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Codon usage bias in the straw mushroom Volvariella
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Abstract: We analyzed the whole genome coding sequence of Volvariella volvacea to study the pattern utilization of
codons by Codon W 1.4.2. As results, 24 optimal codons were identified. Moreover, the frequency of codons usage was
calculated by CUSP program. We compared the frequency of codons usage of V. volvacea with other organisms
including 6 modal value species (Homo sapiens, Saccharomys cerevisiae, Arabidopsis thalian, Mus musculus, Danio
rerio and Drosophila melanogaster) and 4 edible fungi (Coprinopsis cinerea, Agaricus bisporus, Lentinula edodes and
Pleurotus ostreatus). We found that there were less differences in 3 edible fungi (excluding Pleurotus ostreatus) than 6
modal value species, comparing with the frequency of codons usage of V. volvacea. With software SPSS16.0, cluster
analysis which showed differences in the size of codon bias, reflects the evolutionary relationships between species,
which can be used as a reference of evolutionary relationships of species. This was the first time for analysis the codon
preference among the whole coding sequences of edible fungi, serving as theoretical basis to apply genetic engineering
of V. volvacea.
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Table 1 The codon usage of Volvariella volvacea coding sequences

Amino acid Codon Number RSCU Amino acid Codon Number RSCU
Phe TTT 84 403 0.80 Tyr TAT 76 195 0.96
TTC 127 001 1.20 TAC 82272 1.04
Leu TTA 44 737 0.50 TER TAA 3572 1.00
TTG 112 221 1.26 TAG 3083 0.86
CTT 97 431 1.09 His CAT 71 864 0.95
CTC 132 311 1.49 CAC 80 068 1.05
CTA 58 939 0.66 Gln CAA 122 693 1.08
CTG 88 765 1.00 CAG 104 087 0.92
Ile ATT 105 952 1.08 Asn AAT 100 323 0.95
ATC 130 319 1.32 AAC 111 126 1.05
ATA 59 050 0.60 Lys AAA 101 877 0.79
Met ATG 109 879 1.00 AAG 156 658 1.21
Val GTT 100 062 1.13 Asp GAT 163 026 1.05
GTC 116 837 1.31 GAC 147 000 0.95
GTA 53 191 0.60 Glu GAA 159 420 0.94
GTG 85317 0.96 GAG 178 154 1.06
Ser TCT 95 926 1.13 Cys TGT 29 274 0.85
TCC 101 521 1.19 TGC 39 300 1.15
TCA 86 852 1.02 TER TGA 4062 1.14
TCG 85 633 1.01 Trp TGG 85336 1.00
Pro CCT 110 175 1.13 Arg CGT 57 001 0.97
CCC 100 227 1.02 CGC 66 425 1.13
CCA 112 465 1.15 CGA 61 330 1.04
CCG 68 387 0.70 CGG 44 313 0.75
Thr ACT 83294 0.94 Ser AGT 62 347 0.73
ACC 100 547 1.13 AGC 78 226 0.92
ACA 90 149 1.01 Arg AGA 58 634 1.00
ACG 81 729 0.92 AGG 64 896 1.10
Ala GCT 129 272 1.12 Gly GGT 103 654 1.09
GCC 117 078 1.01 GGC 99 764 1.05
GCA 125 320 1.08 GGA 101 809 1.07
GCG 91 698 0.79 GGG 76 592 0.80
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Table 2 Codon usage of high/low expressed sample group in Volvariella volvacea and confirmation of optimal
codons in Volvariella volvacea

Astine High Low Asitae High Low
acid 00" Number RSCU Number RSCU acid Codon Number RSCU Number RSCU
Phe  TTT 4632 055 7732 096  Tyr TAT 398  0.61 7206 @ 1.14
TTC* 12221 145 8328  1.04 TAC* 9027 139 5451 086
Leu TTA 959 0.15 5289 076 TER TAA 412 1.15 342 0.96
TTG 6973  1.10 9083  1.30 TAG 304 0.85 277 0.78
CTT 5156 081 7669  1.10  His CAT 3229 058 7129 112
CTC*+ 16530 2.60 6852 0098 CAC* 7847 142 5617 088
CTA 1956 031 6328 091 Gln CAA 7422 095 12331 116
CTG* 6628 104 6621 095 CAG* 8204 105 8975  0.84
lle  ATT 582 080 8930  1.13  Asn  AAT 4613 054 10162  1.11
ATC*+ 14195 195 7885  1.00 AAC* 12512 146 8091  0.89
ATA 1798 025 6914 087 Lys AAA 4957 051 11074  0.92
Met  ATG 7669  1.00 9972  1.00 AAG*+ 14350 149 13074  1.08
Val  GIT 6345 088 8269  1.19 Asp GAT 9093 079 15572 1.17
GTC*+ 14522 201 6750  0.97 GAC*+ 13830 121 11084  0.83
GTA 2014 028 5601 081 Glu GAA 8097  0.69 16324  1.06
GTG 5951 083 7123  1.03 GAG* 15525 131 14616  0.94
Ser  TCT 5914 099 8812  1.17 Cys TGT 1310 052 2858  1.10
TCC*+ 10848 181 6634  0.88 TGC* 3711 148 2347  0.90
TCA 3387 057 9891 132 TER TGA 355 0.99 452 1.27
TCG* 6286 105 7008 093 Trp TGG 6558  1.00 6765  1.00
Pro  CCT 6693 093 11042 120 Arg CGT* 4213 1.04 4056  0.79
CCC*+ 11261 156 7395  0.80 CGC*+ 7570 187 3698  0.72
CCA 5467 076 12609 137 CGA 2814 069 5969  1.17
CCG* 5491 076 5838  0.64 CGG 2707 067 3765  0.74
Thr  ACT 5443 078 7530 098  Ser AGT 2564 043 6797  0.90
ACC*+ 11776 169 6610 086 AGC* 6963  1.16 5958  0.79
ACA 4483 064 9747 127 Arg  AGA 2598  0.64 7126  1.40
ACG 6134 088 6840  0.89 AGG 4451 1.10 6033 118
Ala  GCT 10157 103 11213 115 Gly GGT 9214 111 9030  1.08
GCC*+ 13865 141 7820  0.80 GGC*+ 12046 146 6600  0.79
GCA 7221 074 12839 132 GGA 6376 077 1069 128
GCG* 8044 082 7115  0.73 GGG 5441 066 7106  0.85

Note: Codon usage was compared using Chi squared contingency test to identify optimal codons that occur significantly
more often (P<0.01) are indicated with a *. Optimal codons of known 40 coding sequences of Volvariella volvacea are
indicated with a +.
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Table 3 Comparison of codon preference between the Volvariella volvacea and other representative organisms

Amino Codon Frequency of codon usage (%o) Comparison of codon preference
acid V. volvacea H.sapiens S.cerevisiae A.thaliana M.musculus D.rerio D.melanogaster V/H V/Y V/A V/M V/D V/F
Phe TTT 14.6 17.6 26.1 21.8 17.2 18.2 13.2 0.83 0.56 0.67 0.85 0.80 1.11

TTC 22.0 20.3 18.4 20.7 21.8 20.8 21.8 1.08 1.19 1.06 1.01 1.06 1.01
Leu TTA 7.7 7.7 26.2 12.7 6.7 7.0 4.5 1.01 0.30 0.61 1.16 1.11 1.72
TTG 19.4 12.9 27.2 20.9 134 12.3 16.1 1.50 0.71 0.93 1.45 1.58 1.21
CTT 16.9 13.2 12.3 24.1 134 12.7 9.0 1.28 1.37 0.70 1.26 1.33 1.87
CTC 22.9 19.6 5.4 16.1 20.2 17.0 13.8 1.17 424 142 1.13 135 1.66
CTA 10.2 7.2 13.4 9.9 8.1 6.2 8.2 142 0.76 1.03 1.26 1.64 1.24
CTG 15.4 39.6 10.5 9.8 39.5 37.6 38.2 0.39 1.46 1.57 0.39 0.41 0.40
Ile ATT 18.3 16.0 30.1 21.5 154 16.5 16.6 1.15 0.61 0.85 1.19 1.11 1.10
ATC 22.5 20.8 17.2 18.5 22.5 23.7 22.9 1.08 1.31 1.22 1.00 0.95 0.98
ATA 10.2 7.5 17.8 12.6 7.4 7.7 9.5 1.36 0.57 0.81 1.38 1.33 1.08
Met  ATG 19.0 22.0 20.9 24.5 22.8 25.5 23.6 0.86 0.91 0.78 0.83 0.75 0.81
Val GTT 17.3 11.0 22.1 27.2 10.7 14.1 11.0 1.57 0.78 0.64 1.62 1.23 1.57
GTC 20.2 14.5 11.8 12.8 154 14.8 13.9 1.39 1.71 1.58 1.31 1.37 145
GTA 9.2 7.1 11.8 9.9 7.4 6.7 6.4 1.30 0.78 0.93 1.24 137 1.44
GTG 14.8 28.1 10.8 17.4 28.4 28.3 27.8 0.53 1.37 0.85 0.52 0.52 0.53
Ser TCT 16.6 15.2 23.5 252 16.2 16.9 7.0 1.09 0.71 0.66 1.02 0.98 2.37
TCC 17.6 17.7 14.2 11.2 18.1 15.2 19.6 0.99 1.24 1.57 097 1.16 0.90
TCA 15.0 12.2 18.7 18.3 11.8 13.2 7.8 1.23 0.80 0.82 1.27 1.14 1.93
TCG 14.8 4.4 8.6 9.3 4.2 5.6 16.6 3.37 1.72 1.59 3.53 2.65 0.89
Pro CCT 19.1 17.5 13.5 18.7 18.4 16.6 6.9 1.09 1.41 1.02 1.04 1.15 2.76
CCC 17.3 19.8 6.8 5.3 18.2 12.7 18.1 0.88 2.55 3.27 0.95 1.37 0.96
CCA 19.5 16.9 18.3 16.1 17.3 15.7 13.5 1.15 1.06 1.21 1.12 1.24 1.44
CCG 11.8 6.9 5.3 8.6 6.2 8.2 15.8 1.71 2.23 1.38 1.91 1.44 0.75
Thr  ACT 14.4 13.1 20.3 17.5 13.7 14.5 9.5 1.10 0.71 0.82 1.05 0.99 1.52
ACC 17.4 18.9 12.7 10.3 19.0 16.2 21.3 0.92 1.37 1.69 092 1.07 0.82
ACA 15.6 15.1 17.8 15.7 16.0 17.0 11.0 1.03 0.88 0.99 0.97 0.92 1.42
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0.88
1.14
0.91
113
0.72
0.45
0.61
0.50
1.27
1.43
1.20
1.58
1.16
0.82
0.74
0.71
1.10
131
1.00
0.82
1.32

0.98
1.55
0.60
1.69
1.13
1.22
0.77
0.77
0.76
1.15
0.85
1.36
0.50
0.83
0.73
1.04
0.69
1.02
1.03
131
0.73
0.94
0.52
1.41
1.49
1.12
0.64
1.26
0.93
0.94
0.66
1.99
1.78
1.35
0.65
0.98
2.82
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Table 4 Comparison of codon preference between the Volvariella volvacea and other edible fungi

Amino Frequency of codon usage (%o) Comparison of codon preference
acid Codon V.volvacea C.cinerea A. bisporus L.edodes P.ostreatus V/C V/A V/L V/P
Phe TTT 14.6 14.0 10.8 16.0 9.0 1.04 1.35 0.91 1.62

TTC 22.0 27.4 30.5 25.1 37.0 0.80 0.72 0.88 0.59
Leu TTA 7.7 4.4 3.4 7.3 3.3 1.75 2.26 1.05 2.33
TTG 19.4 15.2 17.8 18.0 16.7 1.28 1.09 1.08 1.16
CTT 16.9 19.8 17.7 21.5 18.3 0.85 0.95 0.79 0.92
CTC 22.9 26.6 29.5 21.2 23.9 0.86 0.78 1.08 0.96
CTA 10.2 5.8 5.7 6.4 4.8 1.76 1.79 1.59 2.13
CTG 15.4 9.5 14.4 10.6 13.9 1.62 1.07 1.45 1.11
Ile ATT 18.3 22.9 18.0 21.0 17.9 0.80 1.02 0.87 1.02
ATC 22.5 28.4 29.9 21.9 314 0.79 0.75 1.03 0.72
ATA 10.2 5.6 4.6 8.4 4.9 1.82 2.22 1.21 2.08
Met ATG 19.0 18.4 19.6 17.1 19.1 1.03 0.97 1.11 0.99
Val GTT 17.3 23.6 17.6 22.4 17.7 0.73 0.98 0.77 0.98
GTC 20.2 31.0 27.6 23.4 28.5 0.65 0.73 0.86 0.71
GTA 9.2 7.3 5.0 10.3 5.8 1.26 1.84 0.89 1.59
GTG 14.8 9.7 12.9 12.3 12.7 1.53 1.15 1.20 1.17
Ser TCT 16.6 17.8 16.1 22.3 14.6 0.93 1.03 0.74 1.14
TCC 17.6 14.3 20.9 15.9 15.8 1.23 0.84 1.11 1.11
TCA 15.0 9.8 10.3 13.7 8.9 1.53 1.46 1.09 1.69
TCG 14.8 10.5 18.8 12.5 17.7 1.41 0.79 1.18 0.84
Pro CCT 19.1 19.3 233 24.1 20.0 0.99 0.82 0.79 0.96
CCC 17.3 16.5 20.7 13.4 18.9 1.05 0.84 1.29 0.92
CCA 19.5 9.0 15.2 14.5 15.8 2.17 1.28 1.34 1.23
CCG 11.8 8.0 12.1 10.5 9.0 1.48 0.98 1.12 1.31
Thr ACT 14.4 21.0 14.6 22.4 17.8 0.69 0.99 0.64 0.81
ACC 17.4 21.7 234 20.7 23.1 0.80 0.74 0.84 0.75
ACA 15.6 11.5 10.2 14.4 11.8 1.36 1.53 1.08 1.32
ACG 14.1 9.2 12.1 12.1 21.2 1.53 1.17 1.17 0.67
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Ala

Try

TER

His

Gln

Asn

Lys

Asp

Glu

Cys

TER

Trp
Arg

Ser

Arg

Gly

GCT
GCC
GCA
GCG
TAT
TAC
TAA
TAG
CAT
CAC
CAA
CAG
AAT
AAC
AAA
AAG
GAT
GAC
GAA
GAG
TGT
TGC
TGA
TGG
CGT
CGC
CGA
CGG
AGT
AGC
AGA
AGG
GGT
GGC
GGA
GGG

22.4
20.3
21.7
15.9
13.2
142

0.6

0.5
12.4
13.9
21.2
18.0
17.4
19.2
17.6
27.1
28.2
25.4
27.6
30.8

51

6.8

0.7
14.8

9.9
11.5
10.6

7.7
10.8
13.5
10.1
11.2
17.9
17.3
17.6
13.2

32.2
25.7
16.8
11.6
13.0
16.1
11
0.8
121
111
20.5
145
21.3
28.1
21.0
26.9
30.5
25.0
26.5
22.7
6.8
9.3
1.0
14.8
11.2
9.2
6.3
4.0
10.3
11.2
5.1
6.9
32.4
26.4
21.5
8.1

25.2
28.0
15.3
16.0
8.5
16.4
0.9
0.5
10.8
11.9
17.8
19.1
12.0
26.5
15.6
33.7
25.7
34.7
27.1
31.0
4.4
8.3
0.9
13.6
9.4
13.9
11.6
7.2
7.5
12.8
5.2
8.0
16.9
19.5
13.1
8.4

31.8
19.8
195
11.7
16.0
15.8
0.7
0.7
13.7
11.2
21.0
16.9
22.6
23.9
17.1
19.9
31.4
27.9
26.4
20.6
7.7
7.9
0.7
147
11.9
7.6
9.1
51
11.1
11.6
5.9
4.4
23.5
17.6
23.1
9.8

26.3
26.3
147
16.9
9.9
16.8
1.3
0.4
9.3
12.9
19.2
17.0
15.2
32.4
145
28.7
25.1
855
19.8
24.0
51
11.2
0.6
13.7
7.7
11.6
7.3
3.9
10.5
13.2
6.1
6.3
21.0
26.9
16.9
12.4

0.70
0.79
1.29
1.37
1.02
0.88
0.55
0.63
1.02
1.25
1.03
1.24
0.82
0.68
0.84
1.01
0.92
1.02
1.04
1.36
0.75
0.73
0.70
1.00
0.88
1.25
1.68
1.93
1.05
1.21
1.98
1.62
0.55
0.66
0.82
1.63

0.89
0.73
1.42
0.99
1.55
0.87
0.67
1.00
1.15
1.17
1.19
0.94
1.45
0.72
1.13
0.80
1.10
0.73
1.02
0.99
1.16
0.82
0.78
1.09
1.05
0.83
0.91
1.07
1.44
1.05
1.94
1.40
1.06
0.89
1.34
1.57

0.70
1.03
1.11
1.36
0.83
0.90
0.86
0.71
0.91
1.24
1.01
1.07
0.77
0.80
1.03
1.36
0.90
0.91
1.05
1.50
0.66
0.86
1.00
1.01
0.83
1.51
1.16
1.51
0.97
1.16
1.71
2.55
0.76
0.98
0.76
1.35

0.85
0.77
1.48
0.94
1.33
0.85
0.46
1.25
1.33
1.08
1.10
1.06
1.14
0.59
1.21
0.94
1.12
0.72
1.39
1.28
1.00
0.61
1.17
1.08
1.29
0.99
1.45
1.97
1.03
1.02
1.66
1.78
0.85
0.64
1.04
1.06
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Fig. 1 Cluster analysis dendrogram of frequency of codon usage for 11 species. 1: Volvariella volvacea; 2: Homo
sapiens; 3: Saccharomys cerevisiae; 4: Arabidopsis thalian; 5: Mus musculus; 6: Danio rerio; 7: Drosophila
melanogaster; 8: Coprinopsis cinerea; 9: Agaricus bisporus; 10: Lentinula edodes; 11: Pleurotus ostreatus.
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