X7 G #4518 % Plastid Transcriptionally Active Chromosome (pTAC) & L CTZEAfk
FHNRE R UARNT 9 D AT M T4 C & 7= (Hallick et al., 1976; Melonek et al., 2016; Pfalz and
Pfannschmidt, 2015), AT HEREEEE 1T K E < 22012901 H D, 1 D1 Plastid-encoded
RNA polymerase (PEP) & FEIZN HHIETL RNA R Y A T —¥ Th D, ZOMEOa T 7=
v MIAREKT ) 2Za— RS T2 08, HillZlca— RREhi v IV~ RFICk-> TR
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E—F —RPRMEOHIE A2 217 5, b 9 —DlF, Nuclear-encoded plastid RNA polymerase (NEP) &
FEEN AN T VA7 77—V RNAR Y AT —BTHY, filaZica— R FEhTns, Zh
OOMRICLVIEG IN L OFEKRERFORBRNTIEHETHY, ZEFRI A br=y
TR B SN, 53 KO T atvw s 7, AT L—TFREEDIERK, £ 4% 72 RNA S 4
> 737 % (Pentatricopeptide repeat (PPR) % L /X7 E /2 ¥) IC X H @ EZRT, A LE
mRNA & 7¢%, & L C—7F, mRNA ORLZEIT 3 MmO R U (AN L - T &l Z S
% (Stern et al., 2010; Komine et al., 2002; Nishimura et al., 2004), Z#LLIFMZE, DNA Vv A1 L
—ANBIE3 %5 DNA O L EAMEEE DO 8 b AR ERBE TEGHEICTET L &5
LD (Salvador et al., 1998), pTAC fi#dTIX, = 5 LM T2z 7z b BEREE T OlA
GHR T RE AR, WEICFEIELE S E T2 LR ATH Y, BEOITEDOTRENESRIC
Eh 7o THEICHREE o T,

HEES L7z pTAC W3 X FEAR DNA 25 ATEY, T a8 L LB IR %2R 3
(Hallick et al., 1976; Pfalz et al., 2006), g, FEFIHMEE T pTAC B 2B+ 5 &, Y
ZHR T 7o 3K DNA N X VX BIZ K> TV 272 EN TV DT S u7z (Briat et
al., 1982), 2% ¥ pTAC B/ IITEAREEGTIET T TR <, @FEK DNA O D 72727,
BRSLEEEZE IR FREELEEL EEN TV, TOROOREBEREEAD ) & [HREHE
B LW H) ToDRRDEEAETR L T HHFEOTIILL, BFEERIZEIT S DNA EHE - & -
R TR O & L COBRBEIMED B EZIRZ D L\ ) —DD T —/LZmT THIE L
T Z ks,

2006 FEIZHEINT Plalz HIZX Dy XFAFLvAX—REL B pTAC T T
X, 18 DX /X7 (pTACL-18)M3[EIE & 47= (Pfalz et al., 2006), = 5 5 pTAC1 & L CH
ESNTZ U RIEE, e EMBEEOETR T & LTHRESNEEEADY RE b OBEE
BERRIE 2 v RV EThH D, ZOTr_XTROMEENS Whilly (REEER) L4 onk
ZDXUNTEX, —ARHH(ss)DNA ~DFEGBEE T T . SAIET 1A X F X720 T
H AT 25 R T-(AtWHY 1) & L CRIE &4 (Desveaux et al., 2002), 727 1 A 7 Ol
K+ & L THERET 2 & W ) SR H - 7=(Yoo et al., 2007), L>LEEX V7 B x Bz
HIRNJSTERRATICE D, v rA XF X FIZa— FEivd 3 2OMEEE T D7 T AtWhyl
&3 ITABENR, AtWhy2 (3 ha > RUTIZRIET 2 Z LA/ S 4L (Krause etal., 2005), 2008
X P U E R 32BN T Whitly 1IZEFERERT apF D7 NV—T 1N A haDATT
A I AIKF & LCRE & iz (Prikryl et al., 2008), 2009 4Eiid s 1A XF XFIZ
BWTAHEKY ) 2O EMEREICEBRL TWD Z EN/REND (Maréchal et al., 2009),
Whirly (FEFEED 2 WITHIREZIZEB W TR D 2R EE 2 R LT b eHfEESh, &6
I BERRAR D DI A~ DB LIETTIRBEIZIG Ul v 7y - L CT¥RET 2 S W o G b
FEE STV D (Foyeretal,2014), pTAC3 & L ClRIE SN F V)7 B X, BRI
JAKFFAIZ PEP EAHAEAEH L CEDOIEMZHIET 5 2 L1280, GRIEEETONISENER
BFFEICBD D Z EAURIN TS (Yagi et al., 2012),

2012 A1, P UE R a v OARBERKRORBRE G &, S 5B O AR BEARIARERRL
H XY (ZmWHY DI T Db 2 3 2 72 » TR L 72 R IREARIRE ) 2 H B
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THBREARR O 72 7 a7 4 — MENT T (Majeran et al., 2012), Z OfENTIZES
WT, BERIOGRERERRIR Y R 7GRN Z, DNA HESEEIZED 2 DNA Vv A L—
AR, HRBESCHR G4 TN B D RNA R U A 7 —F, PPR ¥ L /R EHE, Bl LIcBb D
URY =RV R =27 w7 —R17E, 2Tl 2 0 "7 RN BB IR

RORERKKE 1 & L CRIE I, B35
BEREAPGRERIIB T LD
TrEZOEENTIRTHD Z L
2, BTV TEMITFONRD Z &
Lol

% LT 2012 4%, Melonek &% pTAC
DT 0T F— MENF NS, BFREY
RiIED T=27RF) & LTSWIB F X
A 2N TEEERE L
(Melonek et al., 2012), SWIB KA A >
S URTEIEI Fay R TR
CHRTEL, I b3y MU 7 Ok
R DEEEREL TS LB
Z 55 (Blommeetal.,2017), SWIB
RAAL X, e el
KUVET VRSO RFAAL
(SWISNF) & LCIREShi=b DT
& (Bennett-Lovsey et al., 2002), ik
Belp & OBFRRERE TITMmIE S
R, RITY BREERIED 2T K
FIE, O DN T, HU 72 &
OB KD Z R 7 BEnG, B
R D SWIB & /X7 7R 8 s
E, RACEZRZIONTETZOND
L L 72 v (Melonek et al., 2012;
Kobayashi et al., 2016b),

~
]
~
-~
J
~

3. BRIEAEKKEDIT-H OF|H
e BBk RE & DNA D FHEE&
D MER %15
INETOMEND, AEREREA
X FERICBIT D DNA EHR &R -
55 - IRE & HESCERR O P TH
D, ZEIEREE L O X R B O

Time relative to the initiation of cell/chloroplast division (hr)

B
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£
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AN
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AV
QP
-3:45 ~ -2:15
A
b\_’w)\
T N
M/

-2:20 ~ -0:50

-

& 3
&

TATA A=V I XY Z D NI ERR
IC BT B ERRABLARR DA & RS, (AR
rsmwu 7 4 VEHFKHENT, EREOMIEE RS
(CHL), # i3 YFP THEH & h 7z BRI
(HU:YFP) ,
(CHL+HU:YFP ) , [Rf ] 1% 55 A% i o> 24 B hd %
00:00(HH:MM) & L 72Xl 2 /R L Ch 5, 703
T B, BERR AR DR & AR L, D R5E T
BICERREE SRR NS, BT F Ty X v
AR (F) &, £ oW (90 4
M) CiiikE nzEE OB k),

Kamimura et al., Comms Biol 2018 X 9 th%

H 17 6 EAE DS R
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BIRTHDZ ENRHALNI > TE =, L B moc1 R4k
Lz D@ FRRIC LD T, BEK . _
BERR RS 6 R IR A BI04 7 2 1 e e BB

% TGRSR EICE B s | M}

THAT Iy CROM, M, BREEL A
SH 5 (Kuroiwa, 1991), #k# C.reinhardtii |Z | /’CLL)‘\

%, 1 ODERKRST- K 80 = B —DhERE \U}
K47 7 I (%9 205 kbp)STE(E L (Gallaher et wwons d

al., 2018), T4V 5 SEIHINTIE 5-10 fEIE & DEK @O\

RO LTEL0ERTIS, 8

L2 U B o0 & & & & 7o g 5 CIERLIR
Bk O BT 5 L, thookey N2 HERE mocl ZREORRAN LI
48K x < B7p o T/~ (Bhara et al, D TERFARILARAR D LU, B AR TIEBRIR D
1990), BB A BIC S0 o TR S U, 3R
G ROBIEE T4 7 A A —vy RIS & 2o, BEERA~0H%
JOH R BT, EPHEE Tk X B i AR INS, 2L, mocl Z K
A SR L RO R s O TR DR L CLE 5 201
1% & BRI DT » CHET 208N e AT RHTIERC I NS, Kamimura et
S T DT, Fox 1B ZE TIER & al., Comms Biol. 2018 X v &%,
ATEBNT v T IR A FR I A IO, FifiE i 2 HRie C& 5 =4 7 ajifkT
AR ZBATDHZEIC LT, &6IT, AT CERMERR R 2 ERRBH 5 LT,
TRV BT & T2 ARz ENE DO DNA FRRAE 3 SYBR Green 1R LT <, F
TR ha s R TEARIRE CRIRFICHRE L T LE 9720, ZERIRERRAR 255 LI
SWEWIBEE N D~ 1=, & Z TR L7z Creinhardtii D 3ERAERE RO 3 2 7[R HU
(Karcher etal., 2009) &8¢t 5 /X7 '8 (YFP) TEGRTHZ L CZ oA kL7, Z b
DFER, A& TR IT 2 ERMIARR O N FMR A 2 2 Z L ITH R THIO TP LT,
N IXERE 02 um I EDERRIEE T, BZOLFT7aA FEIZT >V I—ERTHn5H7129,
T A EENE & B R D EERMREZARIR DY, BERR O FUTIeN o TIRA ISR S 4L, U ekn
PAEED RO L, ZHo0h ISR %2 57 < K O ICERKERIZIZN > TVnE, 5
HERNITERRERRIIER ARy U —ZRA~EEB L (K1), 2L TEOXRY U —
TMREEL, DE5E T & & BIZERIREE A~ & T ACICEHHEE S L7z (Kamimura et al., 2018),
R DIZREZAILE FREIC & i 5 BN R BR TH L L B2 HivDH A (Terasawa and
Sato,2005), = 5 L7z [BRIR—-A v b7 = Z7HRSERIR] & v 9 BERIAERIAR D fif{h P EE 5
ATND, EDXI) B THEECEZONTWE DR, 22 0EYENERICO WTIERHF
TdH o7,
CORMIZH LA NBRFERNPVEEZDDERERN LT, @7 7I FEST AD
monokaryotic chloroplast (moc)ZZ 5K T 5 (Misumi et al., 1999), Z OZEARTIE, FRRAEZ
FRIRN 1 SOBRICEE L TEBY, [ERIR—-A v b7 — 7 RSERIR] & v 9 TERMARER A D 43 24
YA IZADBHFEBIN T, Z L TZ OERIERALIRIARIL 3 H OB ISR IR R L) EFIC
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TSN TLE - TV,
HREIZ 0 i, R
(N EINDY ANV &
0, HERRAR S R OB HE Rk
(INPRERUNGG/IES S SN S
BT DD BETH D |

TEEFELTVD, IO
ERETHEI LTV
Hka/ SRR B

MOCI BLEFIZHOWT,

OFRRIBEDORBRF R

Ving A7 DNA
ARNAA

TR INAN
RN
%g Z—)\—34JL DNA
LGS ) (UBT
wEEnE rig)

% u%;\
2)
a N\
oo
AN o
\ ]
Chloroplast \ T,

Division cycle ‘m
24hr X
(12 L/12D)

%Y NO—ZRORBIBRIE
Wz 2RI BEEL BV . ¢ s
HEALZEHORRAT & DNA U e aa
S~ A —ta Q/J"( }fqtl ~
B & - ) A 2 nomeiiacus RUFA S>3 S REBRICES
e pie 1 . L RIBtk DNA DFORME,
WEN L DT 2B 2 72 - —ARHMRIC & R —) (— A IABE DR

ToRER, MOC1 # > /X%7
7% DNA FH[EIRE#E % H
METHDLHEY TPy
v a v HNERIC
UlWr9 2% HI fi# R R
( Holliday  Junction
Resolvase: HIR) CTd 5 Z & 23iEB & 417- (Kobayashi et al., 2017), 725, BRIREERE AR
ROFRIRIE, HIR 12 X 5 DNA — AU (single strand break: SSB) & Holliday junction M fi#Hf,
ZIUC K DEEREAR DNA 43 1RO T#&A ) O, BTV [DNA A —/S—a A ik @
fRIRICE > CHlERZ SN TV D AEEREZ BRD (K 3),

BERARIZEB T D HIR BEESNIZDIXINBD TOHETH -7, T DOk OREEMRITIC
£V, BERAR HIR (MOCL) 1%, 7 2 /BRI L~V TiRIE & A EHIEER 2D H D 5
T, AEM O HIR EABERNZIEF @ > TWD Z EMN/RE N2 (Yan et al., 2020; Lin et al.,
2019), & HIZ MOC 1, BESCEBHICB W TITEREKDO AR LTI hary R T 5 ) AD%E
EMERIEICEBRL TV D Z E2VRENTEY (Kobayashi et al., 2020), FOEEMENETF7
HFHEZHED TN,

3 DNA supercoil fillffll % 5f& & 3 2 AR A D 5244 4
7 MR, TERRAALAR IR 1L ZERR AR DNA @ Supercoil #i& % Z D%
& LTk, Supercoil &2 MOC1 2 v X278 (=F ) T4~
v oa VIFEERESR) 1T X 2 —A8 DNA U ci#ii I ng
T, TERARAR ORI G v AT s L ZE 2 HbN5,

4. BHYIC

R BEARR ORI T OFEARIX, HEOWIEOES & LIRSS, s Rk
IZFB1T % DNA B « (&1 - i35 - FIFR - BInOMRERTIRTH L Z ENiEH S TE 72, L
I LBREGELBFENIME, 7130/ REREOZEICE b7 O BRIKBEREERO X A 5
2 v 7 RJERE - RTEZELOFIEBEEIC OV TUIRTEMNZ D, 2N E TOMIEND, K
DIJEHE L DNA 731 DI ITIRWFABIRIMR 3580 541 TH Y (Odahara et al., 2016), #EH
WZER 577> 1A X XFT1% DNA gyrase (Cho et al., 2004; Itoh et al., 1997)<°> RNaseH % % {K
(Yang etal., 2020)IZ B W\ CTEBIREZAREDIFERFE N HE SN TW5D, 5% S HIZBFERERE
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RO REREERIR O, I L OME x ORERIK T D70 THEREZ RIT L T Z 21T kD,
BFIRIZI T 5 DNA L - (1] - BEOFEMR S THEE R SICbBL N TEHEA I,
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1. [FC®HIC

JAMOFERE L U THEMIIEZFIE L OGRS ZBREN L T\ b, Lo, AR TN
BTV DKBEEOETHRRARICFIH SN T D DI TlEWy, EOL Zh, HHRKGE
CHEERH Y, AFOKREHITZOFEEZ KX MBI I FLF—E2EFEAL TS, T,
Z OB 2 FX TN & > TRIBEZR WO A 912 15, BT E560%, AKX
A RN CBRE) S5 2 & THEAX R LA L AEFBR L, EAMKIEOEBREE BV R D
HACFROKTE « WIEAGIEEZLTLE S, b LEIRNE, HEBUKFRIIIERE T HHH
MNIZDOREBEE XX AR RZ N X —2{EDL N TE LY, RN TIMELTL
F97A9, UL, HWEZRNET A7 7L h2Eo THET HHEESR, XoThA-T
HLHNTL DREDE R Y, Hl2ZZ L) BNV Y- HITERICE L L D, ke
FEOREMIZT TR, WERWER ETHLRE, JV—rUr—F—, KEEBORITIF
EDORFHZRIZTL2Z 00, OLNKBEONIZEL TS X IR AZRY, £,
HIER DA RRAEMNTIETE & XN 2 3R EHIS A D = R A &2 TR Y, RN U CE
IR AR LR L TN DO Th D, ARRTIE, EENINE THEMEIE LTE T
Bk 2 ol & U ORI 2/ LoD, 5% O EREEZEZ T VERS,

2. RERIZBWTHERTS

FeR s R A RIS, BB L E 28 (BEFERNCHAE L2 EE X LI TWD, DG DIRERIT,
KRN X —ZFH LA FEZIETH Y, —OONALF R EEIK (Photosystem [PS] 1 35 &
OF PSII) CTHEEEh =415, HALFROGZE BlbGET 5 70 O SLifEME T, o= R ¥ — 2RI
LizZuau7 4V toOERBE, saa” o ViERTILZ VX7 BN, Z R0 BN EE
W27 a7 g VORI T L X —RZEDFRAET D, RAHNTIIART R DO BUG LN
MET DR aa 7 4 VT ~ETFAX—RNZIFEIND Z T, UBEOALZRIG
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DET e,

SAVZERIE D Z =2 A== E D FRE DT RN F =25, it f L F—(mETH
UTRIEIZ AW, —DD 7 ma 7 4 Vo Rtho s a7 4 Vg~ L% —%
ZUHET LY LR EZZTRS &, 77 o VdERERE~LBFRTLIZENTET
(IERIBEIR I > T L o, WREENERE TIE, —HEMIEORELZFHFEL, Jun
ANGFDREET D RV EEDS DEMEE LRV, R, BERROFTHEn &
SOND PSILFIERLEOE & THRES TS, BEPRICEDRNV L~V THREND &
HEOBIGRAAEE L GEFR “JEFHE” (Takahashi and Murata 2008)), Fcf&A9IZ IXARALAEIZ B
N5, FEYCEIEL, X H s aa T o LOREIEILZME T 57202, LAY
Yt (Non-Photochemical Quenching, i## NPQ) & FE(E 2 PhtEiEME (K 1) 2z T\ b
(Horton, Ruban, and Walters 1996; Niyogi 1999),

B DOKEEHK
1500
e
S5 BR
o s =P T E—
B ,
N | g i Xy ’
¥ g 500 s % 57
H3 o) KRR EDNS - R | N
KT RILE— £ ) s
500 1000 1500 %I}Eﬁu
BEINZH
(umol photons/m?/s) (N PQ)

1. HARISHH BAHHRIEOBEE

HEREUEOFFRREA DO & CIILENE S 5. S5 (NPQ) [T M

ELTERVWE IR RN TN X —ZUHTEA N =R L TH D,
NPQ DFEM7 5y FHEREIZ DU TIE 2016 I A fR L 72 A RAFIE (5 2016) 12380, 22
TIEZDORFEZRLH T 21T L EOTEHLS, NPQIE, 7 mu 7 ¢ LS RIBhERAEIZ K - 7B
(B DTSR 12, TORMETRAX—Z2MLNDOIE TRERAT LT —~ L BT 5 A
H=ANELTHONTWS, ZOAH=ALILY, HAREWIRTEILHDOLETYH
ROILNT RNV —ZBL L, LERGTET TR X —2FH L TR E G %
FHLTW5D,

3. NPQ [CBEEH B EF

NPQ [IHA D ABIEM: 2 R T REM T A—=FD—2L LTEHBENTND, BIEET
2, ZL OMMEFERR 7 a7  VENRIEEZ#E - T VECHEEE, B LEoWYs
VWTNPQ Z3Hii L TFH Y (Demmig-Adams and Adams 1992; El Bissati et al. 2000; Wilson et al.
2006; Peers et al. 2009; Bailleul et al. 2010; Alboresi et al. 2010), YA AW E T 72 Y B b 1
JEA T ZANTHDZ ENRahoTnD, RIHTIE, FITFEROERZNGREYNTH Dk
B & i EAEY) O NPQ IZBE D DI+ 2 #8045,

1990 FEREL T A, B FBIRTFOEEN) LI, T VY (Arabidopsis thaliana)
ST T o HNERKA 7 Y —= 2 F )33 S (Niyogi, Grossman, and Bjorkman 1998),
PsbS LTI DT T aA NEJRTES /327 E % KR L7 AE T NPQ ASIEH ITBRE) L 722\
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Z EMHRTHID THE Shuie (Lietal. 2000), 4 H & TIZ, PsbS OFEMIZR 5 FHEREITAR T
RS SN T RWE DD, < DEITHFRIZE Y PsbS 1ZF T a4 RiE/L— A ARl DOFg
&L, NPQ OIEMAbZ Y R— b HLEB2 5 TN5,

PsbS (TFkEERDIARAEMITIAS REFESNTE Y, HHRREC 2 7 I b R1TF ST
VN5 (Alboresi et al. 2008; Bonente et al. 2008), L72>L 215 OEMFEIZISUNT PsbS 1E, HEE
WA DZFI LD H NPQ ~DHFH T/ WK 9 TH S (Bonente et al. 2008; Tibiletti et al. 2016;
Alboresi et al. 2010), T, FREECa 7Y TIL ED X 5 22 [K+72 NPQ DIEME(LAZH > T\ 5
DIZAH 2 2009 H\ZHEHEE 7 T I REF AT (Peers et al. 2009), 2010 #(Zb A Y U A x =
7 C (Alboresi et al. 2010) FHRWNTH R S/, LHCSR EMEZILD NPQ K1 Th 5,
LHCSR % PsbS & A TF 7 a4 RIERTEX 37 ETH Y, #PFEIZIE LHCSR1 & LHCSR3,
b A U AR I72F LHCSR1 & LHCSR2 BFEET 5, BRAIZ, BEAY Y HRIrD
LHCSRI1 & #k#ED LHCSR1 138 nF - 77 X/ RS, o FHREE I W CRMRIERS m Wb
TiE<, HIETEAY U AT RIS ®D 250 LHCSR 73 LHCSR1 & LHCSR2, #k#ED 2 >
@ LHCSR 73 LHCSR1 & LHCSR3 L4 D1F 672721 TH D (Alboresi et al. 2008), we s
TV ETRELZHBLS D LRV, ARIZBW T EBEOMIE % bt T 5 %
FLEAMSEE LW E S, AR L, FEETIIWVT o LHCSR 2 K4 L7254 TH NPQ O
TEMAVIZ A 72 2 B8 B DIZxF L (Peers et al. 2009; Allorent et al. 2016), & A U 3 /r
TIZLHCSRI1 28 £ Y BHEIZ NPQIEMEAKIZIEET 5 2 & s ST % (Alboresi etal. 2010),
BULRTZRN Z & 1C LHCSR 3k, 2 7RSI TW D T, HEE D 5 137
Mo TUVRUN (Alboresi et al. 2008; Niyogi and Truong 2013), #kie & = 7 Ha4) 725 PsbS & LHCSR

DO GFEE-~TWbAZ taEX DL, #ib
X BLAE 3 2 HEE A O JE2E DL LHCSRO

. . — Psbs|
LHCSR N kbhi-niZ LBt 5 (¥
2), 7=, T WIE LHCSR % PsbS H4 L HERIEY
Tko67, &< £ 5K+ (Orange LZ?;% _
Carotenoid Protein, OCP) 75 NPQ {Z%&59 | «+--- —_— .
HZEDDIhoTUWD (Wilson et al. 2006;
Wilsonetal.2007), ZALHD I &M, —k -m%wsk—————-gg
ST RE S A TR D BRI AR O — e
A2 IRf 45 C PsbS 35 L UVLHCSR % FH V72 NPQ o
TEMEACASIE OBETE S HENT S, e b~ | 77T =5

NI HEIYIZ Psb @ NPQ &1

SRR PsbS it NPQ T 2. HEYITERAICHF B NPQ EFDEL
Mg A EIE -0 Bbih b,

4. JDOEHRZEFIA LI NPQ EFD KT

AIEIC R L2 k912, BEORONEARAEYD NPQ #F 9 [+ & LT, PsbS & LHCSR M 1%
53 %, RIETIL, (BoEAIC AR ORI A BT 56 2 L1270 508 b0 NPQ K+
DIBUZDOWTHIT LT2uy,
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ZHETORATIIEN G, HMEE AR 2 THEMIZ 31T D PsbS (THFHICFEBLL T\ 5D
ZENFIo TS (Li et al. 2000; Alboresi et al. 2010), F 7=, =7 HE¥ D LHCSR & “1E
\Z73EHL LTV D (Alboresi et al. 2010), & D—J7 THE#: Tl PsbS & LHCSR & ¢I2 L - T
BIDHZ EDGH > T 5 (Allorent and Petroutsos 2017),

FREEZ 95V VIED T TR T % & NPQ IKFIEF BT, TAUT - T NPQ OIEM L & i & 72
WV, LvL, OEZUBEYEICHET & NPQ [N F DR EIEMEN B L, FEHRE L CERIICH
AIREZR LV TCH R NERET S (Peers et al. 2009; Maruyama, Tokutsu, and Minagawa
2014), Z DO X HITHIIC L » THRIAFE I N D FkEED
NPQ 1 ThH DA, WHFEIZRY €D XS 7Rt o6
W)l BEEL T NH LN > TET, Eﬁiéﬁ
{Z1%, LHCSR @ 9 & D —-> LHCSR3 (T I HF AT
Phototropin K17 7 F/VRiE L RENTHIRES ﬂ’Lé)
WA BURTE D> 7T IBENR & o)) & e ) BBLFHE S
#1L% (Petroutsos et al. 2016), — 57 LHCSR1 < PsbS (%A
ﬁ%i@%{:%%%’ﬁﬁbf%ﬁﬁﬁémw%®%%
N 7 FIARZITIT AN NZBIR TH S UVRE &G L
T % (Allorent et al. 2016; Tokutsu et al. 2019b), Z D X 9
(2, WAL NPQ KDL G K O AT KL 2 Al LHCSR3 LHCSR1 & PsbS
N 7 FIREDOIEHAE D L 70> THR Y (X 3), FERRK | H3. BECBTAINIEL
EEDTBEBEOANT R TERZBENEHRSEO X Y | NPQ BFORE

N — 2 Bl LT nETh D Z N TSI,
FRRIS, T REEFELIZING O NPQ KT ORBUX, #THEMOIER X A I v 7 % HfilfH
3% CONSTANS SCEEZAEMNTARAF 45 55 [KF- Nuclear Transcription Factor Y 75 72 2 ¥
BRTEAERICa hr— L &N TS I A3 R LIz (Tokutsuetal. 20192), Z U2 2 C,
%R EBERTEAEROIEEIT B3 2% F 0 ) A—BHEESRIC L > TRIZHIE SN S
ZEEHLNIC LI R %A%ﬁwm®#ﬁ%$(ﬁﬁmm»%%%wakﬁHMﬁ
D), FEHIIETHRE, ZOXIIC—RICEBAFEN L S > THEBICIIFALRENT
%ok@,ﬁ%?%ﬂﬁﬁf%&w%w%%t_iofﬁﬁm%éhé,&wﬁﬁﬁ%ﬁ@
BLRZRV SIS BT E LV IT 7 > TE T, BRI O HEHREIRET D IO LB R
NPQ K ¥ D3 B &, HERARD I 72 & FHIIE D2 FIRIC X5 HE 0@ G T 2FmIc
HIE 28k 71, HMROER G N EIIC [ AXFNVTRT | BEEZKIILTVWDLELE
25,

BB, TR EHRREED LHCSR 720 SR 2 R B E A R D O NI BT, [ Eof#
WCd HHEE R & LT, AKROHPIZAERT D REEIL TRV EICl S s v s
DRBEERDBER L THDO0E LILRY, A% B & REEOISEIZOWT, flilg
NI 7TV T DRIIRET, ZHUT L - THIE S 412 BB O @M & R L2~ Tu <
Z LT, 4 HORBERDOIARAED OHMEACRFE KA DI TN Z E A BIFE L7200,
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5. FRHERIGCDEMEL

SR, D F D NPQ ITHIER D YA AT STV D BREMIGHIE TH D 203 5,
T DFEMIR ) FHAE IR R SN TV D (KENICHET S NPQ EREFIC VT
%, FEHEDFER LUTEA R (138 2016) 22 L CWEdud &) o BlziE, #HE
EHHEY) TIE PsbS 2% NPQ VEME(LICEE BN L 5 Z L 30> T\ 528 (Li et al. 20005
Lietal.2004), PsbS Z® % D713 NPQ s T D D7), & DM PsbS LA NPQ it i3
FIET DD, EOEGRIIRIERE TR, BIED L Z A, PsbS 1TF T a1 F— A Al
DALz L, 77 24 FIEAN O macro organization # 2L & ¥ 5 2 & T, X777
Z N8 (LHCI) O|EEIZMED NPQ ISEFHFET H L W DHFAB A LTS (Li et al.
2004; Kiss, Ruban, and Horton 2008; Kereiche et al. 2010; Goral et al. 2012), 7272 L, & ® LHCI
23 NPQ ZHH > TV DD, FEFRIT in vivo (23T PsbS 73 LHCI D¥EEZE S & 29D
7>, LHCH DR NPQ IZMZER DD, £ < DRI DO W TTEE R B E I LW,
BlERETA TRIAA A=V 0T, invito [IZEBT 5T T a1 REF#R, B2 78D
BRI R E DR A LT, MEERREWICRIT D INPQ DFK] ZHE X 5 X O Ieffsue
AR D,

HMEAE SRHEY) D NPQ HIFZE & L C, a7 i D NPQ IZRE B AFZE D 13 & < 1372V,
T CIE NPQ DFEMRE X MR RN E Shvoobh b, B, = 7% NPQ %419
LHCSRI1 1%, #EE FAEY D PsbS & ITiEVY, FAVHRT NPQ iEHEAFF> Z LGS Tn
% (Kondo et al. 2019; Kondo et al. 2017), Z 15 OHETIL, AR X7 EIZxT 5 15
TorYERE - fRATZBAE L CR Y, GEICTHEFICTE 2 Z & TIERWVA) 5% O in vitro
F NPQ fHiiiEDFRE L R D D TRV EHIFFL TS, ZTO LI, aFziEho NPQ (2
WA TH D LHCSRI X, TNHH N NPQHEAFFOZ LNV RIBEI TV D,

TIX, #%#EO LHCSR IXE 9724 9 7> 2 LHCSR3 % in vitro FHERL L, & D4y THERE 2 b L
T RATHRZE N B D, 2 S DATHFZETIE, invitro IZBWTZ v 7 4 VA GO GHE
53 F % RIGHIZFEHL S 72 LHCSR3 & HAfRd 2 Z & T, LHCSR3 Hi{k7S NPQ % BR#) L5
52 EEHELTCUWD (Bonente et al. 2011; de la Cruz Valbuena et al. 2019), = < fxift, =27l
¥ LHCSR1 % ff~_7- ¢ & [k O EBR R ZFIH L, KIGE CHEL L 7= fk#E D LHCSR3 (2R
% NPQ iz >\ C, L7V > FfE SN TW% (Troiano et al. 2020), W T OHAITE
WTh, LHCSR3 IZZHMH S NPQ UL & LTHERET 2 2 L 2RI LT 5,

ZIHDOEATHEIZINZ T, 2013 FIZEE HIETF 7 24 RIEIZEIT 5 LHCSR3 DJRTE, 47
THEEEMENT 21T > 7= (Tokutsu and Minagawa 2013), & D&%, LHCSR3 1IHALARDOHF TE
PSII |Zf54A L, PSI-LHCSR3 4 THEAEREIT 5 Z & C NPQ ZBEi§ 5 Z L2 AL
7o BV L 72 PSI-LHCSR3 #4r A AMNIZH T, LHCSR3 73 £ D X 9 IZ NPQ 12
HESTZOPNELIZ-Z D L LTWRNE OO, Bonente H 12 X 5 (Bonente et al. 2011)
EPFETHE X D &, PSIFLHCSR3 # 4y FHEGERNICIE W TS i El 22 b = v % — 23
LHCSR3 ~E{REIND Z L TEABIZHLESNTWDE DL THETE 5, WS OMEEED Y
IR FIEOFE LWRREEZE 25 L, 5% PSI-LHCSR3 #84y FE A RO Em R o /N
#7x, LHCSR3 {KAFHY72 NPQ ) Ttk D e N iIfs S %
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E AT, FRRITEIEDZRIC L 5> TPsbS & LHCSR1 %, T L THANLDOZRICL T
LHCSR3 # Bl ST NPQ ZiEMH b S50, 78R 560 EZFHTHILERNHHDTE
AHIM? WTHRO NPQ K7, 7mru 7 ¢ VElE CBEEERT U Ny FTh D
NPQ HAIZEWT 2 Z LIXMEWR W, Z O30 —Ima ] T2 9 i RRENH 5, (T
ZREDEEDIRT DRI N—T DR TH % 23) LHCSR1 & LHCSR3 D45 1-H&HEIL,
EIRLERDIOT,

% 5%, LHCSR3 23 PSILICAE G T2 Z & & fLH L72%, LHCSR1 (22T b [EEROfFAT %
ToTe, ZOREE, LHCSR1 XVt b RIS 6 MEISH S L T 53, LHCSRI &%
ELENPQ DFEKREWZ D Z LldHikiehnotz, &2 TEHE LI, SAMIEKRFA ]
REZR R OF R ZIE L, PSIBL O PSH 2N, & DHWITH KBS - EREKE H
VT LHCSR1 & 1R 72 NPQ % 3l L 7= (Kosuge et al. 2018), 9% L < Z &1Z, PSI ##f/-
PRV BFETIL, BAERESC PSITL DA% KR L7 BEE L T, BHEEIZ NPQ IEMENK T L
TWDZ EDBHLMNTR 57, ZiuE TLHCSR1KIED NPQ 1% PSI Z /&4 & L THRAEL T
L) TEERBLTVD,

ZO—EOMZEOF T, %EH 52 LHCSR1 Z2WNaT 2 HET 7 2 REZ W C NPQ iEME
(b F CRE R 7 v 7 4 VN 24T 72 & 2 A, PSIEOENXT 7 F (LHCI) 7>
5 PSI ~E TRV F—REMEES N TWD Z 2R L, 2085, LHCSRI % K4E
LEEERMROTF T a4 FIETIIBIESh R 722 &5, LHCSRI A7 NPQ #tE TH
HTENFRERLY ElpoTlz, PSINMETH D Z &, PSILOENLT 7 5025 PSI~ & bt =
FNX—BENEE HZ L, PSIIEPSI £ 0 &= /UF —FHhENE < BRI bR E
B TH D Z & (Krieger-Liszkay 2005; Savikhin 2006; Croce and van Amerongen 2013), Z @ 3 ;i
Z#[E 79 %5 & TLHCSR1 [ LHCI TA U7 it = Rr VX — % & 2 TERHEIR PSI~ LT EL,
feg57e PSUIZH1T 57 v a7 ¢ L ORI 2 M6l 751 &SmO 2I2E 72 (X 4),

%% LHCIIZE L TPSIA

LHCSR3T
IXRILF—HEE

TRILFE—ERT

LHCSR3 &

5 A M
| . | LHCII i =% Sa=)
PSII-LHCII LHCSR1 PSI-LHCI
BEA% BESE

4. #XEIZHIT5 LHCSR #FIA L 1= NPQ D4~
LHCSR3 IZF N H & Tl 2 /L X —DiEE4 Ly, LHCSRI (X PSI ZFH L7z i@ — %
VX — T BT 5 Z LT, ARG O IR L F 25 PSI O phiEd 2 #iH]3- 2,
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6. #HYIC

AR TIRAT- L9 ICHEE Y, 2 7R, % L CRig & W o TSRO SEA BRI,
LHCSR <° PsbS ZFI|H L7= NPQ ### % fii . T\ 5 2%, NPQ OfIflAHIKITE /2> TH Y,
Z OB S BRI STy, B, bl LA S CITRFES LTV S PsbS
Doy THERRIIRTEBICOEN TR, TOKEICET @M OTERRENSHZOREETH A
9, —JH TLHCSRIZBILCT%, a7fi#)d LHCSR & #k#ED LHCSR (Z ®H1 T LHCSRI &
LHCSR3 %) O THREIX B2 > TERY, — 22D T OEEEEZEREICEN NS, b
WZINZ T, it NPQ WFFEDEN AL, ik R I AL D72 b3 AT R I DT R )L F—2
PN OE S 2R L7 NPQ#E S A H S 1> 28 5 (Ballottari et al. 2014; Pinnola et al. 2015;
Tian et al. 2017; Girolomoni et al. 2019), F7=, HIED & Z A NPQ KT DI EIZ BT 2 N o~
TF M, OFD INPQICETEZAZANTRT Xy b U—2 | OFFFEIEE AR5 T
HIRDTZNEDN D TH Y, 2 7 FEYOHEE T OV T O RIS CTRENTH 5, 20
F 912, —FTNPQ & 5> THZDIEHTFCIEME(LIC T DN & 7 F A it | 3hE <
ORI TH 0, BUREA CTHIERIZHR AL D ZAR7DICA AT 5 &R & 2% [
By 2SR AT 2 SIFIEFICREETCH A S, UL, WIZE X YR8l
SO ELEZEFMLTOME (EW) BEW ELEZXDZENTED, 4%, 205
S EPS TREZ O NPQ #tE 2 A M L 72 IS BN OBRZE | ICH A A E S 07y, TR 72 NPQ
BEOMAOIE] ICEE2EL ON, TLTEINLUDIEMPNDIEMZORRN ED X
B LTV DM, ZOTRKERSTFDZNWER S,
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1. [EFL®HIC

HIE D JFALEY, Y, BICED £ T, 2 TOAEYOMIIIE B N TEY, BiEA
Wik, Mo mcy, ok, S har R T RY, ETKELS AV H R T AN
B < HFELTWD, AMREME LT L7201, HENEIZ L > TR E XU 5
NTWDYUENRHY, ANVTRTNANTHT & UTHEET DD, GEiEiEsss s L)
B OXER T5R] THHRICL > THORHEERBTONTWAILEND H, AEEREEAHE
BT FERTIE, WEBAEOMENRE T 2, MMENRE KSR CIRE —EE 2P L,
ZDRIZE o RIERENPFERT H T & T, WENRAERENSEY EiFbnd, ZoZ &
O, FE_HEZFEL LIARBIZ L D85 YEY 25, AW A TR T DI LHERFOZET
bHLEEZ, TNOLEERTIEES L ER, EaCA AT 3T ORIREBHEICEb - T
WD DIEREWRY, S5, ALY, IFE EEITHICERE LTE 2T TR
L, SEIERIEOHLE LU THIET I Z L I<MbNTEY, EMOREE KT EHE
D—D2ThHEFAD,

VTR T VT LR ORERRIL, B ENICEFT AREAEMTH Y, O EEM
DANHTRZT L NH Z LT, RETHIVUXERDBEBICALET 52, MIRNILAET O
DAL, THHITHEBRICH Y, HEROMER D AIUX, [F UBRFRBER AR A
TORREND Z LT, RFTELNDZLEHLZ, ZNTHE, EWoA VT 3T O/
HAED, BRRE ORI DD &85 ThHA I KRETIHE, RE1EDIEE DA GRS E,
HELEVWSTEHEND, EMTHLYT /NI TV T LA NVTRTThDHERKD /) 12
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HFEAET D DONE I TVE -,

2. ERAIEEOHK®RME

AEMISEIERIBE D THEZGR LFAIHT D, 2 0EMIIEET 501%, U VIEE%
ARIEO FEAER > & L THW DR Th D, Efiias, < SholZnZEhyfia L 7
—OMIEITHE L, HEWMIROMIEES I Fa v R 7EGE, Shiiimie s Rk ) VIEE %
TR ETD (1), L, WYME OF VT T Th D ERE (BFEK) 1Z64TH Y,

BREEDIZE AL ZEIRERN ED D (K1),

BRI EFEENAEO “HEORTHENTEY, ERARIXE DL, REMRBIEDETH
HF T aA NEEZNTICEKT 5, 77 a4 REOREDK 50%i%, 7 vr Y te—L
DAG)IZH T 7 b—AN N TG LIZ, F /0T vy T vy U Er—/L (MGDG)
ThH(X2) El, TV F—RE 2051 b DV HT 7 v VYT 7 Y t&r—/L (DGDG)
%<, F7 a4 FEOIFE DR 80%ILZ b 2 FEOH T 7 NBETIELRTWA, £
STz, ANERF )RV TINT ) Ea—1 (SQDG) &9 ik Z & ek E 23K
10%H Y, UV REEIL, EVD 10%%2 505RETHL, DU UARE ORI AT 7
FUNTVEr—L (PG) ThHY, ZOREBMOERFETII~A T —REFEETHD, ZD
91, F7 a4 FBIIFEFICa=—7 2FE THAR SN TEY, MMM o AR5 &
RES BN D, o, EREOWUKES, 77 a4 FEITIZRWARRAZ 7y Foral o Rng<
FAET 2LSME, 7T a4 NIREET X5 RIBEM E 72> TR Y, LA RO D B HER
DOEEEME b FEETH D (K1),

ShaVR 7R 7

N ERAEOFIOAREE
oA SO
CL g Synechocystis sp.
PCC 6803Mf&
|J‘/ °
g8
| ll
HERRE

‘ ‘ /7//\’]7")7|

R R BHBERAE

X 1. EYIDFINHRSEDT)INDT )P DIED RS B #H 5% D) EL B
RILIYINLEBE SN = ZFERADTF 54 KIE (Dorne et al., 1990), H)I50—TEFNREFREFE
f£ (Alban et al., 1998), YO4XFXFMI IV FUPEE (Jouhet et al., 2004) HLUaD IO
fafE (Yoshida & Uemura, 1986), ¥7/\77)7® Synechocystis sp. PCC 6803 (Wada &
Murata, 1989) DEEE MK ERT . PA; RAT7FIVEE, CL; DILIYAYUEY, PC; "AT7FIIL]
Y, PE; RAT7FINIR) =TIV, Pl RAT7FIIA )Y b=Ib, PG; RAT7F VT ULO—
)b, SQDG; ANKRFIRVILITZIIIT)EO—IL, DGDG; JYHIDIIILITVIVTIEO-IL,
MGDG; /A0 I7VIIVT)E0-I,
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K 2. ERAEICHEHOCEEOEE
R1,R2; ikER 156 LUE 17 D7ILFIVEH, o; oL, B; B BLfiL,

ZOXEHI, BRERITIEFICE=— 7 RRE TR I TR Y, MMM O LR L K
X< B s, W, MPMIRNT, AREZTN IO LD RBERRIEEMEE L ODIEA D
D ORI T D8 2 2 RO MIN L AERFIZRD DM & L2V, RETHD X
I, EDOX I RBEMRFETIZR NI ER Do TETND,

3. ERARELLT/ NIV TUTOHEBEERIZETAHEBEREEER

VT IR T YT DOF T a4 REX, MGDG, DGDG, SQDG, PG @ 4 DDFE THEK S
TEY, TOERBHEYOT T a4 REIZITV (X 1), ERAOEFRIZHRNILE LT
NI TIVTThHDHETHEZNLIRBELTEY, FRIC, BEREFEOIREMKD, ~
TINTTVTICHETDHEBEZLORERTHA S, b L, HERAREOAZH S Y
DEERBIB TN T /N7 T VT O—RIEEBKTHIE, TNEBSEMTHLE LD
FRIMHZR D120, FEERIE, 2RV ERD 2 LR LNITRo TS,

£, MGDG DA, WML T )X T VT TES, ¥ 7 /377 V7%, UDP-
TN a—RAL DAGINSE ) JNai T s ) Eua—u (GleDG, X 2) & IINZ/ED,
EOWMESEER D 7NV a— 2% T 7 h—AIZEZM LT 52 & T, MGDG AT % (K 3),
Z OFFREG & BMALSE, ZRFEN MgdA & MgdE &) “oDBERICE it
(Awai et al., 2014,2006), —5 T, fMIL, FEOMEARE L TUDP-H7 7 h—AZHN5Z &
T, —BEOMISETMGDG 28T % (K3), Z20720, fix, ~7 /377 U7 D MgdA
CITEEDE 72 < B7p 5% (MGD1) Z B EICICH WS (Shimojima ef al., 1997), F
7o, HEMIE MgdA & MgdE b FF7272\, O FRBHRITIC K 5 &, i O MGDI B st 135k
AR OFRF OB FITHR L, ELIEBEOHEE)N S, —RILEDIBZ HLIHIT, 1Y
X7 CICZDOBEBETEZHES L T EHERISIL TV D (Sato, 2020), BEASCHMIL, FRELHE
FANE O & O EHERL U T2\ s 1 & MGDI OIZ b BEL Fo T DN, Th b DB T4 L
DEDITHEHR LTI=OD, HEHOELEEZ D D Z THKENRTH D,
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UDP-Glc UDP

MgdA MgdE
UDP-Gal UDP Gal UDP
UDP- MGDG DAG MGDG DAG
GIcA UDP
Sulfite H,O | sqdX, SqdD s
SqdB N
UDP-Glc UDP-SQ UDP

3. eI/ NDTIPORIBE & RERETNICEANIBEER

HEYICE B ORI ERRENT, Y7/ \0T)7EEOREEFRINT, MEICKETIRBEEX
TR, 3k, HYOBERERXFET, Y7/ NDF)T7OBEEEXFTRT . IEE O REER
RIEEMRIIREBDORYDATRT, Glc; JILA—2A, Gal; H5D =2, SQ; A+ /iR—2A, GIcA;
SvonviEg,

DGDG OARKICE L TiE, M <ThLy 7 /377U 7 Th, MGDG OMPEFEEIC A 7 7 k
— 2% b 1 TR T L2 ETiThbiusd (KM3), 20, ELLD0EMBFRUKISIZED
DGDG %A d 228, FhZzfiid 25 DGDG A kEEFEEE T ORFIXY T ) NI T VT

(dgdA) L Fe LtEY) (DGD1) & TH72% (Awaiet al.,2007; Dérmann et al., 1999; Sakurai et al.,
2007), 7 /X7 T U TIIMMZ A 7D DGDI 2> TE LT, [ LYo 7 /N
TT VT HATD dgdd wFi> T2\, FEMOHWD DGDI ORI N7 7 U 7 hk
T 5 AREMEDNEVY (Sato, 2020) (X 4), BLERIEWZ &2, B EEMERIC T —7 77 AFH
BT DA L JKEBIL E L B b, WX A 7O DGDI % Ffi=72\ N, JFhaflssiL 7 /
N7 T VT HED dgdd % BERAKYT ) MZa— RL, JREOEEFESY ) Joa— K5 GEH,
2015), —J7, MBPEDRLEFEITRREECME BREY) & RIBRICHEY) 2 A 7D DGDI D # % I FF> 2
EMD, FLEOMYE, b LIEh o & URTOEEILEOMIE, 7 2 77 U 7 HkO dgdA
T 7 ) TH¥D DGDI & EHE L TR > T TREMERE 2 B D (Sato, 2020),

MGD1, DGD1 DgdA | SQD1(#THER<), SQD2 |

TR
(REBE. [RIAHIE)

ST IINGTT * ST INGTFYT

D NITIT DN TIT

=33 327N

STINOTIT
USNDNITIT

Al

¥ve

4. WEEIT)INDTITPDRIBE & REBRORKREFR

V7)1 F7)7ND SQD1 & SQD2 OREATIFENFN SqdB & SqdX Th. FIFED SQD1 IF, #
EPHEYD SQD1 ElHECENZRICAIE T3 (Sato, 2020) , Y7/ 1NDFU7D—ERIE, SqdX &l
Al SqdD £V EEFEE SQDG & RLICAWSN, SqdD DREAYVIFHEMICIEEELELY,
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%12, SQDG DA RIZHE VN TIE, UDP-A /LA F ) h— 2 DA ZAT 9 B2 (SQD1/SqdB)
&, ZEIMBANKRF ) R—A% DAG IZHE T HB%3% (SQD2/SqdX, SqdD) 723FH5-7 %, 4H
WD WD SQDIL <2 SQD2IZFNF T /37T U T D SqdB X SqdX & @i A o
MW, YT INTTIVTOY — REFMEREEZTERT 5720 (K4), —RIEAFRTIEZW
RN (Sato,2020), FEE, HEALIHEEDO R D, SODI B3 TH 5, SOD2 i&
B —RIAE L0 DRNCES SN TRetEn B S Tun b,

DX, T 77T VT LTI, 77 24 REIREOMBIIIEFIZ L ELD 23,
MGDG DA AR L HE T2, F£72, f DGDG X° SQDG DA R WV 2 R B
FUE, TN TV T O—RMEERRTITRWEHENI SIS, 61T, RO Z &2 PG O
BRERBICBNTHRIBREN TV (Sato, 2020), G F NS5 Z LI X VIEENAM S
NHEVINEFEEZ D L, Ric UTHERMMRICERBI R IEEMEAE, —WwIAEIchks 5 &
BRDDEA DI FRCERT X, WWOMLHas, 7 /777 7 O—kMAEX
D HIZ MGD1 <° SQD2 %5 L CW Rt CTh D, 2F 0, v T/ AT U7 ED—kdk
A, HOEDCDRIONT T U TG 2D OFENRE A R R RS T2 15 L T - B
ol D TR >, LWIHIEHTTHVHELOTHDL, bLEI THDLeL, HAELH]
DHTTICHEIREZ A L QW BN 2%, VT /07 U7 LAk L
7, LWIOIEZFBAEETHS D, BREETII—2>ORBAREHIEE 200, 5% O%E
DOHERIZE Y, =M’ Gond Z E2WFLTEV,

4. F7I24 FIRIZEWTRIEEENE S &E
AT CIE, BERMADIRE A FIZB D 2 s 108 — R AR CTIE MmO ATBEMEIC DWW Cigia L
oo LINL, Tl xZH7E-1E LT, BUFET 2BESCHEMOERKZ, 7 /777
T ERBEOIEEIC LY F T aA FIREHEL, 7 /77 V7T LRAEOBRBREM DA
KEITH, € LT, FREDEARICBNTHY &EH L, WA TBBIEHBEL TS LD
WZHZ D,
ERRIZB N TH YT /AR T U TIZBWTY, 77 a4 RERE TR b2V OIE, MGDG
Thd, tMDOF T a4 NERE L #7225 MGDG O EE /8- L LC, WMEEESNA T 77 h—
A2 13T EMINED, HITIET A 7S E R TE T, Rbizifind a7 & &
ENDIET A THEEE TR T 280828 535 (Shipley et al., 1973), MGDG 23R FTHIZIE D
HETATHENT 7 aA FIEOMEIZCEE THSH LRI TEY (Garab, 2014; Murphy,
1982), HEREIK L LT /87T U 7Icdl LT MGDG REWVWDIE, TD X H 75T A TIEE
ELTOME.ERLEL THDENH00E Lt EE, MGDG OA AN E S 1
TAEY) CIIE B R OEEENE T L (Aronsson et al., 2008; Fujii et al., 2014; Wu et al., 2013), &5
I MGDG ADIFE A EZ KB LIZ A XF AT ERAR T, HEREFREOTEMENE
BITHRT D Z o> TDd (Kobayashietal., 2013,2007), LovL, Z 2 CHEET NI K
I%, MGDG (X DGDG &DOFEE TH H 572, MGDG A kD KB IZ[FIHZ DGDG DA RLIZ
WEEHEZDHZETHD, £, EREDIERREDORKIZ R Z LT dled, 772
A RIERIERE, SOIITEMEZDO L DDRENRERLELZZTL L LR
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(Kobayashi et al., 2007), Y& RIZI1T D MGDG D EEER 7255 2B 5 0NM2 T 2 DIER S Tl
W, RCZENTT I NI TIVTTHLER, MGDG BkE KRB LT-v T /77 U T7ixE
O BHEN RS, DX REREKIIELNLTW WY, L EDZ &0, BRFRIZBW
T, JEARIZEIT D MGDG 73 7 ORI fSmRIZIE & A Edro TRy, — KT, 7 /N
27 U7 Synechocystis sp. PCC 6803 @ GleDG £ ME(VEEFHE (MgdE) DXRIBZEBARDIRITING,
BLIERODEE R STV D (Awaietal., 2014), = O mgdE 2 #AK1%, GlcDG % MGDG (2
BT X229 MGDG & DGDG ALK <2, b viZ, BAKIITZEA LR 6N
W GleDG Z @& T 5, ZORRKIT, HEBIEHCHEMICH 2 BRE O E L RTN, F7
A REEETERR LEMNIBNCAEBT TE DL Z &b, H7 7 MNEENRELS TH, GleDG #4AK
TENIHERRCEBTEZITZADZENHLNTH D, GleDG bABMEIETN 7 /v a—2 1 53
DIENENTZD, FETATIFE L LTDO MGDG OFEIZRIZFTZ 5008 LILRV,
DGDG IZB LTI, Wi TH > 7 /237 7 U T D Synechocystis sp. PCC 6803 T, Z DA
B0 LB R DIEERHALFE R ~DEEIZ T D MHIENME T 955 (Dérmann et al., 1995;
Holzl et al., 2009; Mizusawa et al., 2009; Sakurai et al., 2007), EE BHIKIZARETH D, 72721,
Synechococcus elongatus PCC 7942 Tl DGDG NAEFICHMATHDH Z EN/RINTE Y (Maida
& Awai, 2016), T OERMIIFEIC L > TR D, v uA XX+ O DGDG KIEERIKL, B
AR EFRRICRE LTV T T2 50T 7 a4 REERRT I ENTELN, F7aA RiE
DELWEIHNEBZ 5720, ZORENT T a4 RIEOIER 2 IEREHERHCMIE TH D DI
U2 (Dérmann et al., 1995; Holzl et al., 2009), —7J5, SQDG & DKL, v A XF X
TOF T aA NEORICH &8 % 5 2 72\ (Yu & Benning, 2003), L2>L, FkEEdD 7
7 X REF A (Chlamydomonas reinhardtii) Cl¥, SQDG OXKIBIZ LV F T a4 NEDORE
BN Z D Z ENRESNTVWD (Satoeral., 1995), £7-, DGDG L[k, > 7 /375
TIZHBWTIE SQDG % MZE & F HFE (Synechocystis sp. PCC 6803) (Aoki et al.,2004) &, L72
WE (8. elongatus PCC 7942 X° Thermosynechococcus elongatus BP-1) (Endo et al., 2016; Giiler et
al.,1996) NEBY , S LIZIRE T T 2 37T U TV & &b Gloeobacter violaceus PCC
72113 HEH SQDG 2 H 72722 & v (Selstam & Campbell, 1996), SQDG 75 E 4Ll £ 4
BICEENIFICL-TEESETH S,

DGDG X° SQDG & #7210, PG X, ZNE THALNTZT R TOMITBNT, HARSER
WCHETH D Z N RENTWD (Kobayashi, 2016), HERHAD PG Az KB LTI-m A X
T AT ERETITNEREBEIEED KB NI 523, ENEFRIFFC, 57 a4 RED
B ERRE L <HERDOND720, PG PIEAIZKUEATH 2 DTN TH D3, IR
BHLREL, REROEUSTEHENIZED X H BT 20NIENTRY, —F, ¥ 7T
J 7T TR B 2 72 PG ZAIINICELY JAT 2 L N T E 5728, PG KIEZRK % PG
EEDHEMTE CTobIZ, G PG AV RS 2 & T, MlaNO PG 23584 L T < B
DA IR D7 ERFEFRICRR OGN TE 7o, TORE, RO RICEBIT S PG ©
BEEEDEZ KB BMNITR o T, MU FROSUCKHEIIIED & 2T 2 "7 7 V) T Thig ) s
LTCW572%, PG ORERENZ I, BV THIRFEINTND EBEZ LN TN, A
A2 31T D PG OBEREDFEMIZ DWW TIE, =ES (2015) OfREAR EEZBEIT SNV,
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ZOEDREZIZ, W7 N7 U TIcHEEmT S, PG & SQDG O 72 BIFRIZ OV
T2, UUIRETH S PG EFEIRE TH 5 SQDG 1T & b ICAICHE LI EiEi % b
B, BUEREICOEIND, IR XL 91, vuA XFAXFR S elongatus PCC 7942 1%
SQDG # K L THHRHCAEFICH LN REELHET, 77 I REF AR T elongatus BP-1 1%
ARG H DREE DR ELE T HLOO, EFENRKELLAESND Z LTV, b0
SQDG KBFZEBMKIZIIET 5 DIF, SQDG 34 LT a0 01T, PG OFEIGBEEIL T
DT D (Endoetal.,2016; Giiler et al., 1996; Sato et al., 1995; Yuet al.,2002), Z D Z LD,

[ CEAYENRE TH 5 PG 23 SQDG DIEA oy iy, MMREOREL —EIk>oTnD &H
Z 65, EE, SQDG GO KIAE BTN %, MIERE R X0 BERIRD PG A IS TEIME
TlLicvaA XFTXFTO_EERKTIE, EAERFLLAEFEEINDGZ LRS- TEY (Yu
& Benning, 2003), PG & SQDG A HHMAIIZME < = & 1TED e K 572, F£72, T elongatus BP-1
Z O T RE SRS 22 &, bR WEA RN O SQDG 23 58 TWiziai 2, SQDG X5
BRI TIIRDVIZPC B ED TN D ATFEMEN /R E TV D (Nakajimaet al., 2018), Z D L 9
ZRFER 72 BAERIE, BB T ED X O R N LHZ2RIL R 7200 T <, EEEO BIREM: T L8
LZTEBZhoTEY, ZOREHD, MHERZRV VREZFMHETH D, MFHRZRFIZIT
SQDG D fEMMERE SN DD, ZFHIUTHEN PG OF &ML, #ER & U CEmERE Ok
RTINS Z LN, 77 I REFTAZHWIZMIFEIC LD i STV % (Sugimoto ef al., 2008).
Fio, FRETHIZ, VU RZFHIIZY VIRETH D PG OEENBADT HN, ORIy %
5 & 512, SQDG OFENEINT 5, Z OIRNEX, ke biEY, w8, 7 /N7 T U T TIA
<SRBI, SQDG AZ KB L7 T REF AR T /AT VT REZEMET TH
ERRE D SAEBREL R D205, SQDG I2X% PG OFFIA, Vi RZEEO LD
WOAEFIZEETH D Z EDHEND HILTUWD (Endo et al., 2016; Giiler et al., 1996; Riekhof et
al., 2003; Yu et al., 2002), = Z T—OMH L7\ D%, SQDG MAHATX % PG OHEREILIRE S
NORTHD, 2L, ERO L 91T, PGAERE KB LIS ERAEM R T X TEEHNTH D
ZEMBBLHALNTH D, £/2, TT7 a1 FEZIZEALEERTE RN v A XF X F O PG
B RABEREKRZ ) VRZEMETTE TR EZ A, SQDG °AH 7 7 MEEO GBI LT
TaA NEDNERINTZ N0, ZALOREIRE, fFZEE5H< SQDG 25, F7 a1 R
ERIZEIT D PG DR EZFHMLIZEBZ X ONDD, KEBIEHEIXRET L EZ A0, oL
AE LI LT LE -7 (Kobayashi et al., 2015), Z OfEFN S, SQDG 1XF 7 21 NEE
FIZF1T D PG OEFNIMHMTE TH, KAERBISIZBWTIITERWZ LZ/RLTWD,

5. EMICH DN DS HEIEEH

ZIETRTELL DI, MIFEEZ T & 2R OIREHRIZS T /"7 TV 7 & &
<PITRY, Fiz, 0L RARITHEMMIBOMOBER XA LR L, HEIFE
OREENT, FERAOI AR OBERE & BT TE A B2 2 & Ehote, L LUUT T
N B &0, PR, PR A ERAR O TIA LIS bk 2 2 BRI 205 = L3 5
Ml > TETND,
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5-1. DGDG I & B VEEEDORE

UV RZHERZIE SQDG DA EAIEC L PG O &4 5 A, 7 23757 ) T h
HEE, b EMEWICES B L CHEETHILZH 4 ETHA L, S6ImTIE, Vv
RZIEIZ DGDG O Al b BHEITHEMNT 5 Z ERM LTV 5, FRIED SQDG A3 A U Rk A
DOFEMNEE CTH 5 PG T 2 DITKI L, DGDG 1ZiERkA (AFEIK) shCTlid LY E
BEMI EZEZLNTWND, FEEE, oA XFXHIBITHERNS, U REZERICITEER
RUA DIFEIZ 1T D DGDG D& &N KIEIZEIN 5 Z L 2VR &4 (Hirtel et al., 2000), &6
2, vaA X T AT OREMEZ WG, BFIXIEEAEI hay R TEEICHE
L720y DGDG 723, U U RZHRICIZZFDEIFE DK 20%% 5 5 2 &3 Sz (Jouhet et
al., 2004), 7=, Vo RZFUETTETCONZ4BADOA—FALFTIE, va—nbED
AT D4 7Y E v lFE O 5 B 50%75%, HROMINE TI3HK 70%72% DGDG Tihs Hivd
ZE LB MNIZA 572 (Andersson et al., 2003), BRI L7ZFER N A V7~ ADORTHL AL
TW5BH Z LD (Russo et al., 2007), LD OHEIE, D E LTI BT S
DEEbND, ThHOFTIE, DGDG O LT U BB IIHE 2 o3 i A I
BLTWDZ ENnD, DGDG FFFEMICENN 1 SO VIEEZ BT WS Lok, B
B HEOFEERBRER L L TUEEZ 2RI TNDLDEA 9,

Z DX 572 DGDG IZ & 2 FEIRE IO EEMEL, v a4 XF XD MGDG A k& s 1
DIEBARIEANT S SR 5T, A XF X5 D MGDI (AIMGDI1) DOREQ T ThDH
AtMGD2 & AMGD3 13V > RZ IR AT BL A3 % 07275 (Kobayashi et al., 2004), =
O OB O ZEHERLTIE, VI RZKICALN DR TO DGDG ZEOHEMANE L A E
2 572> 7= (Kobayashi ef al., 2009), AtMGD2 & AtMGD3 ®/KIEIX MGDG O & #2135
B holzlzd, ZThHEDOKRER L, MGDG B E S & LTTiERl, VU RZH
D DGDG ARDIEE L L THHE L T a E b, SHICEERERE LT, AAMGD2 &
AMGD3 O Z—BHEEIRTIE, U U RZGOEMOREDE AR I D BN &3 607
-7z (Kobayashi et al., 2009), Z DFERMNE, VU RZIFIZINGOEERE N L TAKRIND
DGDG %, BZOLL VVIEEEZNET 2 L THYOREZBIT 1D EE2LND,

5-2. KBHREBIZHBITDSIHZY MEEDERE

U U RZIFED DGDG BRICE 595 Z LR ginolova A XF X FD AtMGD2 & AtMGD3
ThHhoHD, TNOOEBFOTRE—F—f#fiziTolc 25, VU RZFLSMTH, R0
Bk, S HITITZHMERITHBENZ MO AAERE O TRWEI L RT Z ERH LN T
(Kobayashi et al., 2004), + 1A XF X F OIS < BREOHTIXREE /272D, 7 vRw=2Y
DI E % invitro TR S &2 OIREMK Z T2 & 2 A, BB E MR %12 MGDG X DGDG
DOE BN % Z & AV L= (Nakamura ef al., 2009), & 512, DGDG (24 % Hifk %z M
W SRIEAOEMRAT N D, Oz v a A X XA E ORI DGDG BNEET 5 2 & bR
SNz (Bottéetal,2011), D AtMGD2 & AtMGD3 & B BARIIIEH E MR ICE B LR
SleoToin, EE7e MGDG G EEEEE T Ch D AMGDI HAEM Th HREERILT 57
W, AIMGDI 73 AIMGD2 X° AtMGD3 DAER TOMSREZ MM L7 & &2 b5, EB, MGDG
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ARSI DR R ERZ W ZAF9E00 5, MGDG &kl e 2ERMICIET 2 L vnr A
XF RSO EHELRESND Z EDRENTED (Botté ef al., 2011), {EHEHEICER
JBHHAT 7 MIEEAROEEENHEID 5TV 5, EREMERNIIAEm IR 5 IEFEIC
FEWREZMIZEI R T NE b0 ied, 777 MEEPSHRBEOHEIC—&E > TWH D0
HLALZeuy,

YHA XFAFD AMGD2 & AtMGD3 DA/ RIBITAEFHRTRIZH O R A DRELY 5 2
ol A X TIE, TNHLOA/NY alThD OsMGD2 Bfn1DKIBIZL Y, FEW DK
EXEO/ v 7 0 VE BRI EE 525 2 ERNHRE STV D (Basnet ef al., 2019b),
SHICERTAREHERE LT, OsMGD2 IT#HRMH TEWRBLAZ R L, £ OEE O
BERITREEROR T E2EI SR T ENHLIC SN, 4RI, HTRHRENICE R
4% DGDG AR B DARET 7 (0OsDGD2) bIFET D, 77 MMFEIC L W D& s
T HREE LT-RRCIE, B OFENALE S, MMEARTRE 725 2 LDV RSN (Basnet ef al.,
2019a), NF 2 =T DFEH NG G, BETOROMET W EOATEIREICH 7 7 MEES EEET
BHEWIHIEN /2 EZNTUVWD (Nakamura ef al., 2009), ZiLH OFERIL, BERRIKDOFRE L 720
FHZRE CHOH 77 MEEDNBEAICER S, BEREEZRZLTWDHZ AL TS,

5-3. AVIHZY FEBE LR FLRGE

MGDG X° DGDG 12/ %, XDIZEHOH T 7 v—ABFEE LizA) I HT7 7 MEN S E
SERMEM Y T BRSNS Z ER, HE< MBI TV (Gasullaet al., 2019; Kelly
& Dérmann, 2004), & OREEERCA RIS ITE S < 0> TV 7203, 2010 1T,  HR
PEDMT U7eZERAK sfi2 (sensitive to freezing 2)DJRRBIR 25, AU IHF 7 MEEZGK
9 55 (galactolipid:galactolipid galactosyltransferase, GGGT) % =— R % Z L2358 50T 7
YV (Moellering et al., 2010), FRfENEEHRIZEAL TS,

MGDG & RkfER L, BRYIDOTZ 7 F—A% BEUNLCTEHAT 5H, DGDG GaklEFRIE, £ ZIZ
2OHDH TV b—R% a B THEET 572, GGGT 1L MGDG % #E |2, BEANLTH T 7 b
— X% 2 > (pp BLAZ D DGDG), 3 > (trigalactosyldiacylglycerol, TGDG), 4
(tetragalactosyldiacylglycerol, TeGDG) &L T\ < 7= (X3), #& L 77 b—R%
TRT BT /= WIHIFERALNS (K2), B#EGEHTFTHEo-v A X T XTI,
GGGT 234k L7z BB B> DGDG 1EiE & A E72 <, TGDG X° TeGDG bR H S v7avy, L
L, BfEA R LRAZE b aNTzvrA XX F Tk DGDG & &N %2, TGDG X° TeGDG ™
ERENHBND (Moellering ef al., 2010), GGGT 13 MGDG % FEEIME 5 7=, AV I HF 2
MEEDOERIZE MGDG G&EITEA T 5, #ilke LT, 7ATHELZRY 55610 MGDG
DEIEZROT L & HIT, KEDOBFNRENAY IH T 7 MEEEHEST 2 & T, GGGT 1
BHREIC X A EERAREA~DZ A =D 2B < EHERIS LTV 5,

A XFRF OWFEEZ LR OIRKER T & L TRDD o 72 SFR2 Th 508, WA
PO D BT, [ EEYITIERENICZOBGFORED 2852 L5 Tn
% (Gasullaetal.,2019), i TlE, £ b2 bEHMEMMELZ A LRVEY TIX, SFR2IZED XD
BREREHSTNDEDIEAI Dy, 2D 1 DOEZN b~ ORI L VRS, BREiHE
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ERFIZIV R~ R CIE, HRROEA NV AZZT XAV ITT 7 MEENEETHZ
EMGMY, Fiz, b~ hO SFR2 FEBMGIKTIX, ZOEBMTIEALEZOT, HEOHE
A R L AIZHIL Ip o7 (Wang et al., 2016), >0 A XFT AT OWFFERERIC XL 51, b~ KT
%, B3 5< MGDG O LAY IHZ 7 MEEOHEIMZLY, PAKCRETEELICE S EE
PRI D ARLEALZ I L TWDDIEA S, BREWZ LT, vmA XF X F Tl SFR2 137z
PO A b L ARRZIZE 2220 (Wang et al., 2016), E D X 57 & &2 SFR2 MBI 7%, %
DOFENED X D RBEHETHEIL L CEONCL > TRRDLDEA D, SFR2 1%, 2 /7EM»» S
WD E TIRSRESNTEIY, ikl b ke LY o P RICALE 2 3l Ay P o
Klebsormidium nitens (LARIIX K. flaccidum & [RE SILTWTZ) OF ) ApHE RO TN D
(Hori et al., 2016), [ FCTAZ HITIE, RO RERIEEZL, HERESCREEOZER Y,
Bx I A MLV AICHEINT DMERH D, 29 W\ olmman, SFR2 X ole BB 54
HBIETDO—D2ThHD EHRINTND,

ZDXEHIT, GGGTIEMEEH IR L Egd 2 — N9 5 SFR2 BI& T OffFTic X v, BEML
TREA LAY IH T 7 MEEIZOW T, ZOERREOREIN o TETWD, —F
T, VX A EOHESA RO 72 E DL OIS, a BNLOH T 7 h—RA &5
AV IAHT 7 MIFENEREINTWD (Gasulla et al., 2019; Kelly & Dérmann, 2004), <415 D
FEE X GGGT DIEMEIZ K 5 6 D TidApwn & b, £ OERRECHEEIC DWW T, A% O
RINFFT-NDHEZATHD,

5-4. o0/ TN T)EO—ILOERKERE

D SQDG & %lE, SQDI IZ X% UDP-A/LARF ) R—ADE L, SQD2 12 L5 DAG ~
DANKF ) R—=ABBINC L > TTbsd (K3), vrA XFXFTIEEL L OREER
GFb v Znar—nih, SODI Y SOD2 &, /v 77 v MERKIT SQDG & £ - 7-<
BETERD, b0 6T, VU REZFMET T, sqdl ZERIRL O S sqd2 ZEFRIRD T
XV RWABE A 53 (Okazaki e al., 2013), TAUE72 D, T ORI Z B #1E, v A
XFRFTHIEICEAENZTI 0 ) vy Ty 7)o —/L (GleADG) &\ 9 gt
DOFENRE I8 - 7=, Okazakietal. (2013) 1%, v uA XF A FEARKITY o KZHIZ SQDG D
EDUT GIcADG & &8T5 2 &, sqdl ZRAR S BARE & FIERIZ GIcADG % %18 5728, sqd2
LW EEALIC LT, 2O D, sqd2 ZHAKRIZ SQDG 7217 T72 < GIcADG % K
BHLIAER, VU RZ T TOEEN sqdl £V bif < BAE Sz vl A R S vz, SQDG
& GIcADG 1E, ANBIEEDNVREINILE NI ENEIH DL OO, 65 HBMEET O 7
VT —AD 6D ERRELZFFOZ & D, SQD2 1Z A /LA F ) AR — AHEIZ I 2., UDP-
TN v UigEFEEIZ, DAG ~O 7T v SRR S S LT D & D RGRDEME ST
W5, UV RZITNE L7z GleADG ORI, 4 XL b~ b, ¥4 XA THHERINTNDHD
T (Okazaki et al., 2015), #FHEMIZIA BT DM ATZ LB b D, ADRDO X DT, 4
FHEACFENT 20 6, SQD2 1T —WRILAELIHTA HAEY OS> Tz EHERl ST
b, £ ETHE, GleADG AT DIEMEIXWOEES LD A 90, SQD2 1L 5
GIcADG & FIEME DB LU E 725 6N TR Z LD, GIeADG &7 S D
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DRI Z, Tzl 5RO LA RT b HE L R D725 9,

6. HHYIC

B DIERIRIZ S T 2 N7 T ) 7 & LSRR IR 2 2 2 0D, D L9
IR — R AT KT B7EA 5 VI B IR T, EELLE I BTV,
UL, BERRSCT T 2 N7 ) 7 OFREGHRICEAD ZBIE AR E LD B, EDHFHR
BRI BN IR o7 h, ZDEZ 2 ) —ERETRHITRTWS L OICE 5, & L Sato
(2020) TEEBEINTND X H1Z, MGDI X° SOD2 B—RILAED/HI, SF 0 HERIAZ ESS
% DLBTZ 3 CITHE OFRSE & 72 DRI > T\ & TUE, F005 OB IR
AR ENTIEBIRIZE N TW X T Th D, HIZIE, VU RZEICY UIREEZPEIEE CE X
iz N DHEITERAEMITIR S 25T <, FEBE, 77 a 27 U v A (Agrobacterium
tumefaciens /|Rhizobium radiobacter) 13V > RZIZJ5% LT GleDG X°, DGDG, GIcADG 7¢ &
BREOHNIRE 26T 25 Z &ML WD (Semeniuk ef al., 2014), [RIFEIC, —W&IALIAT
ORER DHLICHIIIZ BN T Y, MGDI X SOD2 12 L A BERE A RGRIL, Vv RZIGEIZEBT
U UIREOREEZ ERBEEE LTt Ly, £, FRNCZEDO X O R 2 FF
STWEND ZZ, WWOMEHMINZS 7 2 "o F ) 7 LIETEZ LR TEZoNnb L
RN, A LT THTERVIRY, 26 ORI T D EEOIA G LN D Z &1
RNDS, BUET 27 —F T OO BEZAEYORIEN D LT OB LN >TETWND K
T, 5% SRS EM OIS, FlZRERN LT IhD 2259,

BRI, FRICHF LoV ald, BUEOHMICEB W TS, HEIRE ORE % BERIR OFSHREIZIRE
T MBI, LD 2 ETHD, MGDG X° DGDG (WA AR E 721 T <, AR T
LEER@EAELTRBY, £, VU RZHIIIRTHL Y VIEEOREEE W) FEEH S,
INET, ZOXIBRMAEBAT DEIIE, WE> T 2 77 ) 7 o—RIAEICL Y #
15 LT HERRE A RCR %, A BSERMBOBEEELIMCHWD Lo Ik L7znZA 5 ), L3
HT2Zebdboleh, TNLABBFETLILENS LA D, [HEKIZ, SQDG X GlcADG
b, BERHMARLSNCEEREEZH > THNTH, FEETIERY, 51T, B E#EYIE, MGDG
EMENCA Y T T 7 MEEZ G T 2B L ER L T\ D, SFR2IZE DAY IH7 7
N IEEL A AR B O HEAG DS TR ORL MR e &~ DI Z @6, W Ol B % FTREIC Lz D)
H LW, SFR2 2305 BT 7 ~—HoA ) IH T 7 MEEUIMNZ G S8k T 7 MEE R
) THROMM->TEY, £ DOEMRIECEEDMINZRITZ, S 5RDMIEOERIZH
WIFF L7200,

Bt
ARG Z AT DICH T HER TS 2 W5 el E s 2L H L BT 5,
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1. [EFL®HIC

e AR TR - I T L1, ENENER DM AEROERAEZREEL TR, EAM
R DIEGARIY, WO NARIZIB O THOLMREE 2RI L TWD, —FF, YOI AL
O KAL (FLD) MIRRIC & BERMADEAET 5705, £ DOfkRE _owfilﬁﬁui e
DO TH#Em SN TND b DODORGERAH TE ST (Zeigereral.2002), E7-p D L HIZE L T
B Do TV, KL, EFH OIFRIAMBOIERRN KL LTz v A XF XS ERKE
HEEL, ZOEEREROMTNE, KILERRIT CO. 0t/ & ORI MRS I HNETH D =
EEBIBMNT LT (Negi et al. 2018), F 7= ALIERHARIIHE AL DBEREIA & 1IX B2 200 E
bmﬁﬁﬂ7/2%ﬁﬁbfkb D & PNKRALERIR DB #5LTV5*&%%%

L7, ARTIE, IO R LT, ZiHvE TIXIThIL T E o ALESRIETZE

%ﬁb IR R AL X EERR A A R T D O 2 T OAEBFERIC OV TR T 5,

2. [ULERAORHE

T D—FETHH/NT 4 AT 4 v (Paphiopedilum) % FRVNT, 1Z&E A EOHEWFEIZE
W CRALIIRIZ IIERRIAR SRS D0 AL E 00 D BERKIR O BUIAEMFRIZ L > TR E
SERDN, FH10-15 HRETH D, [ILERRIL, ERERA LKL TL) 1 XN
—FEV/hEL, 2) FTaf RERBELTEBLT, 3) TV EEEHETLIEVSTZF
e A RS (K1), F7o, K[ALERGEI R T2=— 7 2B & LT, ERBEREITE
MBT=D T T REREL, BEICRD LM T2012xF L, K[ILIERBRIIRE T v
VEEREL, NYUT-5 LT 5 (Willmer & Fricker 1996) , £ 72, BERBERRIKOENT
7%&/A7 F LHCPIL I3 4725 & U b Sd, WERTMLY b =52y, SFLEE
FEAR D LHCPIL X E# O )i % 773 (Kinoshita er al. 1993), F7- COEED L ERFETH D
JLE R 2 OIEMEDNTALEERAR CIXERN A & g L TRW 2 EHfE STV 5 (Gotow
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SR i

',.;' bar = 500 nm

. H A I\ R N

- RERDRFSE - RERDVFE
- TYTUNEEEEREE

1 KRR & RARREORBIERE L
Y04 X3 2F OFAZRERVENER A% BT HEHHE CERULIEOER.

B<IRIF TV SRR T VTV, RD—EB(ENegi et al. (2018)H SExaEk

etal. 1988), ZIU D DEFEI D, KRIALERMAITER LA L 1T B2 2 6EE2F L, A DE
AT = X LINTEET 5 EHEREIND, 2N ET, K[ALERRIEA IR & L TOREEIC
HHLULEMENEIZBZ b TEY, [ULEERBITER LT v RO asEw %z,
VAR a AT 5 Z L CRALMIROIREE A B &, [ O A RET S LB %
S5 TW5  (Willmer & Fricker 1996, Horrer ef al. 2016) . E 7= [RIRFIZ, K FLBH O 2 BREh4- 2
fuf H-ATPase (7’1 b2 iR ) 12 ATP Z 64 L (Tominaga ef al. 2001), 7 EIZk9
H5ALB DN B IS LTS (Suetsugu eral. 2014) L EzZ BN TW5, 20X 12, K
FLIERERITKALOB DR G LTV D Z EAVRIBEN TS, BRmiC & o X 9 1ok

TWD DN, FTRALMIIZERBERAR & 1T R R D IEREN E D LI TR E D DT>
WTIEIARBAZR BN ZVONBRTH 5,

3. [AERAREZBEMNICREALE-ZEARDER

SALUTHEYIOARKRINIC ML, NERFIERE L 2057 — & LT, HEWH 7 Z55Hi
BRI TZDDUHADEETH 5, K[ALBE & COBV IARPMEE S, KHERHEN
ERFT D0, KyOWERHBDBRANEND VAT ZES, Lo TRILBIBIFSNBERBRIC
BUBUCHHG LRI S R TSR bRy, 207w, &S4HUE, CO, &, HilRA LA, #f
WIRIR BRI 7 & OSNRERBEE R &, RE ORBINT v R 7 EOARIEHROERM L 7o T
W5, HEEIRDRRRAEAFD T DI R RN 2 MR 2 L 012, KHLIZZ b ol
WMEHE L, EOTAZENRE b T 2RI AT L2 ffrTnbH EEZBND,
EHDIXIZOFRNIL AT MIEB L, ZNETIZ, " A—T v hh—<)bf A=V
YT ORI a A XFRFERRR YV — = 7R ICHIE S s COBREE R T
FATL, KALOBERE, THMEE S 2T MR D0 TR T ORREFEIIINAT > TE 72 (Negi
et al.2008,2013,2014), 5 DMIEOF D, K[ILOBERKRERYIZZ an 7 0 VA FE
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TEBLEL 3720 gles] (green less stomata 1) ZEFARDIHEE S 17 (Negi et al. 2018, [X]2),
BFEMEZNNTT T ATF FOREEBIET D L, gles] ZZRRIT, FEPIMIL O BERKMAIX
EFTHHN, KILMIEOBERRILT 7 a1 RIESIZEA CBE ST, KL ENIC
WERR e U RIKTH D Z LAV LTz, KALICRIT 2RO RE 2 52T 5
722, gles] ERRZ HNT &S & SERBREL Y 7 T 2 AL B O IR 2 fi ~ 7o i
R, glesl] ZERAETITHATKT H KA DISEIMET L CWe, F72m COIC & 2K ALHH
JRE BRRE S, KALPASH A BREN T 5 S AR A A2 T ¥ R L0 COIT L D IHMERIEME 720
Tz, 2F0, [IALERRIERAIBEISED #7257, COIZ X > TN L 5K
JMC B EERFZEZ R L TWD Z LRGN T,

4. [ILEKARITI=—VGREERBMNI VA ZREFELTLS

gles] ZERAROIRKER 1T, BERMRTE EOIFE#RPEAR TGD (trigalactosyldiacylglycerol)
BEEROY T 2=y bO—>THDH TGDS % 23— F LTz, ZERRIE AR T 2 MEE I35
FRRTERUZ LA TH YD, TV DITEAFBERRREE &/ NARREE & T D 2 DORKEN LA K S
1% (Somerville & Browse 1996, Benning et al. 2006), MR IZEFIRN CTIRE AR 5E
fET DR TH DD, /MARRRITOFERTERSNTIEEN —EARENO T, /s
EREH LT, EBARRICRIEEAREE THL (K 3), TGD HEAEKIE, /Nakiikics
UWNC/INIER DS & BERE A~ DR E L 2> TW\Wb EE 2 51TV 5 (Roston ef al. 2012, Fan et
al. 2015), Z® TGD EAMRITLILMNG, HEAMILOMMIL TRIL TEY, 728 gles] 2R
W &0 KA O A EERHATE B E SNTZONIAHTh 72, ZORKEHES L, #E
AR & [AUIE DB ERRL DOE N EBH LT 5 Z 2 Lz, BEMERMICIE, HEYOZEND
ERLE O RBEOFLLMIE 7 7 7T 2 F LERMI Y e ST A b L%, IRE
flitti L, LC—MS/MS ¥ A7 A KV IFEMKIT 256 2 e o7z, TORR, KALM T,
HEPYMIE & o L CRBRREEHRCROIEE A LT Y, —H TR OGRS

S FLiA RAiBR
R H007 1 LEK BA1REF 20071 )LEX
N T
WT
(Fp4ERY)
glesl g
REK

bar=10 um

B2 gles] ZRBISAERFZRENICRIESED

FAERDIBYTIE, [ILMBAE. EAIZE B (CERADBREN (V007 1 L&)
DERBREINDID. glesERAFTRRAMBIROERAEDHI OO T « LEENEFEALE
#FR=INGBV, RDO—EB(INegi et al. (2018)hSEx#Hk
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EAHBA K 7LiBA

MRRRRR & MHRRRRR &
NN

HEELRES S
(gles IDRREEF)

) ERFERE
) /\FARREE
(KE=BHE)

H3 SAMESROFHOTEERH/ SV
PE LB OERARISE (S, BRER RRE) CIVBHRR (BREM) O2O0REN S8HEND,

STMME TSRS LB L CRRERBMRILL TH 0. IIFEBA S ILBIDERATR I PO

HNRREERE LTV S,
DIRERHIL Tz (K3), 2DF v XL & SERMIL CIE 2 SOIREREICH T 537
VANETY ) KL CIXBR RSB L TEB Y, 2O IR L &
2o, ERAIEE 2 AR L TWD Z E0yhoT- (Negi er al. 2018), L7223~ T, /IMalk
TREE DT S VT gles] ZERARTIE, RALMIICIHE W CHERMBIEZRDNRE SN LB X B
5o BUEDO L Z A, KA/ AR EEN 2R E RGBT o A 2T 2 AN E
WIIARHATH D, MMAERENOIEONDTEIEE TH L MY 77 Y o — L3k FLE
HRFZ o3 il S 20, SELBH FHZ 022 70 ATP {4597 2% & #ds 41TV % (McLachlan e al. 2016)
LALLM N B~ DR R E 2807 2 & C, duE e KL PR 2 IEe & 3 2 M
WEREEZHEZE L TWD 00 LR, E72iE, EH O IXKALMIEOMIZHRAER T b /Ma
(RFRIEDMERLIC 72> TE Y, gles] ZERARTITH EIEIRIC L 0 FHE SN A RO ERIEIERK b
PRESN D Z L Z A L7 (Obataetal.2021), Z OFERIE, SALAIREER, IRAIM T b IERE
RTEE DS/ MR 2 D SN A IREIKTF T H 2 L 2R LTV 5,

5. SEODRE

RALIERR I IE R ZERE R & 13 R 2B OIFBERH AT VA ZRFFLTEBY, ELKALD
BABICMETH D Z ENGh-oTE Tz, LvL, ZOX ) B RARALERKIIED L H I
e E D Dy, ERERAIERKIIED L D T A D =X LA TRALFMAZHIFE L T 5D
D, REL 2OODPIEINTND,

FT, RVORRICE L TEE OIX, KILERK & ERTERIRITENZ LT Fr97
ANZAENHHOTIE RV nE THELTWD (X 4A), £ C, F-RIEEEFHNT 7o
—F D, FEERRIHERE A FF o T RALERMEADIZ A 1 = X L D—isZ Bl b L XK 9 &ilA
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TWb, BREICIE, (LR L= m A X XF M2 WK 1 HEER S, K[ALEER:
Ko7 vmw 7 VENEOFIIER LI AHICED A7 V== 74TV, gles] ZRFK L[]
BRIC R AL R R B I BER R R B E SN BRI E Hio o4 DHEEL, achs
(achlorophyllous stomata; achsl-achs4) & 4, L7z (Song et al. HFaYEH), T DOEEIK
TN T DI COATKT DRIUISEMEMET LTV, KALBEPAFAEICI T D K FLEER A
OEBEENFHR SN, 5%, achs BERAKOIFTRER T OREMIT NS, [ILERIER D5y
{EHIE % 59 IR T2 FE L, KAILHAE & 52 A M OSSR I E O & A 2 3R A1
DIcnEBZTND

Flo, TIVETEE OILK[ATERMAR D KFLIE & BB 3 2 MR 7 =4 F v 1L OIE
PERIENC RS Z L 2SI Lz (Negi e al. 2018), Z OFERIE, KL S 0
JEA] S DIEBRILIER DD Z LB RB LTS, Z 2T, 2 0HDEMICE L TEELIX
RALEERRARICITE, CO, M MR Y /BT D =0 FEEL, ZNbHD
HHEHA L, [ILOBADEL 2D A 40 F ¥ KRR U T ICRMOBERR Y 7 F VAR
ZBHEVHIEHETZTTND (M 4B), ZOFREMEZRAET 572012, FH DILmEME O R
R ALIERR IR 2 KRB HHEERERT 2 HIEEZ BT TH Y, KHLIERIRDRL Y LB Z K
WIERS D ECHARY =M b tEZ BN D,

A. [FLEREDOEE AN ZZ B. [IALERAD B B RIZIEMUIBHEANE
21

L AR e\ &CO,

’ﬁ?L%%ZS\/ oY —

gy AR AR
(:) DI S5FIB S5FILA

N b " TJORYRY T RAAVFrRIL
o

4R

DB ﬂ\; ¢/ /

M4 [AERGEHARICE (T DSERDOBRE
SAERAREEREFEORBVWVEEHF DL THEMA). [ALEREDSILOREAZHIET 20F
XHZXAL(B) (c_'DL\‘C(atﬂEﬁ#HH'C&S%o INETOMREBRZ UL TIRFEERR U,
SAEFARZTIET DRFPRILEREDRKET DT FILHEET 206 LN,
BERRIIE AR E B 22 O M/ N E & L TR SN TWAED, T E TOMFEICERD
&, RALERMARIT L2 26 G AUEEE Tlde <, REZBM LIERZ M3, WhidRasE s L
THRET A DO TITIRWWNEEZEZ BND (R VRIS LB TIREIN-ANT T L ZFD
AMAL & OFERRI 2B D D —fF1]) . K[FLITZERMIL O SEA BRI E e CO, DY JAIZHH H X
NTThbH, ERIERKD CO,ERMEICTIERLKEZ D720, [LIERKRIZ i#ﬁwm%ﬁ
T BG4, AR ERHEMESZEZB L TWhD00s LRy, 514,
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FLIERRAR DS O BREEIG WALEL L R T L 2 iy A3 5 2 & T, 2Ll 308k A & Prdr
T D02 MR LD REDIIRE L DT HZENTE L LHIfFEND,

E i

TUMN KRBV IEBE O GEHIZ 21X U, B U 7 4L =7 K5 SD #& D Schroeder 2%, i
IR F R O RIEREBIR I U B 5, AR, R SR A e, ERW L
R AIIEBIRR, A ARFINIRILE: - BLaiF e B wlibh 4 HAEMFSE C (18K06293) , HrhllbFoE B
LERNEE (20J13660) DIIRZ =TT,
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MO 3R O BIIRE ) % K < R, PRSI R B L, Rl A R 5 D & T,
BT 5 BB L OB R A RT3 = L W TE B, BERCEREDIL, MoK
BBE~ OISO > Th 0, HMOERIC B CEEAREZI S, ARBTE, 7L
I35 B YRR GSER O /LB RN 2 T, BPAMEEE TR T 5 BRI 3
% SRR EREB O B 1T SV TR B

1. ERAALEMESOEEEMESR
BERRMAOLENEBNT, LA RDOE TH D HERADITIE U TN TZEDMEEZZE X DIk
BEThHY, BENOEFHEMICE LSRRI A DN 5 ABBIS Th 5 (Senn 1908), #
FERIE, 8L T TIXL VD W ZZ T TSI E
D (BB 23, R TF CIEIBREZRET 5 X 9 IS HiIf
DiF~BET 5 GRS (1D, 2 < OEpiEcE
W, BERAOLEMEBIEALIC L v FEE SR, iy LER
FAEOHFONZRET + b k1t (phototropin) 751

()
A2 % (Kong & Wada 2016), —#IZFETHE# D7 + b
ke e 2 DO 5 1-FE (photl & phot2) 3H V), £ a0
A BUSIE photl & phot2 12XV, FBERISIZFEIC phot2  HBHER
IZ LV FEE XD (Sakai et al. 2001, Jarillo et al. 2001,
Kagawa et al. 2001, Ishishita et al. 2016, Shang et al. 2019) ,

74 b b AT FEICHIREIZRET 508, —EidE
FARSMELZ b JHTES D (Kong et al. 2013, Kodama 2016,
Ishishita et al. 2020), MIAPIZRTET S 7+ F hu B2 (photl & phot2) IZEA UL EFHE L,

EERB WEBE R G

1 EREAEMESDRAK
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BERRAR DS & 23 2 50 DM fa s L OERRMARAMEIZ BTET 5 7 4+ b b= &2 (phot2)

VI KBER s 2 7589 5 (Preuten et al. 2015, Ishishita et al. 2020), 7 4 b b2 V2 X B85 R
DB IEERARNE) £ TO YT FIRED 3 FHEBIZ OV TIE, o2 ZEIZ IV CR
W&FNH 2013, Wada & Kong 2018) ,

BERRAOLENERN L, FEITRIT 2O 2% KIE T (Inoue & Shibata 1973, Davis et
al. 2011, Davis & Hangarter 2012, Gotoh et al. 2018b) (. 2), 9T TITEAONIT L BERKA
AR ENZEE DO T, SOWINEITEMT 5, —F, WL T Tl SIZ &0 FERkA
DS S EAT 2 A BE I BB 2 O THRORINEITHA T 5, 7+ b hr B D2 EE
(photl phot2 —FEZSFAK) TIIHERMICEMDEB AN ERIC KB L TWD DT, SLITIEE LT
WU EDZALIZ A L2V (K 2), v 1A XF XF (Arabidopsis thaliana) D78 Ffk % F 7= fif
Hric kv, ZERACENERNC K 5 OWINEDOFE WY OAEFIZ & > THERER 21
) ZENH BT 5Tz, phot2 25 BARITRBER )G A2 R LTV 523, photl 12 K DEA S
MHEEIND0, HLT CTHEMMRNTMBERmICES L, EEREEZZ 6T, ERE
PR % E U CRERIICAESE T 5 (Kasahara et al. 2002, Gotoh et al. 2018b) ., WilZ, A% K
B L7 jacl (J-domain protein

required for chloroplast FEK 74 hhOEYERSEEK
53358t 53358

accumulation response 1; — s emay

Suetsugu et al. 2005) 2 iK1 X

B YEER BRI B\ T AN
i‘%ﬁk‘c}:(ﬁrﬁ ZHRE LT
Ja DRI EM L TV D72
%ﬁm_ﬁm&%®WWg#
KT L, e RaEtEss @ LT
W DA A~ AR T

550 650

% (Gotoh et al. 2018b), D F V), 5 B (nm)

A e DRI S0 T M2 ERELTISERICEZRBINEDLIL
BRI ENEBNIETT D o0/ XRFXFT0OBEME T+ F FOEVERRITRL (phot]
BB O B A T L Photd) ERHICEERS L UREEKLEEN LBOEORRIR
SRRSOV T L 2% (. et LAOEGIE, RS ORAMBRE= 51
B2 YEEREAT O 12D BEGEONTFETRT,

HThHD,

HERE A ENEENC I 1T HEA UG SRR S ~DY) 0 B 2 1%, T @)D TR E K FH
WZHIE ST WD Ay, BSOS 2N 558 S 40 2 68 B 1T I J:O“Cﬁfié(Komger&
Bollinger2012) , >\ A X F X FIZHVTIE, BERMALE G RS IFCAIE AT D IEFIZFILE
DFTRRERD, %ﬁhu%ﬂzéﬁé@tfi%wﬁ#%ﬁwﬁm#m%ém%wé
(Gotoh et al.2018b), it~ T, JeARRBUSHENHIREIZ X - THIBR S LD HERBE I, BEkk
RITEA RIS & RSOGO O X 5 Bl i@ 42789, 9960 F TR A FHE S 5B
HO—2L LT, MIETOARRNA DX I IZAREICE Z 52228 OHEIRE kT 2 H 2R L
LCi< Z&mB2H15 (Gotoh et al. 2018b) , M ITLE A SUIts & WE3BE S i 2 F80 |2 /i 4813
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5T EIT , FEYOEFTIZRB W CEBELRCEE DR O A FEMR Eo s L— K47
%%ﬁbfwéaﬁx%héo

2 BRDANBRICEET T HEYDERAALELES)

19 AL S BERR AL EALEEN 23 9]0 THL SN TLISK, 2T dT- 2 B REEICAER
T MM CHROBEPMTOITE -, FHZ, Gustav Senn 1 (1875-1945) 1X#FSMZAEH
TOEE, AN, VXY, FEFREIZIT D IERIRORR & IR N ELE AR, R
B L USRS T TORERMEOMI AL E 2L 2 ik L7 (Senn 1908), £ D%, HN—7
R0 RA Y DT N—TIZ Ko THERMACENIEB O NIRRT S TE 72, BROBEIC
HME-TEY, #FFLWVRRIREERED S MEIC OV TR S e o Tz, ZD X978
HROP, BAROTN—=TI2L0, BERAROMIN 34T DZALDBBED R LR E DAL
Lo THEEMIZFHI CTE 5 Z &R Sh, BERAOEENIER) O L~ L0 b 2 R R IR
HT&E % X 5127257 (Inoue & Shibata 1974), FUETIREIEOWIE TIF 2 <, REIEDOFH
WRIZ K o TEMRO ML E BRI T D ORI 72 > T 5 (Augustynowicz & Gabry$§
1999, DeBlasio et al. 2003, Wada & Kong 2011) , 550HUN F CEEIGAF L IND &, Flll
KRIENEFE ST B D 7 v v 7 ¢ W XD FRENDNRIN S DR, EIZB T 2 RE0D
FEREPMMET T2, RAPUGZE Z L7202 AT T 2 L RBESOG S E S, JERkA
ﬁ%@@%’%ﬁTék@&mm74w’ié%@%ﬂ%ﬁﬁ@,%@@ﬁ%@L%Téo

HORESEOFBFEENARET D Z LI XV, MR TIId D 2 EERMAOLEE)
BN D 2 N TE D, RENEOFEERENT X DML, = i) b7l
%0)%771[& W7o HHEM)FE O ARG EALEE) 2 S 12 E CTEX 5 (Zurzycki 1961, Inoue &
Shibata 1974, Augustynowicz & Gabry$ 1999, DeBlasio et al. 2003, Wada & Kong 2011),,

Inoue & Shibata |%, FRECOWINEDEAFRIEIZ, HFHEF (N Y ER 2 (Zea
mays), /N2 3 NX (Triticum aestivum) 72 £) & A3 9 Fi (A8 7 L >V 7 (Spinacia oleracea) ,
37 2~ AR Y (Phytolacea americana)’s ) DIERKARI EALER) 2 AT L, 16 FEIZFW
TH B R BERMA L EALER 2 M ) L72231 % (Oryza sativa) T3 T X 727> 7= (Inoue
& Shibata 1974), L7 LT, A RIZEWTHIEOFIEFRIALOMATIC K 0 Bk ENLIE
B3 S 47z (Kihara et al. 2020) , #E35 A ¢ LAk 2 7285 AEFE O Oryza BIZH6 1T 2 FEREAE
Badi~lol 25, KHEO XS 2B BT X 2OLRE TAEF T 2 s RITHAT,
RD X9 72990 BREE TAEF T HIEO J7 A3 IRk AL ENLEB) OEBIEN @2 L 3o T
(Kihara et al. 2020) , Oryza BLANORWFEIZIB W T Y, BRECEREE CAEF T 2HEWIZ R TH
HBREE TR T DM DI, BRI ERLER O EE T E L (Inoue & Shibata 1974,
Brugnoli & Bjorkman 1992, Park et al. 1996, Trojan & Gabry$ 1996, Higa & Wada 2016), —7J%, —
DT FEYICIBWTIE, FRE TAET T 2MMICET, WIAVOLERRIZAT T 5/0
5 INBERRR S ENGEB) OFRE N R E VN2 L3735 TS (Augustynowicz & Gabry$ 1999) ,

BT DMBREEDENT K> TAE U SIS T 5 EkAOLEMDEB O DT, it
PALRRAN IR O FEAR & Btk A S % (Davis et al. 2011, Kihara et al. 2020) , HibHR AL AL ORI X
JEIREICB I NS, —RANZHEDE T TAEF T D% OMRRARRAI I LM R WHRER IS 5
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25, PICEREE T CTHEF LI O MERARRAIRL 32 5 RIZIE W ZR Z 7R (Terashima &
Saeki 1983, Terashima et al. 2006, Lépez-Juez et al. 2007, Kozuka et al. 2011) (%] 3),  HfftbRHELRSk A
JANSEHFRTH LMLV &, MEVWHBEEOMIEO 52, FEGENES L O DMl Emo
ANR=ZPNI W, BIZIE, YA XTFXFTOEOHOIERIZET % X7 an
(ANGUSTIFOLIA) 25 .1k T I

A —HE S IC BV T, rﬂﬂ% EBTD | (o b Tt op AN
LR C SR A e BEICEDS
HEFNE L A LRE 20 (Gotoh e It
el 20180. 250, B msna
BT D HERA A EE) O DT

BREEDERIT, W REEDRE -
JIOENL D b, FERRAD E) = 1R Sk
2% x&i»—x DR/MZEER LT T —
V% (Higa & Wada 2016, Gotoh et BSOS {& =
al. 2018a) .,

DLV N7 FE B 3 AEXRERELMREEMEORKOERXE

(Welwitschia mirabilis) D 5 5 (2
WICRBDENEEH -2 X O BRI 2 R 2T, RADUSEIZL A LIRS
F, FICHERELOG D K O 7R BERRR O 43 A & -3 (Higa & Wada 2016, Ishishita et al. 2016) , Z 41
D OREM OEERFARIT,  H MR O IBE 2Bl E STV D72, JEITFEDTRWE L E
THE&%25 (Vogelmann 1993, Terashima & Hikosaka 1995, Kume 2017), F7-, #EVW AR
DRI A FIZFE DD Z LT, EOHHEHT- Y OO XML, IERARITNT
AR L TS 72, FERACIT AL EAE M 72 OBERAEUIIEINT 2 (Terashima &
Hikosaka 1995, Higa & Wada 2016, Kume 2017), & 512, REIZHEAE LMD
TiEAe <, MM ERELRET 52 & T, ﬁ’é/\EJw)% I Th5HCOELVEL, F
7~ O I EERRRICHERS 55 Z &3 Tx 5 (Terashima & Hikosaka 1995, Terashima et al. 2006) .
DOFD, BERAREMROMEICEET S 2 1E, ERRETIUL, 2 < ORI E I
THZLENTE, SDICHAROEETHD CONEFILHFET IRECEAKZETLZ &
MTEDHZEThDH, FITTHRVILA IS S5 BREITMRIEITEIS L2 & - TITERARR
Th b,

3.F&EH
BTN S 1A XF AT 2 VT ERRIATIZ L0, BERMACENLIEB DEY) O A AFR
WA G~ ZOHBNCBEDLBIRTH D Z LR LMNIINTE T, EDO—FT, EEDOEH
BT DY DOIERACENEB) O IEBEWEITREAX TH Y, AT NHRREIC L > TRE AR
% (Wllhams et al. 2003), A TEBFT HHEMIC L - T, BEFECEMEB DN EN2 DI, K
TAVA 72 EIT K> RO BT Z 2R ERE Th 5, SN A2 E LI R
BT HHEMITE > T, BERMEADRELZZE LI D Z LT — 2 WEIIHE T
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HDT, AUy MIHEVRNLEERZOND, FEBRIC, BB CTLET T 2MEWITRERAL
FEACHEI 23 & A LITDT, OOV ITEE L~ TIEORINE X UYEE RS A3 i 12
2% XD IZHERMAZEE L TV D, FWICHDEERIE THEMMITE D L 5 1T AR E L T
WD DINTOWTIE, T S TW DI DT, KL< 3o Ty, 5%, fx
IREBRBE IS « AL LT 2 — > — O L TV 2 & T, Fa NELISRWEY O
TER B S ERIE 3 T2 D7 D v h L7R VY,

Bt
AKFRZAERRT DI 7= 0 BB TS 2 o Io B IE =+ & RREZ L E Lk
F%,
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1. [FLEHIC

ERMRIIN AT T TR, BREKST X VBAERK, BIRRA R E ik A 7RG 23T
PNDINTRT ThDH, T 9 LICSOSZRREE - SIS 2 01k, E~ 3000 FEEEIC b 2 Bk
Ko R ETHLN, DAL OBREEIZE > TREIZR > 72560 m RIS DO
B s HERFICEFE RBINT GG, BN - RESNDIVLERD D, ZOMELZE S D
2, ZHETIC 20 U EFET 22 ERMON TV OERET T 7T —ETh D, T
AAA+ (ATPases associated with diverse cellular activities) 7 7 X U —I(ZJ&9 % Clp, FtsH, Lon I,
HHEE 2> & ERZAEM D AV TT 3 T F THELAIIZ S E IR S, ATP R1ERY 72 FEE O E 221t
B LT H R B REE R R AT T ey T a7 —8BE LT, BERIKY XY
HOBMHIE & AEEHICB D THOIREREZ RIS LB TS, ARTIE, Zh
LIEAE T n Yy 77 a7 7 — B ORI OV TR T2 & & b, A
R ZEFEWICBT 2%E, £ L GIFERSh>2H5 b7 n7 7 —Eofilan s 7
FIABESDED D IZ DN THIT L7zuy,

2. ExARxJowyiIJJaT7—E#H

Tuvyr 7 a7 —BOREAEEX, AA AR vy RXa v AL LT T T —F8 KX
A 5 72 5 (Gottesman, 1996; Gottesman and Maurizi, 1992) (X 1A), ¥ ¥ X122 KA A 28
WCRER SNV FEEIE, ATP (RIS E TGS DR N D, a7 T —8 RA A B
DINLIENPENERVIAEND, 7 a0 T 7 —BRIEICIE, OB AFELTEY,
Z OZEMIE KA L CEREBRSIN OBEHEFTIZ W T RO YIRS 23 2 38T
L (Taty TR, FORE, ZEORTF RE~LBALL TOMREND, EkEh
o7 T R R IR T a7 7 —EBF v o= DA S 5 28, BIlrR s ok
BEUoRTEORBITEE R, Zokric7ety 7 7ar7—8 T, MRS~
a7 7 —EBNEICRREES D 2 & THOMBEAXEL L, RUNEe X LRI ORI Z 5
b, TIVERIRHZ Y v R A A THEENZIT O 2 & TR R X 2 /37 B s
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FHEE o CWD, 27 uty 7 afiEllY, a7 7 —EBOWNEIZEE L 2 RER S )

SIAAR KT R L3 ST L, BIWT ATREZ2 & AT A3 & CHIlr SN 7= D BT F Rl o 23T
HZ L&Y Z &5 (Thompson et al., 1994), + v~ UHEEEIZ M T L & ZAUTHE DN T
WD DT TIE W, EEE, IEFIZHENRT T ROSIRIZIT Y v a ERIILER N, 72,
HIREDOT A XD X X7 B DGR DN TIE ATP OIIK R RV —NUE L 72 503,
BRI WR U X7 F FEICBI L TiX, ATP OFEA DA THIRTE D,

A B

substrate Cip FtsH

clps1 B cipF

@ G Type B (FtsH2/8)
chaperone
on

Type A (FtsH1/5)

CIpC2 ClpD L
R-ring
protease CIpP1/R1 R4)
Lon1

P-ring

/\/ (ClpP3-P6) .

peptides \ O
/ cipT1m2 () Lon4

R1. E#gAKJIowy>IJ7oF7—+
AJotwy>IFOTF7—EDEREE
B. RERMLIDDERZMA IO+ v T TOTT7—EEAERDER

Tutyr 7 7ur T —EOoRENLRLOE LT, MEE BT R T ITFET
% Clp, FtsH, Lon, KOVHIESSEZAEMOMRE 2 SICHEETH T 0T T Y —LABET 5
D, ERRRIITME 2 IR E T2 3 >0 %A DT nky 7 7anrr7—8, 37bb Clp,
FtsH, Lon 2MEET 2728, ZORERSCRHEITME R > e N A T DTty 7 7aT
T —8 L LT - 2R T D,

2—1. Clp

Clp 1T ATP (&7t ) > 7 e s 7 —BiEt a2 rT S EBAEE L L TEIEL TBY, v v
Ry RAf v eTarT7T—Eary RAL UPMSOEEERE U THFET 2 mIZHB W TFsH S
Lon &t13%7:% (K1B), /277 U7 Clp OvxXurbtrarr7—8a7ngx H—
T a=y ML RABBFEEAGERTHLOICKIL, 7 2377 U TRERKTITNTD
~T aEERE IR LT 5 (Nishimura and van Wijk, 2015), & HIZEERMARDL AL, 2 7H#
WO « MEFF D 2 WITERGRHE 2B S EAOY 7 2=y hE2ES LT 5D,

R Clp v~ 1%, ClpCl/ClpC2/ClpD D 3 >DH¥ T 2=y FTHERINLTEY, %
IWENDAE 6 B E L TIEET D 2 EARIE I LTV % (Nishimura and van Wijk, 2015), =
nNo3onvyXarYr7a=y 95 ClpCl DAERERBEIZ L - TEFREL 5| &2
T ED, RV T a=y MREERERR Y EEZBND, Clp vy Xn 3B & T

DR FIRETH D, L LEOFHIENITELAIZRFE S LTV D ClpS1 KO T EFH A
W%#é%ﬁ%%ﬂ%&cmmnzo@7&7& BRGNS BN, F ) —FE V2 —
ADBEE L TEY, ClpSUF HEAERNIEE 2B L, HAKGFNCIEE Y N7 E% Clp
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T Sn G D 2 EAVURIE STV D (Nishimura et al., 2013, 2015), #lE D ClpS (FH
M CIHE R BE 21T > TWDR, BRCHZ VNI EON RKIRT 2 VIR EE 08 R0 8
D2 TEME % BEAT 1T 5 N-end rule #RB&IZEA G35 Z LA BTV 5 (Varshavsky, 2011), N-
end rule RIKIZIBNT, XU NNTEHORNLZEAZGIZEZ T N Rin7 </ #EF%E % N-degron
EFESN, FEO ClpS X2 aBEERET 2 Z &N TE 5, HERIERIZBWTHERIL N-
end rule B DIFIEN/RIEL X TEY (Bouchnak and van Wijk, 2019), FEESHIES ClpS 23 i%i% 4
% N-degron DWW < D2MTHERKIK ClpS1 bidak 425 Z L2 T&E % (Colombo et al., 2018;
Montandon et al., 2019), ClpS/F O KL BIKIIWT N LA EFRESEOEFTTHDL Z D,
ME B IR G ORGP RIE S 15 BERA N-end rule #RBIIAEY) O A B ITIZLE Tl
RN EE 2 b5 (Nishimura et al., 2015),

Clp 7’m7 7 —8 =27 %, ClpP3/ClpP4/ClpP5/ClpP6 ® 4 DD Y7 = K’ 1:2:3:1 DL
Eimlb CEAL L7 P U > 7 &, ClpP1/ClpR1/ClpR2/CIpR3/CIpR4 73 3:1:1:1:1 D L THERL I
HRUITMBIRAE~TE 14 ERZEKT 5D (Olinares et al., 2011), Z @ 9 % ClpP1 |E Clp
THE—ERRIR T ) DZa— &b Y7 2=y b TH D (Shikanai et al., 2001), % ClpP/R
Ta=y FOXRBPERKRORBIL, AT ORBIERELL, USSR ERRLN, V7=
v N OfFTE EFHBIF % (Nishimura and van Wijk,2015), & ZC, ClpP 7 =2 = s D% E
Wi, BV —bRAF U =T ARTX UMD 3 T 2 BRIERE DI DRI & 5 DI
%L, ClIpR V7 2=y MIZDEALNRRI L TWDIZOBERENR 20, Lz -» T, HEREA
Clp 7' a7 7 —E a7 WNIZIZHEG 10 EATOIEHEALAFEL TV 5, 2 DOIEXFRL PR
U v 7 DOESROZENICIE, WWEERZR 2 SDOT 7 8H ) —2 7B T 5 ClpTI/T2
2384 % (Clarke, 2012; Kim et al., 2015; Sjogren and Clarke, 2011), 37255, HEK ClpT1 23
PUUTITHA L TESKREZIER L, THNHEERCIpT2 LG T2Z L TR U VT LS
TX, BETEEEZOLNTWS, —FHClp vy EP U7 TidZad R YV 7ICHE
ATHEEZOND, Yy XurtFuT T —BarRnEn Lk ) iIcER L TV AN B
TIERWR, ClpT ¥ 7 2=y MIvyXur Y 7a=y FELFEATEZERMbATH
% (Colombo et al., 2014),

2—2. FtsH
FtsH | ATP {&R{FPEDHER (Zn) BN A ¥ 07 aT7 7 —BEARE L THBEEL, N KRRl
EEB R AL DD DO TH D, ETMEO FsH N —Y 7 2=y N THER I T
HZOICK LT, MY TIEBEEFEEICEY 2 BEOKRER 7 BEFEEL, 2055
FtsH1/2/5/6/7/8/9/11/12 @ 9 FEEENIERKA, 720 3 FEN I a2 R TIZENENRIET S
(Sakamoto et al., 2003), HEfREA FtsH @ 5 5, FtsH1/2/5/8 1357 =24 K&, FtsH7/9/11/12 1321
JECAFAET D 2 E D FER SN TV DA, FtsH6 ICOWTIEI AR TH 5 (Nishimuraet al., 2017),

FZ a4 R FtsH %35 4 5O FtsH V7 2= MIZOMEEEMHIMEN S Z A4 7 A
(FtsH1/5) & % A 7" B (FtsH2/8) IZ/7%H X4 (Yu et al., 2004, 2005; Zaltsman et al., 2005), Z L%
L 2:4 OfbFEmLT~T 1 6 EIREIEAT S (Moldavski et al., 2012) (¥ 1B), Z#1 5 FtsH
Y7 a=y hDO N KENZIZTF T a4 REICT o —F 57200 —RIEER KA A 2 DNFEAE
L, 6 EREARIFICIZY VT DMIWATE Yy Nar RAAf e TaT7 7 —E RAAL TR b
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= ANZELA LTV % (Nishimuraetal.,2017), FsHS & FsH2 OB RBERARIL, WIhb
BEAN O KRB 2Rk 2 & 0B ENE L yellow variegatedl/2 (varl/var2) & HFEEILS (Kato and
Sakamoto, 2018), — 7 FtsH1 & FtsH8 DA LB AR & RIS O F A 2740, i 7=
=y NOFEEEZNBL TS E IND, BIRFIENTG, varl £7213 var2 ZEIKDOBEAN

0 FB 2T 5 2 BARN L EHEE S L7 (Putarjunan et al., 2013), & D% < [XZEREKA Clp
VT a=y bHDHWTEERRA T — KD ClpPl ORBUCHBE H 2 ) 5 ERKTH -2 L
5, Clp-FtsH OFERERI BB RIE S5, FtsH OZ2 @M, ME D EEAME THES
PRGFEND GTPase 77 I U —X 2 XJED 1 D THD EngA ML T2 (Kato et al.,
2018), EngA (X FtsH52 DY ¥ Xu > KA A V&5 U CHEMAEIERT %, £7- EngA Oi#Efx
FRIBRIZEEBSETH 2 DIZxE LT, mRIFEBUAIE FisH RIBZEEIK & [FERICBEA D KB
R, 222 FsH 7 2= b ORISR & S0 & FsH @802 Eng &z s
%, EngA Z I LT HEREAR 4 FisH 5 R D /3 R HIEE 7 /L 2MRE ST %, £ 72 FsHS5/2
Taz=y MIEEOY A T B BRI AZ =T 5 2 ENAMBTEY, FisH @A RO
RBEICED D Z EPRIE I TS (Kato and Sakamoto, 2019),

A FsH11 (3O FisH & ITEGERZ IR L7R2NWZ ENBREEGIRE L TIFEET 2
ZEDREEEN TV D (Adam et al., 2019), F7/2A hur~@ CPN20 v v EFHANEHT
HZ 06, NEBEETA he~flichilnd 5 &2 bivd, FisHT & FisHY 13 & W FEFIPE A
IRTZEDD, [A—DO~T o ElEEREEKT 5 & THISI TS D (Wagner et al., 2012), &F
AR TH D, HBREWNZ 12, FsHI2 [ENEBEEIZBW T, SRR 72 FsH OTEMHHAL 23 K
Je U7z FsHil/2/4/5 2 87 B RO T D L ILROEBIEREZ & Y2 # 378, L
TNAD B Y o TR KEREHE S 72 5 2-MD O~T n &K ZTEAL L, WERKD 1-MD #hik
WETHD TICHEHAKREMEIER TS Z & TATPIRFR 2 ST — 2 — & L THRET S 2
LM B E 72572 (Kikuchi et al., 2018), FtsH12 O Zn Bifii®F — 7 ICHERZE AT S 2
ETAZ T uT T —BIEAHA S E THREENRIITEEL 22 b, Yigt T
= FREEEREOEFNCFS L TWD I ENRBENS, L 9 —2D FtsHi 7 7
U —% X7 ETh D FisHi3 1%, Ycf2/FtsHi AR TIC H#AKE ML LT, NEE ET
I-MD D E S FEEERZ B L Tk g E AT 22 2000, st —2—& LT
BEETHLEEZ LTINS,

2—3. Lon
Lon {X ATP (K7t ED® Y 7 a7 7 —EBHAIKTH S (Pint et al., 2016), MO EEZAEY
FNTRTZNTIICBNWTHRESZERE LTHEEL, 6 BEfftEEs &5 (X 1B), — i
Lon & /X7 2 DDZ A FITHF SN, MEROCEZENDOI har R T &K
HD LonA [Z¥ ¥ Xy RAAL U EfiiD N RIGIZEEREGHEIENH L0125t L, o
LonB X ¥ _m o R A A NERICHR B @I & 5 DN TH 5 (Rotanova et al., 2004),

BEREARIZ 1L 2 FEEE D Lon (Lonl/4)2MFE(ES 5 (Rigas et al., 2014), 7 /77U 7234
£ Lon 7077 —BICHY T L2BETIT2<, DO VIZ LonA © N Kl KA A SEFITET D>
BB AR ERa—RENTWD, 2O Lon DNEKUE R AL L DIRINSIRDZ L RTE
X aA XF AT A RICH 4AFEFEL, 205 b7k &b 3MEITERMMBETH
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% (van Wijk,2015), Lonl/4 IZ>WTiE, Wb I har FUTICERRETL 2 L6, K
WD aTaT AN T YT O Lon ICHHKT DHEE X HILD, Lonl/d DYEERANTOIEfERAT
FEREATIXA S TRV, 858K D Lonl OMEERINAEFTRIEZ 5 EE 232 L 13mb
NTW52, Lond RIEBOAFRIEEIZ SOV TIZ D> TR (Daras et al., 2014),

3. FILARSDEEHRIZE T HEE

ZIVE TOBRTFR - PRS2 E0 D, ERKT 0T 7 —BILL D% X EDES
B, & 2 WITERHEC S EEIICET o2 R0 A = AL HESNTWDS (K 2),
IHRBIERO T v T 7T —BIC L0 BB TR T D b e, BREEIN oM
KA BN LT b DR ELIKIZHIZ0, AT 3T OEREHEEFICA TR TH D, RIETIE
ZDFEF| 2N OFRITT D,

TOC

Tic11 (TIc)
cf2-
H.

misfolded —
CIpB3.< nactive TP\ Clp
s L ,.% amino
M1

Outer envelope
Inner envelope

Stroma act|ve

S

ClpS1/F
Q’) ~. Preg hvi  M17-20
hsp70 00
T hemet Clp
eg
3 @ O cuz+t PSII
GBP (o S S P A2 - SEC
Lumen . TTS Plsp1 Deg
Thylakoid membrane

H2. ERAETOFF—EICEDANAFSEEEOHEA H =X L

TOt v TAFT—HThHBPP/Plspl EBERAS L/ BORBMEEE S,

—%, IOty I TOFF—ENOCIp/FtsHERBIBE OLBREDEHIC L5 4

RO BEDBHEEOR FLAGEICLBEES VA BEOREEEETS, Ch

S570F7—EDRBREDERE L BZRTF R, 41 IRTFH—E00P/PreP

ET 2 RIFA—EN/MT-00HBRAGEBEI2EY, 73 /BICETHRT 5,

WESRNICHEIET A ETRED & R T G OFERS TGS ) MMz a— K&, Ml

RIANCESF AT 7T 0 (TP) 2 b ORiEA L L TAR SN, ﬁ%%@%@T&:
BAEKIC L v RS, WAPED TIC-Ycf2/FtsHi 2/ L CA b= IC#it &5 (Thomson et
al.,2020), A ba~0D Znfig Ty RRIRTF X —¥TH 2 SPP 1L, Z 9 LIZHIERIKZ o737
BaRi L CTP 20l (Fut vy ) 5 (Teixeira and Glaser, 2013), TP 48]V i <41
72X NI B I TRBET D0, TP IXF D%t SPP WIC - T C Rufilz MY 7
SN A Fr=IZi 415 (Richter and Lamppa, 1999, 2002), SPP & ELMfil#k L& B L
EFRERF A EE L, KRIEEBRKRIIIRMESSEEZ 77T (Trosch and Jarvis, 2011; Zhong et al.,
2003), SPP mFEIFEARIZE AR L FEDOAT THHDY, BFHRENZ LI a— Robs:
II (PSI) 7> T AR (LHC) Y7 2=y hO&EE RN 10 (200 E EHL, #’%ﬁ
HIRE IS T35 (Yueet al., 2010), —HF T a4 RERNE L— A ) RIFEX L /N7ET
X, TP @ Tk 7V (TTS) NIEE L, TAT EIFRIKIC L » CTEkiEE 2 RE L 7-

RAE, F721% SEC IRIERRIEIC L o T T2 T2 MRV TR BE T IL— A VNI T 5
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(Jarvis and Lopez-Juez,2013), Z @ TTS (357 24 NER{EO® Y 7077 —ETh 5 Plspl
ko Tty 7S5 (Midorikawa et al., 2014; Shipman and Inoue, 2009), Plspl [z
BRI AZZ T TEY, L—RA L MllD 2 DD AT A VRO AL T 4 RiESITLY
1EMEAE9 % (Midorikawa et al.,2014), Plspl KL TIE SEC IR FFHIIC B S 41 5 bR
KY T 2=y hOTTA R T =R PsbO N7ty v U TP ORETT 7 a4 NEN
W EH->TEHEBELTLE D (Frielingsdorf and Klosgen, 2007; Midorikawa and Inoue, 2013;
Shackleton and Robinson, 1991), — 5 TAT 8 CT& 5 PsbP DAL, TTS UIKr¥-1 k2145
SHDHE, BAHL TAT BIREENICH E S TRET, 77 24 RETHRH I 523, Plspl &
RET LTty U THEEDE ) v —REETA e <IZ#HMET 2D (Frielingsdorf and
Klosgen, 2007; Midorikawa and Inoue, 2013; Shipman-Roston et al., 2010),

RHPED IR O A RCOTEFE MEICB D 2R IL, BERMEANORGE - RBREOZIC
Ko TH U RIS RS LI BENSIEZ21 5, Z7aua 7 ¢/Lb (Chlb) /KT 57 vn
74V RadxI 57 F—E€ (CAO) 1%, LB THS Chlb D EFHITIEE L TClpIZk->T
RS 45 (Nakagawara et al., 2007; Yamasato et al., 2005), CAO @ N K| 13 E &
DR T FIVBFEELTEY, 5 < 23 Chlb D722V RFETIE CAO it D NER AL E
LCW5 A%, Chlb OFEREIZ LS T CAO BEIEZE(LT 5 2 & THIICEH T 5728 ClpC > ¥
REUACL VBB SN TR IND EEZ 2 BTV D (Sakuraba et al., 2007, 2009), F72[F U
T R T E R — LAREREE D 7V Z IV (RNA RICEESE (GIuTR) X, ~AEBHEEN EH T2 &
ClpS1/F ARFFHINC /3£ 231D (Richter et al., 2019), % GluTR (% N K¥ifElk & GIuTR & #
V78 (GBP) EDOMEEMAENLTF T a4 FIEEICHEE LTS (Czarnecki et al.,
2011), L)L GBP IZ~AFEE X X7 ETHH Y, ~LTF1E T Tk GBP-GIUTR B E{KD T
N &35 (Richter et al., 2019), L7=3> TALERBEDO EFIC XY, N REEENS
GBP MRBEL, RIS A b~ 2@ T 5, ZOMEIEIClpS ICk > Thiisns 2 &
225, GBP 2Ll L7= GIuTR (X Clp I X W i s ivs, S B2, F7 a4 REERTEOSH K
T UAR—H—PAA2 L, W—RA L DT T ANT = UNEAA A B AET DY, AN O
S A A PREDRFNC 72 D & Clp (2 &> THrfigiilil 412 (Tapken et al., 2015), Z O
IRTERY 72 PAA2 DA3RIZ ClpS1 1T M B2 Z LD, ClpC ¥ ¥ 20 U INEHERH T 5 L& 2
BB, PR SE AR IR TH 523, PAA2 O N RN IZ&BEATF—7 03 H
LI, ZHUDBERED EFIC L0 EEERLESIZE I L, CAO OREA L[RERIZ Clp 12X 5
BikAEMRT B2 LN TV,

JeA Rl e EEERHRORHBER & B ICHERF T2 720121, $ERA Y L I B ORE %2 5D
D¥a— R o7 B OELA AR RO M EE N EE L 25, Clp DK
XA M <IZFEET 20, —#BIL Ticl10 &I D B354 X7 B a5 L TNEBEIZ/TE L
TW5 (Flores-Pérez et al., 2016; Sjogren et al., 2014), RIBRIA & /X7 B )3 i 6 H gk 7
RV TEREESRIEI LB, &2 WL TIC AR BREER O 7 ot v o0 7 RomkIgE Y
AR EADE U BRI iR 5 2 & ¢, Bk i & WEEHIcwET5 2 &0
RSN TUWD (Flores-Pérez et al., 2016), 1T J A RAEGKKEKD 7  bx o HklE#H
(PHY) (%, Ticl10 24T L CTHERMARNOMITARE T2 Dnal £ ¥ <1 > D ORANGE (OR) #

K. Nishimura - 6
BSJ-Review 12:57 (2021)



FE Bl F e aifR 12:58 (2021)

PNTEEREGT H T E T, ZORmKESE & BERTGVEDMER S LTV D08 (Welschetal., 2018;
Yuan et al., 2020), &XAEEDOIEAMES %51 & Z L7= PHY X ClpS1/F <> ClpC/D %4 L T4y
iR 252 17 5 (Welsch et al., 2018), Y 7L /A4 REMBZDAF LY XY h—/L4-1
% (MEP) RHOLEHRHEHETH LT AT U F L ln—R 5-U VERAHKEESR (DXS) O
AL, 120 T XX —H LRI L Hsp70 Vv e & LT ClpB3 (KTFD U 7 4 —
VT 4 2 TR F 21T Clp I-IF O 0 FETEMEIZ L 0 il 2T d  (Pulidoet al.,2016), = XkA%
EOREE & DT EEIC L 0 RIEMAL L 7= DXS 1%, Hspd0/Dnal % /27 T 5 120 (2
FUFR ST Hsp70 ¥ ¥y < &SN D, ZAUT KD RNEMA(L DXS 1X, Hsp70 KT}
ClpB3 IZ X 272 U 7 4 — T ¢ ¥ VUi %18 U T FHEME R, & 2 V% Hsp70 2> 5 ClpCl
SO FEE L T D S ERIE Z2 %20 D, 2 OARIEMEAL DXS O##EMILEIL, ClpB3 & ClpCl @
MR 72 BEIC LV IRED EBEZ BN TS, Hsp70 205 ClpCl ~O FE S 1L EH% F 72134t
DOFIENRFDNENHELR STV D, Hsp70 & Clp TV FHBEEA b L AEEZZ T -4
VRV EONEERIZEETHZ LRI TS (Pulidoetal.,2017), iEFI 722 YRR IZ X
DIGMERERFES AT D AR EESNHEE LD P, TOFEELRZ—5 > MEIPSIH DK
JEHL D1 Z X7 T D (Kato and Sakamoto, 2018), Y& %5217 7= PSII &KL 7 T
MHAMrvFTaf FIZBEIL, T2 CHORICHEEET 2 Z & T DI Z U 7 ERIMNBIC
BT 5, TOBKC DI 1ZF T3 RL—A L L X b=l ZNEThERGEETL Y V4
AT DTy RRTFHE—YTH5 DEG (2L - TEUIBr STk L, £ D% FtsH (2 &
DARTF RNEILICHSNTREIND, TORERKENTHBAK I L2 D1 28 PSIT
ICHASH, BRA LT 7 HICBEIT 5, ZONEEZRZ )72 PSI OEHEIZIT AR 72 Y
VIRAWIERR B - L TR Y, U UEMEOER L LT PSIL a7 Z X7 B D DI/D2 X° CP43,
PsbH 78, F£70V U bl &MY EefkEEsE & LT STN8 & PBCP N E4LENLHM LIV TV D
(Kato and Sakamoto, 2014; Puthiyaveetil and Kirchhoff, 2013; Samol et al., 2012), STN8 {% DEG /&
17H72 D1 B fr (k& #1] L, PBCP (X D1 /3R & ARHES 2 23, §Efl7e A I = XA IR TH 5,

ik U7z SPPIZ & 0 #IERIBR IR 2> b Y1l S 4172 TP <0 Clp/FsH IZ K 0 Sy Siz 2 28y
BHHRATF ML, A bR RED InffGMoy NRTFH—8T7 7 I —IZR/T 5320
A Y AT FH = PrePl/2 & OOP A& BIZWi /7T % (Kmiec et al., 2014), TP DY A AU
W42 26~146 aa TH Y (Zybailov et al., 2008), —fiki)7e Clp & FtsH O fREMIIENE IS
~12aa & 10~20 aa DT F FTH D (Choi and Licht, 2005; Ito and Akiyama, 2005) D2
%fLC, PreP1/2 & OOP [ZZNZH 10~65 aa L 8~23 aa DT F KWt i 204 5 7=
(Kmiec et al., 2014; Moberg et al., 2003; Stahl et al., 2005), ZX 57 F REDRTE 5, —F
PreP/OOP {KTFHNC /R S NToXTF ik, 3~daa BEL 2D LDODT 2 J F~DHRIZIE
£ 572\, PreP/OOP O Tt T, 2 2D@BFEENET X/ T F X —EThH 2D M1 & M17-20
D TP 72 EICHKT DT X VBRREONT T e S LI LGl XV BRE4AmRT 5
EEZ BN TS (Teixeira et al., 2017),

4. MRS T FIVREEDRER
YetkiA & 22X 7 B R & A LT MBS BURIERE OB i VD < Dy ST B,
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ISR T RZEREK A O Sy R RIS R E B R OBEIC LV FFEI NS A LA
JSERERE, & U CORPEY) OETEDNTHE T D87 e M S B 72 R IA U,

BRSO A~DT 7L (L ha ZL— Ry 7 F L) OIGEEREIZ B THL A& E &
iz 2 he~RES 7T VHEERTE L TH 55 GENOME UNCOUPLEDI (GUNI) i
Clp |2 & 553 Hli#E1 232 1F 5 (Wu et al., 2018), GUNL TR e~ I|ZRIET HXH h U a~x
7'F KU E— K (PPR) ¥ /"7 EO—FiTh 5, GUNI [Tl HF EFEREE N Tl Clp (K171 7
IIRIZ L 0RO TIRWERBEICMZA OGN TNDER, L halL— Ry 7 FUpRER#) S b A
NURBR T CIEOREENMET L, A MLVRRENF ISR END, Rl brZL—F
VT FINEERETHEAITHDH Y avw A vy (LIN) 72 I KV ERIKOBIER 2 HE L -
%4 1X GUNL OBRE R ERHEO EANR LN, 20L& XEREKT— RO ClpPl 47 2=
v FORBFEEOK T HLEIEIN TS, Clp NED X HIZ GUNI Zi%ik L TW D 0T 5
TIX72W Y, GUNT OZEMEICIZPPR T F — 7 08545 Z LEAVRIR I TV 5, £72 GUNI
FIANDER L NI ETHDH I E L RENTWD (Shimizu et al., 2019), —J7, JEPERRFHERE
(ROS) O—FETH H—HHKEFE (0) Bl EZT L e s b — N7 U RERK T,
F 7 aA RERIED FisH & 77 FJEESIZRET 5 0,8 % —Tdh 5 EXECUTERI (EX1)
D3 L CHERET 5 (Dogra et al., 2017; Wang et al., 2016), 372> 5 7 F FEZI D O. 03K
T 5 L& EX1 ORI N Y 7 N7 7 UERIEPIBIER S D 2 & T FsH IZ X 5 EX1 43 fR)s
FIEEZ S, MRELTEa— ROX N RAIEBERBRTFORBBENFHFEIND (Dogra et al.,
2017,2019a),

BREAMAN TR TRNOZ R BEERICERENDD &, ANTRTRIEO Y ¥ _m
RTuT 7 —EELa— RTORBEGFORIPFEIND, OB/~ LG
% (unfolded protein response) & FE(FiL, BERESCENY O/NEIK (UPR) 0 h=2a > RU T
(UPRmt) TH.541% (Haynes et al., 2013; Walter and Ron, 2011), #kiEa-<CHEY) D IERRRIZ I T
%, RNAi ° LIN ZF|H L7z Clp ORBUL FIZLVEEa— RO ClpB3 ZiZLHET5 2 ¥
1 R OFBL B R OSERAR 2 7 B OMEFE ORI 7 E3BlEE S d, HERRIKD UPR @
FIEN R I LTV 5 (cpUPR) (Llamas et al., 2017; Ramundo et al., 2014), Z @ cpUPR D&
I% GUNI1 IR s 7 NVRERE TH Y, 5 R T Th H HsfA2 5T 5 &2 b
TW5 (Llamasetal.,2017), —J, F7 2A K FtsH O/RZ(Z LY PSII 72 & DEEREA 2 X7
BOEFMHICEENECTHAIE, Yy ur7us 77—+, ROS HERMELRED X
SN NEEFEENF OZEN BT Z EABIEREI N TV (Dogra et al., 2019b), ZH
SR OER EHITEE L~V THEISNTEY, OB EdRko UPR SHEELL TS 2
&0 D UPR BRIGE, & DWW LERi 252 -5 2 L R BRER L TV D Z L bEE
& XY N (damaged protein response, DPR) & RIS, 7o R LITR 5 FT7aA R
FtsH OFSEEIRE, T7habbi vy _uy RAL VOERIZI > THREDOT > 7 —/b KD
a7 FisH BWEET 254613, BERKLZEXIZHL A LN PSIT # /8
BoMEEEER T TR, U FILEE (SA) JSBEMEEFORE LS 20 0 8507 2 b
L A5 % %% (Duan et al., 2019), =D A F L AT, HEHMATERENS SAICL D
BB ORBEHE, $hbbl hus L —FRy 7 e LTOREDRBESNLTWS, il
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5 SA G AEM D A Y a ) A FERRIKEEFRAE & FsH BSRE & OBIRICOW T HBIRA L 72D
(Dogra and Kim, 2019),

F U AT F X —F PreP/OOP % K18 L7 3 HARKTIX TP HRXT'F REOZED Fiid
FEBEMEREINIC 29 2 0 fEPEW) DO ETEDMER STV D (Kmiec et al.,2018), s fEEEY) D EFE
DR &= % o787 1%, Rubisco DK~ =+ k=2 Rubisco 7 7 FX— A, LHCII, DI,
CP47, 7T AT =R EFEEDPHBNZ N D Th o7, KRNI LIZ, ZO3H
ZEMRITIFFEITELE L TOWRWCHEAD LT, WER L ASEREEEEF ORI A2
BRI TWa, ZoZEn, FELETTF RBNFREMETZ T =7 % — L L THilRN OB
BIGE S 7 F IR ERE 2L LTS Z EDRIBEND A, HERRA Y 7 Bk~
FRNEZTEEL, EOXIITEM - REINTWAENIAL N TIE R, —HFe AV
TR ATIZBWTERNSTF N OMGERFT AT o TR Y, TERkIR S 7 Bk
T RSN 72T Tle <M Mz W T H 28 S LTV 5 (Fesenko et al., 2015; Mamaeva
et al., 2020),

5. EHYIC

WA T vty o7 7 a7 7 —EBIE, MERKOSTEENDIREL TS 00, A
{LOFETLARAL « EE T D2 L THMAEDODIRY AT LEREF L, JERKRY v X7 G5
ICBWTHLDHZREEIZ R T X0 1c o7z, EEE, MY ORBRESKEBREFOZEIC
Jis UT2 A0 23 T OTEE R A N L A T2 2 MRNE AR E R TOKRRIZZI
720, OB ON BN T2 R Z AT EMER SRR Z R LT D, T
7a T T —BHREOEEIIRBRESC U S TOUVBRERICHER B X RT, T0 XD
BT EMG, ERET 0T T —BIXA T R T EEE SN ST REOHWE, B D
WEZDBEFIZBWTHEZRAHIE T 2FEE SO TIERWEA I D, —F, AU A
RTFH— B RAR DN L0 S IRIEEW =T F R e el 2 Jel- 9 wlRetE b T &
oo 2RI BT T—EN, BHIHKRHEKRZ X VRV EEBRELTONDOTIERL, A
SN BRBEENTTF RN D BT R FREICHAL TS Z E2ERL TWD D)
H Liv7zevy, B M/ 1213 TAP (transporter associated with antigen processing) & FEIEAL
HRTFRETUAR=Z=BFEL, U4 VABGEITHRT DR S 37 B D5y fig
PEM) T T R & FIE D &/ NMERNIZELY iATe (Parcej and Tampé, 2010), Z U2 X 0 /Mafk
JL— A N @ MHC (major histocompatibility complex) 2 7 A 143 F-N_XT7F REFEAL, T
UIRER ORISR ICBITT 5 &, YT T REREY L L CTHIFRR L TRIZIGEN
JlEfezasns, £72HB I b= KU 7O UPRmt TiE, Clp I&KEFEHICOENZ~ Y v
7 AE X7 EOW R S HAF-1 & FREN 2 Gl EIED R T F R/ AR —Z —|Z K> Thh
E#% (Haynes and Ron,2010), BUBEIZEWNZ 21T, YA XFAXF 4 7 A ElZidE b TAP 0%
HLHAF-1 ORE1 V% a— RT 5B 082 OFEL, 2D 121X 7 aT 4 — ALY
BERARAPBEI B O TR SN TV 5 (Huangetal.,2013), Z @ TAP A€ 1 7 Offr #1 C ¢,
ERRIR X X7 MR KT BT F R 32 D%l 2 EmO R T%E, & D0vIEA
IV TR E M LN S 7R E L ORRICOW T OIARICEN S0 E LI,
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A, FEYHIIE IR DRI A A>F— 7 7 T —LDH A X THDHI LNE
BRZEEZEZOBND, ZHUE, B 7t — 77 V=L W) BRI RINT-HIHIED
MIICENTIX =773 —LDYVA XSV =DV A X Thotolediz T3
sa] LW FENMEDI, TOAHPBBEETHAINTNDLENIRERHD LS TH
Do

Fxlk, EEERRERET 2707 7 U0, RIREDEREOREEHICEDS I 7 1
= 77 U—EEERD Z LA ST LTS (Nakamura et al., 2018), Z OFfEHEIL, A
— h 77 IV — AEOMERFE TR Z 5 ATGS & U > §'E Phosphatidylethanolamine (PE) #& &
PO BT BAR T ATGS, ATG7 HFEDORBICL VIR Z H70<72b 2 &b, ATG BinT %4
BT HEAATDIIuA— 770 —Thbd, Z7un7y P—ORETHREAENLY X7
'E (GFP)-ATG8 T 7 "L ST R & RS IR DN 73 et G O BERRA R I JRTE T D2 %
THH (Nakamuraetal.,2018), ZiLH A — b7 7 ¥ — kG DN 5RO FFRCMREEIZ B W)
THHEADOHIEEEZ -S> TND LB LNDN, TOFEMRBEREDRIEITIZE - T/ (X 4C),
ATG BTG 7 ad— 7 7V — L L THRBIZHEL. SN TE 0L, A% 7 —1LE L
MEERE TR Z DL A X Y — LG5 fR « X%V 7 7 ¥— (Oku and Sakai, 2018) 72 & —EBIZ[R
LBNTWHY, A% 7uan 7y V—ZLBERBRTIFHAFAEL TN ZET, I784—
N7 7 O — OB OHALA O], AWM Z B Idim i BRI T 2O OF =7k
ERHZENTEDL RSN,

4. ERABAIRBA— T 7 O—DRAPRDLEAS
TAVETIE, JEERICEZ 2MEEKEORGMH - 77 7 P— IZOWTEIZHRRTE
723, BEREO—MEGRT D —AI =N EATOA— 77 V=B EI D2 ENEHED
TN—=TIZEVIRENTN D, FRICHR~2 1L, BERRAA b v~ &l —#8 2 & T/ Vid Rubisco-
containing body 234 — F 7 7 TV — LD & L TEIIN D~ 7 04— h 7 7 U —i RN,
WG EROR ha~ & o R_7EGR, 7T VBEARICEE T2 L2WELTEL
(Ishida et al., 2008; Izumi et al., 2015; Hirota et al., 2018), RFICAREEITUIEEEE A KRG CTA > F =
AN— b L7ZBRIZTEME L, £ 0F, #Iai H-ATPase DFHEAITd %5 Concanamycin A Z N
LR st 2 BT 5 &, CO.[E EREF Rubisco 5 Te | um FREED A — F 7 7 ¥ —/ M
DRI ERE T DR T2 BB T 52 Z L0 HED (KI5A), 7 ru 7 7 U— L9 BERK A
TEETHOA— Ty U—b, BIRITHERF L oo I A ORI T 24— T 7
V—OWEPFET D T &N, REEMEERMEICIN U THEDEAERE - =M % @
Ulzay ba— L LTWDAREMEDRH D, W OAFE)FEEEOE M IIEF ITHBRRV AR A > B
Th D,

—7, ZICTHOBER - WAE~A N7 7 U OMRICAEENIT DL, A b T 7Yl
BOTHI Fary U 70—#FAA— 77 IV —LORZIISLT BEVBMLND]
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(A)

Rubisco-GFP 2007« )VEX GFP+o0O07+)L

(B) Drp1{&k&FREFIL (C) Drp l#{ﬁﬁ-iErlb

S uvy I UYY—A

iy Drpl/Dnml 3

iR ¢ /V ¢ SRE
Qt & o
GD»

X 5. ZEEAN AR T ORPioSsE
mywpfi&wbtmqummem»%%ﬁ?éVH4x%x%ﬁgﬁﬁmm%WMWWﬁwﬁE@
Fk 13 Rubisco-GFP 20, ~ ¥ o #1377 mu 7 4 Vi md, WHLERIC & 5 IRFEHLR ST, Rin H-ATPase
DFEEHA concanamycin A /77E T TlX, #KAIAIZ Rubisco-GFP % ?E)’DZI‘“* N7 7Yy I RT 4 DEBERET D,
(B, C) Drpl K 1% - HKFEM~ A b7 7 P—ORREET VK, WISV TE, I b= Y

75D 5 Dipl KAUC KV ERI Far FUTHAAELLMIICENTS, v/ 77 V—RREIHZ L
75\ 6 F— R~ 7 7 U= LR LTl < HEB O FER RSN TN D

EMHE SN TWD (Yamashitaetal.,2016), ¥~ 77 P—DEF /L ELTE, S har R
U7 - R AR IRL TRY, BEZZT7I har R TIERAE L TRV &SR,
~A NIy O RIEE LD EWOBEENREN TV (XI5B; Twig and Shirihai,
2011), X h=>2 RV 77/\5” (2372 [K1-DRP1 (Dynamin-related protein 1) 23/K#H L 7=t K
falzBWnWTh, DHREFICLIVERMLLEI ha s RUTO—H R4 — K7 73— A 0Off

_ﬁw%%bﬁghéﬁ%mﬁ%éh,H%@ﬁ%i%i%&m%@?%ﬁméhk
(Yamashitaetal.,2016), ZHLHDHRIL, v~ b7 7 V—LRFALTE DI har KU 74
GUHEREDNFET D Z LA RIB LTS (XS5C), 728, FH2 T~ 7=PINKI1/Parkinfl~ A 7
7 VI RN K BRI LT 53, 2 2Tl A T 7 U—I1X, BEX
Z (Hypoxia) X°, #k%F L — MHIRINC L 28K Z TIEMELT HRIETH D, ZD X 5 ki
%, 2 b=y RUTHBEICRTET % # > 732 'EFUN14 domain—containing protein 1 (FUDC1),
& %, B-cell lymphoma 2 (BCL2) 7 7 X U —& /N7 /E T HBCL2 / adenovirus EIB 19
kDa-interacting protein 3 (BNIP3), BNIP3L / NixZE 723, A — h 7 7 U—% &K L L THER Té_
&N K TWS (Bellotet al., 2009; Liuetal.,2012), K- T LD L H 72 &2 kL AR
PmKHRﬂm@74F77Vﬂ&i£ﬁ5547@74F77Vﬂ#£%f%5%®&%£
bbb,

Fx b, oA XFAFAEECBT DERKRD DA — N T 7 =D T A TRAA A —
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U EED TBY, RO~ A 7y V—FERIC, ERERE TN T 7 TV — A
35852 U, ZAUTHEWOIERAR D —E 25 Rubisco-containing body & L C/Mafb 3 447 % T
FICHR A TVD, Lo T, FERKICEBWTS, E—AI—ARAd— 77 D=Ll L T
R Z RTINS A HAAA DM D> TV A RITEEMEDR B W E B X TV D, ZOEEAIT
LSBTV ZET, EREREI by N 7O O A O I@ M, 0] ERK
FANTRT G e T D4 — b7 7 V—HBIZONT, Filc Rl a/{TnE iz,

5. EHYIC

Pl KFETHE, FxOERKEA— 7 7 P—HIRICET DRIEOmHA L, BET S04
MR COMA MRS DY, WORF2OME = 2 mkima B Uz, BEMICE, REED
T—HIZONWTAR TN D Z N LWZ b h Y, [RFREYFIE~DEHR]
EVV) BEICITEEV NS RIS o T LESTNDD, 20X G To#Eimze —2D
ToMnT L, BRTLOMEZER LERAZTAR LN, BRLIBREIZORITTVEL
W, FloFix O%h, (= 77T —] L0 BkA RAPTEICRGF SN TWD Z LN gno
TVWABIRIZERB L TWDHZ &0, AL E-WIEERD LTV E W S ABRBEICH
Lo LINLEND, K2R EFICBL LANVEMBSRIIEH LTV DR 2EEDN, T
ZTNEDOBENDIHAL - BREWMMOREZBZ TRIFL TN Z LN, HWBRZOE R 5%
JBIZHEN DO TIH WD, EEEFRNLE L TWD, Fx bZD LD REWE 2O RE
DO—BtlenZ EHHEL, IORHPITHEICEYHATHETZ,

E i

TR THREIT L 72 AFFEI, ISPS B Pt E B4 (FREEZE 5 JP17H05050 - R 5  J&, JP19H04712+
R& SR, JP20H04916 - {35 : JR,JP20K21322 - 3% : IR, JP19J01681 - 3K : H14F,JP20K 15501 -
RF : K, JP20H05352 « fR&E : HF)) OSHRZHTEIT LI, FEAMOR LT —#I2fE
M7, A bo<B4T GFP BB A XFXF, argd BEER, pubd-6 EEIRIL, ThTh
Cornell X% * Maureen R. Hanson 18, BAVE KT« EAEF 1+, Arizona KF « Jesse D. Woodson
HENS N ENZE WD TH D,
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