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Research progress of carbohydrate-active enzymes on marine
bacteria

XU Junjie, CAI Zhonghua, ZHOU Jin"

Institute for Ocean Engineering, Tsinghua Shenzhen International Graduate School, Shenzhen 518055, Guangdong,
China

Abstract: Polysaccharides are the main components of macroalgae, phytoplankton, and
microorganisms. Polysaccharide degradation products are the main source of marine organic matter.
Carbohydrate-active enzymes (CAZymes), the typical functional enzymes for the degradation,
modification, and generation of glycosidic bonds of carbohydrate compounds, are the basic functional
units in carbohydrate metabolic pathways. Most heterotrophic bacteria are endowed with a complete
CAZymes-encoding system, which is the main driving force for carbohydrate metabolism. However,
owing to the diversity, complex structures, and functional specificity of CAZymes, there is a lack of a
systematic understanding of the members in this family and the molecular mechanisms of action. The
development of carbonhydrate chemistry, molecular ecology, microbiology, and bioinformatics allowed
an in-depth understanding of the structures of polysaccharides, the degradation pathways, and the action
mechanisms of the CAZymes. In this paper, the research advances of CAZymes were summarized. At
first, this review introduced the types of polysaccharides in the marine environment and the
corresponding methods of qualitative and quantitative analysis. Secondly, we summarized the latest
progress of CAZymes and the database status and discussed polysaccharide utilization loci (PULs) and
molecular degradation mechanisms of several marine polysaccharides. Finally, we presented a new
conceptual model linking polysaccharide structural complexity to bacteria-driven polysaccharide
utilization, and introduced the relationship between the polysaccharide degradation by heterotrophic
bacteria and the algal bloom dynamics. The purpose of this paper is to enhance the systematic
understanding of the molecular functions and ecological significance of CAZymes and deepen the

understanding of carbohydrate metabolism in the marine environment.

Keywords: marine bacteria; carbohydrate-active enzymes; polysaccharide utilization loci; degradation
mechanisms; ecological roles

Ecs2 SORE SIUME EIE Gl Y VRV A4 T X 2200 ) R PR D1 A P T ) e 1R
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110 MR R IGZ% . 16 MBI R, L
F 86 KA GME G, T CAZymes
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FALAE A AR YR e i . A, 2
ZWE IR A T 2RO R, R R R
SRR —FRR IR B B A BE AT A ROK R . TH
W, A —Fh G AR 2 05 5 R E AL
UL R 2y FuE B A . 28 b
SRR o2 7:.5 37 BN ke o8 - S T I3 e i 7 RS
S DL S s [l ARG RVER G TN T G255 . D) R R R A
ZHEME ZebE . AL, BT RHEREN, £
W 625 fre il e L2 1) ) R MR o B8 AR R 1) 22 — 4
ST WG R R, KR 2 e
i CAZymes W ZTTBAJE 1B 19 GBIy, 2 SR dik
FRHERNDLTE WIBE , 22 W AT BB I R AR B A A 4
TR i

SR, SIATEVER . BEFBRIE AP
BRI A Y R T AR EE, FRAT]
Y ERSE T CAZymes 3K 3 A9 HLERIEFRHY
TR A R . XM A IS A R A i
A HLEx B 5 AL T K 2 A 19 A= A ik R AR 2 1Y
fitg, IXFPIE OUTE Z R g U g . 20k
SR ERGTFEIEAR Y . R IBEE LA 35 1t A L
¥y (dissolved organic matter, DOM)F1Hk; A HL
Yl (particulate organic matter, POM)) 3= 2L pl 53,
SR O P26 1) E 2 AR 0 o I X HE T L
A W) i S N s L DR 2 ) A 9 itk — 2D s T
20 W S HL A A KV T i AR 1 EE Y
W, XV 2240 R B R 3K Bl 2ok R 5 Y
PEA AT 2NN 2.

I, AREEIR P IATIULL CAZymes 4
R, SRR A R R, dE LAY i
2B CAZymes AL 28 F) FH A7 55
(polysaccharide utilization loci, PULs), HiL7Iik
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Table 1 Main types and structures of marine polysaccharides
Marine " . :
) Sugar composition Marine occurrence Major CAZymes
polysaccharides
Agar B-1,4-D-galactose Red algae GH16, GH117, GH50
a-1,3-3,6-anhydro-L-galactose a-agarase EC. 3.2.1.158
a-1,3-d-galactose B-agarase EC 3.2.1.81
Alginate B-1,4-D-mannuronic acid Brown algae PL7
a-1,4-L-guluronic acid Mannuronate lyase EC 4.2.2.3
Guluronate lyase EC 4.2.2.11
Carrageenan B-1,4-D-galactose Red algae GH16
a-1,3-3,6-anhydro-D-galactose Carrageenase EC 3.2.1.83
Fucoidan a-1,3-L-fucose, Brown algae GH29, GH107, GH168
a-1,2-L-fucose a-L-fucosidase EC 3.2.1.51
a-1,2-D-glucuronic acid a-1,3-1,4-L-fucosidase EC 3.2.1.111
Endo-fucoidanase EC 3.2.1.212
Laminarin B-1,3-D-glucose Brown algae GHS
B-1,6-D-glucose and diatoms B-1,3-glucanase EC 3.2.1.6
Porphyrin B-1,4-D-galactose Red algae GH16, GH86
o-1,3-L-galactose B-porphyranase EC 3.2.1.178
Ulvan B-1,4-D-xylose Green algae PL24, PL25, PL28

o-1,4-L-iduronic acid,
B-1,4-D-glucuronic acid,
a-1,4-L-rhamnose

Ulvan lyase EC 4.2.2.—

EHARTROKIL G5 RE B WK ED,
JK A 22 S AT LA RS Ik o e O 1 v ﬂm%%x
o ik YEA T BRI 1 A B R AR R Y
BE A 458 54> 75 DOM Al POM H iy 4
IR MRS A 4 AR PTREN S R KORE R
A DAFEREE (i 4% #T@%wﬁ%@%mhﬂ
{14 120 3 O 8 - s e i A 7 M e A
XtF POM 143 BT , 1= B R /K A 44 AR 8 7T D)3 A1t
HoA iRk AL A P R S5 R A AL R 1 8. TR
%mmm,ﬁﬁfﬁﬁﬁ 28 S AT A IR - A
, (H HATX X SR M ik >, B TE
ﬁ~£%mﬁﬁﬂo

2 CAZymes Xk R A ¥ E

CAZymes 2— KM KRG, ATtk/KiL
YA R AR, B s . CAZymes &

SOy AL I A — 2R R AL BT, AL B
40 75 W /K f# B (glycoside hydrolases, GHs).

Z W24 B (polysaccharide lyases, PLs). fik7K
1k & W liE i (carbohydrate esterases, CEs). HliJ
R I (glycosyltransferases, GTs)LA MBI E AL
A JE i (auxiliary activities, AAs); [ IEfEfLAE
He B 7K Ak & W) 45 6 15 B (carbohydrate-binding
modules, CBMs)., GHs 5 PLs J&Z Wil 72
PR E B AR 5L, AR R W R AR 2 ]
FBETT 8. GHs RPEIAL S22 koKL &
Yy 18] B K Ak A W5 AR Bk K AL G W 1] 00 B
B OWE T B A BT ST AN W] R A i 1Y I 2R
Wi. 5 GHs AR, PLs WIZi@ i B-1HBR AL
FIIF 5 BREE IR (1) Z R B, )7 A AN 0 R s o T
Fid 5% 35 0T 0 388 Ji b A i U, CEs J2— 2 78
GHs. PLs “By T f9lg, HARMZEZ 5 Z Wi
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B BRK ARG PR Y R ). GTs RO |
T R ZWE & AT G, 2 — AR AR S A
I AL 0 (A4 53 7 55 5 B RE 28 19 32 A4 43 AT
T BURE T S, TR T ) B P A e
Dy R F EEAEAT, AAs 5 R AT K i il
(ligninolytic enzymes) F1 2 fif 2 Wi 5 4 B
(lytic polysaccharide mono-oxygenases), J:HPA
JoT 2R K fife i 5 22 B 1) 22 08 ik 2R g EL AT D3 TR AR
UM CBMs SN CAZymes H HA KL & 45
G E S IR TR TS, AR B B s
BA] LUk e 2k 5 Ry iy mt IfE R, R 2
Fl CAZymes [fiEfb IR, 3T CAZymes ZKI%
F) P R FNE B, IR L 1T i S dha
JE, Bl CAZy %04)% (http://www.cazy.org), %
BAR IR T 1999 48, T4t CAZymes 7
G R RO T AL SF LR B 1R R

Bt DN P % T R R BB 1) R e, T AR R AL
Yo PR TR B . Ndeh 48 36F PULs %5 &
T 7 AET GH KN, B GHI127., GH137,
GH138 . GH140 . GH141 (0-2-O-methyl-L-
fucosidase, o-2-48-H JE-L-4 B 1) . GH142
FIl GH143 (2-keto-3-deoxy-D-lyxo-heptulosaric acid
hydrolase, 2-[ii J&-3- i 48 -D-Lyxo- B¢ —Jig 7K fi#
fit), XLEfE, GHI127 BRAE N £ BR K f i
GH137 1 GH142 &4 B-L-Fl4 Ay wk i b 11 it
(B-L-arabinofuranosidases), 1fi GH138 1 GH141
SR a2 FLOWE I BR I (a-galacturonidases)
Il a-L-75 % 0 1 (a-L-fucosidases) . /M E
GH2 Kk KB T B-D- 7L B B MR i
(B-D-galacturonidase) Fll - a.-L-Faf $ {1 0k e AR 11
fiff (a-L-arabinopyranosidase). ZJ&, Luis %k
WS AN WA KT LY . GH146 FI GH147, Bl
A LA SRR b RN L 23 e T B OB R
(homogalacturonan) F1 1 Y R 24 24 20 8 1R
(type I rhamnogalacturonan, RG-I)!"!, 3L Wi
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G E A TR B-L- AT A R e b T A -2
FLAE ¥ (B-galactosidase) U AFAE , EfT13L[H =
57T RG-I 7. AERYIE, GHI47 TR
YN UFT T (Bacteroides ovatus) P85 % B, {B1E
Z I T 1 (Bacteroides thetaiotaomicron) | ]
AL, FEIEE A7 T 2B WA 18 Ay
B-2F- LB T it v ME o — Bl GH2 KB B-F
FLBETF A T B

B T ZHER OIS, X BTRL A f 2L R b
[ (arabinogalactan proteins, AGPs)AJWF5E A&
BT 38 CAZymes B b1, B GH145 .GH154
APL27R02 ik il i Ak BT 7 AT AR G AGP
(gum arabic AGP, GA-AGP)H R & Ml 65 i) i 2K .
TES % GH145 B PULs 1, GA-AGP HF#fi#
M GH154 FKERM G 5EM, GHI54 KRG H
— AN - % HEE R i (B-glucuronidase) . 7E
Iy TF45H ., GH145 F1 PL27 iR CAZymes
FIGEHH WIBER o P18, Al RE
FETEL B IEE, 1 GH145 [ Z5H0 8 7 1E
— ARG E TS A, BB R ERY R A
AR UESE T XA S ) A TR AL AL B, IR
T — i K BR R EE R R LR o 55 b
Ndeh 5K BT 75 —FhZ MoK EME PL29, FF1E
B2 N N ERE ST LIl = ST i LR
RBE (BRI H 2R | BIR B2 K R A& W R )
e 10,

WA AN IR S5 b A Wy 2 0706 R B T HoAt
—LH A . Abe SR B AR RIE LT
Ji% T8l (Chitinophaga arvensicola) ) [ i 12 — Fjr
AL R VI B-1,2-2 45 (B-1,2-glycan),
1M GH144 Z 85— A A DA B R AE DY
TR A SRR R TE T REAE DI 2 Fh IR ME LA,
XS5 R TR SCRE, IESCE A
—ARITEMEAL S, TR 2D 7 A B-Hi %
Wi (B-glucose)ik it . Little 5 &M T GH153 %
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TG R AN BT LB, — R VR TR
H— K AR
i (Escherichia coli)™ . G KB EM,
GH153 I 22 B, I HAER —Z Ik E
AT £ T B8 M a8 3 SE RO LR i RE 08 A 2R
PRI 32 1 R -B-1,6-N- £ It -D-i % Bl
(poly-B-1,6-N-acetyl-D-glucosamine , PNAG)
J34k, GH148. GH149 Hl GH156 FKIkH—ik
oAt it AR 4k bl & BLPO), GH149 K P %4
fi# B-1,3-% M (B-1,3-glucans) AT ; GH148 FKJK
rh PP B-1,3-%5 R BE(B-1,3-glucanase) AJ
DIUI#E B-1,3-1,4-%5 5 B4 (B-1,3-1,4-glucans); 1M
GH156 ZKJit 41 5 4h 53 Wb i (exo-a-sialidases) o

(Bordetella bronchiseptica),

FT2 E3EIRIEAY 20 Fh B HEKARES R IR

FE T K S T R ) e R S XT3 T P 47 40 A 4
E—EAEREL, B EE B WAEAWEHh,
A 4T B 2L i Z2 B BN U (lytic polysaccharide
mono-oxygenase , LPMO)Z %, U AA14 Fil AALS,
i 3 ARG B Z WK R A AN 3R 2 s .

ZEFHA CAZymes FE G ZREME )
JELIH, Passow!™ i i SRR | T
T 1R Ak 5% & e AR 4B 1 giﬁ%ﬂ"]ﬁf}f*ﬂﬁﬁiﬁ(?ﬁ
PR PRI . AR D) N R AR T
YA, AN, R FaS E’J%ﬁﬁl‘ﬁﬁ'@
(AR L 22, sl O RAR), DL FI RN
EE,TH‘*D%EE/H(?SE’J SN URGEEE 2 iOF =P/ ¢
A — TR

Table 2 The 20 families of degradative CAZymes reported during the past three years

Family Actions Mechanisms Fold
GH137 n.d. -L-arabinofuranosidase B propeller
GH138 Retaining a-galacturonidase (B/a)g
GH139 n.d. a-2-O-methyl-L-fucosidase
GH140 Retaining B-1,2-apiosidase (B/a)g
GH141 n.d. a-L-fucosidase B-helix
a-2-O-methyl-L-fucosidase
GH142 n.d. B-L-arabinofuranosidase (a/a)g
GH143 Retaining (inferred) 2-keto-3-deoxy-D-lyxo-heptulosaric acid hydrolase B propeller
GH144 Inverting Endo-B-1,2-glucanase (a/ar)g
GH145 Retaining a-L-rhamnohydrolase B propeller
GH146 Retaining -L-arabinofuranosidase (/)¢
GH147 Retaining (inferred) B-galactosidase (B/a)g (inferred)
GH148 Retaining (inferred) B-1,3-glucanase (B/a)g (inferred)
GH149 Inverting B-1,3-glucan phosphorylase (/)¢
GH153 n.d. poly-B-1,6-D-glucosamine hydrolase (B/a)g
GH154 n.d. B-glucuronidase
GH156 Inverting Exo-a-sialidase
PL27 B-elimination L-rhamnose-o-1,4-D-glucuronate lyase (a/at)g
PL29 B-elimination Hyaluronate lyase chondroitin-sulfate
ABC endolyase dermatan sulfate lyase
AAl4 C-1 oxidation Lytic xylan monooxygenase Antiparallel B-sandwich
AALS C-1 oxidation Lytic cellulose monooxygenase lytic Antiparallel B-sandwich

chitin monooxygenase

n.d.: not defined.
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3 CAZymesfEW QT HA—% 18
F AL &

31 ZHEFAMSBERER

Z WA FHAL 5 (PULs) 2 55 22 0 2 A A
X HAL TR X — 4L N7, gt dn ek
2SS EEN . IMREZEN . okiay
TG PERG A ST 2R O SR B AR BE R
2R L i kR 2 W S YA

PULs %ift TonB K614 %% iz & 4 (TonB-
TBDTs). il %10 2 b
254 % [ (cell surface glycan-binding proteins,
SGBPs). CAZymes 43T Flt K AL G Y15 4%
sl SRR B BN A o SR T 2 A

dependent transporters,

iAW 7~ T PULs WA 4 4 B 4
5 10 DT MR TE K3 U0 R 5 K 0 B T %
W 1) ] Jo3 5 3 A 1 BT K SRR — 2P K g
R BB B B R SRR R ALY, A
gty 8 NS B4 e o AN IR R Y
—B5y, GEFR R TEN A R Si(starch uilization
system, Sus), ‘BEL T & ARG WHF T
FHARWAP, Har, #midwth . Ytk
ZERTITIEXT Sus BYPFIERESEAT TR AT,
)BT —~ PULSs 38 F 0 4t i S 78 (1] 1)
FEX MRS PULs 1 — bRk 2 2047
TE—XT A ¥ SusC (starch uilization system C)
Fl1 SusD (starch uilization system D)[FEJiY), &
1153 5 9 i% /1B TBDT F1 N A s i fL ) SGBP

le) >
® 4 By
44 > r @ Polysaccharide
444 4 < e D
o a
e a @ Monosaccharide
= %
GH3 GH43
00000040000000000 00 0000Q00 00

S500000086006000006660860080

1 ZRARAMSgETEE S B X#E[31])
Figure 1
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4T SGBP Z )4 #4 22 SR K, SusD [a] I )
WeFr Ry SGBP-A . LI C R T
TBDT #1 SGBP-A & H % VI, SGBP-A
AR 2sHI5S PULs Zhfig: AR YZS &
O 20 i 2 A AR T B, PULs P REW] LAE F
Y5 SGBP-A B HANETRAMNZY, SGBP-A
) 5 s SR AU — 2] . R = g
SRR, IR A G R H B IR SRR T BoOK
166 W) s S vk o e I I A 45 R B 5 4 O
T SGBP-A [d] R YA H) TBDT HY i1 51
TFOAIE R T — AR «sg 7, gh— 3R]
SGBP-A 75 BE PE AL ) e 1z v iy w28 A 1T

A~ PULs I8 & —4 CAZymes, HALS
SE o R AR T 25 A 1 2 HECOCT s 2 )
ity i S D) W) A W e AR SR o 7 A RO AR SR
FBed TBDT (140 SusC) = iz fii 1) J& Jii 25 7]
Hh, TR T AR SR RORE T 2R GHs S5 0F
— oK, B R T R BN SR R
T 2l a i B A0 B 5 9 T R AR . EvE R
FMA ARG H, SusA (starch uilization system A)
F1 SusB (starch uilization system B)/& VLK i
Ty SRR b Y BT A R B . T AT X B A 2RI
PULs i # HA Z MR . X — 7 b i A
J5 PN AR SROBEATE e 148 B 05 5 Bl 281X 1
PO, NI 55 228 P s R Rk o
32 ZREAAMLSBIEEAR

N T A 20, 28R AL
BN E AR BIEET, DR IT
358 O Z R P AL S Y o 2R R
ROV A 3 FF, 127 SusR (starch uilization
system R)JHE &7/ 7% . AL SN hRE o I
(extracytoplasmic function sigma, ECF-c)/JZ-c
+ X (anti-o) LA 2 1R & B4 7 & % (hybrid

two-component systems, HTCSs), SusR J&—Ff

TN ) 5 S Z AR, e T R T SR AR (1R
REEA AT , il & Ho A Sus ZE G _EIADY,
ECF-o/anti-c A1 HTCSs 43 5 3H 5115 3 2 B FiAg
VI ZBEK 78 . Anti-o IR BIR B 85K 0-i%
TR AR BE S K ECF-o BRI A 4 M5t
5 RNA ZE A B AE AL i 2 058 FH AL
sk, HTCSs 2 — M EE M, BN N RuimH|
C AR AL & e AK AL G Pl . 2124 R I
fifg 25 KA 35 . M) 7 R 45 3R DNA 45538 HTCSs
SRR A 5T 9 IR R IS R ARk, AT 4
TN HIBERE RS , it DNA 45435 fnh %% 5 57484
T, DT 4% 22 A1 AL R 19 F% 5% o JCit PULs
TR Y R G, 38 E AL R ) B A8
T T RS AR (55 SRR N R 2
F AL e SR S B0 i 2 ]
REVE AT PULs FikpyR 1, 7Ed&A~5 7%
PIREARAT R, Z B R A5 A R 2 AL ) o
XoF Z2 A A TR 1 55 7 Sk SRS T T v A

4 CAZymes HB{2 B AL H

K AL G W) 0 iR IR T E 2 AN R DI RE Y
CAZymes, FEEAMEF /KGR . 220N,
PEF R RE I . KL S YIERIG . oKk G2
AR B AR )5 6 K2, AR =
N4y R N VIR RSN RN, T T 2 MR
NPT, J5 8 R o 2Bl Be o WE T 7K i ity
s CAZymes P ZHVETm i —28, e ML
W53 OB S 0 K R o TE O W T TR A
W Z b, 2054 E L B-TH BR AL S Ak
W TR i 7 i b A = 1) Al K A 24 G Bk T 10
A Fh BN BE Y GHs, 2 BB 22k £ 11 Dy 284
T AL 2 5, 10 22 BE 6 IR I I 25 BR
i T 5 A 1) e K Ak A 0 TG 6 A4 A 4R 2 T 3
FVR B3 0 23, DA B — S 45 (4 ik 2
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RE A0 < B TG R BT A SR A 1) R el
BRIk 20 O B A R BE VD T (Formosa
agariphila) F1Wg2- 2| M5 DR BT (Zobellia
galactanivorans)i 40 il {4, 2% P450 H IS il
EATRE Fr S VA AL SN B AN R S 2 P AR T
Y 6-% - J-D-2- F B (6-O-methyl-D-galactose)
12 Ak . O TR e 72 B Ak FBE S 1Y) 93 i
HYRE D-PRUBE I R R I e, R
12 P 7 1 5 AR TS 1 A N 1 1) O B
AILLVE H, 2R R v N Z2 oK fif 1t )
Z 5, R Ch, TR . #ir 2
BRSO IR MEIX 3 Fh BRI VE 2200 R R HL
AT R 22 W B A BIL TR (T 2)
4.1 HRRHE

SR RM R 2 FhEBE AL, 5390 R B-1,4-D-
A o-1,3-L-2F3L0E; BiEEE A -
S, JREETA - DEIRER L] . R R E R
ZWEFHEAE K 2A R . SRS RBEREAR 1Y)

(A) (B)

eSecccce

6S 60Me6S 60Me

GH16/GH86 GH16/GH86 GH3/GH30
B-porphyranase p-porphyranase O <+ B-1,6-laminarinase
P450 mono-
6S OXygenase = 6S 60Me

GH3/CH16/GH17

@ | e e

Gal6S H.Co
sulfatase N SO

©O o
_oala-
glfsi:ase \>®
O

[ O D-galactose O L-galactose]

S0 B- S SR IRME NG U) H) S A B-D-2F
FLBEA a-L-2FZL0E-6-BiER AR Z [R1 (Y B-1,4 BEH
L AR BNWI K ) —— B R TR R A Y —
Wi W25 7K 7 0 1 Tt TR T 2 7 o TR I Rl 1) £
AT LR, 538 =R — o-1,3 B
RN T R RS o2 LB R Y
HEALAVE T ffdE o —A D-PFLBEF—14 L2
FUWE . TEBTEIREE PR — DTSR B-5E S b
itk B F g 2P AL B s DUR [REAF B, BT
GH16 Z % . BfiJa M 38 #2047 B (Bacteroides
plebeius)H % 5 H T GH86 Z ik v — Fl 19
B-S R RMEMY, HE— IR GH16 Kk
o SR SR R AS BN DL e R iR SR 2
B, BT S 2 R B ) U0 B A AT A I, X
SERERG 22 E BB BB, AT S5 2R
AR DAE— 25 B A . LAh, P450 BN Rt 1k
6-4A-F -D- 2 FUBE 1% 25 F 3R ALY X 8k P450s
BAJI AR X 5 S SRR 1Y) 58 A A iR B OC

©
48 4S8 48 48 4S 48 4S8 48
HOLOLOTE® POTOT OO,
28 28 28 28
GH82 ‘ GH16
1-carrageenase K-carrageenase
4s 4S 4S 48
@OBO BOBO
B S1_19 S1_7/S1_19
50| (GaltS sulfatase s0+| Gassulfaase.
E]a:ZTageenase GHI127/GH129
DA2S-sulfatase 3,6-anhydro-D-galactosidase
€980 — N LoD,
) GHl6 SO
freatrageenase GHI6/GH167 Q GH2/GH42
S1.7 B-carrageenase B-carrageenase
o-carrageenase
DA2S-sulfatase
S
28
SO, GHI127/GH129
3,6-anhydro-
D-galactosidase

[ O D-galactose 3,6-anhydr0-D-galactose]

2 CAZymes [FREEREE(A). BF % HE(B)F A KB RRBHE R4 B 3CH[45])
Figure 2 Metabolic pathways of porphyran (A), laminarin (B) and carrageenan (C) degradated by CAZymes

(modified from literature [45]).

P4 actamicro@im.ac.cn, & 010-64807516



VFRNGE | Y43, 2022, 62(4)

1295

42 BESHE
iR R EE MBS —, FI
THEEE . REEE, TR R K e A R
HZRPE B-1,3-Hl 34 12 11 D-4 8 0 B- 1,64
TFEEE 2 1Y) D728 W 00 4 4 B o VY 22 W 1) i
R WA Z W25 2B), a5l
WNYUITY B-1,3-40 FEWEBE(B- 1,317 2 Wl i) A1 51
VI B-1,3-45 ARl o &1 1) 0 4 SR M g Mgy 2
BRI A s V) H) B-1,6-48 1 6 19 BN &
% (%) D-A 45 0 55 5 AR5 76 N D) B SR ity
A K AR R U E) B-1,3- 91 5, 15 5] B pk
D-F AW . NI SRR B AL 4 4 R A 2y
GH3. GH16 fil GH17 K%, T AMII 4 5 M e
F2 L BIE GH3 1 GH30 Z % .GH16 FK ik
FRHET Z2E G LADDE] B-1,3-BETr e A B-1,4-H%
T, 0 GH17 FXS RAEM R B-1,3-# R HAT
AR S Xk B BUIR AR R BE VD
F. agariphila KMM 3901" ) GH16, GH17 i
R AR H A5 /R EEVD I & Formosa sp. Hell 33 131
) GH30 Kot & B, GH16 ik P iy
VY Z2 B ok g o 3L RO L DR [R B IR
) 2 BN D) B 2R B A 44%
A3%AIARL P o GHILT % Hh 1R 20488 Tl 2
B-1,3-H A A FE S ME Y VI, 1M GH30
KW AT Z BT B-1,6-4 A H A 4r
SEVERSMII TG . IR, SR E GHI7 KRN
Y170 it 2 gl 22 W AR AR SR BT 75 19, T GH30
RN R SN R il 67 B K TR 2RO EE . BR
W2, TR IRINE (Vibrio campbellii)
A Z WA (GH3) M WF 9T s, GH3 FKIEH 1)
VR Z B RE S V) E B-1,3-B TR . B-1,4-BHFF
SHEFI B-1,6-H T 58 (1 2B)P) g PR AT B Hh
FEAE AR I 10 VT 22 W % A 1l , 8 #A SO MR
WA LR T 1,3-B-7) 5 B (GH16) (1)
DR, i s TR 4 ) 7 W A SRR A8 R L

(Pseudoalteromonas carrageenovora) W) Wi 5% Y
ik b, FECAUR N 52 MRS R
(Pseudoalteromonas) 34, H 47 A~HA4HM
PRSI PULs 2544515 X 53 ANV 4018 43 9
PRGN AL &L, 400 4~ PULs g 46 4
PULs BiA g2 80 1) gl Z ™, wT 0L, gty
Z W o A T 2 R e v R AR A

4.3 FNRIE

BRIGNESE, A TR 2 R Y 215 1Y 4 i
BEZWE, BTSSR 22, JFRA R EZE
Stk AR SO L A SOSRRBEFN A-A SR
RWEE 3 Fh FEAMA SRR, Ho o R
TPEFR 32 B B PR R B Y a-1,3-3,6- M08
7K -D-2-F B (0-1,3-3,6-anhydro-D-galactose) Al {7
TRIRERFE AR B-1,4-D--FLH (B-1,4-D-galactose)
A «- A SORERAE EZ M a-1,3-3,6-/7K-D-
2k 2L B (0-1,3-3,6-anhydro-D-galactose) Fl 7 fi
MR BE LA H) B-1,4-D-2FFL B (B-1,4-D-galactose)
s A-FR SCSE BROME 3 R i TR R 2 A Y
B-1,4-D-> ZL ¥l (B-1,4-D-galactose) 4l i, . ffi
IS T 43 e B A OK - T 2 O [A) 1Y
CAZymes A5 5,

WP 2C s, - SRR S — B 02
GHS82 ZIG I 1~ ff S BME K 22 M % U0 1) 7
BN . TE - fUERE T, B
Hi GH16 FKIEH w-ff SR MERRF 220 55 1))
BCE/NSER R RE . IRRAY A ORI
Wit S1_19 ZEER - R EME GaldS-Hi R i
liff (1-carrageenan Gal4S-sulfatase)X} pB-1,4-D-2f
FUMEGR LA TIRGR . I AR R o-ff X
M. RO TR A ETE 1 R,
X - XCGERME GAS-H R BRI (c-carrageenan
G48S-sulfatase) 7K fiff B—1,4—D—¥§L5§§§£%EQ@§@§
s, 5B BRI LA - SR M.
T8 o~ U TROME L AL D AN B R G 2 11 Y

http://journals.im.ac.cn/actamicrocn



1296

Xu Junjie et al. | Acta Microbiologica Sinica, 2022, 62(4)

B-FA SUSE TR, Wil S1_7 R o SR
BB DA2S- B 2 s [ (a-carrageenan DA2S-
sulfatase) X} a-1,3-3,6- 7K -2 ZLARE 5% JE 7E 17 A
B feJi , GH127 8 GH129 K% 3,6-M 7K -D-
1 FUME T A GH2 S5 1Y) B-~F ZLA I AT LU
A 30 it oy % 22 B A AN LR SR AT 1 B~ SR 5B
Wi, BHZAE R 3,6- K -D-2F 2L
(3,6-anhydro-D-galactose) il D-2FF[ B

5 SREEEBERTTHERER

5.1 ZHEKBEKRE CAZymes

T VTSR W) 2 W T PR B v 2 R A
ARFEE i I TR R AN DA A R i 2 b
R EREH, WX 2RI ERIE I R
YEKR,

TV L T TRV R B v e S 2 Y 32 B0
T, CATRE” XV 2 WA RSP
WA Z 0 . W SRR . A 2 SRR
1SR R BERG A BRI Y, i B
WK AL G T R, A BT B W L D TR R
b Z R vTmk BRI A
FEXF Bl 1) 2R 3K 18 R A T A 5T AT LA s v VE LA Y
B I CAZymes FEPY, HETXT CAZymes
FEH RIR AP o PR £ 2275 A A
B, XTI T B L CAZymes [1F)3E
NFRRFEA B =, FRpE—2 0.

FHLGT IR, A B 25 RS S AR =
& o P ATEZ N ZROK AR, 5 3 5
57 19 20 B A0 5 BUAT B8 ) (Bacteroidetes) , y-7%
JE ¥ T 29 (Gammaproteobacteria) , 1% %5 I | ]
(Planctomycetes) V) S JE I | (Verrucomicrobia)
LD S BB Y B RE XA LA A R S
B R Z A B Se Rl . TR AT R
A FEENZHRIHA A, BER A i f i
Wi, HmRn 2R E R GE UL e R R B

<l actamicro@im.ac.cn, & 010-64807516

REWTIR (Ve T, i 22 BN 1 1 R 1Y 2 B e
BRI T IR R 2w, AL, T
A TR B, R 5 e R R 3
AR AT, BOA R G 2 R AR A
TER M AR 0 2 RSB M T (A teromonas
macleodii) 241 Jil H WL 5% 1) 388 12 £ 24 fidk 1 119 (G itk
ik, (HTEBERRERAF e R T 5-72 £5,
X L5 SR W] 20 5 A TR EL AT S ) AR e R 3R
SR PR o 22 W 5 i 240 D A A U AR A
7, B RS L B FRAE AT 3230 o X8 F Wt
Z R e AR L T &R W AT e AE
FE 7K 3 R B RS 4RI T ) Ak i 0 2
o5 it 20 BT Y BE ) 32 B 2 Fh SR 2 ), 604 H AR
B2 iR/ AN S 8 Sk s AY PN E SrS E R R T
Fo R HERS, AR CAZymes [
ok Z Ve E H AR 2R etk 4
J&, X EURE KR B AR 2T R
CAZymes fifig 8B K IUAY, X — i O FE ST A
Ja& Vg 2 2L R W AL DR P T AR SR Y
o S AR T il 2 A R A SR EE VD T I (Formosa)
VY Z2 R T R A BRI . RS R OKF
RN R, —SifgrE y- BB AT Bk
DS ZER ALY, T E B R L
R TR B RS, B AN R IR TR Y
Y- T AT TR T A [R) %) 22 W 5 i SR e . 25 —

S PR R (G R 2D, B 98 R BRAE BT R R B
A2 2% 1) 55 DR 2 P A A R /)N R R T B 1Y) 5 T
Hrp AR o A RN R
AESHERIEYHEME, 4Rl HEed
CAZyme [W3RIk, UNFEAFRERLIRFCE R A AT
i (Polaribacter) V1 [ fift 1 R £h (1) 18 2 7L R b
FLDUR FRBEAT R 1o T /I i 32 IR AL 7 ) 22
BRI AR 7 B, EEAR LAY o flan 2 R Ag
B AR A H Z R Y B AL ey, i
R e R Y



VFRNGE | Y43, 2022, 62(4)

1297

52 BEFINEDRZERBRIRIESZE

CAZymes &5 I MUAY kG shilE v 2
WA i () B A TR, 3 Rl 174 T 2 N 45 4 R S
YRS E T WP LA ALY AT LA KA B /N RS
I3z B A0HE R A AR, AT e s
ZWE 53 v] DUkE S 10 Ak, B0AT BB BUOE b BT
N NEIDAN S DR T2E /b1 = W 7 N I N il S
IR YU AR ) T2 2 DL R A
HT T 5 TR A0 TR AR 7 v A SR AR BT P R 2 A TR
EVEEZERERER, BA M KMITERY 24
TR Vi T P ) i — BRI AR T
TlCEE Tl 1% 1 1) i UL s MR T R )
B AR 0 5 1 (R < T 1) 38 2 T - oo~ ) 26 40 0
P <= 1 I 3 TR 1 - B - A ) o AR 2L 4F
B, Pk S B AT Y TS P AR N TR
V2 ARSI A . BN, AR Y
FEFR 2GR AR TR 2 Ve rh s AR 2100 FE
KL SRR AR b, 380 2 0 I ) 0 e [ A9 L
AT 2T AN, AR
YRR RS, A A B i st —
(14 A G

B AR AT AR s AL B R TG, HEAT]
Xof T il ) ARSI G RN S5 AL e e 00 T f% o
o HEnl R TR B URMBEARER KA Z
WE Y BE 14 52 P, o AN RE DU f P4 1) B il 114 35 2k o
BEAh, XPEWEREY) . B2E . DOM 1 POM HY 4y
Pra B, A4 bl R B v 2 R AR 2 b
Z—o BRI, AT 2 0 T I A AN
RES AL 1 v 22 W R A A0 A TET AL I

PN A AR I 1 Z MU B T — R A
Pk v K AT Y R R R R 2
WK R A il 2O AR I, 2Bk
Pric R — A b i B my 2 A, K AR RBOR R
Z W5y F R AR AR AT % 07 1 B AT
DL SRAE N ) 2R i 35 A, ST DL SR AE A1) 7Y ik

P, A5 BT He g 4 A A ] ) 22 K AR . 7
HARR A2 B b, (8 F 2 6 bR ic 2 05 1 iF 5%
D5 iR R T R AR 5 A ) A Bk Y TR
(M AU A PR R Z BE I RE T, Ik
SET P R A W R VR AEAS TR kA AR 2
W1 22 55, 3R WV A4 60 1 2 0 s 8 B 9% 11
FERF 22— A, AR ic 2R
TR T 220K i RIS 03 3 B 2
PEURBE 8 i A A= U700 H g R A R il
T T S bl AR R A R E i AR R
T 05 B A 2 AL 2 8l A B 45 B (biofilm) BY
S N A AR N (quorum sensing) {5 5 A R Y
PERT®,
5.3 ZiEREMRAIIIER

VAR 20 T 7 5 VT 22 A AR S =2 1)
{14 Y- 1685 5 22 308 B ROk VT AN T R A 1 Bl
Wy U500 Shy T R b PR X — [, AT
ATDAfRT AL M AR . AR A R B A, TC e 2
S8 T 20 R T 1) 38 2 R 3 PR B A I 114 i
= SR ST e e ¥ e o N S e |
PR ARAT K i 7 A T gAY ) A I, X
ARA A FEI o X B AR AR R AR 2 e A
RIcp R T TR, BRLIA 5 18 T A= A i A1 il
R EE W R R % DA 22 0 /K A8 7 00 P R 25 O
FEUOSI b A 20 M 2 1T 1 16 T RE A A RS K
fige P W = TR) PR R A T B, A 7 il
N L RE S T R O 2 D A K f = B0 SR
XoF AN 1 0 P o e 7 B A58 A 1 R 3
ST B, DR T A M R B A
REL 1) 240 160 5 B P9 K IGO0 A 2 Ml o (BLAS T Y
F&, R R R T I K A T R T S e
G F LKA =

Reintjes Z:P71% B3¢ 213 7K oA 24— %R 43
(1R 25%) 09 21 BRT RE W5 K it 22 W 51 W BOK i 7=
Wy, WA A K A = A Ok, X R AR BUR 9

http://journals.im.ac.cn/actamicrocn



1298

Xu Junjie et al. | Acta Microbiologica Sinica, 2022, 62(4)

AR R AR < B RM T 0 FRATTLA—1 1 BLAE
RUE T A ] ) B AR, IR g = f A
T (& 3), XA {5 [ FL A (selfish
bacteria) . MK f# 21 4 (external hydrolyzers),
DA% 7t 24 9k 80 B 5 3% 41 B (oligotrophs ) 4 3 B
EHOAH . B AR’ K A 22 18] B8 -1 A7 ]
RE S Wi BRI A 5T P s PR K A & W0 Y R/
B, DA i bl s 55 78 FR TR I R £ 2 I
T 7 4 [ L U PR R K 22 B (Helgoland) &1 X e 28
H 2 SR A — TR A UE S 1 3 — R ) s 7R
WAV, K AN R 5D, SR AR R A
AL R BRI 22 - BEAR X LAk, JF H R A
BURDITE A A KA B B AR T, <A
N TIRTE ) | IR § i ST e SN TR 2T
I A TR SN R K AR 20 TR B A 2 AR
TSR, A A A A0 R R B, < B AL A
PTG PE T B, RS R N AR A DL i S )

ok Ky

hydrolyzers

Substrate abundance

Selfish

bacteria Oligotrophs

B3 ZyEREMRRY = ARE (KL B B [65])

High

High

4 Low

TP SRAR ™, I At < S 25 200 A IO 48 1 14
b HLR BN WE(E . FEiX B0 250 2 W i i . SR
WL CEFLEE . BTRCATRE . ORBE . BUSHE. AWE
WL HEEE . PR MRS R ISR, IS
FSFYR AR VE AL . [EAHE R, W
22 W 1) ok Frf AT A S P AR, T R AR K
fiff R 5 1 RA S [ 2538, i BTy A 2 L
RWEALLL B FA 8 5 2 R I T A 1358 K At 2
PR K A o K45 TR, BT X RRIR G 220, < H
FL W BCRI SN K G T AN R A 0

BT ERWEREER, FRENIe LM A
R AFAE T AL R PG KA 3 000-5 500 m
FRJRC T AR, T S 240 AT AL T A A R TR B
FEZH B AN A 1) Z2 08 o 3 2L O Z A FRAT T4 -
AT X 1 3 22 0 04 AS [ R R 1 R 45 4 52 2k

B A AL = [0 £ 70 K %5 A AR . i
PR T HFEE TR () DOM Fl POM F| FHHLEI

Substrate complexity

Low .

External hydrolyzers

Selfish bacteria
external hydrolyzers

Selfish bacteria Oligotrophs

Figure 3 A new model of polysaccharide degradation that includes three types of bacteria (modified from

literature [65]).
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Figure 4 Polysaccharides uptake during the course of an algal bloom (modified from literature [65]).
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