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Euichi Hirose*: Obligate symbiosis between cyanophytes and colonial ascidians. Jpn. J. Phycol. (Sorui) 67: 115-124, November 10, 2019

Among chordates, obligate photosymbiosis has been only known in some colonial ascidians of the family Didemnidae. The photosymbionts
are always cyanophytes (cyanobacteria): Prochloron, Synechocystis, and undescribed species including filamentous species. The occurrence
of nutritional exchange was demonstrated by the studies using radioisotopes, although there is a debatable point. Molecular phylogeny of the
host ascidians indicates that the symbioses were established at least once in each genus. Prochloron phylogeny is not related to geography,
suggesting the algal cells are horizontally translocated between the host colonies. The horizontal transmission would maintain the genetic
diversity of the symbionts that produce bioactive compounds protecting the host from the predators. The photosymbionts are also vertically
transferred to the offspring (larva) of the host ascidians. The comparative surveys of the algal transmission processes suggest that the modes
of vertical transmission were convergently evolved in each of the host genera besides Diplosoma spp. that have the genus-specific mode.
In any modes of the vertical transmission, the process of the embryogenesis was modified to collect and carry the photosymbiont. The
evolutionary plasticity of embryonic development in didemnid ascidians may be a potential reason why didemnid ascidians could establish

obligate symbiosis with the cyanophytes.
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1. B & B et A

MeA ) 132 Fd 232 EOREHE U 22 MIic 4 2
BIfRZHE T, AARRICA SN 24 EBRIC 8T
HEANDKAFEII A TH D, JRROIEITIIF ALY L
FoRRLEEND, ZD) b, HEMFNOKEDL D T
H L, HAEMHFEREEL 2 USEENA R (IR
feRrc& ) BIfRZ L4 (obligate symbiosis) & 5,
Mot A I3 T 2 2 o B 28 LA T & MR 1
ET25EE, WAEDPHLVICHHEATH 25E603H 5, Znic
LT, HEMHFOFEEIBETIE R OBERIZSAN L £
72 I3E 4 (facultative symbiosis) & WFIEH, fEF i34
B2 S THHREFEIRTH S, Bl H2HEFHY
DRPE DAY 2 A L T DA Tk, e TofE
FEHAEMAEMEZRFFLCwE I itk 2, £, HEICE-
THEEROP CHAEMEY 2 HERITER T2 2 LMo THE
WM E 2570, HEHYOHNRM A2 ZITHEL
T2mEMGE (72 I13MEEEY © vertical transmission) Dfl:
MazRioHAER L0, 61, ARetEkofladdo
ORI TH BG4I, iEoMcEES 4L 3
r—=2Ab)E{ s TS,
BAETYICEWT, B E oMo R R e Y, s
W (va, AVXvF s, 737%E), EEEY, Wik
B}y (rabA, 23T RE), BREIVWE oL R
¢S Tw» % (Melo Clavijo et al. 2018), 299 b, &k

BHEEY % & CHERBYIM CHER S T B Mo 4 I3 HEHE
YAy LEERE DA S 2F LT TH B, BHEEIYHIFY D
HciE, R &I O BIR & R o SN LI R ol X
nTwkv, b7 7% vy a vyt O cHATEO kED
RO K ICHBL Lo —2MHENIC T 5 2 L23H
% (Kerney et al. 2011), L2 L, fE%2Ebh vy a
TIFRGEET B Z L5, IHIFEANEAICHYT 3,
9L THRABHEBI IS & o it 2 HBTE b o
7D A9 ?HA RS AR RMNIEERTH 5 F Y LB
DIERREA S 2 LT, funt A ol - LRIz DWW T
HfEZHED S NEDTIIE\NES ) D,

2.8 LI EA LTI ?
CICHEBYTH B VICOVTIHIL v, AV
WCES THBEEOEFMIY TH 223, Ay vy Dk
IR LIMEORIIC TR, 2fFo2tvs, ik
HUHFZRBYMcEo o, L, v YizZ2oLET TH
Me) Z2Ff> 2 ik vicoBEHEBYHFTClE %  RREY
M (Urochordata) 23 Z N3, ZOMliffizsvi, %V
THl, A& rRYHo3IMoELIN, (BDLHtEHL LD
D) TEECREBICERE R ORISR 2, T/ —Ev Y
TIND, TDIHILYV T LAY RV IFEREREEETH
%, BRREYWMOMLEIREFEIIC e — 2D, 23
HY, FYRIITOEIFLLO—RAE TS ET BRI
FNTWw3, ZOKE "HE, LIFSI Lo, RREHYHE
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FHUIHZEE Y (Tunicata) EWFIENE I Eb% W, 15
CHRVIIBIEL R v, REPSTWMINLHEHIETH
BRAGEE (A N R) e ru—xcHh s (Kimura ef
al. 2001), WEHYIZS ) 2N )L — 2 EREEEE T
ZEOD, DB EEY Y SIZ RO > Twiwy (Inoue ef
al.2019), CHOIEhobeilu— 2GR LT — Ak
DM ZE RS 2 L BREFYOFTETCH L= —ITH BT
EWOPDES D, T REENEN > S b RBER (B5E)
Y O B A E /R I N TwL 528, BT 3o 27
LEIF—8 L7z (Kocotetal. 2018 2 L),

DN ESTHRYVIZEELREYTIE RS Ltk n,
L2L, BEBOE»S R Y IZBONESYE LT A F—
BREETIERL, RNEZI 2T 2508 TR
ZENTE S, WA & FRER T, WA S B E T,
Xl ) R RO A IZAER L TWw 3, S offiicik
AR THIC X o CTHME 2 TERR T 2 BRI S v & A% 17
HEVHEEER YD 5, 727 LAY S EHAERY S
HARmEIC R ok v, BHRTEEBEL TR 7 AR
YL HRE O 4 X IR R E o fiff)biizb s 5
ABATHHIZTE2ZEH 22 Lk, —H, BV
BREOMEBENESL 72— MR, F—20RH 25 VIIFEFD
FPEERII LT TRAEPO2S VLD, THDY, L
WWLIEEYCH 52 LI AL TH 6 2\, B &
HAELTWEDRETY T (V2AXY) RlofHktsy
Th 5,

BARER Y DO O 2 RATH L) (K1), BEAIZHEE
WXk o TEU L HOMEE ([HH) &2z bz ok
ENB, BYIFMEHERA 72 D THER S L 2 ff d i3 g & N
ZRioTw3, M1B OB YHARICLEEAN T 2/ NI
AKIAT, ZNFROMEBEIZI 2 5iHKEZIID AL, HHKk
HFIC BT B2 EAE & e 2R I3 S (E  OEEAIC
F2Y4) ONEI)IADBHEEED 2 v b Th s & 5Tl
BALEIZN, o 2K - TEE2 S 4N S,
P 5L =R CIREE oM R 5 P 2 kI IE R kR
TAWL, HAkO (1B &R ooz ns,
AL TR 2 R - JRl Y 3 3R & 22 > C, PRI s
HEKDFAUCTE > TRHAD S UK S 1L 2, PEICIE SO B
FEMMEP L TE D RA 22 R L Tw b2, Zhic
MZ TP T L =FBHCIEERIR~ SRR OB R %2 GO S,
PTLBARYIIBRIGEHTE 7 F VRO S D2 g EE R
Fiod, gEMEoGUaECHRICL>Taitio2IL b
%, FRIZER G XS ZRET 20 TE R OB E VR
HIFACRZ 5,

3fEFEE RS Y, HAETHEE
CFLAZBHE AT TRADORITH Y, BRI TIJE 599
%L T3 (Shenkar er al. 2019), ¥ 7 L=FBHILHED
RS A Z N TO L 0HHETH H ) AROREEIL X
SIS 2 EEAoN%, ¥F LMo EERNE L

1. VT L =RBr Y ok, A, AKX, B, Trididemnum miniatum
DOREAE (MR, R, RRHAKOZRT, 27 —LIEHS

mm,

WEEN O R DFACBEDORIEL 570K Y DhTHHE
AEBHE LI N—TTHD, AV F~KPFEDOY T L=F
BXIZOWTIE, Kott (2001) DRFATERIERK S N7 % bk
CIRIFRTOMARM L #EHE L T 2 O CHEFEE DS % Sk &
L CiERTH 5, oL FFECY T LA=RTofD
B DWW TSR TR H O, AR v OREIID
HHICEoTHBTLO LA, WiIicafmT 245y
IZoWTIE, EHSMBI Far FY 7 COLERE -0l is
% DNA-barcode & L THLFIIEW 2%l L T 2 D TRED
IS TIEEWTH B (Hirose et al. 2010, Hirose & Hirose
2011, Koplovitz et al. 2015 7 &),

7 AL=B9E DS b 4)E (Didemnum, Diplosoma,
Lissoclinum, Trididemnum) T30 0 it 4 kv 23
MoNTWS, BT LERLER YRR I N5 ARk
b E L, mPTTIAKRED S Lissoclinum midui Hirose &
Hirose 23FfERLE I 11T\ % (Hirose & Hirose 2011), 4 )&
WKEENLHIIAEITA00 LA DT, FB/IIBVLTIZ
EAEDRIBERELLIEL TRy, PTFASRIR YOS T
RN CIRAEOBBRHM I I TwsZ Ens
(Oliveira et al. 2017), EiE L AT 2 HRMBEL & iR
W22 3L, 2¥7%06, JBOITBHETNC B I A D3
L, ZOBITIFEAEDRICE W THAED RIS S
N7 EHEET 2 DBHENN RS F VA TRBEVRLSE, L
BoTEIT LI 1M EOHERIPEL L EEZ SN T
% (Yokobori et al. 2006) ,

Fr g e L URbRENZ DI 7007 40 b
ZRH74 28 v ERCERELE L THIS L5 Prochloron
didemni Lewin T & 2 73, Synechocystis trididemni
Lafargue & Duclaux & DA HELHS N T 5, EHTE
DEFEELAET 2R Y ASN TS (Parry & Kott 1988),
7 waw 7 4 )Vd% F 2 Acaryochloris marina Miyashita
& Chihara % Prochloron & 3 42 § % Lissoclinum patella
(Gottschaldt) 2> 5 & H & 11 T\»% (Miyashita et al. 1996),
L2 L, L. patella 213 A. marina 23315 L TR EHED
b 5 DTN R E TR,

Prochloron 3 F Y HAOREICHEL TR b H
D, THICRY T L=RUNOEOEHAE S H 5 (Kott et
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al. 1984), & 5213 Prochloron 28+ < 2 DR £ I it &
T % 50 HPE ST 3 (Cheng & Lewin 1984), L
» L Prochloron 37: £7: M E LT3 %D5, £
DB EMFNEENBRZELL TR 2023 HTH
%, Synechocystis b F Y RHADRMIINET 22 L3H 3
(Hern4dndez-Mariné et al. 1990, Martinez-Garcia et al. 2011
&), o, WREMEORELREINTHE I Lo
%, Synechocystis \& Prochloron X Y b IEIA \fF 3% IR ©
x500H Lk (Cox et al. 1985, Steindler et al. 2005,
Erwin et al. 2012),

4. B QIREE

EE AL E R Y O I3 — IS BF~H BV ICBR S T v
5, ZHUIAEEENMURCERETE LRI LN HTH S
I fEEFRY 0 WL 72 Prochloron DYeABIENEIZ 35 ~
40°C TR ARIZHR 25— /T, 20°C LT & % 213 45°C Tli ¥

Ti%>TL %9 (Dionisio-Sese et al. 2001), &Zi 20°C
DUF o K2R RIS 2 X 9 BB cId g e A v
BHETERVES S, HATEENEEER TS TV 57 ﬁ
W T BN L NSRS TH 505, Prochloron L 3LAET
% Diplosoma D—FEXHREARTHICHBIT 2 LHESN TV S
(P11 1995), ZXZDIRMEAIED 16°C DUT & 72 2 BB D
WS 5 ¢ H 2212 Diplosoma gumavirens Hirose & Oka 23

MERINTWBZ &9 5 (Hirose et al. 2015), ’\XE:H:BEODW
T E AN A DB L CTEA L 7 BRIk 1y 12

Tl L, AR I AR DSHER L T 2 TTREE D D 5, X BL,
HIBRIRBE A I 9 kiR O BRI & o TEREL A R Y O i
BOEBREICIERL T TR, EEAYOMmGEHRD
KR EROEEICHHTE b EZ NS,
HAEBEEEARET ) EORBERARTHE, 20
7e®, % DEFEIER Y2304 LT 2 DIFFITKE 10 m
DiETh 225, BHEOROERE T L D EOEI» S DR
HEHl LI N T\ 5, HiZ1E Didemnum molle (Herdman)
(F Y ARY) EARE L mbIRICOIHEICH S 15 H F 4
v #5203, Sluiter (1909) XA 7 10— L 2D K 69
m»SREL TS, HHITH 30 m UETY A N—IcHE
SN ERFELL R, FARRICKLHE Tt Diplosoma simile
(Sluiter) 2% 1-35 m DIFA WEZIC M T 2 LHEI N T
% (Koplovitz et al. 2015), EWRETHT 2 X9 2B T
HEAAE R Y ZROT 2 2 30, EERHrR s A F
TNV HEBOEERYBHBST 5, 20 k) KRV
TR R T E L2720, MEAVIIEOEAPLY v IR
RO EHEIC R 2FTICME L T 5, 7282 WG
ENE T 28RO D BEEICE N 2 Fh et EMiao %
FECEITCSH 5 DT, BENOEBERIEEEAYIck>T
LI T3 L H 77 (Hirose et al. 2006), Nielsen et al.
(2015) \ZFEARZRIIZ 04 T B Prochloron O Y64 BTG M 13 A%
FER OB IGHIE LT 2 25806100 LRt 2 i 2 2
EHRE L TWB DT, HRIZOWT Prochloron |ZIE)A 4t

TCTHEETELHD r‘:,uibﬂ%

NEFYTHLAVIE—MICBE T LIETELRVLES
A6NTWVWEY, Fv /ﬁzﬂ‘x’?@ﬁﬁio)’\m@@iﬂi} R
LT\ % (Cowan 1981), L7:23->C, WHiBEcHIUIEL
DXL 7BREAAHIIEHTRTH S, FrVHRRY
DHEZE R R OEMIEZ R 72 72 o 72 OB 2 6?@7&11)
J:FEFI’)?(LZMS‘ KELRBERITE LABE L 22 WHATIC

o FEBICHA R OB R EIR L CHEEELTw S, ﬁ

ﬁw)iﬁ Eb ko THRPOEMEEZ R X I 124k b it
MWBREE S E LD, F YRR YEEIIHAZ OIGIT~ZH)
LTw3 EEZS5NTW3% (Olson 1983),

S5.ERRHAERYIIY V IHOBRE R D2

KB v DA 2 E 5T, ¥ v TR0 BE H
OIEHEY v TERMBE L DEEL LD T AIEY v TRy
HENd X)o7z, FIZIEA = b TORRKEEICL LY
ﬁ®ﬁ$&W@ﬁﬁi7XX?47@%LHLfﬁﬁﬁﬁf

o HRlCESEA AR Ry N v TRECRRA L, Vv IR B
%Té_afﬂznﬁwéma&ﬁﬁné_&#%éom%
ZED LoD EERT 29 v 2L RTHEER Y
FEREESHC, FYRHESY Y IRHAO L2 -oTL %
ZIETEEIC RSV TDORY FIIAZEPINTHATL
£97%59,

A ¥ F~KVPPEICIA K 434§ % Diplosoma simile IZ X %
YU ITOWBIET 4V —, YET, BEEBETHEINTVD
(Littler & Littler 1995, Vargas-Angel er al. 2009, Li et al.
2016), AREIZ/NERPLNT A & EOMEETHOHEIC RSN
L2 EDOTHANECETHLEEZSNTED, Y 7
ANDRABMERZIN TS (Hirose et al. 2012), 55 b ik
O EFIC X 2 EEEA~O DML, MMz 8tk 3 Nk
223 B & - TR RTES S TR 5 THh 59, £,

AV 7Y Trididemnum solidum (Van Name) 12 & %49~
TOYPEIIERE I N T 5 (Sommer ef al. 2010, Rodriguez-
Martinez et al. 2012),

YA EEELERYIIAR—22 D HEAERICH S
D, HEIEFYVBAR—ZAZEELTCLE) 2 Lk, 3t

ERYOREIZL LAY v IR A& EHEEIC R 2 X9
BEFIcRon, I REREHFOSITHSE, LA
BB I X > TH Y I RY 7D5 o7 (H B WIZFEATR)
EZAIFYHBRBALTVREDTHA), SL—ERNY 7Y —
7 CRARBEAIC X > THALEY Y I LIS B F vV R
AYHBHBEL T3 (Tebbett et al. 2019), F ¥ Y AR ¥
EEY v 2R TEURICIZ RV, F v Y R RV EHE) %
T BAR=ZITNEY v THFITMA LIS WD H D,
B HERTE O INHIERE & 72 2005 Ltz

Il £ERVYRREOESR
BHRROIRED BV EHAICH S 2 HhIE, ZhEhd s
Y ORI EC A O AR T I bMN s N TE 2, FIAIE
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Herdman (1906) (& Diplosoma virens (Hartmeyer) (2 D \»
T, TEHAMR R BT 203t EEE Bbn s L BD/NERIC
&%, & Prochloron 122\ Tl L T %, Smith (1935)
FHAREOEEEZ AL I EDRH L EREINTVEEHY 10
>V TSN AR E 2T, BEEOY 7L =F 4
THHDOMNAAI B D RIS AT L Tw b 2 & 2R L
7eo 51T, WHO—EBMETHBTHE I LEHBIZELT
W3, 7221, O TIHEYAICIUR S N IREA %
MEHZ L CwicocHEBEEINAaL TEh, BHOMEEICD
Wk T#8H#E (zooxanthella) % zoochlorella 725 9 ;1 &
HETRICEEES TS, 7, PT2=2FBHIEI 20l
D6 FHORHAFR Y CIFEH L Mo TGz s v otFE
Ml CTH 2 LHEEL T2, HATEIREHIERRD 7 F
TEREL AR P OIWMESINTED, U7 4B
FOEBELFEFD 1 >TH 5 (Tokioka 1942, 1950), K
PR E T, A ZFIEPHARIGRE SN BIcfTbink
FAECERLERYIRUFINTED, INDHAED HAH
NTORGIDGLER E % % (Tokioka 1954), WINLOWE T
b L zoochlorella LRI N T W5,
CZETOMARTIHEHE A YOMRIEH F T T
LTW3 I EDbo T2, Ml (&2 viddmE)
7 B BB FE T 2RI B s T oz, LL,
Eldridge (1966) i & - T Diplosoma virens O )4 H3 4 5
DFF; - EE T TWAZEBHEMIE N, Pt
EERPICE o THABPERICEETH S ZEPRBIN
7eo Z O, O Y THHAROBRELBIRE SN
%912 o7 (Kott 1977, 1982 % &), L L7ad3s,
NS DOPFRICE T H LA BT HIC algal cell I N7
T, ZOBEENMITHENICOVTIREHIN T ARD
7z, Lewin (1975) %% Synechocystis didemni Lewin Z & ¥
BHADOREICHET2EEE LCHML 22T, mrrot
AEENMEHIND L) ICkoT, Kl /vu 74V b%
Fb74a8) 2R ERZMBPLE L TEREL S L 7
JERz Ak EAEYIM (Prochlorophyta) 2382MH &, ARFED2E4
1% Prochloron didemni (2t & #17- (Lewin 1976, 1977),
Prochloron ® %8 FLZ B LY ik O Tk ik o & %
RICKRELRBEDLELED, Prochloron % R E LS E O
BB E 7z (Lewin & Cheng 1999 £211), — 77, &
T % ¥t T 1& Prochlorophyta % # % 3" % 3 J& (Prochloron,
Prochlorococcus, Prochlorothrix) O B %M 23 £ X
NEBIEns, zaua740bzEOEEEEEIER
EEAZERE L THICELZEEZEZoND LX)tk
(Palenik & Haselkom 1992, Urbach et al. 1992), ¥ 1E T
1 Prochlorophyta (&3 & L TXF SN, Prochloron
b—fRICERE L TifbTw 3, Lewin (1975) 23 ¥
IZ Prochloron R L 728 AP IIEEAE SN TR WL
H, FERIMIZ Prochloron B4 5 5 Y ICIZEMTH-TD
Prochloron 347 L s WEHE S & 5 2 L S i34 Tld 7
W, ZHUFEREE BT IR v ohTCidt L AYA R —

ATHY, EBRIZI Prochloron £ 257 L =BlR Y DIERD
13 A LR ETH B, 20 Lewin (1975) DRtk L 7
RY AR T B Prochloron didemni L fEE+ Y &
ot DRARIC S B Prochloron & %#A—DfEE LTIKkA S
DPE)PHEEME 2D, ZORBEICO W TG Tiam L 7-
W,

Il 4R
1. By ot

MR LEHYOLERCIIERIEAHIC L > TEEL
BoEREEBYICRELEZEMD S BRI 2 LR EE
DEFEEZ I DA I UDPHEIND Z DL\, FY L
Prochloron OB WTHEBRRY A 7 )V OBEEDHED &
LT\ %, Fisher & Trench (1980) & #igft L 7 Prochloron
DAL L R EBDO—i% 7 ) a—LigE L Ui $22 &%
WEL T3, 7, H'COy 2 LK TR L - 4t4F
Y #K D> 5 Prochloron % 57 Bt LU Prochloron & i 12 & %
Nz “CREZWKT 22 LT, AfbInzREOHEE
KBTLTWEZERRENTWS (Pardy & Lewin 1981,
Kremer et al. 1982, Griffiths & Thinh 1983), Etfkd» 5584
IZ Prochloron 2 5YBET 2 2 EW3AAHEZL DT, LEIOHEET
3P ISR > 72 Prochloron 8% BiEICEEN2 72474 F
VOEDPSHEEL THIEZ{To T3, L Lads it
XY IIHEOPITEM R 2 MlE3H 572 (Hirose
2001), Prochloron D4y (BEED S INT) ORICEN
7-fiED S U E OB L, HiBIC Xk 2 FEOEMEE
trEZOoND, INBET D LEREICE D Prochloron
DM/ SN TL LA fEEL H Y, HAEEE» SHEIEAD
B OBIEIIFHTICTATETV S EIZE A%\ (Hirose &
Maruyama 2004), *7#HANOKDMN2S (K 1A), H
KB R S LB Prochloron D3 /KIEE D FALEEY) % 430 L
THZDFFHKAL PRI NS LB INIDT, HE
F¥ 03 Prochloron > 6803 %21FT0» 5 50U, FbI Nz
B RBICD AL AZ R OBENH L, > a
A CTENERBICLD 2 HAEFENICHEREPHEFFEINDE T,
fHREO—THITE N ToEEERZ T TED, BHREO—
BEHEY v a b4 ORERICZ->TW3B EEZ 55 (Hirose
et al. 2006), Lo LA YBEOFHNTHAEEREIR NS Z
LR, BAEPZOFEFMEFAINTHELIEFEZS
N\, ISHEEIYOHKECHEETLZRY /T3 (F
AL T bAVIChZREDHAEEZEBRTSZ
ElFdZml, AP /v 73t oCHABRIFEE L TRNER X
972 (Hirose 2000b),

Prochloronl37uaua7 4 vatbBEL74a) %
ROFHIRCBEREONERZIT I D AR
2\ T X Hirose et al. (2009) % ), IR O HiEL; =
WL 2 flizss S hcwezvy, Y77 v Z2HN
L 7 550 C Prochloron Z 85T E 2 L T 213 H 503
(Patterson & Withers 1982), WHEICR#EH 5 Xk 5 ©¢—
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12 unculturable & XN TV 2%, FEHH N FE THEHEDOWIR
12 Prochloron £ 34T 3 R YA ZREL T3 F 4
BRI L 72 FllE 7, Z D72 OFEE R Y 23 Prochloron
DRFHICA TR 2 Maldp, 2L TH 2D TEBVLEE
Z 6N TED, Prochloron D483 % MU/NREL L A RIS
PEFERICAFFE S T\ % (Kiihl ef al. 2012, Nielsen et al.
2015), —7H, Prochloron O’r 7 LIIEEHEN 2B O — R
WD BEREETHEEATED, 7/ ADfEMNIED SN
7\> (Donia ef al. 2011), 777 LDIZIZERRD Y A 7 LI
WERREFREMZTED, Prochloron |36 14 Y O HEIY
FrBRIHHTE L LEZ 5N %, Prochloron O BEEE;
FBICHE T ZSHIZBWTHREF D SN TR,

2. SEHVERBL

Prochloron & £ 3 2 5 O #2212 1% mycosporine-like
amino acids (MAAs) & M3 2 S/ IR E 238 £ 1
T\w3% (Hirose et al. 2004), S/ % IR & L 72 SRS E
UL, WENDO MAAs IFHEEMEOMBEICEEFN TV
32 EMNRINT WS (Maruyama et al. 2003, Sensui &
Hirose 2018), MAAs \Z54H 2 RIS 2 23D IZIRIN L
BODT, HEIILERICHEREEONEZHE D HEIE
FUIZEME L DD KBGO EZ I TE 5 L) AR
Lo THAEDRVEEZ R D, EREDOF Y TOHEUMRT A E
IZ MAAs 2 %5 250113 H 52° (Epel ef al. 1999), Zi
¥ CHEIC MAAs 2 & ORI EL A S Y LG anT
WV DT, #ED MAAs BERELEDDDFEIGD 1D
EEZTRWES), A YIEMAASs DERFRE 0D
Prochloron 7’ 7 151213 MAAs IR EETFVPEEFN TV 5
D¢ (Donia et al. 2011), fdF 7+ Y (&l ¥ 721 Prochloron
WCEENSE MAAS ZRHL T3 EEZ 625, HERTH
&% & Prochloron % 438t L Prochloron £ B IC& TN 3
MAAs % R % & 3375 MAASs OR§IEDNIZIEFC 2o T
(Hirose et al. 2004), MAAs D% < I% Prochloron \Z KT
2EEZoND, MERYIIEFEOLEL 72 MAAs ZFIH
T 57:DI12i1E MAAs & HZ VAR EE T 2 a0 b B & 7
203, ZHUIDOWLTUIEHI N TV AR,

3. ALAER

B E R v I RAYL AN BCIEICHEH I N T
& 72 M BT ® %, Synechocystis trididemni & 3 4§ 2
Trididemnum solidum 0> 5 i S N7z 2 7 b =V 3MGEEY
HkD X EY OO REN LT TH S, Fiv 1
Z, Yiddh, RENGH L EOEMFEEEELTED, »oT
EHIDS AL L CHERRRERDSE D & T 3 m s » 2
EDSERE U TERITIEE > T2\, Prochloron & 3
T 25700 5L ROEEFEEYERREISTED, &
L Y Z2D—EIT D\ TIZ Prochloron 7 ) 5 WNIZ &R %
DEBTBEENT % (Donia et al. 2011, Schmidt et al.
2012), 7= LEAEFYICE TN 2 TOEMIGHEYE P

BfhRm

2. EFYICB T 2 LB TR,

ABEEICHR T 2RI RS, HAEEROFHIEDLS T 5
YICHAET B LR A X o T & e AR BT EY E D3
EINTwB LEEZNT WS, il 21 Prochloron % 1Kk
eI PR $E$ % Lissoclinum patella Tl%, 58777 21 % Ff
DT 7Y = D3R Y oIk 4 3 3 Ml Candidatus
Endolissoclinum faulkneri Kwan ef al. 12 X > TEHREI N T
w2 (Kwan et al. 2012),

HAEBENERT 284 B MEEYE I HFE L2 H D
EEFRYICE > TR E L TE> 2 EBHIREE NS
(Schmidt 2015 7 &), Y HARIC BT 2 A E O S AAikk
A» o bW LI (K2), BEZNPUITILI &
HAEEPHAEEEZBI CEERYZER TS 2 EIHIZIER
TR TH %, Prochloron D287 7 3 FEBRDEIET
WEIEFICEROL WHERH D, ZOERIISUTERS
FEDONNT I I FREREINDE I EBbhr>Tw»3 (Donia
et al. 2006), > % v, {4 @ Prochloron flli@ix1% 4 7°
DEFREE L R o0y, AR PEEIEENIC S M
Prochloron £ %> Z LI X > THBOD Y A4 TD87F 2
FZRET 5L TE S, MESYOLRACE#E DT
2R 57 0I101E, BAEEOBIBNSRIEZHR T2 2
EDEEL LB,

IV. #ERAHD S REEERER P OZ KK
1. A EEO Atk

TEES YA ILAEEZ R L T2 50T THERE
W, THEEEN, THIAKMEN, THIAKBEEEHEN, 0454
TIHETESL (M2), ZoREBHEOSAHRRITE YD
I LICkESTED, AETHIETHEICL->THRE LY
FricEimz a2 Lidnw, 209 THHERERE, I
BEPINET 254 7B X ) IcEMEmitE o
HHW, D354 FI3eTHNLEETHL EFEZLNT
W5, THEN KEEXTMHT S5 A 71k Didemnum,
Trididemnum, Lissoclinum THEI N T 5, MBI
% Kk < Trididemnum miniatum Kott % Lissoclinum midui
I% Prochloron & 3t 4§ % 23, Trididemnum nubilum Kott
1 Synechocystis ¥k DB & 3B L, Trididemnum clinides
DWFRNIIE 3 OB EAIET 2, THAKREN, ICofi T
2 ¥ Prochloron DA TH 5, DY A4 3B LA R
YO TS — N AT, HEFRY4EOLETUCH
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K1 AR D R AR v & O A o Z AR

st (&) LA HAEO AR EEARRRR 18 E D
Didemnum Prochloron HKIEEPY b D molle
PREN HA D. viride
Prochloron HIZKIZEN B T. cyclops
Trididemnum HWFEN C T. miniatum
Synechocystis il PRTEN C T. clinides
HZKZEN B L. patella
Lissoclinum Prochloron HK e+ W FEN B L. punctatum
PFEN C** L. midui
Diplosoma Prochloron H7KIZEN A D. simile
* X3S
**Hirose & Nozawa AHEF

5%, F£72, Diplosoma TZI DY A 7T LGN T Wi
v, THIKIEE & 853219 ) 12 Prochloron 3543 % % 4 71k
Lissoclinum punctatum Kott 7217 THI 5 1T\ 2 Fipk 22Kk
T, WEFEND Prochloron 1313134 CTHEEMBEOHIZID A
nTRYy, EELAES Yo -ofilaNtETh B, o8
FEMAE (tunic phycocyte) IZERBEEROZ &6, HFHEN
@ Prochloron Z BRIICHDIAA TS L BbiLs 23, Ml
WD Prochloron 353 L E N T ICHERF S T3 (Hirose
et al. 1996, 1998), DLk kHiz, B 2EDMHEI YO
THUEAETARAR RN 206, ZNZNDET
ISl U AR D S E SRS L - &5 2 o B,

2. HAE O T ERFER

HAEERLIERAICRE T894 72k 3 208 4
T CHAEBROBELESHER SN T2, ZRETNOEE
B % LIRS 5 &, Diplosoma spp. \)EIZF BN 7251
A2 RO, flbo 3 FclkZznZhoEEo s Hikk=lic
RIS L 72 Il D EBERE /RO Z L300 TE 7% (Hirose
2015) (1, M3),

PrFLBR iR Th b, ML EEHEOBED
FCHELT L, HEED SR L 22 gh A3 e\ K e & 58 -
HIZK 2 & FHE D S~k EHL %, Diplosoma spp. Tldik EH

A m— larva B
oocyte .@ ;astru m

embry{

3. AR EELHERN, A, HKPED Prochloron %3 rastrum
235§ % Diplosoma spp. DREEIERE, B, HKIFED Prochloron 73
Y DRI A E § 5 |IEERE, Diplosoma D4t o 3 @I B o
N3, C, HENOMEEEIE EHEMILIC X > TROBHEEN I
XN 2 EEERE,

A LRI DY E DRI E ML /70> & rastrum & W2 855
MoMEZEINL, ChrElAPEIcEZERTIEIcLD
R IZ Prochloron # 1% X ¥ % (K 3A), %D, rastrum
% RTINS U S DB A D Sk EH 5, A3
HARET 28T, Prochloron % INE L T\ %22/ (algal
pouch) 1ZHEHR Y DHAKPEL 72 (Hirose 2000a), Bips & 4t
43 % Diplosoma OfflZ & CHU AECERELRELZITI 2 &
6, HAM Diplosoma D@D 2 OEIEREN L ES L
7bDEEZILEND,

fliod 3 JETl&, Prochloron % H [ HI/KBRICIA R 21,
ShANRER O RIMAKEEETH 2 720, ShED IR K
Z @389 282 Prochloron 282 21243 2 (Kott 1980,
Hirose & Fukuda 2006, Hirose & Nakabayashi 2008) (
3B), M0 RE IZERRICHE L TEEB 2RI R T
B, 8D Prochloron %32 X 5 IR {EL Tw3,
K & B BEINIC Prochloron % 1A F:§ % L. punctatum T b
H LU 71X 2 THIKIEED Prochloron 23%2E 12 A3 Uil X
, MIBENIEE T 283N D Prochloron 3 ERRICEH S 7%
v» (Kojima & Hirose 2010), %/E03 5 AT 58T,
Prochloron 23435 L T\ 2 R4 13 HiAKBENEE & 72 2 D T,
Prochloron % O % £ H/KBENICIRFF S 115,

BN ICHE MR PR EE T 2 R Y I, WREEMIE 2 i 2
MICHLD IAA T, FEROMIENAL (X3C), AT
ZROMT B LI DL, B PRI BN
BT 2, 20k, BaRdiiEs o b omT 207,
BEVK L DYEREN TISBLIEMNIC I D 3A F 7 B & fHla st
DEEFEIRET 5, HAEEOMICE b & T RELTKEBR I
R TH Y, Trididemnum clinides Tl 3 FED LA B EE 2T
DIEEINIC X - TEITN T2 (Kojima & Hirose 2012).

V. HEEEDZ R
Lewin (1975, 1977) #3 it #( L 7z Prochloron didemni %
TEEBROERAICHNET 2D TH 505, HEILEICHE -
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4. F= Y VIEEL B EARY XD HEE L 72 Prochloron, A, Lissoclinum verrilli D BRI I3 % Prochloron (7 v—71), B,
Lissoclinum midui $5€N ® Prochloron(7' )V —7"1), C, Diplosoma virens ®H/KIEEND Prochloron (7' )\ — 7°11) , D, Didemnum molle (F %

Y RRY) OHIKEEND Prochloron (7' )v—7"110),

T \» % Prochloron 2 /K WEIZ 5346 § % Prochloron, #;%%
A HL D A £ 4T > B Prochloron ® Z L Z L1220 \»
TH P didemni ERICFETHZ LEZTICDES I 0?
Prochloron J& T3 2N £ TIZ P. didemni YA OFEDSEH X
nTwiwico a4 P. didemni D& TH B, Z
03 Prochloron 3 1B 1 TH 5 L 2RFET 2 DTl
B, TOKI) BERDOMA BISCO R TREES HKPED
b D 1% Prochloron sp. ® % \» & Prochloron spp. & & 8 &
TV 5%, Prochloron BE;ETERWVWI L b H D, Bl
FCZ ORBEIC Y HEAN 2R XDV TWw v, Cox (1986)
13T HED & Prochloron % 3 7V — 723 P Tw3, 2D
AL TN =TT EIERYRAAICE T 2 ARSI L
TED, ZFIV=—7MEF Y ARV ICEEDOLDTH %,
Prochloron DfIIEFLIRD F 7 2 4 FHEHIS 2 4
I & MR OREE TR 72 SN S 6 72 20, BEARE
A& § % Prochloron (P. didemni (#1245 ?) CTlddD
PEHEO/NMEATHRINT WS (K4A), BHENICHAT
% Prochloron b T L FARRRMEZ RO, Mildoy 4 X
AN Wi H B (4B), Cox (1986) ICfEAIE, “hs
D Prochloron 137V —7"1IcEE N5, HABICOAT 3
Prochloron (& 7' Vv — 7" Ty I N, LD 1 >0
MM THO SN2 D RAT LRI I s (K40),
HokEED Prochloron \3EHED S HEET 2 2 E R G 1-0,
Prochloron DR - £ALFEINIR DS WG 2D A T3k
WHW ST 3, Lissoclinum punctatum Tl HIKPE & 8
FEHBENIC Prochloron 353463 208, \ 34D Prochloron
bR E LRSS TR ons 7V —711ThH 5, Z
DI EH 6, L. punctatum TIIHEEMLA D Prochloron »3
HUKIPEIC AT 2 0 L IEORIRZ 5> 2 L ffEE s n s,
F v Y KR Y D Prochloron i3 HRKPEZ 046 LT 3 H3 g
OIS EO/NETED SN TED 7L — 7 LI aEE
N3 (X4D), I D Prochloron i, DI ABLENC L E
T2F7 a4 FPRaoENBERE»S V=71 LXK
MENBD, TS DHERIC IS OBIZEANE L 25,
16S rRNA EE T DIFHALT I H-D < Prochloron O 43 ¥
REFEHTTIE, 18 A v ORERFRE D Y 2 e 240 b fEER
IN Ty (Minchhoff ef al. 2007), 18 BEHEESR S
Nz b, BAh2@ESVICHET S Prochloron 23

—fETh D, 3 7 N—TIXAE N BIEREIL Prochloron D]
MEOHPANTH 2 L2XFT 5, Ll, EFOTTFR
WY1, HKEED Prochloron (7 v—7"1) 38—0 7
L—F&ERD, BEDORELHEND Prochloron (7)Vv—7
D tiEEW7—FAFZ7y ZETKAS LT3 (Nielsen
et al. 2015), &L, IV —7MEIV—=711 67301
72 Prochloron J& D AFLEFETH 2 MREME LR S 1, TERE
b ZIUTHIBL TWB Z Lk b, F7 Prochloron \ZHIFEY
TR RS S e\ Tk UZ Prochloron 73R EREE L <
WBAREEZ R L T 5, JUIEEESRELE I LT
WERZEEFEL TR I)ICELNEZ2D Lk, ¥
7 6 MEMLIFIZ UL UISHAER LEE o R 2 SO iy
LIcBB 2 LE205Nn2056TH5, L L MLEHH, @
HTBRZ X )i, HEEEOBENSRE S TR Y
BRI X D SR 2 E 2 R R T 5 2 LoiCE B, 2
TR ERVIZEELRTIC X o THEF IS HAE T 2 IR ik
T 5T, KPEERBIC K> THAERDOLIEMEZ MR L <
W EHEFTE S, £, EEEOMGIAEREIE Y
CACHERR T 2 72 013 E 15 5 B T s ) oW 447
TEZF IR S 2V, T E TH Y DA B R 2%
TETWRWAS, Prochloron 77 7 LI I EEHER) 72 AR DB A
Ty bBEENTLE I ERS, Prochloron 3K R
WA TE S HRIEREETE L, ZOEE, HKPIC
Prochloron ORME A > TWwW b BRI LDT, B
B DNA Df#Eff 5> & Prochloron BiDELFI B o5 Z & A8
Hrhb Lk, BIRFEOZ LigNAY) 7 —)L (A=A
V) T7EERE) O THEETCWE3AMae o4 b IKEEND
REEBOEEHED 515 5 N7z 16S rRNA {5 1D ELs o
th2> 5 Prochloron WM 2B R 22> TWw% (Burns
et al. 2004, Miinchhoff et al. 2007), "XV ¥ 7 —)VikEHE
IREOREC©H 523, HEHAEIE,ED Prochloron (& %\ I8
) D2 OMIRBRBICTFET 2D 59 b,

Prochloron &8T5 F v #RICE £ 5 R BLEEME
OREAME TR CREEBORIEZ &58) ICXoTHRAR5 T
ED3bdroTEX (Kwan et al. 2014, Tianelo ef al. 2015),
Lin ef al. (2016) 1% 185 rRNAEHE T-1c 5 14 Y 0
R & psbU 2 4 FRIEMEY B & AR OB E FIcFo <
Prochloron D% {HO F R a P =0k T3 L %2R
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LT3, Z4x Prochloron &6 F 4+ v 13 S (Lol
WKhbItzRmB LT3, Ly LEBTFEIZHEICL
Prochloron ® 7 L — FENCHEOER ZRETE L0 E I %
i 2 DIBIR TR ELEL WIEE ), —7, O
Tb Prochloron I[CHIBERY R RFREIIRO S TR VLD T,
Prochloron DAARIBIIZ SN B Z LItk B,

% L DIy B IRIENT T Prochloron 125 & VT i 7 Sl R i 13
Synechocystis trididemni & 7% > T\» %, Prochloron & X
T Synechocystis IZOWTOWEIFA L, FYichET 2
Synechocystis D%ERIEIC OV TIZb o> Tk, Fvolt
AEEE L CREBNR O 2 @R X OHEHSEEY 74 =8
Ry A2 oK R ISEICH A T LG
503, HKPEZOA T 2 IAEEED Prochloron 2R 64T
WL HETHEDREICIZENLHZIETTHS, Zho2)E
&2 B 2 258802 Trididemnum clinides <° T. miniatum @
BFEENITIA LT 20K H 2 (Parry 1984, Larkum
et al. 1987, Hirose et al. 2009), Z #iZ Oscillatoria sp. &
FUE N D 2L b H BTN RIFRIZITON TR
£ 972, RIREEEED LT 2980 T OBEE I Prochloron %
Synechocystis b %3 HIET 225, RREEMP R LHlighas
RO Z L0 o AT 2 Mh o A ERE L IOCRIBE R B AT
Twa EEZons, MO T. clinides 13 5RIREEZ &L H
~NavE (ZL—t AN 7Y —7) ORICIEE L, K
MWD T. miniatum > 5 13RREEDHER TETORVLDT,
COEBIZOWLTIEEANETh 2 RERH 5, L
MHRD T. clinides TI3RRE R D I A B8 & — T IC TR
B I T3 (Kojima & Hirose 2012),

VI. BEY T LAZRRVPETIBEISEEIN O ?
Bl X ) ISR A BRIV O hTEE L Dkt
HAEPHERINTVZDORYTLARFAYDI L 4ELETT
bHb, £, WERYODFREMN D 6 AR TITZNZ
NoOETIRMEECLEEZONS, T LA=BAY I
EbEELE oA B on0ic, hoBPicZ OEa
ol ETIUERHATIZRWE S ) D, S0z,
Prochloron #1320 & £ 524 EIZY 74 =R LD
BUHAEZ RV 53— T, R oBYZ sttt on < —
P F—IOBRZER LD TDELI M2 T AZRBIRYIC
GHEAEBOZICA T R e T2 A Tw5, Znzfho
B > TR Dot DIE A G o P BEEE & N AT B &
Y CIF AR TN £ 7 AR D LS R IS A
%, Prochloron |2 & > TI3#EEE & HKIEEDS, fho A
Lo TIRBEL TP NHEDL LR VELDESH, L
L, HELHKEZETORYICH SR D T, 916
AP SEENY T LAFHCRESI N BIHZFHHAT L2 L
X TEZIIThHW,
INFTHERIN T ARY 2 TOM 4 K v o3k A4 8
HMOBEMLEZITI) 2 06, RELTEOMEE M LA
DRNLDEBER ATy T THo e EA NS, BN

Diplosoma T3 ARJEICHEA D REGRHEKRR 2RO L5,
AN ESE & DIAEZEST L 72 Diplosoma %3 Z DGR %E
ERLEEbNns, UK LT Diplosoma spp. k&< 3
& (Didemnum, Trididemnum, Lissoclinum) %6 U 3
AEamgRE i oBEchniZEE2Mb I AN RE cEE
EFETONTED, ZNZNoJgceofitkic)t U7z EE
EREBEADBNEOEL L2 EZoNnD, ZhE, BER
B2 HBlT 2 Lo BRI BRI ORF) 233 L A Lo
Tl EERRRLTWS, HFEEOY T AZRIR Y THIRIEH
FENCRE S NGB I E K2 - TR R S 1
208, Z OMFEA BRI A v TR B O - (R
DEDICHLEINT VS, §Thbb, WENOEEIIHEEM
HaASEi L, WD Diplosoma @ & 5 2Rl 72 808
(rastrum) THEDHZMthd 3 FED X 5 IS EDIREHIC fH5 &
5 FEL T EMNICHEENLE 70259 (K3, #Hl
i Hirose (2015) ), ¥ 7 & =FbR v 7210 D3t 4 0 f
T DB, WREBEZNE L (AR RE
B EZREBICELILILH 2D BANK Y, EHLTYT
I ZBhE v A3t A D SR U 2 S AR o W % R
LR DIEA I, ZOERIIELMDEETH S,

VII. s

OISR 2 R T 2 A 2R 2 2 I BR
L LREREROERICEHH L ET, £, —HOTHE
CTEREHAE R Y ORI Z T & 9D AA L Ralf A. Lewin
fi1:%13 U ® Lanna Cheng fit:, FuLIEREICEHA7- L %
E

51RSCER

Burns, B. P, Goh, F., Allen, M. & Neilan, B. A. 2004. Microbial diversity
of extant stromatolites in the hypersaline marine environment of Shark
Bay, Australia. Environ. Microbiol. 6: 1096-1101.

Cheng, L. & Lewin, R. A. 1984. Prochloron on Synaptula. Bull. Mar. Sci. 35:
95-98.

Cowan, M. E. 1981. Field observation of colony movement and division of
the ascidian Didemnum molle. Mar. Ecol. Prog. Ser. 6: 335-337.

Cox, G. C. 1986. Comparison of Prochloron from different hosts 1.
Structural and ultrastructural characteristics. New Phytol. 104: 429-445.

Cox, G. C., Hiller, R. G. & Larkum, A. W. D. 1985. An unusual cyanophyte,
containing phycourobilin and symbiotic with ascidians and sponge. Mar.
Biol. 89: 149-163.

Dionisio-Sese, M., Maruyama, T. & Miyachi, S. 2001. Photosynthesis of
Prochloron as affected by environmental factors. Mar. Biotechnol. 3:
74-79.

Donia, M. S., Fricke, W. F., Partensky, F., Cox, J., Elshahawi, S. I., White, J.
R., Phillipy, A. M., Schatz, M. C., Piel, J., Haygood, M. G., Ravel, J. &
Schmidt, E. W. 2011. Complex microbiome underlying secondary and
primary metabolism in the tunicate-Prochloron symbiosis. Proc. Natl.
Acad. Sci. USA 108: E1423-E1432.

Donia, M. S., Hathaway, B. J., Sudek, S., Haygood, M. G., Rosovitz, M. J.,
Ravel, J. & Schmidt, E. W. 2006. Natural combinatorial peptide libraries
in cyanobacterial symbionts of marine ascidians. Nat. Chem. Biol. 2:
729-735.

Eldredge, L. G. 1966. A taxonomic review of Indo-Pacific didemnid



BEE & R & v o ff A 123

ascidians and descriptions of twenty-three central Pacific species.
Micronesica 2: 161-261.

Epel, D., Hemela, K., Shick, M. & Patton, C. 1999. Development in the
floating world: Defenses of eggs and embryos against damage from UV
radiation. Am. Zool. 39: 271-278.

Erwin, P. M., Lopez-Legentil, S. & Turon, X. 2012. Ultrastructure, molecular
phylogenetics and chlorophyll a content of novel cyanobacterial
symbionts in temperate sponges. Microb. Ecol. 64: 771-783.

Fisher, C. R. & Trench, R. K. 1980. In vitro carbon fixation by Prochloron
sp. isolated from Diplosoma virens. Biol. Bull. 159: 639-648.

Griffiths, D. J. & Thinh, L. 1983. Transfer of photosynthetically fixed carbon
between the prokaryotic green alga Prochloron and its ascidian host.
Aust. J. Mar. Freshw. Res. 34: 431-440.

Herdman, W. A. 1906. Report on the Tunicata. Rep. Gov. Ceylon Pearl
Opyster Fish. Gulf Manaar Suppl. Rep. 39: 295-348.

Hernandez-Mariné, M., Turon, X. & Catalan, J. 1990. A marine Synechocystis
(Chroococcales, Cyanophyta) epizoic on didemnid ascidians from the
Mediterranean Sea. Phycologia 29: 275-284.

Hirose, E. 2000a. Plant rake and algal pouch of the larvae in the tropical
ascidian Diplosoma similis: an adaptation for vertical transmission of
photosynthetic symbionts Prochloron. Zool. Sci. 17: 233-240.

Hirose, E. 2000b. Diet of a notodelphyid copepod inhabiting in an algal-
bearing didemnid ascidian Diplosoma virens. Zool. Sci. 17: 833-838.
Hirose, E. 2001. Acid containers and cellular networks in the ascidian tunic
with special remarks on ascidian phylogeny. Zool. Sci. 18: 723-731.
Hirose, E. 2015. Ascidian photosymbiosis: Diversity of cyanobacterial

transmission during embryogenesis. Genesis 53: 121-131.

Hirose, E. & Fukuda, T. 2006. Vertical transmission of photosymbionts in the
colonial ascidian Didemnum molle: The larval tunic prevents symbionts
from attaching to the anterior part of larvae. Zool. Sci. 23: 669-674.

Hirose, E. & Hirose, M. 2011. A new didemnid ascidian Lissoclinum midui
sp. nov. from Kumejima Island (Okinawa, Japan), with remarks on the
absence of a common cloacal system and the presence of an unknown
organ. Zool. Sci. 28: 462-468.

Hirose, E., Hirose, M. & Shy, J.-Y. 2015. Diplosoma gumavirens (Ascidiacea,
Didemnidae): the first record of photosymbiotic ascidians in the Taiwan
Strait. Mar. Biodivers. Rec. 8: e128.

Hirose, E., Iwai, K. & Maruyama, T. 2006 Establishment of the
photosymbiosis in the early ontogeny of three giant clams. Mar. Biol.
148: 551-558.

Hirose, E. & Maruyama, T. 2004 What are the benefits in the ascidian-
Prochloron symbiosis? Endocytobiosis Cell Res. 15: 51-62.

Hirose, E., Maruyama, T., Cheng, L. & Lewin, R. A. 1996. Intracellular
symbiosis of a photosynthetic prokaryote, Prochloron sp., in a colonial
ascidian. Invertebr. Biol. 115: 343-348.

Hirose, E., Maruyama, T., Cheng, L. & Lewin, R. A. 1998. Intra- and extra-
cellular distribution of photosynthetic prokaryotes, Prochloron sp., in a
colonial ascidian: Ultrastructural and quantitative studies. Symbiosis 25:
301-310.

Hirose, E. & Nakabayashi, S. 2008. Algal symbionts in the tunic lamellae on
the posterior half of the larval trunk of the colonial ascidian Lissoclinum
timorense (Ascidiacea, Didemnidae). Zool. Sci. 25: 1205-1211.

Hirose, E., Neilan, B. A., Schmidt, E. W. & Murakami, A. 2009. Enigmatic
life and evolution of Prochloron and related cyanobacteria inhabiting
colonial ascidians. In: Gault, P. M. & Marler, H. J. (eds.) Handbook on
Cyanobacteria, pp. 161-189. Nova Science, New York.

Hirose, E., Ohtsuka, K., Ishikura, M. & Maruyama, T. 2004. Ultraviolet
absorption in ascidian tunic and ascidian-Prochloron symbiosis. J. Mar.
Biol. Assoc. UK 84: 789-794.

Hirose, E., Turon, X., Lépez-Legentil, S., Erwin, P. M. & Hirose, M. 2012.
First records of didemnid ascidians harbouring Prochloron from
Caribbean Panama: genetic relationships between Caribbean and Pacific

photosymbionts and host ascidians. Syst. Biodivers. 10: 435-445.

Hirose, E., Uchida, H. & Murakami, A. 2009. Ultrastructural and
microspectrophotometric characterization of multiple species of
cyanobacterial photosymbionts coexisting in the colonial ascidian
Trididemnum clinides (Tunicata, Ascidiacea, Didemnidae). Eur. J.
Phycol. 44: 365-375.

Hirose, M., Tochikubo, T. & Hirose, E. 2010. Taxonomic significance of
tunic spicules in photosymbiotic ascidians: a quantitative and molecular
evaluation. J. Mar. Biol. Assoc. UK 90: 1065-1071.

Inoue, J, Nakashima, K., Satoh, N. 2019. ORTHOSCOPE analysis reveals
the presence of the cellulose synthase gene in all tunicate genomes but
not in other animal genomes. Genes (Basel) 10: 294.

Kerney, R., Kim, E., Hangarter, R.P., Heiss, A. A., Bishop, C. D. & Hall, B.
K. 2011. Intracellular invasion of green algae in a salamander host. Proc.
Natl. Acad. Sci. USA 108: 6497-6502.

Kimura, S., Ohshima, C., Hirose, E., Nishikawa, J. & Itoh, T. 2001 Cellulose
in the house of the appendicularian Oikopleura rufescens. Protoplasma
216: 71-74.

Kocot, K. M., Tassia, M. G., Halanych, K. M. & Swalla, B. J. 2018.
Phylogenomics offers resolution of major tunicate relationships. Mol.
Phylogenet. Evol. 121: 166—173.

Kojima, A. & Hirose, E. 2010. Transfer of prokaryotic algal symbionts from
a tropical ascidian (Lissoclinum punctatum) colony to its larvae. Zool.
Sci. 27: 124-127.

Kojima, A. & Hirose, E. 2012. Transmission of cyanobacterial symbionts
during embryogenesis in the coral reef ascidians Trididemnum nubilum
and T. clinides (Didemnidae, Ascidiacea, Chordata). Biol. Bull. 222:
63-73. (doi:10.1086/BBLv222n1p63)

Koplovitz, G., Hirose, E., Hirose, M. & Shenkar, N. 2015. Being green in
the Red Sea-the photosymbiotic ascidian Diplosoma simile (Ascidiacea:
Didemnidae) in the Gulf of Aqaba. Syst. Biodivers. 13: 131-139.

Kott, P. 1977. Algal-supporting didemnid ascidians of the Great Barrier Reef.
In: Taylor, D. L. (ed.) Proceedings of the Third International Coral Reef
Symposium. pp. 616-623. University of Miami, Miami.

Kott, P. 1980. Algal-bearing didemnid ascidians in the Indo-West-Pacific.
Mem. Qld. Mus. 20: 1-47.

Kott, P. 1982. Didemnid-algal symbiosis: Algal transfer to a new host
generation. In: Proceedings of the Fourth International Coral Reef
Symposium, Manila 1981. University of the Philippines, Quezon.

Kott, P. 2001. The Australian Ascidiacea, part 4, Aplousobranchia (3),
Didemnidae. Mem. QId. Mus. 47: 1-408.

Kott, P., Parry, D. L. & Cox, G. C. 1984. Prokaryotic symbiont with a range
of ascidian hosts. Bull. Mar. Sci. 34: 308-312.

Kremer, B. P., Pardy, R. L. & Lewin, R. A. 1982. Carbon fixation and
photosynthates of Prochloron, a green alga symbiotic with an ascidian,
Lissoclinum patella. Phycologia 21: 258-263.

Kiihl, M., Behrendt, L., Trampe, E. ef al. 2012. Microenvironmental ecology
of the chlorophyll b-containing symbiotic cyanobacterium Prochloron in
the didemnid ascidian Lissoclinum patella. Front. Microbiol. 3: 402.

Kwan, J., Donia, M., Hanb, A. W., Hirose, E., Haygood, M. G. & Schmidt,
E. W. 2012. Genome streamlining and chemical defense in a coral reef
symbiosis. Proc. Natl. Acad. Sci. USA 109: 20655-20660.

Kwan, J. C., Tianero, M. D. B., Donia, M. S., Wyche, T. P., Bugni, T. S. &
Schmidt, E. W. 2014. Host control of symbiont natural product chemistry
in cryptic populations of the tunicate Lissoclinum patella. PLoS One 9:
€95850.

Larkum, A. W. D., Cox, G. C., Hiller, R. G., Parry, D. L. & Dibbayawan,
T. P. 1987. Filamentous cyanophytes containing phycourobilin and in
symbiosis with sponges and an ascidian of coral reefs. Mar. Biol. 95:
1-13.

Lewin, R. A. 1975. A marine Synechocystis (Cyanophyta, Chroococcales)



124

epizoic on ascidians. Phycologia 14: 153-160.

Lewin, R. A. 1976. Prochlorophyta as a proposed new division of algae.
Nature 261: 697-698.

Lewin, R. A. 1977. Prochloron, type genus of the Prochlorophyta.
Phycologia 16: 217.

Lewin, R. A. & Cheng, L. 1989. Prochloron, a microbial enigma. Chapman
Hall: New York.

Li, S., Chen, T., Xu, L. & Hu, M. 2016. Ascidians (Diplosoma sp.) kill
Acropora corals in a deteriorating reef environment (Luhuitou, Sanya,
northern South China Sea). Bull. Mar. Sci. 92: 527-528.

Lin, Z., Torres, J. P., Tianero, M. D., Kwan, J. C. & Schmidt, E. W. 2016.
Origin of chemical diversity in Prochloron-tunicate symbiosis. Appl.
Environ. Microbiol. 82: 3450-3460.

Littler, M. M. & Littler, D. S. 1995. A colonial tunicate smothers corals and
coralline algae on the Great Astrolabe Reef, Fiji. Coral Reefs 14: 148—
149.

Martinez-Garcia, M., Koblizek, M., Lépez-Legentil, S. & Anton, J. 2011.
Epibiosis of oxygenic phototrophs containing chlorophylls a, b, ¢, and
d on the colonial ascidian Cystodytes dellechiajei. Microb. Ecol. 61:
13-19.

Maruyama, T., Hirose, E. & Ishikura, M. 2003. Ultraviolet-light-absorbing
tunic cells in didemnid ascidians hosting a symbiotic photo-oxygenic
prokaryote, Prochloron. Biol. Bull. 204: 109-113.

Melo Clavijo, J., Donath, A., Serddio, J. & Christa, G. 2018. Polymorphic
adaptations in metazoans to establish and maintain photosymbioses.
Biol. Rev. 93: 2006-2020.

Miyashita, H., Ikemoto, H., Kurano, N., Adachi, K., Chihara, M. & Miyachi,
S. 1996. Chlorophyll d as a major pigment. Nature 383: 402.

Miinchhoff, J., Hirose, E., Maruyama, T., Sunairi, M., Burns, B. P. & Neilan,
B. A. 2007. Host specificity and phylogeography of the prochlorophyte
Prochloron sp., an obligate symbiont in didemnid ascidians. Environ.
Microbiol. 9: 890-899.

Nielsen, D. A., Pernice, M., Schliep, M. et al. 2015. Microenvironment and
phylogenetic diversity of Prochloron inhabiting the surface of crustose
didemnid ascidians. Environ. Microbiol. 17: 4121-4132.

vaJ I 1995, #F5REWIM . PR =B () )5 € iask H AR B I8 (11].
pp. 573-610. fREH: . KBk .

Oliveira, F. A. S., Michonneau, F. & da Cruz Lotufo, T. M. 2017. Molecular
phylogeny of Didemnidae (Ascidiacea: Tunicata). Zool. J. Linn. Soc.
180: 603-612.

Olson, R. R. 1983. Ascidian-Prochloron symbiosis: the role of larval
photoadaptation in midday larval release and settlement. Biol. Bull. 165:
221-240.

Palenik, B. & Haselkom, R. 1992. Multiple evolutionary origins of
prochlorophytes, the chlorophyll b-containing prokaryotes. Nature 355:
265-267.

Pardy, R. L. & Lewin, R. A. 1981. Colonial ascidians with prochlorophyte
symbionts: Evidence for translocation of metabolites from alga to host.
Bull. Mar. Sci. 31: 817-823.

Parry, D. L. 1984. Cyanophytes with R-phycoerythrins in association with
seven species of ascidian from the Great Barrier Reef. Phycologia 23:
503-505.

Parry, D. L. & Kott, P. 1988. Co-symbiosis in the Ascidiacea. Bull. Mar. Sci.

42: 149-153.

Patterson, G. M. L. & Withers, N. W. 1982. Laboratory cultivation of
Prochloron, a tryptophan auxotroph. Science 217: 1034-1036.

Rodriguez-Martinez, R. E., Jordan-Garza, A. G., Baker, D. M. & Jordan-
Dahlgren, E. 2012. Competitive interactions between corals and
Trididemnum solidum on Mexican Caribbean reefs. Coral Reefs 31:
571-577.

Schmidt, E. W. 2015. The secret to a successful relationship: lasting
chemistry between ascidians and their symbiotic bacteria. Invertebr.
Biol. 134: 88-102.

Schmidt, E. W., Donia, M. S., McIntosh, J. A., Fricke, W. F. & Ravel, J. 2012.
Origin and variation of tunicate secondary metabolites. J. Nat. Prod. 75:
295-304.

Sensui, N. & Hirose, E. 2018. Cytoplasmic UV-R absorption in an
integumentary matrix (tunic) of photosymbiotic ascidian colonies. Zool.
Stud. 57: 1-11.

Shenkar, N. Gittenberger, A. Lambert, G. Rius, M., Moreira da Rocha, R.,
Swalla, B. J. & Turon, X. 2019. Ascidiacea World Database. Accessed at
http://www.marinespecies.org/ascidiacea on 2019-07-12.

Sluiter, C. P. 1909. Die Tunicaten der Siboga-Expedition Pt. 2. Die
merosomen Ascidien. Siboga-Expedite 56B: 1-112.

Smith, H. G. 1935. On the presence of algae in certain Ascidiacea. Ann. Mag.
Nat. Hist. 15: 615-626.

Sommer, B., Harrison, P. L. & Scheffers, S. R. 2010. Aggressive colonial
ascidian impacting deep coral reefs at Bonaire, Netherlands Antilles.
Coral Reefs 29: 245.

Steindler, L. Huchon, D. Avni, A. & Ilan, M. 2005. 16S rRNA phylogeny of
sponge-associated cyanobacteria. Appl. Environ. Microbiol. 71: 4127—
4131.

Tebbett, S. B., Streit, R. P. & Bellwood, D. R. 2019. Expansion of a colonial
ascidian following consecutive mass coral bleaching at Lizard Island,
Australia. Mar. Environ. Res. 144: 125-129.

Tianero, M. D. B., Kwan, J. C., Wyche, T. P, Presson, A. P., Koch, M.,
Barrows, L. R., Bugni, T. S. & Schmidt, E. W. 2015. Species specificity
of symbiosis and secondary metabolism in ascidians. ISME J. 9: 615—
628.

Tokioka, T. 1942. Ascidians found on the mangrove trees in Iwayama Bay,
Palao. Palao Trop. Biol. Stn. Stud. 3: 497-507.

Tokioka, T. 1950. Ascidians from the Palao Islands. I. Publ. Seto Mar. Biol.
Lab. 1: 115-150.

Tokioka, T. 1954. Invertebrate fauna of the intertidal zone of the Tokara
Islands VII. Ascidians. Publs Seto Mar. Biol. Lab. 3: 239-264.

Urbach, E., Robertson, D. L. & Chisholm, S. W. 1992. Multiple evolutionary
origins of prochlorophytes within the cyanobacterial radiation. Nature
355:267-270.

Vargas—Angel, B., Asher, J., Godwin, L. S. & Brainard, R. E. 2009. Invasive
didemnid tunicate spreading across coral reefs at remote Swains Island,
American Sdmoa. Coral Reefs 28: 53.

Yokobori, S., Kurabayashi, A., Neilan, B. A., Maruyama, T. & Hirose, E.
2006. Multiple origins of the ascidian—Prochloron symbiosis: Molecular
phylogeny of photosymbiotic and non-symbiotic colonial ascidians
inferred from 18S rDNA sequences. Mol. Phylogenet. Evol. 40: 8-19.

(BRBRRE)



