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Mo T2, BREHROIEREZ b OEII OV, 2
DIEREDOHK DD 2BEDL»>TED, /us7 7 =4
BN E HICE R ik, 12— L FEPET €S AH
IO iR E 2N Ml EET 2 2 L CERI N L
#ZZ2o6nTws (Jackson et al. 2018), —J5C, FLEEHK
DIERFAROMEEIFEIZIZ->E D LTE 6T, HAEDRHP
BIEICOWTIERZ RFABMRB I N TW S, 7B A7 LF
7 = ZFUE, TR TORLERR D TE R E 2 b OB ]
DHEICES>THRIZLZETBRFTH 2 (Cavalier-Smith
1999), Z DIRFLIE, FLBEHROIERAEZ b DD, Joh
gL Trzuu74)lczbol LR, ERAEET
PIIZa— FE3N T3 EEREEEE T TH 5 7Y LT
LFE R3-YviETFe Fus+—% (GAPDH), 717
F—=2-16-ERVV@B7LE7—+ (FBA) 2HwioT

EEREMY ") 7 N¥E Goniomonas avonlea
DT/ LFRFH SBESMCRDHERFD ZRILEDE(L

HRIEE

RN DFER A > 5 XFRFINTE X (Harper & Keeling
2003, Patron et al. 2004, Bachvaroff et al. 2005), — /i
T, #%77 LT RRENTTIE, ALERER O ERkAE
ZHOBBITHRRIC AR ST, FHICS  DEREE b1k
WREAEYIORRDHET 5 2 LB EMINTE R, 20k
O, TNETNDORMTHUNIIHE L ORENRI -7 L v )
EZR, HEOERE LI IAAZZEED, I 6IcfthiofE
EYNCED A END Z & T, A 2R TR R O B4
ZHOWBENHEL L EWIFTHRBINT W25 (Burki et
al. 2007, Sanchez-Puerta & Delwiche 2008, Petersen et
al.2014),

79 7 MR R O TER A Z b D, WK MEAK I
YSEIC W S NBBRD N —7TH B, 7V 7 FEDLE
T 4 oaEicaEn, AT/ NEE E D235 T
W5, WHIZEE &AM E o alE oMo (R
R X - PPC) ICHLEE DR L 7-MiETh b X 7
LAENL7 2SO0, BEREBITAR, K & Sk Eksk
xR 52, ZNREREOHBOETHL 742 v
FUNIBEIZEBbDTHS (Novarino 2003), 7V 7'+
IS 2 S rEFRFEEI AR S RAEREENS, 7
Y 7"+ € F A H X Cryptomonas paramecium 7 £ O — ¥
ZBROTIXRTOEMDEEREZ b D, C. paramecium b
EREOHEMNAZH/ETH 2R Z b >TWVWE I NS
(Sepsenwol 1973), 7 U 7'+ & F 2O H@H S 13 Bk
zHLTwREEZONS, —HTI=A TS AHHITIIHE
JEREM D Goniomonas —JEDAD’EEN TS (Kim &
Archibald 2013), Goniomonas \& -7 7 7V 7 itk
OEFBEHRTH D, ZNF TITHERAEL Z OEB 24 E 13 4
DPo TRV, I5I127 Y 7 MO IZESEE DNA O
ATHREN TV 7L —FTh2 Cryl & Cry3 bAIGH
T \» % (Shalchian-Tabrizi et al. 2008, Kim & Archibald
2013), Cryl I22W» T 2016 2 Z DFEEHS LR D,
I=AEFRABEGEZR RN TV T REOHEIRTHSE Z L
MR EN, Hemiarma marina £ L TFE#k X 4172 (Shiratori
& Ishida 2016), 7V 7" FEEIGAHEEDEEEE LT, FIC
BEEEZHET 2 L7 70 2N 7Y 7T R%E
D Palpitomonas bilix s Eb A6 NTEDH, Zholdr Y
THMEEEBIZI ) TFRAY LI 2 PRI Z VR T 5
(Okamoto et al. 2009; Yabuki et al. 2014) .,

7)) 7 P EOERFAORIFICOWTIX, HEDOY VR IH
a— FEETO7T I BRI Z H v 7oy RFERHTIC B v
T LIELENT M RERRBEHEZIVINT 2285, 7V



78

TREEENT FETRERET ) L EDYERY — L8 U8
7 rpl36 BIZTIN 7 TV T o KPHEHE L TE LD DI
EEbLoTWE I EhENPS, ZOMLAEE N7 F
BMEHEFLTWB EEZ 5N T (Rice & Palmer 2006,
Hackett et al. 2007), L2*L, 377 —% ORFEDLHHF
MO S22 2 1c20TC, 7V 7 FEEPN T M EO LIS
b, BHLRABRST B 2 HE Vo k4 e EAR SN
DFEEEYDOREREET L ZENHs 1 ERD, Thb%
FLoTNZRETE W) SEHEXEB S N (Okamoto
et al.2009), X512, MEDKME LT -5y FZ2HW
7 TR T, N7 a7 OBRRFHEE I NT,
VT PRI T T AFEE, NT P EIEKR R
MR IRT 27 —2bME S T3 (Burki et al. 2012,
2016),

70 7 M EOERE DD L RS B 0ICiE, 20
M EZH S 20T 5 Z EIiThA, FUoitErEED
JR A A DL & DRINEN LA % B 72 5% © R INICTER A &
FKoteDh, FEEDOIAEZREHL TRV r2ZH 6 I
T3 ENHEETH S, MEFEETIE, kAL Z DOFEBH
REERROPoTuRWEYD S /7 & FiT, HEkE~ D
RTINS OBIETVHEL T AHlbHEIN TS
Eno, MlESIEZ T TR, 7 AR
TR R TH % (Slamovits & Keeling 2008), L 2>
L, 7V 7 ERATYT ) AEZEPITODR TS DX,
G D Guillardia theta DA TH Y | fEJEHKERED 7V 7
FRY DT ) LMEFTIITbN T Wi o7, AFETIE Cenci
etal. (2018) SICk > TiTh i, ftEFHELEI Y 7 &
Goniomonas avonlea D’7 ) LMENTIZOWTHNT 5,

XM —7r v —TH 3 Ilumina HiSeq 2000 % > 7
T =r VAROT R 7 OFER, 31,852 av T«
7w IEFIZHRMLL T, 20892 Mbp R 6 Nnt, T
JT—=yavorER, Zor ) Lix33470 BinfEa—F
LTWBIZEDBHSLII o7, BoT ) LIZOwT, 7
J L DRERHITY — v Tdh 5 BUSCO % W3 2 & T, %
COBEMAEYPIEL Tb a7 #ET21Y /o kicens
Fa—FEINTw3E2H#HRILLE S, HLINKLT ) LR
i TR L L 72 IRETH 2 1I2b b 59, 89% D
a7EEFPHE SN, ZuBRIicy ) MMEBTO N
T NERED 7 ) 7 & Guillardia & ARRETH - 72720,
Cenci et al. (2018) TiZ Goniomonas D77/ L DEI1Z 5%
DIENTICEBZ 720 E SR T B,

Goniomonas % G UCRIBRELED 7 V) 7F A ¥ TlX, H
Bz o EVHER I N TS C. paramecium % R\ C,
TERRARPC Z DR A VAR ZIE B O o Tukwgd, 7
/b RIZZ2 S DFEZ RRY 2 MBS 2 WHREMED &
%, % ZTCenci et al. (2018) & Goniomonas D’7 7/ LI
DV, SERARRRN GRS TH 2 AL E VRSP, O
HERDBEFIBERTHLI AT X/ v, HEKOED 7 un
7ZANRhuT ) A FORRJDRRZITo720, 2oz

FRTHILIITE ok, FLERMMIPBLRICELEL, ¥
YR EOBMOEREENTE T AraryTH B TOC-
TICEIEZTFOHATE L TE Lo, IHICEEDY
ZFVEFIFHEY 7 M2k o T, FERKA £ 7213 PPC 12 J3TE
PHEE I N D > 7 FVESI % b OB 2L, Bao—
RF 7 F T RIERIAORBRERE & LK L 722803 & A &3
T, Goniomonas ISR Z DIEFIN 72 A V1'% 7 % (s
LTV RO D6 2o 7,

Goniomonas DEEEREZ R L T o7 e LT
b, ZoME T REERRE OGS, ¥/ AR
# 2k © EGT (Endosymbiotic Gene Transfer @ % 4 {7
S LDSIEET ) LANDEEBADKPER) DR ELE
TLHHREED D B, # 2T Goniomonas D’7 ) 5> 6 EGT
L bn 2 MET 2R L, 7 Curtis et al. (2012) 12
X o THEE E N7z, Guillardia ¥ ) HiZa— R E T
W EHEK E BN S 508 B EFICOWT, ZNLHHE
%BET % Goniomonas D7) L LB L7z, Z DFER,
212 BIETITDWTHTF 285 D% & v X 7 EBEOH -
7o N5 285DF v RIBIZOWT R ZMERL 72 &
Z %, Goniomonas & XABMED 7 ) 7" BOMNLE L HRH

ARSALISIL
(Ao 0%

JHyF

(20359 =4>2%, Paulinella)
FILARFS—4

(RiEEE, FEa TLIH)

AHRDHKRE R

NTRE

foE

R

2V FTFRA

COETS ) *¢

AR

. .RAVNE

| FA—HRIT
Collodictyon

Malawimonas
IHADIN—4
(A—JL+%

I

< RRELISFTRARDEREE L DORE
- 27\ T TEROEREE L DRE

X 1. Cencietal. (2018) ic & % 250 JE{nF %\ 7 e AR ik o
X, B =MIBIE R4 X 25ERIEE b OB R EZ R T, K
B =ML 72 3 ERROER A Z b OB ORME R T, B
HIl& Goniomonas 23& £ N5 2% 17,



Lo RN 6 RO o7, NS VTG BRI
NOWHEL T TN RS 12T, ERENORH b > Twi
Motz, —IT24 DRHBIZE T, Goniomonas |33
NCIEBEfR e 7 A — R Y 7 LRI E o %, T DMBIH S,
Goniomonas D’7 7 LMIFET BALEICE & B b 2851
BIEFITD W EDBHS 2 E 2D, Goniomonas DHIEH
TR Z AR L C O TR 2 KR T 2RI 2 2 °v 85
nixhrotz,

Goniomonas (¥ 7 V) 7 F T E T 3 T RIERAKDOEEE X
DOHENCTEELL 72 2 ERR I N7, Goniomonas &
Guillardia OB O WG, TERAREA IR ) REHE
BDOZEALEHE 22T 5133 TH S, Cenci ef al. (2018) 1%
Guillardia ®’7 7 55> 6 Goniomonas TR 6 L7z,
G, EA B VBRI LAY 7L A4 FAEAK,
AT /A4 FEGR, RV7 40y RO a7 ¢ VAR
BEAR L, 26 OfEH - 70k RIIEREBICREET %
ZEDPHEEI N, ZRIBIEo TERI N EEZ
6Nb, ¥7, EREKICEETE22IEESZDLAEVED
D, X VRETAR)AF-% 7 VEGRREREF T
SUESHREN RO o, INSIEABICE T A E
BERICEb>Tw AL, R E>THEBINE
LEZob, —J)T Goniomonas \RFENE LD E LT,
XA XY — LA TORHTBO LGB RO o7, F
72, Goniomonas |28\ CHEMBOEERKIE, S Fav P
)7 ROHIIEE b g 2 EWRBI NS, Guillardia
TIEERETEHNTL L I ERTHMINAL, HHWI LI,
Goniomonas \3HIVE T X N0 VIBFEEE D A% b D03,
Guillardia (¥ X N0 VBRI Z T, “XILAEHEKER
b pIEA N VEBERELDoTED, HECLoTES
AR DIMRMERE L2 EEZ 5N %, Z 512 Cenci ef al.
(2018) T X Goniomonas & Guillardia ® CAZyme (H4'E
BIEEER) o THiEEZfT>oTw3, ZYVary Fe R
7 —< glycoside hydrolase (GH) &O'7') a7 v A
7 = 7 —% glycosyl transferase (GT) DL S— 1Y =225,
Goniomonas T\ 7") a—=4v, aZ Vv, BIIVAHVD
R#METH) LN TEL Z EDHEESI N, T EHOMIE
BED R BREETH 2N T — A2 NRTEBRIL T —
ERONI XN T =80, FLEEERTWT 27 00— R %255
TELT7HTI—E%EbD, INLDBEINI TV TREE
L CTHI5 LT\ % Goniomonas 73, fLEE% O EMEE%
MATELZILERRL TV,

& 512 Cenci et al. (2018) T, 27V 7"+ EDRFK AL E
ZHSPICT 272012, Goniomonas D7) Ly —'r v A%
T, Burki ef al. 2016) &7 —% € v MZHED W7 250
Z Ry a— FBETFO7 2 BRI X 2 501 RMRHT
Zf7-oTw3 (M1), ZOHTlE, LD RBEESTZR
BENM KR EIN T3 L0 EIFIERA L RHEBI RSN
oo $hbob, TIAAIN=FET =777 AFFIOE
MEYDOFEEL A== —7DORRFMEDHER S, &

79

BIANT MEEEARODRIRB RSB RERE R L (N7 T
A%), 7V 7V i, AY¥TVv7 7 YA, Palpitomonas %
BBV TSFAIBT =7 77 AFFTONFIAEL 7z, 7
VT FARIET =7 77 AF TN TR EIKAEE I
7=t A7y T 82% THRHM AL L, 7V TF
A Z D RFHINLE D ERA R OBETICL 27 —T 47 7
7 b ThBAREEEER LT, ) AR ED 7 ) 7 M EER
WhrF—=%tv b, 2) ~HOERRLLTFNED OMEIET
ZiniT =Xy FEHAOTREBZERL 2D, wih
DBETH IV T FAYRT =7 75 AF ¥ DNEBICHIE L
Teo E72, 250 BIETH 7Y S REREENS 183 EiE T
5, 46~47BIEF 2 S VI LIH Y TV VS LTTF—F &y
FEARKL, 100 DRGEEEZERL 72 & 25, 93 ZFkT
V)PV ERT =T T IAF YRR ot, £Z2D
D 30% DERMBITI Y FFRAY IR EIKOE, 5% 5
JL—FEHRFERD, 24% TKEOE L BRHEZ2 K
U 7co FLEEE 7230 & BRH & & - 1 Rz 2 e g
D 13% £ 3% o1y V2V TFRIDBT =7 T5AFH
DIfREE & 72 o 72 BHZ 20% HAEL 72, 2D XIS, &
TR T EH LTIV TFRYET =T T ITAF D
BRI N, FICKEE L OERENTR I Nk,
—HTING DT T, BEOMATRBINT W7 Y
TFRAY ENTF A DEFEIIRINRD T2,

PVTFRYBT =7 77 AFTNEBIMET S LI FR
HiBIfRIE, ALEHCRO REERA ST TR, —RIERA
D EZEZ 5 L THHEE L, ZORBEKRO T T, L
HHR O ZRIERR A OIS, —RILEX D DRI E
CLILHESTLEINRD, Z7RLTAE I — KI5 4
WKERESND, ERT =777 AF FHEBTORMKINE I
o, 7V TFRYBEEIZST I NI T YT EDME
B L TRBEDS D B, 7V 7 F R Y IFALEH R O Bk
DERLZ TR L, 7= 79 2AF T OIERE DL % I
EDZT 5 L CORERELRFEHTH 2HHRENDH D, SHBD
7 LT =5 DRI NS,

51RISCHER

Bachvaroff, T. R., Sanchez Puerta M. V. & Delwiche, C. F. 2005. Chlorophyll
c-containing plastid relationships based on analyses of a multigene data
set with all four chromalveolate lineages. Mol. Biol. Evol. 22: 1772—
1782.

Burki, F., Kaplan, M., Tikhonenkov, D. V. et al. 2016. Untangling the early
diversification of eukaryotes: A phylogenomic study of the evolutionary
origins of Centrohelida, Haptophyta and Cryptista. Proc. R. Soc. B Biol.
Sci. 283: 20152802.

Burki, F., Okamoto, N., Pombert, J. F. & Keeling, P. J. 2012. The
evolutionary history of haptophytes and cryptophytes: phylogenomic
evidence for separate origins. Proc. R. Soc. B Biol. Sci. 279: 2246-2254.

Burki, F., Shalchian-Tabrizi, K., Minge, M., Skjeveland, A., Nikolaev, S. 1.,
Jakobsen, K. S. & Pawlowski, J. 2007. Phylogenomics reshuffles the
eukaryotic supergroups. PLoS One 2: €790.

Cavalier-Smith, T. 1999. Principles of protein and lipid targeting in secondary
symbiogenesis: euglenoid, dinoflagellate, and sporozoan plastid origins
and the eukaryote family tree. J. Eukaryot. Microbiol. 46: 347-366.



80

Cenci, U., Sibbald, S. J., Curtis, B. A. et al. 2018. Nuclear genome sequence
of the plastid-lacking cryptomonad Goniomonas avonlea provides
insights into the evolution of secondary plastids. BMC Biol. 16: 137.

Chantangsi, C., Esson, H. J. & Leander B. S. 2008. Morphology and
molecular phylogeny of a marine interstitial tetraflagellate with putative
endosymbionts: Auranticordis quadriverberis n. gen. et sp. (Cercozoa).
BMC Microbiol. 8: 123.

Curtis, B. A., Tanifuji, G., Burki, F. ef al. 2012. Algal genomes reveal
evolutionary mosaicism and the fate of nucleomorphs. Nature 492:
59-65.

Hackett, J. D., Yoon, H. S., Li, S., Reyes-Prieto, A., Riimmele, S. E. &
Bhattacharya, D. 2007. Phylogenomic analysis supports the monophyly
of cryptophytes and haptophytes and the association of rhizaria with
chromalveolates. Mol. Biol. Evol. 24: 1702-1713.

Hagino, K., Onuma R., Kawachi, M. & Horiguchi, T. 2013. Discovery
of an endosymbiotic nitrogen-fixing cyanobacterium UCYN-A in
Braarudosphaera bigelowii (Prymnesiophyceae). PLoS One 8: e81749.

Harper, J. T. & Keeling, P. J. 2003. Nucleus-encoded, plastid-targeted
glyceraldehyde-3-phosphate dehydrogenase (GAPDH) indicates a single
origin for chromalveolate plastids. Mol. Biol. Evol. 20: 1730-1735.

Jackson, C., Knoll, A. H., Chan, C. X. & Verbruggen, H. 2018. Plastid
phylogenomics with broad taxon sampling further elucidates the distinct
evolutionary origins and timing of secondary green plastids. Sci. Rep. 8:
1523.

Kim, E. & Archibald, J. M. 2013. Ultrastructure and molecular phylogeny of
the cryptomonad Goniomonas avonlea sp. nov. Protist 164: 160—182.
Marin, B., Nowack, E. C. M., & Melkonian, M. 2005. A plastid in the
making: Evidence for a second primary endosymbiosis. Protist 156:

425-432.

Nakayama, T., Ikegami, Y., Nakayama, T., Ishida, K., Inagaki, Y. & Inouye,
1. 2011. Spheroid bodies in rhopalodiacean diatoms were derived from a
single endosymbiotic cyanobacterium. J. Plant Res. 124: 93-97.

Novarino, G. 2003. A companion to the identification of cryptomonad
flagellates (Cryptophyceae = Cryptomonadea). Hydrobiologia 502:
225-270.

Okamoto, N., Chantangsi, C., Hordk, A., Leander, B. S. & Keeling, P. J.
2009. Molecular phylogeny and description of the novel katablepharid
Roombia truncata gen. et sp. nov., and establishment of the Hacrobia
taxon nov. PLoS One 4: €7080.

Patron, N. J., Rogers, M. B. & Keeling, P. J. 2004. Gene replacement of
fructose-1,6-bisphosphate aldolase supports the hypothesis of a single
photosynthetic ancestor of chromalveolates. Eukaryot. Cell 3: 1169—
1175.

Petersen, J., Ludewig, A. K., Michael, V., Bunk, B., Jarek, M., Baurain, D. &
Brinkmann, H. 2014. Chromera velia, endosymbioses and the rhodoplex
hypothesis - Plastid evolution in cryptophytes, alveolates, stramenopiles,
and haptophytes (CASH lineages). Genome Biol. Evol. 6: 666—-684.

Rice, D. W. & Palmer, J. D. 2006. An exceptional horizontal gene transfer in
plastids: gene replacement by a distant bacterial paralog and evidence
that haptophyte and cryptophyte plastids are sisters. BMC Biol. 4: 31.

Sanchez-Puerta, M. V. & Delwiche, C. F. 2008. A hypothesis for plastid
evolution in chromalveolates. J. Phycol. 44: 1097-1107.

Sepenswol, S. 1973. Leucoplast of the cryptomonad Chilomonas
paramecium. Evidence for presence of a true plastid in a colorless
flagellate. Exp. Cell Res. 76: 395-409.

Shalchian-Tabrizi, K., Brate, J., Logares, R., Klaveness, D., Berney, C.
& Jakobsen, K. S. 2008. Diversification of unicellular eukaryotes:
cryptomonad colonizations of marine and fresh waters inferred from
revised 18S rRNA phylogeny. Environ. Microbiol. 10: 2635-2644.

Shiratori, T. & Ishida, K. 2016. A new heterotrophic cryptomonad: Hemiarma
marina n. g., n. sp. J. Eukaryot. Microbiol. 63: 804-812.

Slamovits, C. H. & Keeling, P. J. 2008. Plastid-derived genes in the
nonphotosynthetic alveolate Oxyrrhis marina. Mol. Biol. Evol. 25:
1297-1306.

Yabuki, A., Kamikawa, R., Ishikawa, S. A. et al. 2014. Palpitomonas bilix
represents a basal cryptist lineage: insight into the character evolution in
Cryptista. Sci. Rep. 4: 4641.

(PRI ZE A FE RS



