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Abstract: Macroalgal canopies, which provide nutrients and habitat for many invertebrates and fishes in 27 

coastal waters, are disappearing worldwide. The simultaneous assessment of changes in macroalgae and 28 

fish distribution before and after coastal desertification, including deeper coastal waters where beyond 29 

macroalgae growth need attention. Therefore, we investigated their spatial distribution in the coastal waters 30 

off southwestern Japan in late autumn and winter using the acoustic method combined with visual 31 

observation. The number of fish schools was higher in late autumn than in winter, while they had similar 32 

acoustic backscattering strength (Sv) and school size, tended to be distributed in shallower waters. The 33 

number was lower after the macroalgae disappeared in both seasons, while the average Sv was higher, and 34 

the size was larger. They were distributed in similar water depths during the winter season. Fewer fish 35 

schools and higher Sv were observed in deeper waters after the macroalgae disappeared. We concluded that 36 

more fishes moved to shallower waters in the autumn than in the winter because of higher water 37 

temperatures. Macroalgae benefited small juvenile fishes in both shallow and deep coastal waters. Further 38 

studies on the distribution of specific species are expected for the assessment and restoration of the 39 

macroalgal ecosystem.  40 

 41 
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Introduction 51 

Macroalgal canopies have high productivity, probably comparable to that of tropical rainforests (Mann, 52 

1973). They also provide nutrients and habitat for many invertebrates and fishes, and thus play an important 53 

ecological role in many coastal water ecosystems (Mann, 1973; Steneck et al., 2002). In recent years, 54 

macroalgal populations have been declining and disappearing in the coastal waters worldwide, because of 55 

rising water temperatures, herbivory, and overharvesting (Mann, 1982; Watanabe and Harrold, 1991; Fujita, 56 

2010; Jueterbock et al., 2013; Vergés et al., 2016; Wernberg et al., 2016). Particularly in Japan, the decline 57 

or disappearance of macroalgal canopies, apart from seasonal and slight annual fluctuations, was reported 58 

more than 100 years ago, and the affected area has been expanding ever since then (Yendo, 1903; Fujita, 59 

2010). Declines in large canopy-forming macroalgae, such as Ecklonia spp. and Sargassum spp., have been 60 

observed in the coastal waters of southwestern Japan (Serisawa et al., 2004; Yatsuya et al., 2014a; 61 

Kiyomoto et al., 2018). In particular, the presence of macroalgae throughout the year gradually disappeared 62 

in the coastal waters of Iki Island off the southwestern mainland Kyushu (Yatsuya et al., 2014a; Kiyomoto 63 

et al., 2021), and macroalgal canopies could only be observed in the southeastern coastal site of Iki Island 64 

in 2017. The coastal waters of Iki Island are influenced by the Tsushima Warm Current, which is a branch 65 

of the Kuroshio Current, and more warm water flows into the western coastal waters than into the eastern 66 

coastal waters. The sea surface temperature of the southeastern coastal waters is lower than that of the 67 

western area (Fig. 1; Fukuoka Regional Headquarters, Japan Meteorological Agency (FRH, JMA), 2022). 68 

Desertification occurred in almost all of the western coastal waters before 2017 due to the several ocean 69 

warmings since 1998, macroalgal canopies remaining in the southeastern area seems to have benefited from 70 

the lower temperature than that of the western area.  71 

However, as the condition of macroalgal canopies deteriorates each year, excessive grazing pressure 72 

from fish is considered a concurrent cause, along with ocean warming of the macroalgal decline since 1998, 73 

wherein water temperature was lower than the limit of survival temperature (28 ℃) (Murase 2010) in 74 

autumn (Kiriyama et al., 1999; Yatsuya et al., 2014a; Kiyomoto et al., 2021). In addition to direct damage 75 

from high temperatures, threats to macroalgae by herbivorous fishes have also been reported in other 76 

temperate seas due to global ocean warming (Verges et al., 2014; Wernberg et al., 2016; Gianni et al., 2017). 77 

As macroalgae declined in other coastal waters surrounding the island, herbivorous fishes may have 78 
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migrated to this area for grazing. Although the remaining macroalgae survived after several times of ocean 79 

warming, the macroalgae growing around the survey area disappeared in previous years due to higher water 80 

temperature in the summer and the excessive grazing pressure from herbivorous fishes in the autumn 81 

(Yatsuya et al., 2014a; Kiyomoto et al., 2021). Some herbivorous fishes, especially Kyphosus bigibbus 82 

Lacepède, 1801, which could move in a wide area, have also been reported (Yamaguchi et al., 2006), which 83 

were caught by the fishermen on the study island. Thus, herbivorous fishes are likely to move and graze on 84 

the nearby remnant macroalgae as the loss of food source, we hypothesize that the remnant macroalgae 85 

canopies would subsequently disappear even though the water temperature is below the limit growth 86 

temperature as the excessive grazing pressure. Whether the remnant macroalgal canopies could survive 87 

continuously in the future and whether the distribution patterns of fish schools would change needs attention. 88 

Not only the macroalgae themselves, but also the simultaneous assessment of the spatial distribution of the 89 

interacting species is necessary to further understand and conserve the coastal macroalgae ecosystem.  90 

Some studies verified the correlation between macroalgal canopies and fish assemblages in coastal 91 

waters and reported that macroalgal canopies are important habitats for juvenile fishes in some temperate 92 

reef and tropical coastal waters (Levin and Hay, 1996; Tano et al., 2017; Hinz et al., 2019). Fish 93 

assemblages have also been studied around various vegetation types and barren beds in some temperate 94 

coastal regions of southwestern Japan by direct observation and seine survey, and various macroalgae types 95 

were found to be important for some fish assemblages (Kamimura and Shoji, 2009; Terazono et al., 2012; 96 

Kadota et al., 2017b; Nakamura et al., 2018). Both fish species richness and abundance decreased 97 

significantly after the disappearance of the large sized macroalgae Ecklonia cava Kjellman, 1885 in 98 

temperate coastal waters of Japan (Nakamura et al., 2018). However, the simultaneous assessment of the 99 

changes in the spatial distribution patterns of fish schools in coastal waters before and after the macroalgae 100 

disappearance of macroalgae is limited. In addition, several studies have investigated the influence ray of 101 

artificial reefs, which can be defined as the distance from the reef where fish density significantly decreases. 102 

Since the influence ray of a reef for fishes can be up to 300 m or more (Soldal et al., 2002; Kang et al., 103 

2011), the fish assemblages that exceed the macroalgal canopies within this distance are likely to have 104 

changed after the disappearance of macroalgae due to the loss of suitable habitats. Thus, the distribution 105 

patterns of macroalgal canopies and fish assemblages in a wider and deeper waters, beyond the macroalgal 106 

growth areas is need attention. 107 
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Direct observation by divers is a conventional method used for monitoring macroalgal canopies 108 

(Pehlke and Bartsch, 2008; Yatsuya et al., 2014a; Kiyomoto et al., 2018) and it is suitable for small-scale 109 

surveys. In recent years, hydroacoustic methods, such as the use of scientific echosounders and side-scan 110 

sonars, have been developed to survey macroalgae and seagrass canopies (Sabol et al., 2002; Minami et al., 111 

2010; Paul et al., 2011), as well as fish distribution and biomass (Simmonds & MacLennan, 2005; Boswell 112 

et al., 2007; Kang et al., 2011) and seafloor classification (Anderson et al., 2008; Brown et al., 2011; Mehler 113 

et al., 2018). Previous studies have suggested that echosounder surveys are useful tools for estimating the 114 

canopy height and the spatial distribution of canopies formed by macroalgae and seagrass (Sabol et al. 115 

2002; Minami et al., 2010; Sonoki et al., 2016; Shao et al., 2017). Some studies have also reported the 116 

influence of bottom structure, artificial reef, marine environment, and blue-green algae on fish abundance 117 

using acoustic methods (Tanoue et al., 2008; Kang et al., 2011; Godlewska et al., 2016). Although fish 118 

species discrimination solely based on the acoustic methods alone is difficult, similar patterns of fish density 119 

have been reported across independent sampling units using the acoustic and diving methods (Zenonea et 120 

al., 2017). The change in patterns of fish schools and macroalgal canopies could be detected over a larger 121 

area in a shorter time using the acoustic method compared to visual observations by diving.  122 

Therefore, we aimed to estimate the spatial distribution of macroalgal canopies simultaneously with 123 

that of fish schools in the vicinity, using the acoustic method combined with visual observation in the 124 

coastal waters where sea desertification occurred. First, we tested whether macroalgae would subsequently 125 

disappear with excessive grazing pressure, even if the temperature remained suitable for macroalgal growth. 126 

Then, we hypothesized that the distribution patterns of fish schools would change after the disappearance 127 

of macroalgae due to the loss of suitable habitats; the number of fish schools would decrease in the nearby 128 

deeper waters in addition to the shallower waters where macroalgae grow.  129 

 130 
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Fig. 1 Annual mean sea surface temperature of the southeastern and western coastal waters of the Iki Island 131 

from years from 1982 to 2020. The black and gray lines indicate the southeastern and western coastal waters, 132 

respectively (Fukuoka Regional Headquarters, Japan Meteorological Agency, 2022). The horizontal axis 133 

shows the year, and the vertical axis shows the water temperature in degrees. 134 

 135 

Materials and Methods 136 

Data collection 137 

Surveys were conducted at the southern coastal site of Iki Island, Nagasaki, Kyushu, the southwestern 138 

mainland of Japan (Fig. 2a), where large macroalgal canopies were observed before the first survey. We 139 

conducted four surveys: November 24, 2017 (late autumn), January 29, 2018 (winter), and November 27, 140 

2018 (late autumn), February 20, 2019 (winter). We conducted the acoustic survey during the daytime from 141 

10 am to 2 pm, which was at least two hours after the sunrise and before the sunset to avoid the transition 142 

periods of most fish. During the surveys, we first set a transect line for visual observation on the seafloor 143 

using a 100 m long tape measure to identify benthic aquatic biota. The maximum depth of the survey lines 144 

was less than 15 m, which is suitable for the habitat of most macroalgae in the area and for the safety of the 145 

divers. Then, we measured the maximum height of the macroalgae and took photographs in each 1 m2 146 

quadrant at each meter mark along the transect lines, to record information on the vegetation and topography. 147 

Visual observation surveys along the transect line were omitted in November 2018 due to the disappearance 148 

of large macroalgae, which were recorded by divers prior to conducting acoustic surveys. Subsequently, 149 

we collected acoustic data three times along the line using a portable scientific echosounder (DT-X extreme, 150 

BioSonics Inc., Seattle, WA, USA) at a frequency of 200 kHz with an internal differential global positioning 151 

system on a boat (3.4 t). The transducer was attached to the end of a stainless steel pole fixed to the side 152 

gunwale of the boat, and positioned 0.5 m below the sea surface (Fig. 2b). Specifications for data collection 153 

from the echosounder during the surveys are given in Table 1. Acoustic data, along with the latitude and 154 

longitude information, were recorded on a laptop computer (Toughbook CF-31, Panasonic Co., Kadoma, 155 

Osaka, Japan) connected to the echosounder. The speed of the survey boat was approximately 3 knots (1.54 156 

m/s) to reduce the formation of air bubbles in the seawater. Following the acoustic survey for the visual 157 

observation lines, we collected acoustic data along the transect lines, which were set approximately 158 
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perpendicular to the shoreline with horizontal distance intervals of 100-200 m except for the first survey in 159 

autumn 2017 (Fig. 2 a). The portable scientific echosounder was calibrated before or after the surveys using 160 

a 38.1 mm diameter tungsten carbide calibration sphere (Demer et al., 2015). 161 

In addition, we set a water temperature logger (TidbiT V2, Onset Computer Co., Bourne, MA, USA) 162 

on the seafloor (approximately 10 m water depth) near the study area and recorded the data at 30-min 163 

intervals from 26 September, 2017 to 13 March, 2019.  164 

 165 

Fig. 2. (a) Survey area and transect lines in the coastal waters of Iki Island, Nagasaki, southwestern Japan. 166 

The gray lines in the four maps on the right represent the transect lines of the acoustic method; the shorter 167 

black lines represent transect lines of both visual and acoustic methods. (b) Conceptual diagram of direct 168 
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and acoustic observations along survey lines. Divers observed the macroalgae along the visual transect lines 169 

set on the seafloor using 1 m2 quadrat, the images above the seafloor line show the macroalgae 170 

photographed by divers. (c) An example echogram of the seafloor, macroalgae, and fish schools. The 171 

horizontal axis indicates the number of pings collected by the echosounder, and the vertical axis indicates 172 

the water depth. The dashed line indicates the strongest backscattering strength, and the black solid line 173 

indicates half the pulse length distance above the dashed line, which was used as the boundary between the 174 

seafloor and the macroalgae, and the white solid line indicates the boundary between the macroalgae and 175 

the seawater. The distance between the white and black solid lines indicates the height of the macroalgal 176 

canopy. The green polygons indicate fish schools detected by the acoustic method. 177 

Table 1. Specifications of the scientific echosounder used in the surveys. 178 

Specification   

Beam type  Split 

Frequency (kHz)  200 

Power (W)  1000 

Pulse length (ms)  0.5 

Ping interval (s)  0.2 

−3 dB beam width (degree)  6.8 

2-way beam angle (dB) −20.97 

Digital sampling frequency (kHz)  75 

Radius of transducer (m)  0.09 

System noise (dB) −140 

 179 

Data analysis 180 

Visual observation data collected by divers were classified as macroalgal canopy or bare ground based 181 

on macroalgal cover and maximum height. We classified a macroalgal assemblage as a canopy if the 182 

maximum height was >0.2 m as the large sized macroalgae Ecklonia spp. and Sargassum macrocarpum C. 183 

Agardh 1820 dominated in this area. The mean height and the occurrence rate of macroalgal canopies >0.2 184 

m in height along the visual observation transect line was calculated during each survey, except for the one 185 

in November 2018 survey when the macroalgae disappeared.  186 
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With respect to the collected acoustic data, the recorded volume backscattering strength (Sv) data 187 

were exported according to each resolution pixel along the transect lines using Echoview (Ver. 5.3, 188 

Echoview Software Pty Ltd. Hobart, Tasmania, Australia). Because echoes from seawater are significantly 189 

weaker than those from the seafloor or seaweed due to the absence of hard objects (Horne, 2000), the 190 

seafloor was set as the strongest value, and the maximum difference value (ΔSv) of two adjacent pixels 191 

above the seafloor was set as the boundary of the seawater. To obtain the Sv value of macroalgal meadows 192 

in survey areas, we calculated the average value of 30 pings where macroalgae were observed by direct 193 

observation. The threshold between seawater and macroalgae was -71.63 dB, and the strongest value 194 

considered as the seafloor was -9.40 dB. In addition, since the dead zone near the seafloor is usually defined 195 

as half the pulse length (Ona and Mitson, 1996), we excluded the 37.5 cm distance in the surveys calculated 196 

based on the 0.5 ms pulse length. Thus, the line 37.5 cm above the strongest value line was considered the 197 

bottom line of the macroalgal meadow. The lines were identified using Echoview software (Fig. 2(c)). 198 

Finally, the height of the macroalgal canopy (H) was defined as the distance between the seafloor minus 199 

half of the pulse length distance and the seawater. In addition, the near-field zone of the transducer near the 200 

surface was excluded from the analysis because the acoustic pressure was unstable. The distance threshold 201 

(rend, m) for an accurate measurement was calculated using the following formula (Medwin and Clay, 202 

1998):  203 

rend = πR2/λ (1) 204 

where R is the radius of the transducer (0.09 m), λ is the wavelength (approximately 0.01 m); thus, 205 

rend was calculated to be approximately 3.3 m. In addition, we summed up 0.5 m for the transducer depth 206 

and 0.375 m for the pulse resolution; thus, we excluded the collected acoustic data in water depth less than 207 

4.2 m before the analyses. Then, the water depth during each survey was calibrated by the tide level to low 208 

tide; it was from 2.5 m when we excluded the acoustic data less than 4.2 m. Subsequently, the start and end 209 

ping numbers were exported to each 1 m grid along the transect lines, and the mean values of H were 210 

calculated for each 1 m of the horizontal distance. Because high-relief rocks (≥0.20 m) were rarely observed 211 

in the surveys, if H was greater than 0.2 m, we defined it as macroalgae, otherwise it was classified as 212 

barren seafloor. We only analyzed macroalgae larger than 0.2 m because our focus was on the change 213 

pattern of large macroalgae; however, other methods are available for the accurate analysis to accurately 214 

analyze macroalgae smaller than 0.2 m (Shao et al., 2021). 215 
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The school detection feature of Echoview was used to detect fish schools. First, we set the minimum 216 

length and height of the candidate size in Echoview, and Echoview detected the minimum size of an echo 217 

as a candidate for a school, excluding those smaller than this value from detection. We then set the 218 

maximum vertical and horizontal link distance to decide the neighboring school as a single school if two 219 

echoes were closer than the predetermined distance. Echoview detected a school from the remaining 220 

candidate echoes by size by setting the minimum total school length. Our goal was also to identify small 221 

schools during the surveys, so parameters with small values were selected, as shown in Table 2. 222 

To clarify the changes in the fish schools from the autumn of 2017 to the winter of 2019 in the shallow 223 

coastal waters, the average number of fish schools was calculated along the visual transect lines at every 1 224 

km distance. In addition, the number of fish schools (schools/km) was also calculated along the entire 225 

acoustic transect lines from winter 2018 to winter 2019 to clarify the changes in the study area. The numbers 226 

along each transect line were also extracted and we performed the non-parametric Steel-Dwass test using 227 

R (Ver. 3.6.3, R Core Team, 2020) to check and discuss the differences between the different surveys. In 228 

addition, the characteristics of the schools detected in all the surveys were exported in the comma-separated 229 

value file format. Fish school characteristics were categorized into energetic, morphological, and positional 230 

types, as the classification descriptor has been previously reported to be influential (Reid et al., 2000; Charef 231 

et al., 2010; Kang et al., 2011). Energetic characteristics included mean Sv. Positional characteristics 232 

included water depth and school depth. Morphological characteristics included corrected length, height, 233 

perimeter, and area. To understand the relation distance between fish schools and macroalgae, we used 234 

ArcGIS software to calculate the closest distance of fish schools from all surveys to the macroalgae 235 

observed in winter 2018. Additionally, we performed the nonparametric Steel-Dwass test between surveys 236 

using the free R software between surveys to estimate annual and seasonal changes in terms of the presence 237 

and absence of macroalgal canopies. 238 

In addition, to show the distribution pattern along different bottom depths, the proportion of 239 

macroalgal canopies present, density, Sv, and perimeter of fish schools were calculated for each 5 m water 240 

depth range of each survey. Because we excluded acoustic data near the sea surface, the depth range below 241 

5 m in this study was 2.5-5 m. 242 

The average water temperature of each day during the recording period was calculated. In addition, 243 

we used the sea surface temperature (SST) data from 1982 to 2020 of Iki Channel, the eastern coastal waters 244 
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of Iki Island from FRH, JMA, 2022, and calculated the annual average SST anomaly with respect to the 245 

average temperature. 246 

 247 

Table 2. Parameters for fish school extracted from acoustic data in Echoview software. 248 

Parameter   

Minimum data threshold (dB)  −65 

Minimum total school length (m) 3 

Minimum total school height (m) 1 

Minimum candidate length (m) 2 

Minimum candidate height (m) 1 

Maximum vertical linking distance (m) 1 

Maximum horizontal linking distance (m) 2 

Results 249 

Macroalgal canopies along visual observation lines 250 

Illustrative images of the macroalgal conditions visually observed during the four surveys are shown 251 

in Fig. 3. Large macroalgae (Ecklonia spp. and S. macrocarpum) dominated the study area, forming dense 252 

macroalgal canopies in the autumn of 2017 and in the winter of 2018 (Fig. 3). Mean heights of macroalgal 253 

canopies along the visual observation transect lines were 0.37 and 0.39 m in the autumn of 2017, and 0.54 254 

and 0.48 m in the winter of 2018, by visual observation and acoustic method, respectively (Fig. 4a). Only 255 

a few stems were observed in the autumn 2018 survey, and fish bite marks were observed by divers. In the 256 

winter of 2019, a few small-sized juveniles were observed, while no large-sized adult macroalgal 257 

individuals > 0.2 m in height were observed (Fig. 3). These observations indicated the disappearance of 258 

large macroalgae. The mean height of large-sized macroalgae estimated by the acoustic method was 0.25 259 
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m in the autumn of 2018, which was less than that in the autumn of 2017, and 0.24 m in the winter of 2019, 260 

which was less than that in the winter of 2018.  261 

The presence rate of macroalgal canopies was 99% in the autumn of 2017 and 96% in the winter of 262 

2018 by visual observation, which is similar to the presence rate observed by the acoustic method along the 263 

visual transect lines in both the surveys (99%). The presence rate of macroalgal canopies estimated 264 

acoustically was 3% in the autumn of 2018 and 5% in the winter of 2019 (Fig. 4). 265 

 266 

 267 

Fig. 3. Distribution of macroalgae and fish schools along transect lines during the four surveys conducted 268 

from 2017 to 2019. Gradient blue color indicates water depth of the survey area, light green bars indicate 269 

the height of macroalgae along visual lines, and dark green indicates the height along acoustic lines. Closed 270 

circles in orange color indicate perimeter size of fish schools along visual lines, and closed circles in red 271 

indicate the size along acoustic lines. Photos on the right side of the maps show the condition of the 272 

macroalgae of each survey by visual observation. 273 
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 274 

Fig. 4. (a) Height and (b) presence rate of macroalgae along visual observation lines by visual observation 275 

and the acoustic method. (a) Heights of each 1 m2 are shown by the box plot, the box is drawn from Q1 to 276 

Q3 with a horizontal line indicating the median. (b) Presence rates along the survey lines are shown by the 277 

vertical bars. Shaded areas filled with lines represent results obtained by visual observation, and areas filled 278 

with dots represent results obtained by the acoustic method.  279 

Presence of macroalgal canopies and fish schools  280 

The spatial distribution of macroalgal canopies and fish schools along the visual and acoustic transect 281 

lines is shown in Fig. 3. The presence rate of macroalgal canopies and the number of fish schools detected 282 

by the acoustic method along the visual observation transect lines are shown in Fig. 5a and along the total 283 

transect lines throughout the study area are shown in Fig. 5b. The total distance of acoustic transect lines 284 

in the study area was 4.13 km in January 2018, 5.69 km in November 2018, and 3.62 km in February 2019. 285 

The number of fish schools was the highest in the autumn of 2017 and the lowest in the winter of 2019. 286 

The number of fish schools in the autumn was higher than that in the winter of the following year during 287 

the study period. The number of fish schools in the winter of 2018, when macroalgae were observed, was 288 

higher than that in the winter of 2019, when sea desertification occurred (Fig. 5a). The same trend was also 289 

observed in the late autumn: more fish schools were observed when macroalgae occurred than when sea 290 

desertification occurred (Fig. 5a). The number of fish schools in the autumn of 2018 was higher than in the 291 

winter of the following year, when the presence rate of macroalgal canopies was both < 5% (Fig. 5b), and 292 
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a significant difference was found between the two surveys (Steel-Dwass test, p < 0.001). In addition, the 293 

number of fish schools in the winter of 2018, when macroalgae were observed, was higher than that in 2019, 294 

when coastal desertification occurred, and a significant difference was found between the two surveys 295 

(Steel-Dwass test, p < 0.05). 296 

The main species of fish schools observed along the transect lines during visual observation by diving 297 

were Halichoeres tenuispinis (Günther, 1862), and small sized undetermined species of Clupeidae in 298 

January 2018, and Girella punctata Gray,1835, Siganus fuscescens (Houttuyn, 1782), H. tenuispinis in 299 

November 2018. 300 

 301 

Fig. 5. Presence rate of macroalgae and density of fish schools using the acoustic method along (a) the 302 

visual observation line and (b) the entire transect line. Shaded bars filled with dots represent the presence 303 

rate of macroalgae (left vertical axis) and the white bars represent fish density (number of fish schools per 304 

km, right vertical axis). 305 

Characteristics of fish schools  306 

Fish school characteristics along the entire survey line are shown in Fig. 6. The mean Sv of the winter 307 

2018, when macroalgae were observed, had a value of −51.1 dB, which was lower than that of autumn 2018 308 

(-47.3 dB, Steel-Dwass test, p < 0.001) and lower than that of winter 2019 (-42.8 dB, Steel-Dwass test, p < 309 

0.001), when sea desertification occurred. No significant difference was observed between the autumn of 310 

2018 and the winter of 2019 after sea desertification.  311 
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For both water depth and fish school depth, the observed values in the late autumn of 2018 were less 312 

than those in the winter of 2019 (Steel-Dwass test, p < 0.01) after the macroalgae disappeared. While the 313 

water depth of fish schools in the autumn of 2018 was less than that in the winter of 2018 (p < 0.05), no 314 

significant difference in water depth was observed between them. The closest distance to the macroalgal 315 

canopies was less than 262 m and had the same trend as the water depth. Significant differences in 316 

morphological parameters of fish schools were observed between winter and autumn 2018, autumn 2018 317 

and winter 2019 (Steel-Dwass test, p < 0.05), except for the height between the winter of 2018 and 2019. 318 

No significant differences in morphological parameters were observed between autumn 2018 and winter 319 

2019, after the disappearance of macroalgae.  320 

The presence rate of macroalgal canopies and the number of fish schools based on water depth at 5 m 321 

intervals are shown in the upper part of Fig. 7. The presence rate of macroalgae decreased with increasing 322 

water depth in all surveys. The number of fish schools was highest in the 15-20 m water depth range in 323 

winter 2018, and in the 25-30 m water depth range in 2019. The number of fish schools decreased in all 324 

water depth ranges after the macroalgae disappeared in winter. More than 90% of the fish schools detected 325 

in late autumn were distributed in water depths less than 20 m, and they tend to be distributed in shallower 326 

coastal waters in late autumn than in winter, as described above. The mean Sv of fish schools at 5 m water 327 

depth intervals are shown in the middle part of Fig. 7. The mean Sv of fish schools was the highest for 328 

water depth intervals of 5-10 m, and it was similar for water depth intervals of > 10 m in the winter of 2018. 329 

The mean Sv was similar for water depth intervals of < 15 m, and it was higher for water depth intervals of 330 

> 15 m in autumn 2018. The Sv value was similar for water depth intervals of 5-25 m, and it was higher 331 

than the left range in winter 2019. The perimeter of fish schools at 5 m water depth intervals is shown in 332 

the lower part of Fig. 7. The perimeter size of fish schools < 15 m was larger than > 15 m in the winter of 333 

2018, which is a trend that is similar to the mean Sv. The perimeter size was the largest at 10-15 m water 334 

depth in the autumn of 2018 and the winter of 2019 after the disappearance of macroalgae.  335 
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 336 

Fig. 6. Box plots of various acoustic characteristics of fish schools. Fifty percent of the samples (box) and 337 

the first and third quartiles (bars) are shown. The horizontal line in the box indicates the median value. The 338 

horizontal axis shows the survey times and the vertical axis show Sv, bottom depth, fish school depth, 339 

closest distance to the macroalgae, length, thickness, perimeter, and area of fish schools respectively. * 340 

(asterisk) indicates a statistically significant difference; n.s. indicates a statistically insignificant difference. 341 
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 342 

Fig. 7. Macroalgae and fish schools based on a water depth of 5 m intervals observed during the surveys in 343 

(a) winter 2018, (b) autumn 2018, and (c) winter 2019. Presence rate of macroalgae (dotted bars) and 344 

number of fish schools (empty bars) in the top panels, Sv in the middle panels, and perimeter in the bottom 345 

panels. The horizontal axis indicates water depth, the left vertical axis indicates the presence rate of 346 

macroalgae, and the right vertical axis indicates the density of fish schools in the top panels. 347 

Water temperature  348 

The mean water temperature recorded daily during the study period, as shown in Fig. 8 (a), was 19.5 349 

and 19.9 °C during the autumn surveys in 2017 and 2018, respectively, while it was 14.1 and 14.8 °C during 350 

the winter surveys in 2018 and 2019, respectively. The highest mean water temperature recorded on a daily 351 

basis was 26.9 °C, and the highest temperature recorded on a 30-minute basis was 27.9 °C. The annual 352 
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mean SST anomaly with respect to the mean temperature from 1982 to 2020 is shown in Fig. 8 (b); the 353 

mean sea surface temperature in 2017 was higher than that in 2018; the highest temperature was observed 354 

in 1998, and since then, generally high temperatures have been observed frequently. 355 

 356 

 357 

Fig. 8. (a) Mean daily water temperature from September 2017 to March 2019. Horizontal axis indicates 358 

the study period (year and month), vertical axis indicates the temperature. (b) Annual mean sea surface 359 

temperature anomaly value with respect to the mean temperature from 1982 to 2020 (original data are cited 360 

from Fukuoka Regional Headquarters, Japan Meteorological Agency, 2022). The gray bars above the 361 

horizontal axis indicate the water temperature higher than the mean value, and the white bars indicate the 362 

temperature lower than the mean value. The vertical and horizontal axes indicate the deviation in 363 

temperature and years, respectively.  364 

 365 

Discussion 366 

The mean height and presence rate of macroalgae observed using the acoustic method along the visual 367 

transect line were similar to those obtained by visual observation. This simple method of extracting the 368 
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height of macroalgae using the acoustic method showed the changing trend of large macroalgae over the 369 

study area. The presence rate was approximately 100% and the height of macroalgae increased along the 370 

visual observation transect lines from late autumn 2017 to winter 2018. The main species observed were S. 371 

macrocarpum and Ecklonia spp. They are reported to be perennial species that grow in the winter around 372 

the study area (Murase, 2001; Yatsuya et al., 2014b); therefore, the presence rates were similar, and the 373 

height was higher in January 2018 than that in November 2017, reflecting their life cycle under the suitable 374 

conditions. In contrast, only a few stems of macroalgae were visually observed in the late autumn of 2018, 375 

indicating excessive natural degradation. The highest temperature recorded by the data logger near the 376 

survey area in 2018 was 27.9 °C, which was lower than the growth limiting temperature of Ecklonia spp. 377 

and S. macrocarpum (28 °C and 30 °C, respectively; Murase, 2001 and 2010). In the summer 2013, there 378 

were 20 days with water temperatures above 28 °C, and the average temperature was about 2 °C higher 379 

than that recorded from 2006 to 2012. Therefore, it was speculated that the higher temperature was the main 380 

reason for the decline of macroalgae near the study area around Iki Island in summer 2013, as reported by 381 

Yatsuya et al., (2014a). However, since the highest temperature in 2018 was similar to the recorded mean 382 

temperature, i.e., < 28 °C, which was also lower than several extreme marine heat incidents events that 383 

occurred in the years since1998, we consider that the water temperature was not the direct reason for the 384 

sudden decline of the macroalgae.  385 

Fish bite marks were observed on macroalgae during visual observations in autumn 2018. Kyphosus 386 

spp., Siganus spp. and Calotomus japonicus (Valenciennes, 1840) have been reported as the main species 387 

responsible for the overgrazing of macroalgae in Japan (Vergés et. al., 2014). Among them, the herbivorous 388 

fish S. fuscescens, which feeds on macroalgae, was observed during our surveys. K. bigibbus was observed 389 

in some fishing ports of Iki Island, and seasonal variations in its school were revealed (Kadota et al., 2017a), 390 

they may migrate in some seasons. Excessive grazing pressure from fish has also been suggested as a cause 391 

of macroalgal decline in coastal waters in near the study area in the late autumn of 2013, when marine heat 392 

occurred in summer and water temperature decreased to a suitable level for macroalgal recovery in autumn 393 

(Yatsuya et al., 2014a; Kiyomoto et al., 2021). The hypothesis that macroalgae would subsequently 394 

disappear even if temperatures remained suitable for macroalgal growth throughout the year was confirmed 395 

by their disappearance before autumn 2018. Herbivorous fishes may have migrated to this area for grazing 396 

as the macroalgae declined in other coastal waters surrounding the island. Further studies on the migration 397 
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of herbivorous fishes and the clarification of the population distribution, with the knowledge of the 398 

surrounding environment are also needed, especially since the water temperature of Japanese coastal waters 399 

has increased by about 1.19 °C over the past 100 years with the annual fluctuations (JMA, 2022).  400 

Regarding the distribution characteristics of fish schools over the area, although detected numbers of 401 

fishes presented within the macroalgal canopies may have been underestimated by the acoustic method, 402 

more fish schools were detected in the presence of macroalgae than in their absence. Therefore, we 403 

considered that the total number of fish schools decreased with the disappearance of macroalgae. This 404 

observation was similar to the results of visual observations, which suggested that the number of fish was 405 

higher in macroalgal canopies than in a barren area in the northern coastal waters of Japan (Nakamura, 406 

2018; Kadota et al., 2017b). The main observed species that declined after macroalgae disappeared over 407 

the year were G. punctata, Prionurus scalprum Valenciennes, 1835, and Thalassoma cupido (Temminck 408 

& Schlegel, 1845) (Nakamura, 2018); G. punctata was observed during visual observation surveys, and all 409 

three species were observed and reported in Iki coastal waters (Dotsu, 1977). Macroalgae were important 410 

for some reef fishes in other temperate and tropical coastal waters (Levin & Hay, 1996; Fulton et al., 2019; 411 

Hinz et al., 2019). Therefore, we consider that fish schools formed by certain fishes around macroalgal 412 

canopies decreased soon after macroalgae declined during winter in this coastal water. In contrast, lower 413 

mean Sv values and smaller fish school sizes were observed in the presence of macroalgae compared to the 414 

absence of macroalgae. Mean Sv value could reflects fish biomass (Simmonds & MacLennan, 2005), so 415 

we considered that the proportion of fish schools with low biomass decreased. Macroalgal canopies are 416 

more important for juvenile fishes in some coastal waters (Cheminée et al., 2017; Hinz et al., 2019); 417 

therefore, more fish schools with low biomass formed by juvenile fishes with small size were likely detected 418 

by the echosounder near macroalgal canopies. We considered that juvenile fishes forming small schools 419 

had probably moved to other areas due to the loss of feeding and hiding places. The proportion of fish 420 

species probably changed after the disappearance of the macroalgae. The small size and low Sv value of 421 

fish schools detected by the echosounder could indicate distribution patterns in a larger area of coastal 422 

desertification.  423 

The number of fish schools observed in the late autumn was higher than that in the following winter, 424 

regardless of the presence or absence of macroalgae along the visual and acoustic observation line. The 425 

water temperature near the survey area was approximately 20 °C in the late autumn of 2017 and 2018, and 426 
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14 °C in the winter of 2018 and 2019, which is consistent with previous studies: more fishes were observed 427 

in the late autumn than in the winter in other temperate coastal waters (Hagan and Able, 2003; Masuda, 428 

2008), and an increase in water temperature was considered a reason for the higher number of fish schools 429 

in the autumn than in the winter. While no significant difference in Sv and size was found between the 430 

autumn of 2018 and the winter of 2019 after macroalgae disappeared, some schools with larger sizes and 431 

biomass compared to macroalgae were probably presented throughout the year. S. fuscescens was observed 432 

by diving in the shallow waters in autumn 2018, and S. fuscescens has been reported not to migrate from 433 

the coastal waters of Nomozaki, Nagasaki (Yamaguchi et al., 2006), which is near the study area; therefore, 434 

some herbivorous fishes with higher biomass were probably resident in the barren area during the winter 435 

season. Similar patterns of fish density across independent sampling units using acoustic and diving 436 

methods have been reported (Zenonea et al., 2017), and the acoustic method revealed a seasonal variation 437 

pattern in which macroalgae were irregularly present or absent in this study. 438 

Fish schools were distributed in shallower water in autumn than in winter, and mean Sv was larger in 439 

shallower water, indicating that more fish schools with higher biomass were distributed in shallower water 440 

in autumn. S. fuscescens and G. punctata schools were observed by diving in the shallow water in autumn 441 

2018. S. fuscescens tended to move to shallower water more frequently when the water temperature was 442 

above 20 °C, as revealed by a biotelemetry method off the nearby coastal waters of Nagasaki (Yamaguchi 443 

et al., 2006), and G. punctata at about 17 °C in southern Japan (Saburomaru et al. 1984). More fishes tend 444 

to move to shallow waters in the autumn than in the winter as the higher temperature in the survey area. 445 

Siganus spp. has been reported as the species that overgraze macroalgae in Japan (Vergés et al., 2014), and 446 

the mean Sv value may could also represent the density of macroalgae-feeding fish schools around the 447 

macroalgal canopies combined with the direct observation, the further quantitative estimation is expected 448 

based on the target strength by species.  449 

The number of fish schools decreased in all water depth ranges after the disappearance of macroalgae, 450 

we considered fish schools in deeper waters in addition to shallower waters where macroalgae growth also 451 

benefits from macroalgal canopies. As some fish species including macroalga-feeding ones tend to be 452 

distributed in deeper water during winter as discussed above; thus, the decline in macroalgae is likely to 453 

have affected fish schools in deeper waters. In addition, several studies have investigated the influence ray 454 

of artificial reefs, the influence ray of a reef on fishes can be 300 m or more (Soldal et al., 2002; Kang et 455 
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al., 2011), which is larger than the value of the largest nearest distance (262 m) in this study. Further studies 456 

of the influence ray of macroalgae over a larger area and a wider range of water depths are expected. The 457 

Sv values and perimeter of fish schools at 5-10 m water depth were the largest in winter 2018, larger values 458 

< 15 m in autumn 2018, suggesting that the biomass of each school was the largest in this range, and this 459 

water depth range has the potential for the removal of macroalgae-feeding fishes, including commercially 460 

important fish catches combined with species discrimination. Unfortunately, the acoustic data below 2.5 m 461 

water depth were limited, and the information on very shallow water was insufficient, it could only 462 

represent results deeper than 2.5 m. Further studies on fishes distributed shallower than 2.5 m water depth 463 

range are expected. 464 

In conclusion, macroalgae were observed in the study area until the spring of 2018, while they 465 

disappeared before the autumn, even the water temperature was more suitable for macroalgal growth than 466 

several extreme marine heat events that occurred in previous years when they were in growth. This was 467 

considered as attributed to the excessive grazing by herbivorous fishes following the disappearance of 468 

macroalgal canopies in other nearby coastal areas. The fish schools observed by diving in shallow water 469 

and the acoustic characteristics of fish schools over the study area changed after the disappearance of the 470 

macroalgae; therefore, the distribution patterns and even the species proportions surrounding the 471 

macroalgal canopies, including deeper waters, could be altered with long-term ocean warming, with the 472 

shift proceeding to a distant area, although annual temperature fluctuations were observed. In addition, we 473 

obtained the distribution and school characteristics along with the various water depths, which could lead 474 

to more effective conservation plans for coastal macroalgal ecosystems. Further studies on changes in the 475 

distribution of certain species are also expected for the assessment and the recovery of coastal macroalgal 476 

canopies. In recent years, certain subtropical macroalgal species have been observed only in the spring 477 

season, in contrast to other native species have been observed throughout the year in some temperate coastal 478 

waters due to ocean warming. Thus, assessing the changing patterns of fish schools by species, in relation 479 

to the distribution of various types of macroalgal canopies over larger study areas, is expected to improve 480 

the sustainability of the coastal resources and ecosystems with the ocean warming.  481 

 482 

Author Contributions 483 



23 

 

Conceptualization, H.S.; methodology, H.S.; software, H.S.; validation, H.S. and S.K.; formal analysis, 484 

H.S.; investigation, H.S., S.K., T.K. M.N. and H.Y.; resources, H.S., S.K., T.K. and H.Y.; data curation, 485 

H.S.; writing—original draft preparation, H.S.; writing—review and editing, S.K., Y.K., T.K., K.M. and 486 

K.M.; visualization, H.S.; supervision, S.K., K.M. and K.M.; project administration, S.K., M.N and H.S.; 487 

funding acquisition, H.S. All authors have read and agreed to the published version of the manuscript. 488 

Funding 489 

This study was funded by the Research Grant of Hirose Foundation and Research Grant of Japan Fisheries 490 

Research and Education Agency (FRA). 491 

Data Availability Statement 492 

Not applicable. 493 

Acknowledgments 494 

This research was partially supported by the Research Grant of the Hirose Foundation and the Research 495 

and Development Infrastructure Enhancement grant of the Seikai National Fisheries Research Institute, 496 

Japan Fisheries Research and Education Agency (FRA). We thank our colleagues from Japan FRA, 497 

especially Dr. Hideaki Yamada, who provided their insights and expertise, which greatly enabled the 498 

research. We thank the Gonoura Fishery Cooperative and the Farming Center of Iki City, Nagasaki, Japan, 499 

for their assistance in field surveys. We also thank the anonymous reviewers for their helpful suggestions. 500 

Conflicts of Interest 501 

Not applicable. 502 

References 503 

Anderson, J. T., D. V. Holliday, R. Kloser, D. G. Reid & Y. Simard, 2008. Acoustic seabed classification: 504 

current practice and future directions. ICES Journal of Marine Science 65: 1048–1011.  505 

Boswell, K. M., M. P. Wilson & C. A. Wilson, 2007. Hydroacoustics as a tool for assessing fish biomass 506 

and size distribution associated with discrete shallow water estuarine habitats in Louisiana. Estuaries and 507 

Coasts 30: 607–617. 508 

Brown, C. J., S. J. Smith, P. Lawton & J. T. Anderson, 2011. Benthic habitat mapping: A review of progress 509 

towards improved understanding of the spatial ecology of the seafloor using acoustic techniques. Estuarine, 510 

Coastal and Shelf Science 92: 502–520. 511 



24 

 

Charef, A., S. Ohshimo, I. Aoki & N. A. Absi, 2010. Classification of fish schools based on evaluation of 512 

acoustic descriptor characteristics. Fisheries Science 76: 1–11.  513 

Cheminée, A., J. Pastor, O. Bianchimani, P. Thiriet, E. Sala, J. M. Cottalorda, J. M. Dominici, P. Lejeune 514 

& P. Francour, 2017. Juvenile fish assemblages in temperate rocky reefs are shaped by the presence of 515 

macroalgal canopy and its three-dimensional structure. Science Reports 7: 1–11. 516 

Demer, D., L. Berger, M. Bernasconi, E. Bethke, K. Boswell, D. Chu & R. Domokos, 2015. Calibration of 517 

acoustic instruments. Cooperative Research Reports No. 326, 133 pp. 518 

Dotsu, Y., 1977. Fishes of the Island of Iki. In Natural history of the Island of Iki. Nagasaki Biological 519 

Society, Eds. Showado Inc: Nagasaki, Japan, 1977. pp.283–310. 520 

Fujita, D., 2010. Current status and problems of isoyake in Japan. Bulletin of Fisheries Research Agency 521 

32: 33–42. 522 

Fulton, C. J., C. Berkström, S. K. Wilson, R. A. Abesamis, M. Bradley, C. Åkerlund, L. T. Barrett, A. A. 523 

Bucol, … & P. Tinkler, 2020. Macroalgal meadow habitats support fish and fisheries in diverse tropical 524 

seascapes. Fish and Fisheries 21: 700–717. 525 

Fukuoka Regional Headquarters, Japan Meteorological Agency (FRH, JMA), 2022. URL 526 

https://www.data.jma.go.jp/fukuoka/kaiyo/kaikyo/mean_sst/index_fk.html 527 

Gianni, F., F. Bartolini, A. Pey, M. Laurent, G. M. Martins, L. Airoldi & L. Mangialajo, 2017. Threats to 528 

large brown algal forests in temperate seas: the overlooked role of native herbivorous Fish. Science Reports 529 

7, 6012.  530 

Godlewska, M., K. Izydorczyk, Z. Kaczkowski, A. Jóźwik, B. Długoszewski, S. Ye, Y. Lian and J. Guillard, 531 

2015. Do fish and blue-green algae blooms coexist in space and time? Fisheries Research 173: 93–100. 532 

Hagan, S. M. & K. W. Able, 2003. Seasonal changes of the pelagic fish assemblage in a temperate estuary. 533 

Estuarine, Coastal and Shelf Science 56: 15–29. 534 

Hinz, H., O. Reñones, A. Gouraguine, A. F. Johnson & J. Moranta, 2019. Fish nursery value of algae 535 

habitats in temperate coastal reefs. PeerJ 7, e6797. http://doi.org/10.7717/peerj.6797 536 

Horne J. K., 2000. Acoustic approaches to remote species identification: a review. Fish Oceanography 9: 537 

356-371.  538 

Japan Meteorological Agency (JMA), 2022. URL 539 

https://www.data.jma.go.jp/gmd/kaiyou/data/shindan/a_1/japan_warm/japan_warm.html 540 

Jueterbock, A., L. Tyberghein, H. Verbruggen, J. A. Coyer, J. L. Olsen & G. Hoarau, 2013. Climate change 541 

impact on seaweed meadow distribution in the North Atlantic rocky intertidal. Ecology and Evolution 3: 542 

1356–1373. 543 

Kadota, T., S. Kiyomoto, H. Fukuda & T. Yoshimura, 2017a. Temporal patterns of aggregation formation 544 

around wave-dissipating blocks in the grey sea chub Kyphosus bigibbus. Nippon Suisan Gakkai Shi 83: 545 

74–76. (in Japanese) 546 

Kadota, T., S. Kiyomoto, M. Nakagawa, K. Yatsuya & T. Yoshimura, 2017b. Fish assemblage associated 547 

with a spring macroalgal bed off western Nishi-Sonogi Peninsula, Nagasaki, Japan. Japanese Journal of 548 

Ichthyology 64: 145–156. (in Japanese with English abstract) 549 

Kang. M., T. Nakamura & A. Hamano, 2011. A methodology for acoustic and geospatial analysis of diverse 550 

artificial-reef datasets. ICES Journal of Marine Science 68: 2210–2221. 551 



25 

 

Kamimura, K. & J. Shoji, 2009. Seasonal changes in the fish assemblage in a mixed vegetation area of 552 

seagrass and macroalgae in the Central Seto Inland Sea. Aquaculture Science 57: 233–241. 553 

Kiriyama, T., Fujii, A., Yoshimura, T., Kiyomoto, S. & T. Yotsui, 1999. Leaf-lost phenomenon observed on 554 

three Laminariaceous species in coastal waters around Nagasaki Prefecture in autumn 1998. Suisanzoshoku 555 

47, 319-323. (in Japanese with English abstract) 556 

Kiyomoto, S., T. Kadota, T. Taneda & T. Yoshimura, 2018. Transition of seaweed bed along the western 557 

coast of Kyushu. Aquabiology 40: 210–219. (in Japanese with English abstract) 558 

Kiyomoto, S., H. Yamanaka, T. Yoshimura, K. Yatsuya, H. Shao, T. Kadota & A. Tamaki, 2021. Long-term 559 

change and disapperance of Lessoniaceae marine forests off Waka, Ikishima Island, northernwestern 560 

Kyushu, Japan. Nippon Suisan Gakkai Shi 87: 642–651. (in Japanese with English abstract) 561 

Levin, P. S. & M. E. Hay, 1996. Responses of temperate reef fishes to alterations in algal structure and 562 

species composition. Marine Ecology Progress Series 134: 37–47. 563 

Mann, K. H., 1973. Seaweeds: Their productivity and strategy for growth. Science 182: 975–981. 564 

Mann, K. H., 1982. Kelp, sea urchins and predators: a review of strong interactions in rocky ecosystems of 565 

eastern Canada, 1970-1980. Netherlands Journal of Sea Research 16: 414–423. 566 

Masuda, R., 2008. Seasonal and interannual variation of subtidal fish assemblages in Wakasa Bay with 567 

reference to the warming trend in the Sea of Japan. Environmental Biology of Fishes 82: 387–399. 568 

Medwin, H. and C. S. Clay, 1998. Fundamentals of acoustical oceanography. Academic Press, Boston. pp. 569 

142-143. 570 

Mehler, K., L. E. Burlakova, A. Y. Karatayev, Z. Biesinger, A. Valle-Levinson, C. Castiglione & D. Gorsky, 571 

2018. Sonar technology and underwater imagery analysis can enhance invasive Dreissena distribution 572 

assessment in large rivers. Hydrobiologia 810: 119–131. 573 

Minami, K., H. Yasuma, N. Tojo, S. Fukui, Y. Ito, T. Nobetsu & K. Miyashita, 2010. Estimation of kelp 574 

forest, Laminaria spp., distributions in coastal waters of the Shiretoko Peninsula, Hokkaido, Japan, using 575 

echosounder and geostatistical analysis. Fisheries Science 76: 729–736. 576 

Murase, N., 2001. Ecological study of Sargassum macrocarpum C. Agardh (Fucales, Phaeophyta). Journal 577 

of National Fisheries University 49: 131–212. 578 

Murase, N. The influence of high water temperature. In Monitoring and maintenance of seaweed beds. D. 579 

Fujita, N. Murase & H. Kuwahara, Eds. Seizando-shoten: Tokyo, Japan, 2010. pp.33–38. 580 

Nakamura, Y., 2018. Climate-induced changes in seaweeds and their associated fish fauna. In Climate 581 

change impact on macroalgal bed ecosystem. Aquabiology 40: 220–225. (in Japanese) 582 

Ona, E., Mitson, R.B., 1996. Acoustic sampling and signal processing near the seabed: the deadzone 583 

revisited. ICES J. Mar. Sci. 53, 677–690. 584 

Paul, M., A. Lefebvre, E. Manca & C. L. Amos, 2011. An acoustic method for the remote measurement of 585 

seagrass metrics. Estuarine, Coastal and Shelf Science 93: 68–79. 586 

Pehlke, C. & I. Bartsch, 2008. Changes in depth distribution and biomass of sublittoral seaweeds at 587 

Helgoland (North Sea) between 1970 and 2005. Climate Research 37: 135–147. 588 

R Core Team, 2020. R: A language and environment for statistical computing. R Foundation for Statistical 589 

Computing, Vienna, Austria. URL https://www.R-project.org/. 590 

Sabol, B. M., R. E. Melton, R. Chamberlain, P. Doering & K. Haunert, 2002. Evaluation of a digital echo 591 



26 

 

sounder system for detection of submersed aquatic vegetation. Estuaries and Coasts 25: 133–141. 592 

Saburomaru, T. & H. Tsukahara, 1984. The life story of Girella punctata gray on the northern coast of 593 

Fukuoka. Science bulletin of the Faculty of Agriculture, Kyushu University 39: 35–48. 594 

Serisawa, Y., Z. Imoto, T. Ishikawa & M. Ohno, 2004. Decline of the Ecklonia cava population associated 595 

with increased seawater temperatures in Tosa Bay, southern Japan. Fisheries Science 70: 189–191. 596 

Shao, H., K. Minami, H. Shirakawa, T. Maeda, T. Ohmura, Y. Fujikawa, N. Yotsukura, M. Nakaoka & K. 597 

Miyashita, 2017. Verification of echosounder measurements of thickness and spatial distribution of kelp 598 

forests. Journal of Marine Science and Technology-Taiwan 25: 343–351. 599 

Shao, H., S. Kiyomoto, Y. Kawauchi, T. Kadota, M. Nakagawa, T. Yoshimura, H. Yamada, T. Acker & B. 600 

Moore, 2021. Classification of various algae canopy, algae turf, and barren seafloor types using a scientific 601 

echosounder and machine learning analysis. Estuarine, Coastal and Shelf Science 255, 107362. 602 

Simmonds, J. & D. MacLennan, 2005. Fisheries acoustics (Theory and practice), 2nd edition. Blackwell, 603 

Oxford, UK.  604 

Soldal, A.V., I. Svellingen, T. Jorgensen & S. Lokkeborg, 2002. Rigs-to reefs in the North Sea, 605 

hydroacoustic quantification of fish in the vicinity of a “semi-old” platform. ICES Journal of Marine 606 

Science 59: 281–287. 607 

Sonoki, S., H. Shao, Y. Morita, K. Minami, J. Shoji, M. Hori & K. Miyashita, 2016. Using acoustics to 608 

determine eelgrass bed distribution and to assess the seasonal variation of ecosystem service. PLoS One, 609 

11, e0150890.  610 

Steneck, R. S., M. H. Graham, B. J. Bourque, D. Corbett, J. M. Erlandson, J. A. Estes & M. J. Tegner, 2002. 611 

Kelp forest ecosystems: biodiversity, stability, resilience and their future. Environmental Conservation 29: 612 

436–459. 613 

Tano, S. A., M. Eggertsen, S. A. Wikstrom, C. Berkstrom, A. S. Buriyo & C. Halling, 2017. Tropical 614 

seaweed beds as important habitats for juvenile fish. Marine and Freshwater Research 68: 1921–1934. 615 

Tanoue, H., A. Hamano, T. Komatsu & E. Biosonier, 2008. Assessing bottom structure influence on fish 616 

abundance in a marine hill by using conjointly acoustic survey and geographic information system. 617 

Fisheries Science 74: 469–478.  618 

Terazono, Y., Y. Nakamura, Z. Imoto & M. Hiraoka, 2012. Fish response to expanding tropical Sargassum 619 

beds on the temperate coasts of Japan. Marine Ecology Progress Series 464: 209–220. 620 

Vergés, A., C. Doropoulos, H. A. Malcolm, M. Skye, M. Garcia-Pizá, E. M. Marzinelli, ... & P. D. Steinberg, 621 

2016. Long-term empirical evidence of ocean warming leading to tropicalization of fish communities, 622 

increased herbivory, and loss of kelp. Proceedings of the National Academy of Sciences 113: 13791–13796. 623 

Watanabe, J.M. & C. Harrold, 1991. Destructive grazing by sea urchins Strongylocentrotus spp. in a central 624 

California kelp forest: potential roles of recruitment, depth, and predation. Marine Ecology Progress Series 625 

71: 125–141. 626 

Yamaguchi, A., K., Inoue, K. Furumitsu, T. Yoshimura, T. Koido & H. Nakata, 2006. Behavior and 627 

migration of rabbitfish Siganus fuscescens and grey seachub Kyphosus bigibbus off Nomozaki [Japan], 628 

Kyushu, tracked by biotelemetry method. Nippon Suisan Gakkai Shi 72: 1046–1056. (in Japanese with 629 

English abstract) 630 

Yatsuya, K., T. Kiriyama, S. Kiyomoto, T. Taneda & T. Yoshimura, 2014a. On the deterioration process of 631 



27 

 

Ecklonia and Eisenia beds observed in 2013 at Gounoura, Iki Island, Nagasaki Prefecture, Japan. -Initiation 632 

of the bed degradation due to high water temperature in summer and subsequent cascading effect by the 633 

grazing of herbivorous fish in autumn-. Algal Resources 7: 79–94. (in Japanese with English abstract) 634 

Yatsuya, K., S. Kiyomoto & T. Yoshimura, 2014b. Seasonal changes in biomass and net production of 635 

Ecklonia kurome Okamura community off Gounoura, Iki Island, northern Kyushu, Japan. Algal Resources 636 

7: 67–77. (in Japanese with English abstract) 637 

Yendo, K., 1903. Seaweed isoyake survey report. Fisheries Survey Report 12: 1–33. (In Japanese) 638 

Zenonea, A. M., D. E. Burkepile & K. M. Boswell, 2017. A comparison of diver vs. acoustic methodologies 639 

for surveying fishes in a shallow water coral reef ecosystem. Fisheries Research 189: 62–66. 640 


