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The evolution of the regulatory mechanism of chloroplast division

Shin-ya Miyagishima
Center for Frontier Research, National Institute of Genetics, 1111 Yata, Mishima, Shizuoka 411-8540, Japan

Summary: Chloroplasts originated more than 1 billion years ago when a cyanobacterial cell became an endosymbiont
in a eukaryotic cell. Reminiscent of their free-living ancestors, chloroplasts replicate by binary fission, but the division
is controlled by the eukaryotic host cell. Recent studies have shown that chloroplast division is performed by a
macromolecular protein complex at the division site, encompassing both the inside and the outside of the two envelope
membranes. The division complex has retained certain components of the cyanobacterial division complex and
several other components that have been developed by the host cell. On the basis of the information about the division
complex, we are beginning to understand how the division complex evolved, and how eukaryotic host cells regulate
chloroplast division during proliferation and differentiation. In this review, we summarize the recent rapid progress in
our understanding of the chloroplast division machinery and its regulation.
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IZLHIT
BEEEAN TN RER 2 =] 5= RUT, hE
RAATORERIRITZENZE I, o« T uT AT TIT, &
78T VT D510 20 (EAF AN A IR A RIS 3L AR
T HIELIZE S TAELTZEE X HLIVTND (N A3,
Reyes-Prieto et al. 2007, Archibald 2009). 4z /37
TUTLRIERIZ, EHOOMBEN/NREBME D7 A,
URY — DEOBIEHERBBAREZRD, EZMAN
THRTHZET Lo THISINT 5 (Kuroiwa et al. 1998;
D). LnLZenb, EATTITRANRFF-> T
BIETREOZAIKDON, Fo—ITE EEZMR
DG ) ITBATLTZT28D, Ihar R 7 LR R DR
ﬁ‘é@jt%fﬁﬁv\bifﬁa‘z%ﬁiﬂ’ﬂwﬁﬂ~I\“i§1ﬁ%i:ﬁ‘ﬂ?bft\\ - y7//wﬂkmﬁj\ @
% (Reyes-Prieto et al. 2007, Archibald 2009). iz I, (@) 7 /77T DT Aphanothece sp. 132-4 D4 BADE:

T )87 T T Synechocystis sp. PCC 6803 1359 3,200, T (b) HHIREFASELEE Cyanidioschyzon merolae 10D. —
Microcoleus chthonoplastes 138,300 D A= FZ i - M=) —>OYEkEEFF . MO TR

0 e A Y T ;
CUBITRIL, HERIRA ) A X 0 Th 200 it DIEFENBEINSD. (o) HHILREREE Chlorella vulgaris

BFLDRZT, BT/ 2 DItE A T, 2
kAT DWEHROFETU D8R FHED —HLLISME
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FEAETHRL TS, 15T, Iha RUTHIERAK
HHE THA DI LT, D5 3UTE Flaoa—
NBIRFHEICE > TIThTRY, S A5 E
JZ X o THIFISN TS, SV L, HEFELEE
FCETERMRE, 3540 TUT O 5 R R
AEFLIAER, 4 B ETHZTIMEN/NGEE %
REFCETDIT THS.

HERRIR D 53 HED AN R E S T2 D13 19 HEfd 2 4
THY, ZOBERKRN, v T O TFEAL v aa
T AR\ ZLDEAN DM AL A7~ LR LT (Martin
and Kowallik 1999). L2>L7e03h, Iha RYT L2
FIRDY, BHDODNA-Z L R 7EEA KR (IR ©
BEGF A>T, RIS TORBIETHIEN
Wi L2 >T=DIT 1970 F R ThH -7, i, MlE
BAR, BERAEKLOIPa L RYT ODNALURY — LD
FE, BAMEBEEI ORI DL O THS (Kuroiwa et
al. 1998) .

T, HERE, IharRUTREDRRIZLTHRT
DITHDN, 5y EEHE D F ) O 1 I8 7 B
BIERIC Lo Theba, B UG AL O ZERR A,
b RUT DO FPRAEEROMIBE R, RICA N~ &
O~ M 72N, Vo 7R OMEE D o703 (4 2a, b;
Kuroiwa et al. 1998), ZiLHVU2 2 OYLAEIZ L > ToHr%
WEISEISNHIEDRBRENT. ZZETONED
PRI DR ER A S RSV (Kuroiwa et al. 1998) .

AFTIE, ZOBPILNIISIVIADT:, HERES
SLRHE N OV WA D, B8R - ZU RV H L
UL TOH BN DWW TR T 5. 47 R D 55 7
LUV TOBRICED, & M, izl
TN TIUT IR D 3 REM WAL, -
B2 A R D XD 72 o Te DDy, KO hED
. BERRARSROMBA DL, IbarRITICH
WThEHENLZEL RIS, a7
3 BUT DN T OFEMIL A D37 (Miyagishima et al.
2003a, Osteryoung and Nunnari 2003, Kiefel et al. 2006,
Kuroiwa et al. 2006) ZZ 41720 .

AR PN AR 1T KD TERRR D B 3T L BBk AR D 43 S| 1)
1905 £ fe W) DAL N S £ 7 7025 100 4 LL L% 7=
BUE, RIS DT, Ak, HFRRFICED
FEATICED, BERRD LT 7TV T7 R THLHZ LT
FEVDIRNEFELL TZIT ANLIL TS (Reyes-Prieto
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et al. 2007, Archibald 2009) . > 7 /X7 U7 OIAEC
FOBERMARZAFT A AL, IR AR, AL,
rktafidy (e, b LRYRE) O3 507 —T~
LA LTz, RRE A IR0y 1R EMAT OFE R, T To
HERRRIE, —EOLT 7T T OLEITETRTHZ
EDRIBEI TS (Reyes-Prieto et al. 2007). SH1Z,
TR TIT OIAE (—RIEA) ITH o TR L7ZAL
EESORREEDS, BIOBEZMAIZEIAENAZ LTI (Z
WILA) , TERHMRIZER A DORR % 7255~k L
TWofa. ZOLHRAEPNT, IRVAY (GekBah kD%
PR ZFFD), ANT A SAL (Hig, t8me/nd) 7ok
7385 (Reyes-Prieto et al. 2007, Archibald 2009) .

WA T 2RI TIT BN/ N E ThHERRR
NERENTOIERRIZBWT, RAELEYT /30T
VT D5 7 M), —HEFOE FE~DER (L
F) O, WO DOIED RN VB Th-oT2E5 2
bND. ZhbiZi, 1EEa—ROZ <7 E il
ENOIERRR A~ T DM DTS, ME SR
RO EREE) DT8O DIERKIR S LOFE 2 DR
AR—H— O, fiF LIRSS DILAERO R - H
FETRIERRE D HELR 72 L 301 T 5415 (Rodriguez-Ezpeleta
and Philippe 2006). ZDHToy4d - HEFH O HlHEIL,
T EHIR 23 3 AT HERT, AR AR AN I AR (R A i 52T
LT WMDIZOIZHTHY, 18 EMIIC DI AR D
THAR MR 2l REE LT, ooz &g, SLAEBIfR
SEDO T B 2 R TN O DB bE LRSS,
B Z X HE B e O RIS, FEEEEEE B A 7,
BHBCE AT ZRIEIL CLESTE, —F5T,
A EN T AL B D 53 03 g E 1 =6 we il i oD
DHREFIFL, EERIABREHERF T 212 R o7
FEANVEHIL TN D (Wouters et al. 2009) . 7=, #HiEh
D —F&/~TF (Hatena arenicola) 1%, HHFEDHE#EEE
AR I EUDIA B A Rl S TVD 28, #i =6 kil
D4y IR 7 ORI D r e AR Z kD N,
HAKRE R ST2bD 7 T OBMIRRIE, O R58
BAERDIAT Z DB TS (Okamoto and Inouye
2005). > EfE FMAL LI AR D 53 RN FFR 3Dl
DEFEDILEBIRICHD.

TIE, 18 EEBHIRIIEORRICLT, v T /307
T AR R T D EERRIR D 53 H AL T D 070,
T OHRENRE ORRIZLU TR L TE I BB
FFlcivd. LonLedin, oy RIS 2 AR A L BRAR
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FHIZOITIL, FETRERA D RO BRI THY,
/)’ZIET ITNETITG D> TOD IR KD 5y B
HEZOW TR 5.

TERRARD P REEB Ly T E
1986$ Ry E R e S 1A %%%fzm/\ﬁ”
WV RO E (ARSI 7  PDISY) 2)
Eoi)xb (Mita et al. 1986), Hl&EfE [FEROHIENZ
DO BEFASCRE AR T &7z (Hashimoto 1986,
Kuroiwa et al. 1998). ZALHDFERIZIDE, FERLA
Oy ST IER AR A B T 2 Ko D B (PN/ELIR J OV ELIES)
O E M B RANE < RN RS DY o 7 R i
DUHET DL Lo THIERZINDTEDRIEI LT
(X 2a,b). 2Dk, ZOV 7 IRHEEORERKINT&Z
DJEDNAFAET DX X E D RITENZ AT TORFZEN
AT, FORE, T/ X7VTHROECES
M GTPase, FtsZ, KX, 185 EEAZMALH kDX A5
SUKEZ X DRPSB A, VU EDICRBIEL, %
DL L S TEREEEGIR (55 E) ZTERL T
TRy SR 5952 VL 72 (Miyagishima et al.

ANl
PD Yy

A <1 s

QQQ@

X2 BERRIROD oy Sk E Ly e B R A R
(a) HAAHA@
Shb.
WDV 7 Ol S BB S NS,
a7 LD E G, BRI nA X A FARIED LA,

& LA H.ORBE£% (Miyagishima and Kabeya 2010) .
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(b) TR 7 Wit OB R FE 7 AR ANV E RN SMA OV 7 O, WERRO AR Hliz
(¢) ¥ T I \ITUT MK FisZ EERZMIAL >k 1 F I (DRPSB) OJRTE (%) .
(d) :hi? ZRIES AL TN Doy REEEERERL S o X OAFIENL
(OF ==~

2003a, Osteryoung and Nunnari 2003, Yang et al. 2008,
Miyagishima and Kabeya 2010; [X|2¢,d). ZDIZEN b,

WA HT LT /R0 TVT DR LIAALIZEEE, 15
En’:ﬂiﬂ’ﬂ#bﬂz?’:ﬂ@ﬁf:iﬁ&%%@%ﬁ)ﬁ (ZE-oTIThbhaZ
EMDIN-TE. SHITK H I AR KL R D

TERR A3 %4t%ﬁ>$%ﬁéh, rfﬂiﬂ@ S T BRI
THEHEBSEINOHEED, HFEHTHLZ LB

(Yoshida et al. 2010). ZZTCl%, ZNETICHEESN
TWASZEERE ORER 2 _REREICHONWT, VT )
ROFUTHROYE, 15 EHROW O TR 5.

1) ¢/7//<7'7U7EH§E®1%%T%2:%®1‘%T‘

TRy ZLE B ORERR & B LU TRANZ /LD
f)\of:@ﬁ\FtsZ’C“E?)é. FtsZ 337707 (HIEHE)
E—HDOT —x7 (HE) IRV, LR E
FEEAEYOF 2—T7 VAT GTPase Téhd. FisZ
WEARTTIT D53 oy K O JF I E B E T~ CH
AL TV TROREEZED, ZOMSZI LT o5
RYBEGRECRIESE, Mg R &Ed
(de Boer 2010). 19954, 7 /77 U7 HKD ftsZ

(d)
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BAR T, VEAXT AT ORMIAEES ) 220N
(Osteryoung and Vierling 1995), s 7T T
BUARNAZ W2 EZEBRIZEY, BEFAEDHRITH
FETHHIEDHERI NI, Z D% FtsZ N IEREAR 7y 5L
i OWNEEANE <Y 7 RICRBET HZENHL
k7257 (Mori et al. 2001, Vitha et al. 2001, Kuroiwa
etal. 2002 ; [X12). FsZZWABEANa~fIIZHLN
MO AFERFH) T DOESHIZANa~< AL E D
(Miyagishima et al. 2001) .

U EofERIE, WARBRFIIMEEZICBITLE
HLOD, FtsZZHLELTZ 7T VT RO IIE 53 54
FEAEDS, MR N AR B b TERR IR I B > CHEFFS LT
WAHZEHER LT, ZORRICESEX, XUTUTIICE
W FRSZY) > 7 T AL i 2 il i 9 2 8 s - #F (minD,
minE) b2 FAEY) ORIREZ 7 ) LR, Zibo
BAR T PEM S BERA D 3 R 59 2 ZEDVRES
7= (Colletti et al. 2000, Itoh et al. 2001). £7=, > mA
X R F DEERFAR 45 495 BLR (are; accumulation and
replication of chloroplast) DfEHT D, > 7 /377 Y
THEON I E @Y N7E, ARC6 23[FE SN,
FtsZ V> 7 O EALITBL T L RIE S 7= (Vitha et al.
2003 ; [X2).

FREOML,  mA XX BE AR S IS BAR D AT
2D, FsZIZHEEIOESE, T —E0—HaIcgil
DSy % Fi>72 ARC3 X2 /37 3[R E 4L (Shimada
et al. 2004), FsZUr 7 TRALE DKM 5952
EMIREN TS (Maple et al. 2007) . DA, FEFREIX
FHARBILTWZRWD, T 77T D minC (minD,
minE E3LIZFSZY > 7 OB EIZE D 5) (LD
BIG T DREEDORET ) M RO > TNDHI, —ED
FREEDIEREIRT /N, fitsT e OMtsW Bl OB AR T
MFAET S (Yang et al. 2008, Miyagishima and Kabeya
2010). LoaL7ehs, EREBSNOART T /30T
T D3FFo TSI E 73 BRSO 2 <0, BE,
FE D7 ) BZAFAE LR EDE (Miyagishima et al.
2005), MfAPRNILAER, NTTIVTROGREKF D%
IEFbil, —HPEISNIEIRD RS-
LEZLND.

2) 15 FERZARA RO & T DL

FEOIIT, RNTTFUT OSSO RIS
W, IERHRD 43U D38 s T RE A E S hR

64

Wiz, LinUenss, ¥ 7 /377U T7 OME 5y 5
BT OEBEERITKDNTNDIE, B BMEE
THEBEBEINDORES R TR ORIE)R Y
TN TIT TIHBEINI N e Ehh, A%
VA8 FHIARI SN 2 AT BE R AR 4y 32 /X D
AN THEEINTZ. 2055700, 5 EEEMRLR
DYERAR Gy R L L R F LU TR YN RIE S LD 03
HZAF IS 3, DRP5B Thhb.

AAFINTERAEWIZEA D GTPase THY, ZH
(RAAERL U R YA b= AD/NRTE RIS, TR
D LR A S 72 Sy O AR E M K i T
WIZEAL, /MaziaiEN SO0 EDH
URVBEELUTIRT A TV, 0%, 7 /570
TCxIMNIXY, BREMIIIRE A AR S
INTENDHIERNDNST=. ZDHHO—FNIa
RUT A ORI ERIR EIZRIEL, 2RICBEEL
TWAZENHESHZ (Heymann and Hinshaw 2009) .
IHIZ, HAMNEIFAS AL #EE Cyanidioschyzon merolae (X
1b) D7 /A7y = 7k (Matsuzaki et al. 2004) D 5,
ZOFEIIIZ AT IVERBIR 7232 DL 722 e8]
BIL, R HIEIba R 7 53 &< (Nishida et al.
2003), HO—HITEE KL OREWNC UMFEIEL 7R\ Z
INIEHEA—RLTNDIENHBILT. BEDX Y
'E (DRP5B) IZ DWW TRl E A, BRIy 2L m o+
AEORFE N RIEL, FERER 2T 2L h2 )
BIL 7= (Miyagishima et al. 2003b). Z D%, T HAX
TR T YRR Gy G BARDIRAT D, FL R IERE RS
AF DA —Y a7 3 FREPIC B THEERR ARy 2
VR 53 A2 LRSI (Gao et al. 2003 ; [X]2). &
HIT, HERA S ZUTB 5342 DRPSB 23 ELAZ M o
N BB 59 D5 AU AR L RO EITIRIR D
ZEMBABDET 5T (Miyagishima et al. 2008) .

T, LA RT AT BRI FIZ AR O,
S ELE E @2 R PDV L TYPDV2 (BHWZEL
{El7=% 73278 ; Miyagishima et al. 2006), PNELEEE
A 737’8 MCD1 (Nakanishi et al. 2009) 73 [FE X4
T, IO RE T EREMIZUMFAELIR D
728, BERHARRRNIRFIC 5 Lo i Sds o I Cldres,
BIENDRE ERE L LB R T ns =20 o)
VERECHDLEEZ LD (IK3).

FRED I TR & IR B AR oy FEE AR 2 NI E
MDEESITEZN, WInb, & 7B B

© 2011 The Japanese Society of Plant Morphology



a4y VA BEFEY

~4.5 BRI
PDV, MCDT

% y

38

Y TUE
AYRTFATR

%

< DRP5B
>10 fE4ERT

FtsZ, ARC6
MinD, MinE

X3 FEREA o ZEEE MR S T EREOHEAL

FtsZ, ARC6, MinD, MinE [ ZZEREIR DM THLL T /0T
WHSEL, BB 7TRHIE EMEOZIZBEITL 0D, —

77, #AF I DRP5B, PDV, MCDI 3/ E%15 I

Xohnzoni=2 R7ERETHY, DRPSBIIILA % FH72<,

PDV & MCD1 (&l _ Al o Hl il e cff S,

Blatsn ot (NIESMUIIO PD YY) ORERLIA 1
T, ZOEBITR/ETLHHDTHLIEHNHBIL
7. T, HHOIEPDY L EE T Ry A
JLE O HEEIC T L (Yoshida et al. 2006, Yoshida et al.
2009), SMAIDPDYL TSI N I1w DFFHER THHZE
%% J,U7= (Yoshida et al. 2010). B2, ZDOF VA
ZiE glycogenin ¥ Z /X2, PDRI M fEA LTI
D, PDRIZPDY T DG THLZENTRSIL
7z. PDR1 D /7527 ARIZIBWTIE, FsZVe 2
WIS ILDDY, X ATV TITIEREN T,
HOIRELELZ SV, PD Y7 OFRHERE &L,
JELME EAY) CIR<BIZEE I TRY, PDRI DA —Y1
7 EPRREINDF LRI E I NE EREY T ) MZha—RE
AL TU5 (Yoshida et al. 2010) . L2>L7R235, fkisits,
ARNT A IRA ) (#eak) D) NZIZPDRI 22 —R 9%
BAG TN ONSRN =D, PDIT DT NI AL
B D — R MEIC DWW T A B OBFIE R - 5.

3) BRI RELE DA AR T O BEI LK 7[R D B SR

WRIDOPD I 7 DRSO BaE 0, F124
DO GULERERR I NIE PR THLEEZBIL

DR, BUEETIZRESIL TN DXL R 7B RE K O
EOZEN LB A WO RARE ZZ TR T 5 (Yang et al.
2008, Glynn et al. 2009, Miyagishima and Kabeya 2010,
Yoshida et al. 2010; [X] 2d, e) .

53 BTSN > TIRANZ BRI 73 T TENL B FtsZ
Vo T BRI D. ZDEE, T IN\ITIT RO
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MinD & O'MinE, Z3UZHnz Che BRIz W\ Ci
ARC3 £ MCD1 M FtsZ V> 7 DAL E R E 2B 59
. WIZNIOPD UL TS, FtsZV 7 ENE RO
ﬂ%ﬁkéﬂé ZFDBIMUDPD UL (F T FRHE)
DR S L, HAFI A X7 E DRPSB23PD Y
7 ORI BET S, DRPSB TG I I Z M
Uo7 OMBEM CTARERICRTEL, HEZ RS
EONVAEL MU DY 7 ORI BI T 5. IHETE T Al

\ZFSZV > 7 B ORI O BB IR 53 24D o 71X Z DRI
fiRiksi, SMUDOPDY T X ATV T 1E
75 T IR E CREAS D (X 2e).

T 37T VT H 3k ARC6 Bl i B PDV
DRERAE, PRALPD UL 2 TE AL D BRI & o BRI
RHTHDD, WEEARCE XA~ TFtsZ & H.
BEfEA L, ARC6IIPDV S TEIE CHEHBEA T 5
ZEiZkY, PDV A EEIZHESES (Glynn et al.
2008, Glynn et al. 2009). PDV &4 A F I kkF X
27'E DRP5B D JATEIZLEE THHIEN 373> TOHH
(Miyagishima et al. 2006), DRP5B & B &9 270>
EODIARHTHD (K2d). F7=, PDVIL, FEREA
W TEIKS T /30707 lskOftE S, AT
B<TE EHROMIEZ SR H U RTETHDHN, B
FIITAFTELIR W, WEZ DR REDE L /3T
BEOFENTHEESNS.

b ﬁj\%

4) ZIRILABERIR DS
RUT 53 g L ORI
PLE, —WRILANT I o TR L 72 BERRAR D 47 2%
&0y SLEE AR R IR IO W THERR L 72723, [RlER D
TENZWRILATERIKICHE SN D. ZIkIEAEIC
iofﬁi@f:ﬁf’%ﬁ: , —IREERRBR ORI
, BVIAENT- B RO R LOERIAAT
ﬁaﬁéﬁﬂﬁ@@ﬁ@ﬂ% CHRTDHEEZLND 2K DIED
FHAB (2L —KE K-> T3 OETEHEN TS
(Reyes-Prieto et al. 2007, Archibald 2009) . FL#:D —
AN R T DIERRR R D ARNT A /3A VT F 0
T, SMUDPD Y7 D3RI 2 K H ORED SMAIE THi
\ZHIEEE TV 5 (Hashimoto 2005) 17>, KL#H KD
FtsZ LRSS AT DR T DEET /MR DDo
kb (Miyagishima and Kabeya 2010), P2 Bz
—IRIERKRE[RAEROFE BT D E
— T, SMARE DG HNE DRI

PRIERS, TR REIbaY

@/\EU

?E{E'Jéhé
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LT LLGr > TR,

W RUTTHDHN, W, BoBLUR
ha RUT 7 ) BZIXFSZ 2 G, ATV T RIS
URVBEREIa RSOV, F, RREAEmIch
a T BT AT TIVT KD Gy REAR TR I EL .
LU A D, REEMY), JRISIEE, kil oun
SONDEBAEMIL, BT /Ml a 7 a7 A I7IT
HRDFtsZZ2a—RLTEY, IharRUT7 a2 EH
L TWAZENRIILTUNS (Beech et al. 2000, Takahara
et al. 2000, Nishida et al. 2003, Kiefel et al. 2006). *
7o, JRARALHEE, KB, ARTA/SANIREDOIraLR
U7 T, PDUZIZHPORIEDO MDY 7 A3 E+ 3
e CEREIN TEHY (Kuroiwa et al. 2006), b=
NUTS, FszZVe 7, 5807, BAFIL VTR
DIEIZ LS, DELTWTENIZEARIBEIND
(Miyagishima et al. 2003a, Nishida et al. 2003). MDY
VTG PDY LT RIEEIC T VT U RRHER T D DM
WX, SH%OMRNEND. 5%, b LW
(I LT B A DI R T 5y SRS O RAT )5
HEDIE, BERRIAR S SUAE & OFELIIE S L0 FEAN I B AR
TELHEMIFFEND.

ER A HOHIEEE

ZIZET, ERARD RN GEEEEIZL> T T
ZL, ROUEBEBOFMICOWTIRANTEZA, HF 1M
Rl 2 L2 BEf kA 53 S IR 2 BRAR T~ 2720121, 15
FHRE S 7y LB 2 E ORRICHIBIL, #5REL THER
B EEZEL COADE R T HLERSH S, Il
RERE D WAL, S ROTI A BRAES AL
7.

1) BRIV DM L BER R Sy o [FIFAPE

— RIS, BEITH S -0 R A 17O U
L2720 (K 1b, ¢) . ZoZ X%, HAIfORSEIC,
AL L= DICH Y T ED. F, Mifdbi=vo
BERRIASLAS, IR OHIGEI > CTE(L T DI EITEN
Thb. -7, EREARITE TSRO, M
faJE WD F - 7B —[0] 43 2435 (X 4a; Kuroiwa
et al. 1998). D FEVIERIARD /I 3ME EfAn D4y 2
JAENZRIFAL TR D, TlEe D/ ms s o A7
ZALTHDLHN, HERR G ZERE OB FREOTE
NRELIRVIALNZ SN D DHD.
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BEHOZATBNTE, AHIER I (5524 i)
TR LT, RN T M JE B A R G
HIENHIKD. FIFARTE T T, ERESEEE TR
(mRNA) OB, 2o 7B B&EOEB R~ R,
BRI ASRLEEIZ 3T, BERR IR RN IS D Iy
AR TREDER TSN, TORRAECLZ L IERIT,
BERRIR D B TR RS D T LAV L7z (Takahara
et al. 2000, Miyagishima et al. 2003b, Fujiwara et al.
2009, Yoshida et al. 2010). [FEEIC, HERRASZLEIR
TREDOFEBN, ke (Adams et al. 2008) , i (Gillard
etal. 2008) (ART A/ /AL, IR A BERRRZF5D)
WZBWTY, fFFEoMiaEEICFEFHL b2 en
WESIN. oFY, HEMEEMIIGEC, BERRK
S GREIRTREDERE., Zo I BEREORIRR, SRy,
BERR IR DS HE IR B B DR F o - FEHIZ 1 [BI 720 25 &
NTHIE SN TODZENRIBEIND. T RTORE
BAAZOWTHRIRL NI TlidZen s, b7y,
ST IR TVT KD FsZ, 15 EHkOF A F Ik
B TEDOLUE, MIRE IS U TE# T 50T,
ZOEPIZHOHT, IR L fil i 4%
JTCNBETHD.

2) FERKIRD oy SLHIGE, B BRI 31T DYk Sy S
LR o LD BER

FROINNT, FERRRRNL S PIE, BERRR S R
I3 B O 2RI AAEN TWEE XD
ND. LnLens, BICkkEEOM BT
fi2 BAEY) T, —HRICE R OTERIR DB Fih,
HERRAAR 73 2L MM B W R, SHITXFEICHE
RN T IERFHANCE T T2 (FISh L TY /a7 H D
Z E— MBI — S ULnFERRZ R 7272y 5 X 1d).
SIHICEE BAEMIE, MR bITINZ, FEHEAR A )
{EFERE 215, AAORER D 3 (LIC - THERR N
DIERKEEL, BEREROREEINEBTH. —KITK
SRR AR RO e 53 NG 7 7 AL CIXBE R AR (£
FR) HETIERITEZY, BRI NS, —FT,
KELARE 0D F8 AT ff o THERKR Dy SR T L, %
FEIRIZ K &2 5 (Possingham and Lawrence 1983;
4b). TIX, B EAEYMIIEIE ORI A CHEREIR
SRR TS ETWDEDTHAID. Bl o~ 13,
FREORE FREY R BB 7R TERRAR Sy S E AR 2 N
JEPDV 3, BEiRIR ST ROH LA B W\ TH )
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XhTHILEZEXIEDT- (Okazaki et al. 2009) .

B2 AR 36 1T D IERR AR o3 B0 FE R E B A 2 B 5
MTT BT, v aAXF AT cDNA T H L FI%
BTA 2 (FOX N T ATV AT L) 05, HERRIRSy 5
DIIMEL CTWNHZE BLRZ BEELUfEMT L 7= (Okazaki et al.
2009). ZOfER, PDVI£/-1XPDV2D &4 A T
IS DL, BERRDAPINES I, £ DR R
TR DD 2 BERRIR D NEL 225 Z &RV LT (K
4d). EHIZ, PDVOEZS T LHERRIRD 53 2B E
MMET 528 (K4d), ZNETORFET, 100
AR oy SUEEAME R 72 RSB THL R
IHMEHERE T, DA o THETAZELHDHIEREND,
PDV O BN EEREIR D 5y ZED B E 2R EL T D AT BE
PR B LT,

PLEIEAN TSR Z LI R E 0B L Th 5T
W, WIT, EEEITHEY OB AN, PDV O EEFHE
FTHILTERMRD R AHHL THDODEIRFTLTZ.

PDV1,PDV2 PDV2/pdv2
(d) mmsmu Btk ~T OEAK
o —F 7 _— |

B4 dedRebe BRI DUERAR 0 53 R S 721350 O O il
(a) HHIRL R AARLHEE Cyanidioschyzon merolae DIEREIAR SR, HRE 53 H D>
ANCIERE R T 5. (b) [ FAE S aA X T X T OREB T DRIy

pav2 BEiERE

-

HEDFE B M T H 1T DIERKAR Sy SLIEEME R 2 R
DEZFIRI-LZA, PDV ORI, EERHESZDOREA
IRy SLAREC AT WA AR BETEL, RESERLIZHE
TIIDNZEDHBILZ (4b, ¢). —HT, 1Fho
P EEEERE RN 13 DL E — BRI o T
ZEDD (K4b, ), FEPITEDEIZ E>TPDVD
BEEOL, HERARD N Z AT T DO AR
TWDIEARIBE T,

FOX NN T 4 TV AT DI LDE SR DT T,
CRF2 #1512 B FI R ST 7255 1Ch kiR D 7y 2L
IHMEEL, ZokE, HREIEEMKKF DO, PDV
DORBLOIN EFLTHDHIENHBILTZ. CRFR2Z
PRIBNE, BRI LA H S DR A ' D
—FETHLIV AN A =UNUEE T DGR 1 THDHZ
EVHBITWTe®, RIS AN A= 2RI 5
Z72EZA, CRR2ODFEEL ESHAZ - TPDV2 DFEHLN
ERL, ESEROSHENMESTHIEN T =
DZEND, DL YT
BN, PDVIIV AT A=1285
THfS DM DT mr T A
(ZHE- T, TRk 5y D3 L % 7
i DB > TNDZEAURIER
-,

I EREFr A H972 PDV OB
TRy SR Sy 1- L U COMEREDS,
Fiz EAEMI IR RAES L TND D7)
FREFL7-. B2 B o ded S
SN L= D327 i T
% (®3). 22T, eAVUH R
IZB W TPDV2 B T2l R 5 Bl
SHTLTA, TR HOEHEN
ROLNTZ. BEXVUT R DFR
K ANIA = B G 272825,
BERR IR oy WAL EAE Y T E D
Bl D5H, PDV2DIEHDOLN
feEsi, A A= NI TH

e

K. BERAROSHBEEIIFNETHEL, FEOREI > TR IR 5.

TIUTLEON IR R 2 \CRKELIRD. (¢) Y aAXF A FITBITAED R L,
WERk Ry L B RS RS L B RED DAL, (d) PDVI L 'PDV2 58 5L &
BERLR S ZLRFE OB, PDV1 & PDV2 & Rl 38 84
DETERLRS AL, ZORER, HIFLH 20 OBERIRE A I L BERLIR
13/NEL72%. PDV2/pdv2 ~7 OB 5 TR ClX, PDV2OENEAL, %
FRARSY BLHREE DS L, pdv2/pdv2 I8ETEAR T- IR TIXESIT/ ZhE A

DN TR LS,

B 9%,
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(L3 FHE ST M TIEBERR A 2
OMHEN Aoz, LLEOREE,
5 EAERTICHE A oML e RS |
B 2B, 185 FHIlaAPDV E{s+
% RS LU PDV ¥ L 80 B BRI
Iy BB TR AGA A TEZ BT,
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B

MREAMIER L R A REGFHORESE

O

N 0 ’ 0\ (0

(b) fE EHEY)
(%)
Q
(
YA bHM=Y
KEOMETATSLIZLS
PDV 38 %l 1

R SMEIZfEDS POV VRO EEDEE)

(
O
3

’
© O =
([

45 BEEHERE BRI T DIERRIR 73 I 0D 53+ FEA

(a) BEIEIZHUT DEERRR AL, AT, MDD —72 W U L BERE R 2D 727\ o, BERR Sy 24T A& 1 &5

5. ZoOEENT, MIEICERFUERE S REBE R, 2o THBEORBICI S TTThS.

(b) B BRIz ISIT

DU RIS A, B bR D IERRR R, RICHIA THIERFARICAT DN, RIS B> TEBT 2.

S U SUY A b
b7 a7 M Lo THIfHIS S,

AR SRR E 2RI CE L0772k, ZOREE,
B A O IS U CEER IR O S e K& &%
EECTEDHINTI T2 &M 37> TE Tz (Okazaki et
al. 2009; [¥]5).

ZZETHLLI NI 7208, TR O Bk
RI%, ZTHOSZHEEICH D EADIEF I/ NI72R
BRENSFELTELD. Tz, ROHRA~EZT
MRNHOITREAFZETHY, FEFREIT LT 54
fRIZE-T, Z2OE, B, RESEZER T, FEREDA,
TIATFANMT T URTR), A ORE (FEOBRK
LT % ~L 7k 7 % (Lopez-Juez and Pyke 2005) .
LINLR DN BEERMRO IR DT T /37T )T T
BV, BE, ATHEWITAETERZELT, EREOH
RO, fEoC, PDVICEDor &I, 40
IFEERIA~E I THhY, Tk, HiE:
BERD BN ESSNT-LE 2 H5s (Okazaki et
al. 2009) .

Bboiz

KD A ZEEE N 20N, EBITEDHS T L
JLTTOEL R 2 T2, FORRIE, RO 5y238E
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I SHEEICE FNDPDV XL OEIZESTEFIL, PDV ORBUIY AN A = ATKIFE LTI 5y
Y GLERE D EAERL IR T3 2d LRIBEITR L TH 5.

BERANITVT, BEEONAT VY ROFEETHH L0,
IR TEOIEMRE, ORI OV THEE
RERELTELLE. &5I, 5 EEEMI Dy Sk
B2 AT LT BERR AR 7y I B, S OV B B A oD
{LEFRL ARV MG T, LnLZeis, pEHEEENRED X
LTI 2 D7, IUHE T DI AETRITAT), A
Al S O E X E O XS I CERES LT
LO07RE, RHZREIEZIESTWD. ZbLO P
1%, JRARRLHEE D BB S U7 5 S 2 T O T AT,
Gy RIEE ORI TR, REDGE > THLHO
EHIFFLCWD. Fo, BERMAEIM= R TIIMA O
DNA- Z U R IEAEER (BERRR) ZFF->CTEY (Kuroiwa
etal. 1998), BEARIKOER, SR OEE, Thbo
4L DRI HOWTITIFE A EHREANE A TUVRU,
HERRRLINA L RUT Doy 50, oy RS D B
iR, HIfaP I E R O PR, B Ot L, E
IRIED 53 Wikt 7o & OERfR~E DR RHHLOTHY, S
DIRDM ORI FF oD,

B33
AR E OZ BICE ST RNE L Z I
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BT AEWREELDHOTT. ZNETEREDS)
HOMWGEEHED DI N0, BAEFEHEBRER A DR
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