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Composition, structure, function and detection of carboxysome and
their significance to nitrogen-removal bacteria
LIN Qiu-Jian ZHENG Ping DING A-Qiang
(Department of Environmental Engineering, Zhejiang University, Hangzhou, Zhejiang 310058, China)

Abstract: Carboxysome is an organelle-like structure that can concentrate CO, from the environment.
It exists in some autotrophic microorganisms and can promote cell growth. Among nitrogen-removal
microorganisms, nitrifying bacteria, anaerobic ammonia oxidation (Anammox) bacteria and some
denitrifying bacteria are autotrophic microorganisms. Understanding the composition, structure and
function of carboxysome is helpful to reveal the growth of autotrophic microorganisms and to optimize
the process of biological nitrogen-removal. Based on the literatures and our researches, the
composition, structure, function and detection of carboxysome in autotrophic bacteria are summarized
in this paper.
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1 FREGAR Ry AL

TR B — B T2 A AE T A 20 M b 250 3
WAL D 2548, PR S A 254, &
HA &AM A S IE R ZE R, NI &
Rubisco fiff . k2 55 Z Fh I e, 1956 4F ¥R
T BB R B AE T 8 R F # (Phormidium
uncinatum) 9, H FIFE & B E R AR 11 200 B ok 7
T 23T AR R A R BT S R R[],
REAT] 53 AW, B a- R A (a-Carboxysome)
1 B-¥R A (B-Carboxysome) . 12441k, XA
B 98 K 22 4 v 76 55 2 4 TR (IS AS 8 0 4 A A
Halothiobacillus neapolitanus  #1 # i Fk 3
Synechocystis sp. PCC 6803) ¥, H. neapolitanus 7
A MY o-FR A, Synechocystis sp. PCC 6803 |

A MR B-FRIAR . - BRI AE T 2Rk ik
Fe R 20 Tl B 3R R AL RS RS AL A0
a-FRIERZERY), T B-RIHAAAE TR AN . Jia
B, o-JREHAFN B-RHAR BTN REHTC B2 22 B,

B B R E AT, AigmT,
L P REHA AR SRR
11 #EAPHMERR

SREFAR N BRI EX R AL R
TRZ DA 12 PR A5, - 1,5- iR R
b Tit——Rubisco it (¥ B A< P4 75 1) Fl— ol 2 1
CREGIRANE) b R T 609610 B9 4
Heinhorst 4¢3, Rubisco M43 3% CbbL (51 kD)
1 CbbS (9 kD) Al (5 ¥R il (4 5. B & 1 70%L) |5 7E
FEASHRBHA , Rubisco %2 270 M2, 5
—FP N5 CsoSCA (X 44 CsoS3, 60 kD)2
80 MM, (B RMmEA ST Y 29674 ZH R A SN
FEHY 3 R B 42 CsoSI1A (5kD) . CsoS1B (15 kD)
1 Cs0S1C (5 kD), 2415 ¥RMEA M T iy 17%1%,
TERF M REAH, CsoS1A. CsoS1B. CsoSIC 44
3510 4>, Rubisco Ak /MIE IS 4 320 AN 3
43k % PR, CsoS1D (33 kD). CsoS1E | CsoS2A
(85 kD)Fll CsoS2B (130 kD)1, & 2H /i J& Wi 4 o1t
R, (HL AR 08 CsoSAA Fil CsoS4B
SERBHALS TSR, AT FERIHAE — 11
R 2 AT b, T REZh 11 kDM,

YUBRIHAR EEE AR IE 1 BRT%
1 FiH LR R B R 14, EREHA T IR K
BT — e G AR AME AT s AT B R . XS
N (A B TR B A 415 I RE 0 R 3%
1.2 $REGURAFZER

TUAZ 20 M 0 40 1 CUn S A R b AR 5 A 4%
2. VERFERZAEYIZRANNEE, RIS a1
fRg? 1979 4, Westphal Z5EMAH{LATTE Nitrobacter
winogradskyi [FREFAFHEICT S 2 14 pm B3R
Hk DNAPY, {0 7 4FJ5 Holthuijzen 254 EH T $R A
EARINESE, MTIAH Westphal S84 I £1
DNA SRS RMHA SN A4 DNARY, 3
BRI, REHAT R AR
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Tablel Major proteinsin carboxysome
i BL A iR Sy A B U
Genes Proteins Molecular weight (kD) Protein numbers Comments
chbs CbbSs 9 2160 Rubisco il £t
Large subunit of Rubisco
chbL ChbL 51 2160 Rubisco fi/|\IF A
Small subunit of Rubisco
CsoS1A CsoS1A 5 345 3510 ANERTEEN
csoS1B CsoS1B 15 Total 3510 Hexameric shell protein
csoS1C CsoS1C 5
csoS1D CsoS1D 33 PR RAEBZ RN
csoS1E CsoS1E 33 Pseudo-hexameric shell
protein
CcsoS2 CsoS2A 85 143 Hh5e2E [ Shell protein
Cs0S2 CsoS2B 130 186
csoS3 CsoSCA 60 80 TR IR T
Dimeric carbonic anhydrase
CSOS4A CsoS4A 11 345 60 FR AR
CsoAB CsoAB 11 Total 60 Pentameric shell protein

TE . S A FOCR A OR B 9 25l 8 B — IR B T P80 - R

Note: The values of protein numbers in carboxysome is the average. —: Non-described.

2 REGAMSHMTIGE

FRIHAR AT IE TR U 4544 (B 1), K/
k7 100-160 nm, Jfi > 100-350 MD 2, ik
HEEAGHACTEAMANTHBER. SbaEN
CsoS1A . CsoS1B, CsoSIC, CsoS1D., CsoSlE,
CsoHAA Fll CsoAB A JFHESI AT, #4 R BEHAS
75 AMFIRREEL Sy 4 nmP | TR R R HA A1 5%,

Carboxysome

Ribulose-1,5-bisphosphate
carboxylase/oxygenase
(Rubisco)

Carbonic anhydrase \
(CA)

Bl Hlstka s inmn 2

Figurel Schematic model of the a-car boxysome assembly

[22]

FRIEHA N5 % Rubisco &1L, CA HF(BRERET
fig)F—Lehi B, SEOAZH SRR 2.
21 BERIINEEBENSATNTEE

CsoS1 JERMAHASNEM 2 5. CsoSIA F
CsoS1C MW REEMI 45 & 98 M FEIRFR L, i
CsoS1B MW K451 &A1 110 A~ 24 KL R ok 2k .
Cs0S1A ., CsoSIB . CsoS1C 22 [l 28 52 5 51 A )

CsoS1
(CsoS1A/CsoS1B/CsoS1C)

CsoS1D/CsoS1E

CsoS4
(CsoS4A/CsoS4B)

LY
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*2 HREAELREHREIIE

Table2 Sructuresand their functions of carboxysome

ZREE
WS 2 TR —RE5H Secondary structure FEIhRE
Classification Name Primary structure o 12 B Main functions
a-Helices B-Strands
Ll (S| CsoSIA 93 3 4 ORISR
Shell protein CsoS1B 110 Form carpoxysome shell and control the
substrate in and out of the carboxysome
CsoS1C 98
CsoS1D 256 6 8
CsoS1E 200
CsoS2A 870 - - FRIEfHAZH %% Assemble carboxysome
CsoS2B 870
CsoS4A 82 1 5 BRSNS, I B
CsoS4B 82 Form carpoxysome shell and control the
substrate in and out of the carboxysome
WNEREEH CsoSCA 514 8 10 REALBRIR 3 A — ATk
Encapsul ated Catalyze bicarbonate to carbon dioxide
enzyme Rubisco 4784 96 136 [#]5E — 4 fkH% Fix carbon dioxide
HBhER CsoChbQ 270 9 5 ATP [iff ATPase
Accessory protein— cpy| 194 6 12 P R A
Sense bicarbonate availability
acRAFs 164 = - REFIARL % Assemble carboxysome

TE: — AR AR, A TR o IR, TR — RIER.
Note: The values of primary structure indicate the total number of amino acids in each protein, the values of secondary structure indicate the
total number of a-helices/-strands in each protein; —: Non-described.

PEES ik 80%1%, Cs0S1A ., Cs0S1B. CsoSI1C % 11
TA 3 o IRHER 40 B IrES Y, HAHE Z A K
LER RN REA MAHL . 6 1 CsoS1A. CsoS1B =i
CsoS1C HUARL R — 7SRk, SR EA
HARZ% 4 A B/ML, ATERIRIREER(HCO: ). H
THIBR-3-W R (3-PGA)FIl 1,5 MR A% E B (RUBP)%5:
HEHRBEAI 3o/ LA A5 IE HL A2 R ARG
SRIEE , (AT 7 L IR A Eh (HCOs ) FH X T
A HLI CO, Fl O, T 5 W 5 iz o /ML A A
—JEIKALE, S8 CO, FI O FMETE ASRTEARY, X
BUS RAR BT MY E S g, T — R0 B A
BT, P BORBEHA M TR ST, SR A
(I INEAAG R R B AR SEAS E R T RE, I8 15
il B L 4 )6 . CsoS1D F1 CsoS1E & Fe A

SNERIER Y, EATE ek BT RaEkE
CsoS1D #147 256 2 F: IRk, CsoS1E 947 200
RIS FH: . Cs0S1D, CsoS1E U & — X8 45
e SRR R LRSS RE -+
I3 AL, CsoSID, CsoSIE & =Hik, —ZAKPIH
A, R CsoS1A 2H /S BRI D7 B 44
(F 1), DA SRIEMFIMES, TERAUZ5cE . XFh
SREAMFLIRZ R 14 A, SR K F ik ik
FEAC, (SRR A U2 g s P a0 18 e 2 T
SEF/INL, XA WA — 2 B e ERE pR,
CsoS1D. CsoS1E 745l ¥y itk th 2 WA bk 5 &
o H AR AR P

Cs0S2 X & Wl (A 1) B i Fn 4 5 i 5 2 A
FH ., cs0S2 3R bR 5 WIJC T UL B4 . csoS2
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5 PR3 1 A A 2 A O] LA 4AD CsoS2A il CsoS2B
PR EE I T REAN R IR 1 . L BSR4 BE
CsoS2 KRz THRERM NS, HFEERSE
CsoS2B¥™, CsoS2 47 3K (A4 thle . &k .
BORUR SR . Hh B S5 A R S i R R BR s ) 5
%, XIERN CsoS2 B EE T X AT IR R Y
FIEE I 124 o BHER 4-6 4 p AT ALY,
a-FRAFAGE T Cs0S2B FRILuRATE, SIREHASN
e R WA T REFR N NI %, Fa
CsoS2B. CsoS2A 5 Rubisco fifiZ |8 fAHEAEH],
1% Rubisco PR AR BHA S . LERM IR 2
Hr, B-RREHAN A, HAeiE T Rubisco ) H
WAER, FRR AN A P R T 2%

CsOAA . CsoAB S AR A ST Y T i 2R
1. CsoSAA Huffili il SRR A B 245G, 4Lt
FREGHIAMA FRAD K2 42 A, JE ) 30-35A,
Bl a0 H A HARY 35 A WETL. FEEN
CsoS4A Fil CsoAB Z5FAHALL, CsoSAA , CsoAB fif
FREHA — A AR TS . A RBR csoSAA FE[H
W) 25 T B bR 28 T AR BAS 5 Tt %) 1E — - T A 1)
RIHARL X ST 2825 0 S KRB CO, 1]
SERCRAIMERY, i S B TROR L, 1
21 A 2 B PR AR A0 5T B 1 R S R P 41 22 T A
il Rubisco MR (LG IEIA . XU IR EEA SN
SR T AR E AR i B s VR AR, WTRE
W HAT BEE AL I
22 HEBAERRILEHIFITIEE
221 WRESETES(CA BBy AN RE

MU ER2E5, SRR i R I 32 24
FE o, B. oy, e PURNREISE . Hoh o BUREA R 5 B
FIRRIR TG, HI CsoSCARY, CsoSCA (Wh2HET/i)
S 1A NEIERR, A 3D TEMEALE. &
v . FPBCRIR B . CSOSCA FY 2 i 55 IR AR
Shre i R B A B T, AT
TRRRIR ALK, e TR IR T A L Th BB Y B
WA RIS T B ASHAEIET TR A
i, CsoSCA i A —RIRTERAF/E ., ffbid e

Hi, HCO; MR T 565 CsoSCA HEEE T-45 4,
B 5 4% 43R CO. B OH, YRR KA F458 T
W ) CO LN, 38 M b RIS AR

Cs0SCA 5RMHASINTE [F1H: R K% . Cs0SCA
524~ CooS1ARMETTHE M AL G R4 CsoSCA
Y5 CsoS1 Z a1 B ik, HEHAXHREHANIE
R PEEVEF . TERER csoS3 JE K (4 CsoSCA i
FHGE, REHATIREE M. & TREHAN pH
AR AR, R g HYJ TS HCO; 45
AR CO,, (HFRMHA LS L HE TN AER,

HE—5 IIRFIER, FERRIHA , BRI
1k CO, 1y ji 8 F It 1t 4 1 Rubisco il € CO, ()5
R, REHAR R IIRE AR IR T RRIRET G ; e
MR P B 48 2] 14, SREFAXT CO, i [l 2 Be 1t
NIRRT . BESRUNIL, AR I A A & K
EIRERETEE? HIREH 2= 4R
222 I%ERHE-1,5- 58S R (L BB (Rubisco B) B9 45
HIFATA BE

H SR A PAELE 4 FIECAY Rubisco filf, Tiiz4
K ILAERBEHA N R 5 | %) Rubisco i, Hb a-fRE
{44375 1A Rubisco i, B-¥2THA41 7 1B Rubisco it
| %I Rubisco i 8 1~ KL 8 /NI FELL AL, K
V3 AT 4y oAy a8 v N ER S 2 SR 4 R R
Rubisco B Mg HE AL A7 5 7 T HE o R
S R R RE4E I T Rubisco BFAE Tt
SAERBEARNTR . /N FEH 123 MEIERRYL, A
FEAEMTE M &5, 5 Rubisco BFOHEILTIRETC X
{EL/IN I 3 BB 45 A I 38 2o 1A K IV 35 ) o7 5 R L
TEVEGL A, AT HE S Rubisco FEEIEIE 1M, /NI
AR 2 R ARG Rubisco FRAIHEILRICRE . AL
FH LAY | 7 Rubisco fff, FREFAR N Rubisco fif
TEVER R, NG 2-10 51,

Rubisco X CO, I Ak AR (Bl 1 5 AL B 2y
A 1-10 sHM L SERUIME . SRR, TE, T
CO, 5 O 45 F AR, 2445 O, 3u4+H , Rubisco
Tt T 5 O ™= A W iR £ TR i A B R H I 2
M T BB 18] 5 ORI AR — AR,
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Rubisco %3 5E 5 4~ CO. 4> T-HHE bl [ E 2 4>
O 43718, JE SN, AT AEE Rubisco i H B
BRRAL FIR AR EE . 78 3.5 [ZFE B K1k, K
FHIER b CO, MR O S TH 10, it
IR T —EERALE, B CO¥e4ibLill, IR
[LALNTE

2.3 HEANHENE B MNEEFIThEE

B 1 B IR I 1 (CA i) FAZ R0 - 1,5- — W PR
L fF(Rubisco fiff) s, FREGAR PN IS AEAE—SEFE 2
HAER 2R B .

AR SE BB, 8 2 R AR (4 AF 563 P
2, AFEVEZ LI R R DT ERIE I A 2
o FEGRID o- ¥R R A 36 2 50 P 2 B T 2w i
AAA+ZEFIR Y CsoCbbQ & 3L H1*, CsoCbbQ
[EEESTRUNGIE S/ wae J U MR (ERESIA Riipae 37 SUEN
(55 A)i KT CsoSL AERIKMNK (36 A). Hit,
CsoCbbQ /N BE B H2H R BHA -1, SR T — 301
XIFRMERT L CsoCbbQ & 7ER B ASNE ., Sz B
IVEIESE T CsoCbbQ S REHASIMEHE 1 Z A1
KR ZR . CsoChbQ HAT ATP BIIRE, X 54

Co, HCO;

FEEORRER, X—EAMW AR T XA %R
B RRAR . BRILZ AL, SREHA R CPI 251
AT DU FREE v B AR, NS -40- Y
AR EA M (4N acRAFS) & 14 B T Rubisco
S OE ]
24 IREGRRYINEE
FRIHALAE T IRAZAE AN, FH T mas 20 i
[ CO, MIRE ST . AR FAFAERY CO, Fil HCOs
s A (B 2) ] LN A1 i) 2 CO, A
HCO; Z AN, {405 o (1) JCH LA (DI C) ik i 2
5N 40-1 000 1510, Horb, 4 N R4 T
Bl LA HCOs TEUAAAE, X2 T HCOs #5115
JEE B, (TR EEY NI CO, /K i
N HCOs, WRRMEAM A, SRS EE (X hR R
ARG HBEE, AREREHIE CO M . T
Rubisco ALY CO,, AN - KER/T 0
MLBR N BRIREL , ASBEWE Rubisco B#F T, K HCOs
PS5 AT AEFRIHA N FR R PRI 16 CO..
B J 38 2o R IR SCHE R, ¥ 150 F CO [ 5E, gl
1507 1.5- B EIRHRUBP) I, 724 2 207 Hl

Ribulose-1,5-bisphosphate

Carboxysome

(Not to scale)

B2 #HEgRETIRE™

Figure2 Functions of carboxysome?”

(RuBP)

2%
3-Phosphoglycerate
(3-PGA)
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iR-3- W2 (3-PGA)® P4y B Bl 3R WA 1120
i, CO Me4rtLiil 42 T Rubisco il i 5L BTk i,
MR T CO, RERCE, FRRE T O 1%
(I 2) REHAEAT A RAN, AN A 2R
PRAEAE A B RES, JERAEREAN . AIFELS f AT
T R T A P MR B9 HCOs B AH 418 1 82 il A e 33 )
FIPO TR CO, [ E AR

3 FREGAE AR
31 FREGARBIIERALT

F AU AN R LA COp R ME— B I A B AN A4
i, A EE COHIBES . CO. HlERE S S AN
REFARIER . $0H . S5 IR UIAHSE . LUE
AR TRBHA MR E IS I, WA R & T
FREFARRITEAR . S5 FEH B2 51, AT [ R
8 SR A P P A R AR 1 o

P SCERAGE , FIFHBES AT . R URHEO Y
1k B4 1 B J& (Nitrosomonas) . W fil§ 1k 12 I J&
(Nitrosospira) . I fif fkEK % & (Nitrosococcus) % 21~
fitg £k B R 7 LA K% 1 46 Ak T (Thioal kalivibrrio) 253
LA AL B P AR, FTWEE ] 1-4 MR
. FREHARECH B, A% CO, Y [ 52 BE 1tk
S TEREANER R, R R R EHARZE S 2-15 4,
SEdh 7 AN i Lk 20 AP FEALRE F IR
Thiomicrospira crunogena 4R, LI 2 AR At A
BHELZENE 80 4, HUEARZHIREHALREE T 40
HEIFEARTCHLBIRVE (20 umol/L) T o= K10, 78
TRTCHLBRIME ST, F IR B D 2GR WA %L
, D4R A SR RFRE, EAYiES T,
REHATAR 2t S A E % 19 IE — T
AR 2 A S o R S L Al AN AR D) 45 g fof L ik e i ) K
KR DRI 2t s AR A A B R AR, XS
HEDT [ 7= A R AN i A ORI g N B %
MY
32 FREGURTE MR EEN

FR IR I I i 55 2 46 [ A COL I RE 15
550 VAIEH S R B 0 o ALK [ 5 R Tk JE

THE R IER  (AX AL 114 [ 2 A1) P S 36 ] T
BEACTE A, AT DRI 50 R 1 ) A AR RIR S

R Tt A AN T P T 5 X 4 R A T A Ak
AbF KBRS A MR ORASE T A R N RS R 1
SEEEVE, R T AN A AN e A —E
BTN R, I NaHCO, i i 241 it 1%
k., B3 A 50 pmol/L NADH ., 0.25 pmol/L RUBP
VERELR, RS EEETHFEN K 340 nm &b Wi
NADH 7224k 285501 RUBP RIL T AL 2 73
- NADH 1 Fb A6 S AR B A 1% P o ok [ ZbRic
et AT ST S 0 PR A Y R Ak A
Jg Hm A —sE i NaH™CO3. RUBP 14 34,
JJW 30 min 5 INAZERRZ L, HmIKE CO,, #
PR R ESGHE, ERFUE Y[ 1C)-3-PGA 1Y
PR SR A TE M

FR BRSO 15 PR D 7 SRR A A T4l
VA LA T U HR G P R A B, A 2
BEREBS O, AR PR BRI R AEAT™ ,
S BE BT BB VK 2P AR Al R, DL
{37 st ] P R AP 3-PGAC [ty 338 ity T T BR
PRTEME:
4 REBEAHME P RIREEE

DR AR S SR A TR — P AT E IR AR A6 T
W AMRER AL MR BE A RN, BRI L
H I BN TR & A R B, (HIZ 58 RAE IR AR A
R B b BRI . SR, — W a] B2
FHCEARAZ A EIEAZ, R 518
10 AR RAEHERR R R B K R AL B
FREHANTTRE; AT REE RO B3 2 1 IR R
AL EF Candidatus Brocadia anammoxidans.,
Candidatus Kuenenia stuttgartiensis 2% it J5idk 2,
EATE A TEFR AR CO™, JERRR/R X
TEIRIE & CO,, ToiT R M4 % Candidatus Scalindua
profunda 472 B 2240 M R B, BRARIXFI IR AR
A SA SR I RRR AR SRR I 2 Tl A R ER (R
TEZHIR & B T 4t Rubisco I CA At SR,
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2Tt B, Rubisco FEJEIR A9 Sk KF
R TEEE BT R R DA 0 TE Candidatus
Thioglobus autotrophicus H &% FL T Rubisco i .
CA TEHEIMgmAS X, HHBEA R IR SCHE R 42 HR
MY AMAS LD, A2 B AR DU 2 TR A 3 T i A A
HF Rubisco BRI, LR IR SCIREME
oh 32 S Ty 2 DR AR A TR A T RE S AR
A, WA AT PRI IR ADFFE AT e X
AEAULIEMAE K, NIMHES PR 2 A T2 1R
R

5 HRRE

ARG ZAAE T AR, Hrh B3R AL
RMATER RGP E FARMEH . S, T
ARG ARG XPPREE SRR i, &
BRI SRS . A SRR R A s rY A K5
CO, [flE RE S B VIAHSE, T CO. [t 5E RE 1 M5 R
RERR B . DUJCHE R AR RS TR EOR T B0 LA
RGN . B SRR fban i . DAz A
AF) P SER A2 | sl 2 | SR VA DA A4
FHRER, AT EHEAE A . DR
AR RIS AT R F F 77 A U T 8 A AR
A BT RE A IR R A B A R AR IR AR )
AR, YA L2 L.

Bt 5 98 VO L A2 IR T T, X TR T
A, ABAEAE LR R TR B A A B A B 2= Y
() EUEASF A JF IR A :

(1) R AN TR 2H o0 1 DO R 3RS
HA RN MAE D BT AR TS B AT Rl 7
R WA [ S0 72 85 11 22 (8] 25 44 R0 2 fig s B — 350
RET, BE&AAGEATERMMEEIRE? R
A PR PR T il 5 S o Gz e e T A Y
TR WA LN 0] 25 50K b 52 B 19 2257

(2) KR AR 22 FERITE A 35 20 M b s 250
W . KRB, IHEERIR Y CORBHA L 73 ) A P a3,
TE UR B AA 25 46 I R 45 10 AT N REATH AR & — R
MERS, SR A 50 A E OR B A TS BE 2 iR

A SRR AR, R AR A SR (iR T
SREFRZE Sy NGRS FR I8 R 52 ZRs 3%, Bl
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