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ABSTRACT: The Benguela upwelling system is one of the most productive marine ecosystems in
the world; however, little is known about the community structure of mesopelagic fishes in its
northern (nBUS) and southern (sBUS) subsystems. We analyzed around 1900 specimens from 13
stations in the nBUS and 11 stations in the sBUS during the austral summer and found 88 species
and 24 families of mesopelagic fishes. Seven distinct assemblages characterized by water mass,
oxygen concentration in the surface layer, and chlorophyll concentrations between 50 and 100 m
were identified. The stations belonging to the nBUS shelf assemblage were low in oxygen concentration, had a mean abundance of 0.064 ind. 10 m−2, and were represented exclusively by Diaphus
dumerilii. The sBUS shelf assemblage had a mean abundance of 15.00 ind. 10 m−2 and Maurolicus
walvisensis dominated. Two sBUS offshore assemblages had a mean abundance of 1.12 and
9.48 ind. 10 m−2. The most abundant taxa within the groups were Hygophum hanseni, Cyclothone spp., and D. meadi. Three nBUS offshore clusters had an abundance of 10.21, 11.88, and
14.19 ind. 10 m−2, and D. hudsoni prevailed in 2 groups, while M. walvisensis dominated the third
group. Our study provides insight into the environmental factors that drive the composition of
mesopelagic fishes on the shelf and in the upper pelagic zone in these highly productive subsystems. Possible future changes in these subsystems, such as an expansion of the oxygen minimum
zone, can thus be expected to affect certain mesopelagic taxa that are essential for the food web
of the subsystems.
KEY WORDS: Myctophidae · Sternoptychidae · Stomiidae · Water mass · Community composition ·
Biodiversity · Eastern boundary currents

1. INTRODUCTION
With an estimated biomass of up to 15 Gt in the
global oceans, mesopelagic fishes play an important
role in marine food webs and the transfer of organic
matter (Van de Putte et al. 2006, Irigoien et al. 2014).
Mesopelagic fishes also contribute to the ocean’s carbon pump through pronounced diel vertical migrations: they ascend to the surface at night to feed and
return to greater depths, where excretion takes place
(Davison et al. 2013). Consequently, carbon and
organic matter are actively transported to the mesopelagic layer (200−1000 m), where they can remain
*Corresponding author: sabrina.duncan@thuenen.de

suspended, sink further, or be re-mineralized by bacteria (Irigoien et al. 2014).
Many environmental factors can influence the
abundance and composition of mesopelagic fishes in
the world’s oceans. The depth of the deep scattering
layer, which is partly made up of mesopelagic fishes,
is influenced by environmental factors such as oxygen concentration, turbidity, wind stress, mixed layer
depth, surface chlorophyll, as well as the temperature in this layer (Bianchi et al. 2013, Klevjer et al.
2016, Aksnes et al. 2017, Proud et al. 2017, 2019).
Oceanic fronts can also affect mesopelagic assemblages, as reported from the California Current eco© The authors 2022. Open Access under Creative Commons by
Attribution Licence. Use, distribution and reproduction are unrestricted. Authors and original publication must be credited.
Publisher: Inter-Research · www.int-res.com
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system and the eastern Central and North Atlantic,
where frontal zones may act as a distributional barrier for mesopelagic larvae (Netburn & Koslow 2018,
Dove et al. 2021).
The Benguela upwelling system (BUS) is located on
the western coast of southern Africa between 19 and
34° S. It represents one of the 4 major eastern boundary currents of the world (Hutchings et al. 2009), in
which nutrient upwelling supports extraordinarily
productive food webs. It is dominated by the Benguela Current to the west and influenced by the
warm Angola Current in the north and the warm
Agulhas Current in the south (Rae 2005, Lett et al.
2007). The Benguela system is divided into 2 subsystems, the northern and southern Benguela (nBUS and
sBUS), which are separated by the perennial Lüderitz
upwelling cell (26° S), one of the most intense upwelling cells in the world (Rae 2005, Kirkman et al.
2016). Typical features of the sBUS are seasonal winddriven upwelling and high productivity (Hutchings et
al. 2009). While upwelling is continuous throughout
the year in the central Benguela at the Lüderitz cell,
winds, upwelling intensity, and phytoplankton biomass
peak during austral summer and fall (December−May)
in the sBUS and in late winter and spring (June−November) in the nBUS (Rae 2005, Hutchings et al. 2009).
The nBUS and sBUS are influenced by different water
masses. The sBUS is dominated by nutrient-poor Eastern South Atlantic Central Water (ESACW). In the
nBUS, ESACW prevails on the shelf during the main
upwelling season in austral winter and spring, while
nutrient-rich South Atlantic Central Water (SACW) is
transported to the nBUS during the austral summer
(Mohrholz et al. 2008, Flohr et al. 2014, Tim et al.
2018). These waters also differ in their oxygen content;
SACW has low oxygen concentrations with some hypoxic layers (values <1.4 ml l−1 O2) whereas ESACW
is oxygen-rich (Mohrholz et al. 2008).
Differing water masses and biogeochemical processes can lead to changes in primary productivity
and may also affect higher trophic levels (Wasmund
et al. 2016, Ekau et al. 2018). Both the nBUS and
sBUS have seen strong changes in their commercial
small pelagic fish stocks, with a collapse in both
regions in the 1960s and 1970s due to high fishery
exploitation and changes in environmental conditions leading to low recruitment (Schwartzlose et al.
1999, Cury & Shannon 2004). While pelagic fish
stocks have recovered in the sBUS, this has not been
the case in the nBUS (van der Lingen et al. 2006).
Currently, fishing pressure on mesopelagic fishes is
not strong; however, there is potential for exploitation due to their high unexploited biomass (St. John

et al. 2016). Mesopelagic fishes are vital for the
pelagic food web; they feed mostly on zooplankton
as well as other mesopelagic fishes and are preyed
upon by predatory fish such as hake (Punt & Leslie
1995, Pillar & Barange 1997, Durholtz et al. 2015) and
sharks (Carrassón et al. 1992, Filmalter et al. 2017) as
well as seals (Naito et al. 2013). Despite their important role in the food web, little is known about mesopelagic fish assemblages in the BUS and potential
differences in their abundance and community composition between the subsystems.
So far, studies of mesopelagic fishes in the BUS
have mostly focused on the southern subsystem with
an emphasis on lanternfishes (Myctophidae) (Hulley
& Prosch 1987, Hulley & Lutjeharms 1989, Hulley
1992). Less attention has been given to other speciesrich families such as dragonfishes (Stomiidae), bristlemouths (Gonostomatidae), and hatchetfishes (Sternoptychidae, except for Maurolicus walvisensis). In
the sBUS, the most abundant species of mesopelagics
are the myctophid Lampanyctodes hectoris Günther,
1876 and the sternoptychid M. walvisensis (Hulley &
Prosch 1987, Parin & Kobyliansky 1993), formerly
identified as M. muelleri Gmelin, 1789 in the BUS.
The estimated density of M. walvisensis on the sBUS
shelf was assessed at 4−10 t km−2 in a study during
the 1980s (Armstrong & Prosch 1991). The density of
L. hectoris has also been described for both eggs and
larvae, with estimates of 11−500 larvae m−2 in the
west of Cape Agulhas and offshore on the West
Coast, with maxima off the 200 m isobath (Prosch
1991). The latter 2 species occupy the upper slope
and shelf and are found at the continental shelf
break. Up to 10% of the pelagic purse seine catches
during the 1970s and 1980s in South Africa consisted
of L. hectoris (Hulley & Prosch 1987). In the nBUS,
studies on mesopelagic fishes also focused on the
Family Myctophidae (Rubiés 1985). Two communities
were examined in this study; namely, the Valdivia
Bank community, which is about 400 miles (645 km)
off the coast and not highly influenced by the
Benguela Current, and the Benguela Current community, with species occupying the shelf and slope.
The Benguela Current community was dominated by
pseudoceanic species (Hulley 1981) that depend on
coastal ecosystems such as L. hectoris and warm-water
species such as Diaphus dumerilii or D. taaningi.
As the world’s oceans face increasing temperatures, expanding oxygen minimum zones (OMZs),
and higher demand for new fisheries resources
(Gjøsaeter & Kawaguchi 1980), it is important to gain
more insight into this large and understudied group
of fishes. The aim of this study was to assess the
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assemblage structure of slope and shelf mesopelagic
fish communities in the southern and northern subsystems of the Benguela and to elucidate which environmental factors determine species composition in
the austral summer season.

2. MATERIALS AND METHODS
2.1. Sampling and species identification
Sampling took place on board the R/V ‘Meteor’
(cruise M153) in the BUS during austral summer (February and March) of 2019 (Ekau 2019). Data on salinity, temperature, oxygen concentration, and chlorophyll concentration were collected using a CTD (Sea
Bird Scientific, PLUS SBE 9) at each sampling station
before the nets were deployed, as well as at further
stations in each subsystem. In total, 48 stations were
sampled in the nBUS, 43 in the sBUS, and 2 in the
Lüderitz cell (see Fig. 1). Mesopelagic fishes were collected using an open-system rectangular midwater
trawl (RMT 8) with an 8 m2 opening, a mesh size of
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4000 μm, and a net bucket cod-end with a mesh size
of 1000 μm (Baker et al. 1973). The effective tow duration of each haul was about 30 min with a ship speed
of 2.5−3.0 knots. The RMT was deployed to a water
depth of 101−601 m (depending on the depth of the
station) and was hauled at an oblique angle (Table 1).
In this study, we sampled on the shelf at depths shallower than the mesopelagic zone, since abundant
mesopelagic species such as Lampanyctodes hectoris
and Maurolicus walvisensis may also occupy the shelf
region of the Benguela (Hulley & Prosch 1987, Armstrong & Prosch 1991). It must also be noted that
mesopelagic species that live below 500 m and do not
perform vertical migration, such as some species of
the families Melamphaidae and Bathylagidae, may
have been missed in this study (Sutton et al. 2008).
The depth meter attached to the RMT worked at the
beginning of the cruise, but became defective and
was not used for the majority of stations. When the
depth meter was functional, the ratio of the wire
length to sampling depth was about 1.5 due to the
oblique angle of the net. A typical haul had a wire
length of 750 m at an estimated sampling depth of

Table 1. Data of stations where the rectangular midwater trawl (RMT 8) was used on cruise M153 in the southern (sBUS; Stns 8−26)
and northern (nBUS; Stns 31−53) Benguela Upwelling Systems. Stns 18 and 39 were sampled repeatedly over a 48 h period,
yet, because the distance between trawls was at least 3 km or over 12 h apart, the respective samples were assumed to be independent. (*) sampling depths calculated when the depth meter was not functioning. T: twilight; N: night; D: day; M: month

Region

Stn No.

Latitude
(° S)

Longitude
(° E)

Bottom
depth (m)

Sampling
depth (m)

Cable
Date (dd.mm) Time
length (m)
(2019)
(UTC)

Time
of day

sBUS

8
15
16
18-6
18-8
18-9-1
18-9-2
22
24
25
26

31.022
32.027
32.029
31.116
31.077
31.018
31.042
30.035
30.093
30.036
29.910

15.992
16.414
15.998
15.204
15.190
15.134
15.081
16.427
14.667
14.327
14.320

337
397
800
1270
1270
1270
1270
186
537
1088
1111

317*
377*
550
500*
500*
500*
101*
166*
500*
500*
601*

650
675
752
752
750
750
151
271
701
752
901

19.02
21.02
22.02
24.02
24.02
24.02
25.02
26.02
27.02
28.02
28.02

22:05
16:41
00:13
04:15
16:22
23:01
00:24
21:22
15:59
00:11
02:35

N
D
N
N
D
N
N
N
D
N
N

nBUS

31
32
34
35
38
39-1
39-3
39-4
45
46
49
52
53

23.057
22.941
23.060
23.015
21.055
21.007
21.041
21.002
20.025
19.913
21.686
22.227
22.168

13.968
13.563
12.660
12.250
11.497
11.998
12.016
11.999
11.831
11.417
12.587
12.748
13.389

143
154
1229
2286
1895
1025
1004
1015
427
2619
590
533
188

124
115
390
400
500*
500*
500*
500*
330
500*
400
450
130

210
226
751
751
751
750
750
750
601
750
751
597
270

02.03
03.03
03.03
04.03
06.03
07.03
07.03
07.03
09.03
09.03
10.03
11.03
12.03

22:15
01:04
19:15
22:12
18:04
02:14
17:12
22:47
17:53
21:28
22:42
18:34
02:09

N
N
N
N
N
N
D
N
T
N
N
N
N

Mar Ecol Prog Ser 688: 133–152, 2022

136

500 m. We used these hauls as references to calculate
the filtered volume of water (and abundance of fishes)
for subsequent hauls without depth measurements.
We used the size of the net opening (8 m2) and the distance traveled with the following equation, assuming
that the track can be approximated by the sum of the
hypotenuse of 2 equal right triangles, to calculate the
abundance for species i:
ni =

c i,s
c i,s
=
Vs
2  ds  A

(1)

where c i,s represents the count of individuals of a
given species i in the sample s, Vs represents the volume of water, ds represents the distance that the net
traveled to a given depth (which is doubled to
account for descent and ascent), and A represents
the area of the net opening. The respective abundance per unit area is obtained by multiplying the ni
by water depth. In shallower areas, while the speed
of the haul was relatively constant, changes in currents may have changed the angle of the net at some
stations, leading to sampling depths that were
deeper than the bottom depth. Because we did not
reach the bottom (which could be verified from the
catch), we assumed the sampling depth was 20 m
above the seafloor and used this sampling depth in
calculations of filtered water volume. Sampling was
mostly done at night and conducted along transects
perpendicular to the coast, so that sampling effort
could take place along the shelf, slope, and offshore.
Upon removal of the net buckets, samples were
flushed from the cod-ends and stored in a phosphatebuffered 3.6% formalin solution.
Species identification was performed by using several taxonomic references (Nafpaktitis et al. 1977,
Smith & Heemstra 2003, Richards 2005, Sutton et al.
2020). Organisms were identified to the lowest taxonomic level, usually species. Specimens of the genus
Cyclothone were pooled as Cyclothone spp. because
many specimens were too damaged for identification
to species level. The most abundant Cyclothone species was C. braueri, but it is highly likely that more
species were present in the samples. Juvenile fishes
were determined to the lowest taxonomic level possible and included in the species list; however, all larvae and juveniles were excluded from all analyses
unless otherwise stated.

2.2. Hydrography
Depth profiles, potential temperature–salinity (T–S)
plots, satellite images of sea surface temperature and

chl a concentration, and vertical transects were created
in Ocean Data View (ODV) v.5.2.1 (Schlitzer 2018) in
order to identify patterns of chl a, temperature, salinity,
and oxygen and to identify water masses. Two separate
water masses were identified by comparing our T–S
plots to the values of salinity, temperature, and oxygen
described in Poole & Tomczak (1999), Rae (2005),
Mohrholz et al. (2008), and Flohr et al. (2014). SACW
water has previously been defined by salinity of 34.72–
35.636, temperature of 8.00–16.00°C, and oxygen concentration of 22.43–68.48 μmol l–1. ESACW has been
characterized by salinity of 34.41–35.30, temperature
of 5.95–14.41°C, and oxygen concentration of 249.34–
300.06 μmol l–1 (Poole & Tomczak 1999, Mohrholz et al.
2008). ESACW and SACW assignments were used to
compare differences in mesopelagic fish assemblages
between the 2 subsystems in order to test the hypothesis that differing water masses are associated with differing assemblage structures. Hydrographic data for
multivariate statistics were analyzed with the ‘oce’
package (v.1.2.0; Kelley & Richards 2021) in R. Satellite
data for sea surface temperature Level 4 (JPL MUR
MEaSUREs Project 2015) and chl a concentration at
resolutions of 0.01 km and 4 km, respectively, were
extracted for February in the sBUS and March in the
nBUS (NASA Goddard Space Flight Center et al.
2018). Data was visualized in ODV.

2.3. Assemblage structure
Species compositional data were analyzed in the
‘vegan’ (v.2.5.6; Oksanen et al. 2020) and ‘clustsig’
(v.1.1; Whitaker & Christman 2015) packages of R
v.1.3.1073 (R Core Team 2013). To evaluate if the
sampling effort was sufficient and to predict the
number of species in each subsystem, species accumulation curves were created. Rarefaction curves
were also used to determine the richness and expected number of species at each individual station.
When the asymptote was not reached, it was an indication that more species were expected to be present
at a station. Abundance data (ind. 10 m−2) by species
were used to calculate total species richness, Shannon’s diversity index (Shannon & Weaver 1963) and
Pielou’s evenness index (Pielou 1975) for each station
and subsystem. To test for significant differences in
abundance between subsystems, a Mann-Whitney
U-test used for non-parametric data was performed.
Species that occurred at only one station were
removed to avoid zero-inflated data and the possible
misinterpretation of results, which resulted in 51 species that were included in all multivariate analyses
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(Fig. S1 in the Supplement at www.int-res.com/
articles/suppl/m688p133_supp.pdf). Stns 53 and 31
were excluded from the analysis because they only
contained species that were either only present at the
respective station or were not mesopelagic species.
These were 4 unidentified individuals of the Family
Gobiidae and one unidentified Stomias sp. at Stn 53
as well as one unidentified individual of the family
Gobiidae and 3 Scomberesox sp. (Scomberesocidae)
specimens at Stn 31. In order to reduce the skew of
the data, abundance data were transformed using
the Hellinger transformation, which gives low weight
to species with low counts and many zeros, as was
the case in our data (Legendre & Gallagher 2001).
The Bray-Curtis (Field et al. 1982) similarity matrix
was calculated based on our species and station table.
We used non-metric multidimensional scaling (NMDS)
analysis to visualize community characteristics (Field
et al. 1982). In order to identify significant clusters,
we used the similarity profile procedure SIMPROF
(Clarke et al. 2008), where the group average linkage method was applied (1000 permutations). A similarity percentage analysis (SIMPER) (Clarke & Warwick 1994) test was performed to identify the species
that best explained differences between communities.
To determine how environmental factors contributed to patterns in mesopelagic fish communities,
we used a forward selection procedure to select environmental variables. Based on the depth profiles, the
temperature, salinity, chl a, and oxygen concentrations showed large changes in the first 50 m of the
water column and little change at greater depths.
Every 10 m, the mean concentrations were calculated down to 100 m. Correlation plots were then
used to select groups of variables whose depths
had a correlation < 0.70 (Fig. S2) in order to avoid
collinearity (Dormann et al. 2013) and overparameterization. As a result, the factors included in forward selection were mean temperature between
3−40, 40−100, and 100−200 m; mean salinity between
3−30, 30−100, and 100−200 m; mean chl a concentration between 2−50, 50−100, and 100−200 m; and
mean oxygen concentration between 3−10, 10−30,
40−100, and 100−200 m, as well as the depth of the
oxycline (defined as the depth at the point of the
maximum gradient), bottom depth, mixed layer
depth, and water mass affiliation. The forward-selection procedure resulted in a model that included
water mass, oxygen at 3−10 m, and chl a at 50−100 m,
which was confirmed with the lowest Akaike’s information criterion (AIC) score when compared to all
models produced by the analysis. To test if these
variables were significant, the Monte-Carlo permu-
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tation test was performed. To make sure that variables were not significant due to collinearity, the
variance inflation factor (VIF) was determined. Since
all were below the threshold of 10 (Dormann et al.
2013), the analysis confirmed that these variables
were independently significant. Redundancy analysis (RDA) was then used to visualize the differences
in mesopelagic fish assemblages among the environmental factors. Stn 26 was excluded from the RDA
analysis because CTD data were not available for
this station.

2.4. Zoogeographic and habitat assignment
Based on the species that contributed the most to
the dissimilarity between clusters (see Table 3) and
the species that were overall the most abundant (see
Table 4), we used QGIS (QGIS Development Team
2014) to visualize species distributions within the
BUS. Distributions were then compared with the zoogeographic affiliation of selected species and to the
distribution and zoogeographic patterns described in
Rubiés (1985) and Hulley (1992). Hulley (1981) described various distributional groups of myctophids
characterized as ‘high oceanic’ and ‘pseudoceanic’,
with many sub-patterns within. Pseudoceanic species are those distributed over the shelf and slope of
land masses or oceanic islands and high oceanic
species, which have a widespread pattern or are
grouped by warm-water or cold-water patterns. Species descriptions were accompanied by the weighted
mean bottom depth (MBD) at sampling stations.
The MBD for a species was determined as:
MBDs =
i

ni,s
 Di
Ns

(2)

where ni,s is the abundance of species s at each station i divided by the total abundance of that species
from all stations (Ns), and Di is the bottom depth of
the station.

3. RESULTS
3.1. Oceanographic conditions
The T−S plot of sampling stations from both
regions revealed a clear distinction between water
masses from the nBUS and sBUS (Fig. 1). One CTD
station in the Lüderitz upwelling cell showed intermediate water properties, which mark a boundary
between the nBUS and sBUS (Fig. 2a). The nBUS
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was mostly composed of SACW, with ranges of salinity and temperature as described in Mohrholz et al.
(2008) as Angola Gyre Water. In the upper 100 m,
there was an influence of ESACW in the nBUS, and
surface waters were composed of Modified Upwelled
Water (MUW) (Rae 2005). At temperatures >15°C
and salinity > 35.5, Oceanic Surface Water (OSW) was
present in the nBUS (Rae 2005). The sBUS was composed of mostly ESACW. In the upper 50 m, MUW
was present in the sBUS resembling characteristics
of the Lüderitz upwelling water. Depth profiles revealed that throughout the water column, oxygen levels were lower in the nBUS than in the sBUS (Fig. 2),
especially at stations on the shelf (Stns 31, 32, and 5).
Chl a patterns showed that Stns 22, 18-9, and 18-8
had the highest concentrations above 50 m, while
Stns 24 and 8 had higher concentrations between 50
and 100 m. Transects showed that oxygen concentrations were lower in the nBUS than in the sBUS. While
the sBUS had concentrations below 2 mg l−1 near the
coast, concentrations of less than 2 mg l−1 and lower
extended far off the slope in the nBUS (Fig. 3). Satellite images obtained during the study showed upwelling with associated cold temperatures at the
Lüderitz cell, between the nBUS and the sBUS
(Fig. 4). In general, sea surface temperatures were
lower on the shelf of the nBUS than on the sBUS
shelf. Chl a concentrations were highest close to the
shore on the shelf of both the nBUS and the sBUS.

3.2. Mesopelagic fish assemblages
A total of 1853 fish specimens were analyzed from
13 stations in the nBUS and 11 in the sBUS. We found
a total of 88 species and 24 families of mesopelagic
fishes in the subsystems (Table S1). Families with the
highest numbers of species were Myctophidae (35
species), Stomiidae (10 species), and Sternoptychidae
(8 species). The nBUS had 17 families, dominated
by Myctophidae (66%) and followed by Sternoptychidae (13.3%), Stomiidae (5.8%), Gonostomatidae
(4.5%), and Bathylagidae (3.5%). The dominant species overall were Diaphus hudsoni (25.1%), Maurolicus walvisensis (12.0%), and Lampanyctus australis
(11.3%). Myctophidae in the nBUS consisted mainly
of D. hudsoni (37.8%), L. australis (17.0%), Symbolophorus boops (7.4%), and D. dumerilii (6.5%). In
the sBUS, mesopelagic fishes of 10 mesopelagic families were caught. The dominant families were Sternoptychidae (48.9%), Myctophidae (24.8%), and Gonostomatidae (19.0%). The prevailing species were M.
walvisensis (42.3%), Cyclothone spp. (18.9%), and
D. meadi (9.1%). Within the Myctophidae, D. meadi
contributed 35.6%, Lampanyctodes hectoris 13.9%,
Hygophum hanseni 11.4%, and D. hudsoni 10.7%.
Abundances were not significantly different between the 2 subsystems, with a mean of 10.14 ind.
10 m−2 in the nBUS and 8.77 ind. 10 m−2 in the sBUS
(p = 0.91). Mean diversity and evenness in the nBUS

Fig. 1. Rectangular midwater trawl (RMT) stations in the northern (nBUS) and southern (sBUS) subsystems of the Benguela
Current, where hydrographic data and sampling of mesopelagic fishes took place. SACW: South Atlantic Central Water;
ESACW: Eastern South Atlantic Central Water
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Fig. 2. (a) Potential temperature−salinity (T−S) plots showing identified water masses, and depth profiles of (b) oxygen concentration, (c) chl a concentration, (d) temperature, and (e) salinity. Numbers in (b−e) are station numbers. Squares in the T−S plot
represent the minimum and maximum temperature and salinity for Eastern South Atlantic Central Water (ESACW) (open) and
South Atlantic Central Water (SACW) (closed) as previously described in Poole & Tomczak (1999), Rae (2005), Mohrholz et al.
(2008), and Flohr et al. (2014). MUW: Modified Upwelled Water

were 1.65 and 0.21, respectively, and 1.40 and 0.26,
respectively, in the sBUS (Table S2). It should be
noted, however, that at Stn 31, a high number of
Aequorea spp. hydromedusae were caught in the
net, which may have biased the sampling of fish. This
station was not considered in statistical analyses,
since its species were not classified as mesopelagic.
The species accumulation curves suggest a larger
total number of species in the nBUS compared to the
sBUS (Fig. 5). However, for both regions, the asymptote of the accumulation curve was not reached,
demonstrating that there are more species present in
each subsystem than were collected in our study.
Rarefaction curves are very steep for the majority of
stations in the nBUS as well as in the sBUS (e.g. Stns
18-9-1, 16, and 25) (Fig. 5). An asymptote was again
not reached, indicating that these stations also had
the potential for higher species richness. While the
species accumulation curves seem to indicate that

the nBUS and sBUS communities were homogeneous
in species richness, rarefaction curves revealed that
there is high variation within each subsystem.

3.3. Assemblage structure and environmental
drivers
The analysis of similarities (ANOSIM) showed that
there was no difference between communities that
were sampled during the day, night, dawn/dusk (R =
−0.102, p = 0.822). NMDS revealed a clear separation
in community composition of mesopelagic fishes between stations in the nBUS and sBUS (Fig. 6). The
SIMPROF procedure revealed 7 significant clusters
of mesopelagic fish assemblages (Fig. 7). Stations
in the sBUS shelf break were affiliated with the
ESACW and those of the nBUS shelf break were
associated with the SACW. Stations from the nBUS
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Fig. 3. Vertical transects of temperature, salinity, oxygen, and chl a concentrations for the northern (nBUS, left) and southern
(sBUS, right) Benguela Upwelling Systems. Transects used are shown in the temperature profile windows. Vertical black
lines: positions of CTD casts where the parameters were measured

formed a ‘nBUS shelf’ group, which consisted only of
Stn 32 as well as 3 offshore groups (‘nBUS offshore
N1’, ‘offshore N2’, and ‘offshore N3’) (Fig. 7). Similarly, stations from the sBUS formed a ‘sBUS shelf’
group (Stns 8, 22, 24) as well as 2 offshore groups
(‘sBUS offshore S1’, ‘offshore S2’, however, ‘sBUS
offshore S1’ only contained one group, which was
Stn 18-9-2). Over 96% of the species that made up
the sBUS shelf cluster were M. walvisensis and L.
hectoris. The nBUS shelf cluster was also composed
only of D. dumerilii as well as the epipelagic species
Scomberesox sp., which was not included in the
analysis but was present at the stations in this cluster.
The offshore S1 cluster consisted of 64.0% H.
hanseni, followed by D. meadi (12.0%) and 6 other
species all contributing to less than 5% of the fishes
in this cluster. The offshore S2 cluster was dominated

by Cyclothone spp. (31.2%), followed by D. meadi
(15.5%), and M. walvisensis (12.0%); 33 other species contributed less than 50% to the total proportion of fishes in the assemblage. The offshore N1
assemblage comprised 28 species, dominated by
D. hudsoni (25.3%), Lampanyctus australis (17.5%),
and D. dumerilii (13.7%). The offshore N2 assemblage was made up of 39 species; D. hudsoni prevailed (44.2%), followed by L. australis (7.2%), and
Cyclothone spp. (5.2%). Offshore N3 cluster comprised 29 species; the most dominant were M. walvisensis (36.5%), S. boops (13.9%), and L. australis
(12.4%) (Table 2).
SIMPER was used to determine which species contributed most to the differences between the communities (Table S3). The species most responsible for
differences in mesopelagic fish assemblages be-
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Fig. 4. Satellite images of chl a concentration and sea surface temperature (SST) in the southern (sBUS) and northern (nBUS)
Benguela Upwelling Systems. Satellite images of the SST are from February 20 (sBUS) and March 3 (nBUS) and chl a data are
a composite of 8 days from February 18–25 (sBUS) and March 6–13 (nBUS)

tween the nBUS shelf and nBUS offshore groups
was D. dumerilii for all offshore groups (20.3% offshore N1; 25.9% N2; 24.3% N3) (Table S3), although
these were not always the most abundant species.
The species that prevailed offshore in the nBUS was
D. hudsoni in communities N1 and N2, with an abundance of 9.21 and 20.98 ind. 10 m−2, respectively. In
the offshore N3 assemblage, the most abundant
species was M. walvisensis, with an abundance of
15.03 ind. 10 m−2 (Table 2). Species that contributed
to the greatest differences within the offshore communities of the nBUS clusters were S. boops (offshore
N2 vs. N3), D. dumerilii (offshore N1 vs. N2), and M.
walvisensis (offshore N1 vs. N3). Differences be-

tween the sBUS shelf and sBUS offshore communities were mostly attributed to M. walvisensis for both
offshore groups. The proportion, abundance, and
group-wise comparisons from the SIMPER analysis
can be found in Tables 2 & S3, respectively. The
mean total abundance of stations within assigned
clusters and the total abundance of species within a
given cluster are presented in Table 2. See Table S1
for a full species list of fishes observed in the nBUS
and sBUS.
The Monte Carlo permutation test revealed that
the first 2 RDA axes were significant (p ≤ 0.001) and
explained 33% of the variance (20 and 13%, respectively). Significant environmental factors were water
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Fig. 6. Non-metric multidimensional scaling (NMDS) plot for
stations (symbols with station numbers) with mesopelagic
fish communities of the northern (nBUS) and southern
(sBUS) Benguela subsystems, based on Bray-Curtis dissimilarity matrix for Hellinger-transformed fish abundance data

3.4. Zoogeography

Fig. 5. (a) Species accumulation curve and (b,c) rarefaction
curves of mesopelagic fishes sampled in the northern
(nBUS) and southern (sBUS) Benguela subsystems. Boxplots
of the species accumulation curve represent the median,
quartiles, and the minimum and maximum number of species. Outliers are marked with ‘+’. Rarefaction curves show
the total number of individual fish that were sampled and
the species richness at each station

mass (p ≤ 0.001), chl a concentration from 50−100 m
(p = 0.001), and oxygen concentration at the surface
from 3−10 m (p = 0.004) (Table 3). RDA was used
for better visualization of the relationships between
species, stations, and environmental factors (Fig. 8).
The RDA revealed that M. walvisensis was highly
associated with the sBUS shelf assemblage and chl a
concentration from 50−100 m. Valencienellus tripunctulatus, D. meadi, H. hanseni, Argyropelecus hemigymnus, and Cyclothone spp. were linked to the
sBUS offshore S2 assemblage, and arrows in the plot
show that oxygen at 3−10 m was a main driver of
these communities. Species that were associated
with the offshore N1 assemblage such as D. hudsoni
and L. australis were not strongly associated with
environmental parameters.

We used the results of the SIMPER analysis, abundance data, and RDA analysis to describe the zoogeographic patterns of species that were (1) highly influential within groups (SIMPER), (2) abundant, and/or
(3) strongly associated with station groups and environmental factors (RDA) (Table 4). D. hudsoni had a
weighted MBD of 1361 m and L. australis of 997 m.
Both species were mostly found in the nBUS and further offshore and occurred in low abundances in the
sBUS, showing oceanic warm-water distribution patterns (Fig. 9). In contrast, D. meadi was much more
abundant in the sBUS than in the nBUS. Based on
their MBD of 202 and 805 m, species such as Lampanyctodes hectoris and M. walvisensis would be classified as shelf and partially pseudoceanic species, respectively, due to their dominance at stations such as Stns
22 and 8, but they were also collected on the shelf break
(Fig. 9). The MBD of M. walvisensis was deeper than
the shelf depth due to its high abundance at Stn 35-5,
which was 2286 m deep. Cyclothone spp. occurred in
the nBUS and the sBUS, showing a broad distribution
range. It is important to note that these samples were
collected during austral summer, and the distribution
of mesopelagic fishes may differ seasonally.

4. DISCUSSION
4.1. Mesopelagic fish assemblages
While the overall abundance of mesopelagic fishes
did not differ between nBUS and sBUS, 7 different
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Fig. 7. Station map (left), with clusters of mesopelagic fish communities based on hierarchical cluster analysis (right) using the
complete linkage method on Bray-Curtis dissimilarity matrix for Hellinger-transformed abundance data. ‘✖’ represents stations
that were removed from the analysis due to low frequency of occurrence (< 2)

assemblages were identified between the 2 subsystems. In these assemblages, clusters of similar community composition indicated a clear distinction
between the southern and northern Benguela subsystems as well as stations on the shelf and offshore.
Previous studies have shown that nBUS contains a
mix of tropical species, most likely due to the intrusion of Angolan Current water (Rubiés 1985), as well
as more temperate and cold- water species such as
Lampanyctus australis and Diaphus hudsoni. In the
current study, we found the shelf and slope of the
nBUS to be composed of SACW, with properties
described by Mohrholz et al. (2008) as Angola Gyre
water. For these reasons, we may have also seen
higher species richness in offshore stations in the
nBUS than the sBUS, since there are species typical
of the cold-water Benguela Current as well as warm
tropical Angola Current waters (Rubiés 1985). In the
nBUS there are also seasonal differences in water

masses: in the austral summer, SACW dominates,
while in the austral winter, ESACW spreads further
north (Mohrholz et al. 2008). These influences of
Benguela Current water masses as well as SACW
and ESACW may explain the high diversity in the
offshore stations of the nBUS.
While species richness was greater in the offshore
stations of the nBUS than on the shelf or in the sBUS,
species accumulation curves revealed that there was
most likely greater richness and species that we did
not catch. This was also confirmed by the rarefaction
curves, suggesting that individual stations in both
subsystems had the potential for greater species richness. A possible explanation for this is that the RMT
8 net has a rather small opening and therefore net
avoidance by larger or faster species of mesopelagic
fishes may have occurred. Through a combination of
net sampling and acoustics, Kaartvedt et al. (2012)
found that net avoidance of the myctophid Bentho-
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Table 2. Total abundance and percentage of each mesopelagic fish species
within each assigned cluster in the northern (nBUS) and southern (sBUS)
Benguela Upwelling System. Note that mean total abundance refers to the
total number of fish in a cluster corrected by the number of stations representative of each cluster, while species abundance is the total abundance within
a cluster. Only species contributing ≥ 3% are presented
Region

Species

Proportion Abundance
(%)
(ind. 10 m−2)

sBUS shelf (3)

Maurolicus walvisensis
Lampanyctodes hectoris
Mean total abundance (all species)

89.8
7.5

40.40
3.38
15.00

nBUS shelf (1) Diaphus dumerilii
100.0
Mean total abundance (all species)

0.64
0.64

Offshore S1 (1) Hygophum hanseni
Diaphus meadi
Chauliodus sloani
Diaphus meadi
Diogenichthys atlanticus
Lobianchia gemellarii
Notolychnus valdiviae
Symbolophorus barnardi
Mean total abundance (all species)

64.0
12.0
4.0
4.0
4.0
4.0
4.0
4.0

0.71
0.13
0.04
0.04
0.04
0.04
0.04
0.04
1.11

Offshore S2 (7) Cyclothone spp.
Diaphus meadi
Maurolicus walvisensis
Argyropelecus hemigymnus
Vinciguerria attenuata
Valencienellus tripunctulatus
Diaphus hudsoni
Hygophum hanseni
Lobianchia dofleini
Mean total abundance (all species)

31.2
15.5
12.0
6.4
5.7
4.9
4.5
3.7
3.6

20.68
10.26
7.97
4.25
3.77
3.24
3.01
2.52
2.40
9.48

Offshore N1 (3) Diaphus hudsoni
Lampanyctus australis
Diaphus dumerilii
Symbolophorus barnardi
Diaphus taaningi
Melanolagus bericoides
Stomias boa
Hoplostethus melanopus
Mean total abundance (all species)

25.3
17.5
13.7
11.9
7.1
5.1
5.0
3.1

9.21
6.37
4.97
4.34
2.58
2.09
1.82
1.13
10.21

Offshore N2 (4) Diaphus hudsoni
Lampanyctus australis
Cyclothone spp.
Diaphus meadi
Lobianchia dofleini
Scopelopsis multipunctatus
Mean total abundance (all species)

44.2
7.2
5.2
4.7
3.7
3.4

20.98
3.41
2.47
2.23
1.75
1.59
11.88

Offshore N3 (3) Maurolicus walvisensis
Symbolophorus boops
Lampanyctus australis
Diaphus hudsoni
Cyclothone spp.
Melanolagus bericoides
Stomias boa

36.5
13.9
12.4
7.7
7.2
4.9
4.4

15.54
5.92
5.28
3.28
3.08
2.07
1.87

Mean total abundance (all species)

14.19

sema glaciale led to the underestimation of abundances. For these reasons,
it is important to take into account that
we may have lower abundances of
reported species than are actually present in the ecosystem and that some
species present in the environment are
not reported in our findings. Another
important caveat to consider is seasonality. Our samples are representative
of austral summer; however, during
winter, communities may differ, as
there are also many differences in
water masses and upwelling intensity
in the Benguela region during austral
winter (Mohr holz et al. 2008, Hutchings et al. 2009). For future studies,
we recommend greater sampling effort and the combined use of trawls
and acoustics as well as sampling during multiple seasons and years.
Species composition differed between subsystems as well as between
stations on the shelf and offshore. The
shelf group of the sBUS was mostly
dominated by Maurolicus walvisensis
and Lampanyctodes hectoris, which
are both known as slope- and shelfassociated species (Hulley & Prosch
1987). L. hectoris has previously been
classified as one of the few shelf-associated species of lanternfish (Hulley
1981). We collected this species during
our study in austral summer; however,
it may show seasonal differences in its
distribution (Rubiés 1985, Hulley &
Lutjeharms 1989). L. hectoris has been
classified as a pseudoceanic species,
also inhabiting colder waters particularly during spawning times from late
winter to early summer with peaks in
spring (Prosch 1991). Spawning takes
place off the coast of South Africa,
where the greatest egg densities were
found offshore of the 200 m isobath of
Cape Canyon and Good Hope Valley
(Prosch 1991). Stn 15 was closest to
these spawning areas and had the second highest abundance of L. hectoris,
while the highest abundance was
detected further north at Stn 8 on the
shelf. However, because our sampling
took place in late austral summer, it is
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assemblages. The species that contributed most to the difference between the nBUS shelf and other
groups was Diaphus dumerilii; however, its abundance was low compared
to species that best described other
groups, such as D. meadi or M. walvisensis. D. dumerilii occurred on the
p
VIF
shelf as well as at offshore stations,
suggesting pseudoceanic warm-water
0.001*
patterns, as also described by Hulley
(1981). One factor that may have influ0.001* 1.17
enced the community composition at
0.004* 1.59
the stations on the nBUS shelf was the
0.001* 1.78
presence of jellyfishes, which were not
included in the analysis, although there
0.001*
0.009*
was a higher biomass of Aequorea spp.
0.185
than fishes at Stns 53 and 31 (authors’
unpubl. data). Although there was a
higher biomass of jellyfishes than
fishes, their volume was less than that
of the cod-end, thus they are unlikely to have altered
the catching efficacy of the net. Jellyfishes can impact trophic interactions, as they occupy a similar
trophic level as small pelagic fishes, feeding on zooplankton such as copepods and euphausiid eggs,

Table 3. Redundancy analysis (RDA) describing environmental factors that
affect fish communities at each station. Table shows adjusted R2 value describing portion of total variance explained by the environmental variables and test
statistics of the Monte-Carlo permutation test, when testing the global model,
the RDA axis, and each environmental factor. Model selected was defined
as species matrix ~ water mass + oxygen 3−10 m + chl a 50−100 m. F is the
F-statistic (999 permutations); *p < 0.05. Variance inflation factors (VIF)
confirmed that factors were not collinear and could be kept in the model
Adjusted R2

df

Variance

F

0.27

4
17

0.27
0.44

3.44

Water mass
Oxygen 3−10 m
Chl a 50−100 m
Residuals

1
1
1
15

0.13
0.07
0.09
0.40

4.93
2.68
3.41

RDA1
RDA2
RDA3
Residuals

1
1
1
17

0.20
0.13
0.04
0.44

5.42
3.50
1.40

Test
Model
Residuals

likely that most L. hectoris were not in the spawning
grounds but instead in other areas of the shelf and
slope.
The shelf assemblage in the nBUS had very low
abundance and richness compared to the other

Fig. 8. Redundancy analysis (RDA) ordination between mesopelagic fish assemblages and environmental variables at stations
in the northern (nBUS) and southern (sBUS) Benguela Upwelling subsystems. Arrows represent environmental drivers of
community composition (p < 0.001), which are mean chl a concentration 50−100 m, mean oxygen concentration 3−10 m, and
water mass (WM). Colored dots represent the 7 clusters identified by the SIMPROF routine (p < 0.001), which are made up of
nBUS shelf, sBUS shelf, and offshore communities of the nBUS (offshore N1, N2, N3) and sBUS (offshore S1, S2). Small dots
with numbers represent individual species: 1: Maurolicus walvisensis; 2: Cyclothone spp.; 3: Hygophum hanseni; 4: Argyropelecus hemigymnus; 5: Diaphus meadi; 6: Valencienellus tripunctulatus; 7: Lampanyctodes hectoris; 8: D. diadematus; 9:
D. hudsoni; 10: Lampanyctus australis; 11: D. dumerilii; 12: Symbolophorus boops; 13: Stomias boa; 14:Melanolagus bericoides;
15: Symbolophorus barnardi

Oceanic zone, tropical pattern

Myctophidae
Diaphus dumerilii

Pseudoceanic zone, cold-water
Benguela pattern, upper slope and
shelf break
Subtropical pattern

Lampanyctodes hectoris

−

−

−

−

Truly oceanic species, subtropical
pattern
Truly oceanic species, subantarctic
pattern

Truly oceanic species, subantarctic
pattern
Truly oceanic species,
subtropical−tropical pattern
Pseudoceanic, cold-water pattern,
shelf species

Truly oceanic species, temperate
pattern

Northern limit to 18° 01’ S, truly
oceanic, subantarctic pattern
Truly oceanic species, temperate
pattern
Pseudoceanic, warm-water species

Pseudoceanic, warm-water species

−

−

Rubiés (1985)a

sBUS pseudoceanic, distributed near
land masses or oceanic islands and sea
mounts and associated with shelf edgeb
sBUS shelf (and some pseudoceanic)
species
sBUS pseudoceanic, distributed near
land masses or oceanic islands and sea
mountsb

nBUS shelf break, the presence in the
Lüderitz cell (unpubl. data) shows
temperate−subantarctic patterns

nBUS shelf break, warm-water species

sBUS, pseudoceanic and shelf pattern

nBUS high oceanic and broad,
warm-water species
nBUS offshore, warm-water species

sBUS, broad, temperate pattern

nBUS, pseudoceanic, warm-water
species

nBUS, broad pattern with
pseudoceanic, warm-water species
nBUS, pseudoceanic and oceanic,
warm-water species
sBUS, broad, temperate pattern

sBUS, high oceanic

nBUS, high oceanic,

Present study

1128

1165

805

1541

1293

202

1548

997

1231

595

1140

1361

508

2025

2010

MBD (m)

nBUS pseudoceanic and oceanic,
1110
widespread pattern
a
Rubiés 1985 as well as literature within Wisner (1976), Backus et al. (1977), Hulley (1981), Bekker (1983); bFock et al. (2004), Pusch et al. (2004a), Olivar et al. (2017)

−

−

Valencienellus tripunctulatus

Stomiidae
Stomias boa

Pseudoceanic

−

Maurolicus walvisensis

Sternoptychidae
Argyropelecus hemigymnus

Symbolophorus boops

Semi-subantarctic, pattern of
Argentine and Brazilian coast in
Malvinas confluence, where mix
of subtropical and Antarctic waters
present

Broadly tropical pattern

Notoscopelus resplendens

Symbolophorus barnardi

South temperate pattern,
convergence sub-pattern

Lampanyctus australis

Hygophum hanseni

Diaphus taaningi

Diaphus meadi

Subantarctic pattern,
semi-subantarctic pattern
South temperate pattern,
convergence sub-pattern
Pseudoceanic, warm water,
slopewater lanternfish
South temperate pattern,
convergence sub-pattern

−

Gonostomatidae
Cyclothone spp.

Diaphus hudsoni

−

Bathylagidae
Melanolagus bericoides

Hulley (1981, 1992)

Table 4. Assignment of zoogeographic patterns for mesopelagic fishes in the Benguela Upwelling Systems (north: nBUS; south: sBUS) during the austral summer, based
on the present study as well as those previously described. Weighted mean bottom depth (MBD) for the current study has been calculated for each species. Species
were selected based on their abundance, contribution to community composition as indicated by SIMPER analysis, or they were strongly associated with environmental
variables as indicated in the RDA. (−) indicates that the species has not been reported in a previous study. The subsystem listed in column ‘present study’ indicates the
subsystem where that given species was most abundant. Species may still be present in both subsystems
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Fig. 9. Abundance and distribution of dominant and/or highly typical species of mesopelagic fishes in the Benguela Upwelling
Systems. For adults and juveniles, all mesopelagic fish species have been pooled

among other taxa (Brodeur et al. 2008). While stocks
of small pelagics have recovered in the sBUS over
recent decades, this has not been the case in the
nBUS (van der Lingen et al. 2006). Instead, large
populations of jellyfishes such as Aequorea sp., but

also the gobies Sufflogobius sp. have taken their
place (Sparks et al. 2001, Roux et al. 2013). Jellyfishes may be able to outcompete mesopelagic fishes
that frequently inhabit the shelf similar to M.
walvisensis and L. hectoris. Aequorea sp. and Sufflo-
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gobius sp. co-occurred at Stns 31 and 53, but D.
dumerilii was only found at Stn 32, where jellies
were rare (however, Sufflogobius sp. was present). In
contrast, we did not find high numbers of Aequorea
sp. or other jellyfishes on the shelf of the sBUS.
The myctophid species D. hudsoni and Lampanyctus australis commonly occur in the nBUS area as
well as further offshore at the Valdivia Bank (Rubiés
1985). Our study identified 3 offshore communities in
the nBUS, similar to the findings of Rubiés (1985).
The most dominant species was D. hudsoni in 2
groups, followed by L. australis at offshore communities N1 and N2. The myctophid species D. hudsoni
and L. australis commonly occur in the nBUS area as
well as further offshore at the Valdivia Bank (Rubiés
1985). In our study, D. hudsoni was usually found
with higher abundances in the nBUS than in the
sBUS, possibly because spawning takes place around
20° S, near the Orange River mouth at depths below
400 m (Olivar 1987). D. hudsoni is also distributed in
the area of the Subtropical Convergence, but is limited between the 5−15°C isotherms at 200 m (Hulley
1981). L. australis has been associated with convergence zones and was collected in the Atlantic at the
Subtropical Convergence (Hulley 1981). Data from
Hulley (1981) showed that the upper limit of L. australis may be the 12−13°C isotherms at 200 m, and
the lower limit for the species may be the 6−7°C
isotherms at 200 m.
Two offshore groups were identified in the sBUS;
however, group offshore S1 only consisted of Stn 189-2, hence, conclusions cannot be made about this
assemblage. This station consisted of a high abundance of Hygophum hanseni compared to all other
sBUS offshore stations. In the offshore S2 assemblage, Cyclothone spp. prevailed, and D. hudsoni,
the dominant species in the nBUS offshore stations,
was replaced by a dominance of D. meadi, which
share very similar morphologies. This may be a good
example of niche partitioning, where each species
plays a similar role in its specific habitat. Each of
these species can be found in both subsystems, but
only one species is more abundant than the other in a
subsystem. In addition, the Lüderitz upwelling cell
may create a biological barrier, separating populations on both sides of the front (Kirkman et al. 2016).
Isolation leading to morphological differences was
reported for L. australis. The species has higher numbers of gill rakers in the upwelling area than populations outside upwelling areas (Rubiés 1985). This
may lead to species differentiation and utilization of
different food sources, where fishes with a higher
number of gill rakers may be able to feed on smaller

organisms (Rubiés 1985). Diaphus spp. belong to a
very species-rich myctophid genus, and this group
has diversified at a greater rate than other genera in
the family (Davis et al. 2014, Martin & Davis 2016).
Rubiés (1985) classified D. meadi as a truly oceanic
species with temperate patterns, and according to
Koubbi (1993), D. meadi was grouped with taxa present in subtropical areas as well as in frontal transition
zones, with the Subantarctic Front as the southern
limit.

4.2. Environmental drivers of assemblage structure
The environmental factors that could best explain
the composition of mesopelagic fish communities
were local water masses as well as certain conditions
in the upper water column; specifically, chl a concentration between 50−100 m and oxygen concentration between 3−10 m. Previous studies have shown
that water masses and the frontal zones between
them can influence the composition of mesopelagic
fish assemblages (Fock et al. 2004, Fock 2009, Netburn & Koslow 2018, Tiedemann et al. 2018, Dove
et al. 2021). D. dumerilii, previously classified as having pseudoceanic and warm-water patterns (Rubiés
1985), occurred at a station on the shelf of the nBUS,
which is influenced by warm Angolan water. In contrast, species such as D. meadi had a much wider distribution. Although D. meadi dominated at the offshore stations of the sBUS, it occurred frequently in
all areas of the nBUS and the sBUS. Although this
species has previously been classified as having an
oceanic and temperate pattern, it was distributed
in areas influenced by both cold- and warm-water
fronts in the nBUS and the sBUS.
Stations in the Offshore S2 group were a mix of
myctophids previously characterized with cold-water,
temperate, and subtropical patterns (cold water: Lampanyctodes hectoris; subantarctic: Metelectrona ventralis, S. boops, D. hudsoni; temperate: Lampanyctus
intricarius, D. meadi; subtropical: S. barnardi) (Rubiés
1985) as well as the sternoptychids A. hemigymnus
and Valencienellus tripunctulatus. This may be due
to seasonal intrusions of differing water masses such
as seasonal Agulhas Current water coming up the
South African coast and transporting species from
different water masses, which then establish populations in the BUS systems (Hulley & Lutjeharms 1995).
For instance, D. diadematus is characterized as having what is defined as an extended Agulhas Current
pattern but was found at 3 stations in the sBUS as
well as 2 stations in the nBUS (Hulley 1981, Hulley &
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Prosch 1987). Species that were influenced by the
Angola Current and are typical of tropical waters
were D. dumerilii and D. taaningi (Rubiés 1985). D.
dumerilii was found at most stations in the North, not
only at those near the Angola Benguela Frontal Zone,
demonstrating that there is influence of tropical
waters throughout the entire northern Benguela as
shown by our hydrographic data. The distribution
also coincides with that of Hulley (1981). D. taaningi
was only found at stations in the nBUS, and this species has previously been described as a species typical of warm waters and most likely of Angola Current
influence (Rubiés 1985).
The passing of taxa between fronts can be either
prevented or promoted, depending on the presence
of a vertical or horizontal convergence zone (Koubbi
1993). When there is a convergence zone that acts as
a vertical front, many organisms cannot pass because
it acts as a barrier. In contrast, horizontal convergence zones can be passed by mesopelagic fishes
because during their vertical migration they eventually reach a depth layer where there is no longer a
physical or chemical boundary and where they can
cross (Lutjeharms et al. 1985, Koubbi 1993). This may
help explain why some species which typically have
an Agulhas Current pattern are also present in small
numbers in the nBUS, influenced by other water
masses, such as D. diadematus.
Throughout the water column, lower oxygen concentrations occurred in the nBUS than in the sBUS.
In the nBUS, an OMZ was present between 50 and
100 m on the shelf, and these low oxygen levels can
extend towards the shelf edge (Mohrholz et al. 2008,
Ekau et al. 2018). In our study, the bathydemersal
bonefish Nemoossis belloci (Albulidae) was present
at Stn 53 on the nBUS shelf, a species typical of lowoxygen environments, along with horse mackerel
Trachurus t. capensis and the goby Sufflogobius
bibarbatus (Mas-Riera et al. 1990, Gallo & Levin
2016). Certain species are better adapted to these
low-oxygen conditions and, for instance, copepods of
the families Eucalanidae and Metridinidae may dominate the OMZ (Teuber et al. 2013). These copepods
have lower metabolic rates and are often vertical
migrators, adaptations that help them to exist in
these deoxygenated zones (Teuber et al. 2013). The
ability to survive in the OMZ has also been reported for some species of non-migrating mesopelagic fishes, such as Cyclothone spp., as well as the
myctophid D. vanhoeffeni (Olivar et al. 2017). However, we did not find mesopelagic species that are
tolerant to OMZs in low-oxygenated areas, only nonmesopelagic species.
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While there was very low species richness and
overall abundance of mesopelagic fishes on the shelf,
richness was higher in the nBUS than in the sBUS,
despite lower oxygen concentrations. One possible
explanation is that the OMZ can serve as a shortterm refuge for migrating species since many predatory fish avoid regions with low oxygen. The higher
diversity in the nBUS compared to the sBUS may also
be explained by habitats composed of a ‘mosaic’
structure. Heterogeneity in the environment can provide many niches and thus increase species richness,
as has been confirmed for benthic communities
(Switzer et al. 2016). This may result in a variety of
species: those well adapted to low-oxygen conditions
and others that cannot cope with OMZs. Such an
overall higher diversity would include species very
specific to one type of environment as well as opportunistic species adapted to either environment.
Should OMZs intensify and expand to greater depths
in the future, this may result in a shift in the diversity
and evenness of fishes present in the area today.
Chl a concentration also showed trends toward
environmental drivers of assemblage structure.
Areas with higher chl a concentrations (or primary
productivity) have been positively correlated with
zooplankton abundance and affected mesopelagic
fish assemblages (Fock et al. 2004, LebourgesDhaussy et al. 2009, Godet et al. 2020, Dove et al.
2021). At night, zooplankton such as copepods migrate to these areas rich in chlorophyll (LebourgesDhaussy et al. 2009). Many mesopelagic fishes, e.g.
myctophids, follow their prey and feed on zooplankton such as copepods and euphausiids in these layers (Pusch et al. 2004b, Bernal et al. 2015). This may
lead to differences in composition and abundance
of mesopelagic fishes in these areas with higher
prey abundances. Consequently, other fishes that
feed on myctophids, such as stomiids, may forage in
upper layers at night for small mesopelagic fishes
as well as for euphausiids (Sutton & Hopkins 1996).
In the present study, we show that there are 7 distinct mesopelagic fish assemblages in the upper
mesopelagic zone and the shelf of the BUS during
the austral summer. These assemblages differ in both
composition and abundance between the nBUS and
sBUS, as well as on the shelf versus further offshore.
This study elucidates that environmental drivers of
mesopelagic fish assemblages in the BUS are chl a
concentration, oxygen concentration, and water mass
during the austral summer. Because these environmental factors can change seasonally and annually
in this highly dynamic ecosystem, there is a need
for long-term monitoring of mesopelagic fish com-
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munities in the area. If OMZs expand further as predicted by climate models (Stramma et al. 2010), our
results may have severe implications, as oxygen was
a main driver of assemblage structure in the BUS.
Follow-up questions which arise from these observations of differences in species assemblages between the BUS subsystems can be summarized as
follows. How do the upper mesopelagic and shelf
mesopelagic communities sampled in this study compare with communities further offshore in the Benguela Current? What are the effects of community
composition on food webs and trophic efficiency in
the BUS? Although mesopelagic fishes are not yet
heavily exploited, they are classified as one of the
largest fisheries resources in the global oceans (Gjøsaeter & Kawaguchi 1980, Irigoien et al. 2014, Standal
& Grimaldo 2020), and their exploitation could affect
further trophic levels. Due to their high biomass and
the differences in assemblages between subsystems
in the BUS, it may lead to changes in the trophic
transfer efficiency between these highly productive
subsystems.
Acknowledgements. We are very grateful to all participants
and the crew of the RV ‘Meteor’ cruise M153. Many thanks
to Juan C. Cubillos for the creation of the distribution maps
in QGIS and to Marc Taylor for advice on calculating
oceanographic parameters. We thank 3 anonymous reviewers for their very helpful comments. Finally, we are grateful
to the Federal Ministry of Education and Research (BMBF)
for funding the TRAFFIC project under the SPACES II
research program (Project funding number: 03F0797D).
H.O.F. was funded through EU H2020 research grant agreement No. 817578, TRIATLAS.

LITERATURE CITED
Aksnes DL, Røstad A, Kaartvedt S, Martinez U, Duarte CM,
Irigoien X (2017) Light penetration structures the deep
acoustic scattering layers in the global ocean. Sci Adv 3:
e1602468
Armstrong MJ, Prosch RM (1991) Abundance and distribution of the mesopelagic fish Maurolicus muelleri in the
Southern Benguela system. S Afr J Mar Sci 10:13−28
Backus RH, Craddock JE, Haedrich RL, Robison BH (1977)
Atlantic mesopelagic zoogeography. In: Nafpaktitis BG,
Backus RH, Craddock JE, Haedrich RL, Robison BH,
Karnella C (eds) Fishes of the Western North Atlantic,
Vol 7: Order Iniomi (Myctophiformes). Neoscopelidae
and Myctophidae and Atlantic mesopelagic zoogeography. Sears Foundation for Marine Research, New Haven,
CT, p 266−287
Baker AC, Clarke MR Harris MJ (1973) The NIO combination net (RMT 1 + 8) and further developments of rectangular midwater trawls. J Mar Biol Assoc UK 53:167−184
Bekker VE (1983) Myctophidae of the world ocean. PP Shirshov Institute of Oceanology of the USSR Academy of
Science, Moscow (in Russian)

Bernal A, Olivar MP, Maynou F, Fernández de Puelles
ML (2015) Diet and feeding strategies of mesopelagic
fishes in the western Mediterranean. Prog Oceanogr
135:1−17
Bianchi D, Galbraith ED, Carozza DA, Mislan KAS, Stock
CA (2013) Intensification of open-ocean oxygen depletion
by vertically migrating animals. Nat Geosci 6:545−548
Brodeur RD, Suchman CL, Reese DC, Miller TW, Daly EA
(2008) Spatial overlap and trophic interactions between
pelagic fish and large jellyfish in the northern California
Current. Mar Biol 154:649−659
Carrassón M, Stefanescu C, Cartes JE (1992) Diets and
bathymetric distributions of two bathyal sharks of the
Catalan deep sea (western Mediterranean). Mar Ecol
Prog Ser 82:21−30
Clarke KR, Warwick RM (1994) Similarity-based testing for
community pattern: the two-way layout with no replication. Mar Biol 118:167−176
Clarke KR, Somerfield PJ, Gorley RN (2008) Testing of null
hypotheses in exploratory community analyses: similarity profiles and biota−environment linkage. J Exp Mar
Biol Ecol 366:56−69
Cury P, Shannon L (2004) Regime shifts in upwelling ecosystems: observed changes and possible mechanisms in the
northern and southern Benguela. Prog Oceanogr 60:
223−243
Davis MP, Holcroft NI, Wiley EO, Sparks JS, Smith WL
(2014) Species-specific bioluminescence facilitates speciation in the deep sea. Mar Biol 161:1139−1148
Davison PC, Checkley DM, Koslow JA, Barlow J (2013) Carbon export mediated by mesopelagic fishes in the northeast Pacific Ocean. Prog Oceanogr 116:14−30
Dormann CF, Elith J, Bacher S, Buchmann C and others
(2013) Collinearity: a review of methods to deal with it
and a simulation study evaluating their performance.
Ecography 36:27−46
Dove S, Tiedemann M, Fock HO (2021) Latitudinal transition of mesopelagic larval fish assemblages in the eastern central Atlantic. Deep Sea Res I 168:103446
Durholtz MD, Singh L, Fairweather TP, Leslie RW and others (2015) Fisheries, ecology and markets of South
African hake. In: Arancibia H (ed) Hakes: biology and
exploitation. John Wiley & Sons, Chichester, p 38−69
Ekau W (2019) M153 cruise report. Trophic transfer
efficiency in the Benguela Current. February 15−
March 31 2019. https://www.ldf.uni-hamburg.de/en/
meteor/wochenberichte/wochenberichte-meteor/m1522-m153/m153-scr.pdf
Ekau W, Auel H, Hagen W, Koppelmann R and others (2018)
Pelagic key species and mechanisms driving energy
flows in the northern Benguela upwelling ecosystem and
their feedback into biogeochemical cycles. J Mar Syst
188:49−62
Field JG, Clarke KR, Warwick RM (1982) A practical strategy for analysing multispecies distribution patterns. Mar
Ecol Prog Ser 8:37−52
Filmalter JD, Cowley PD, Potier M, Ménard F, Smale MJ,
Cherel Y, Dagorn L (2017) Feeding ecology of silky
sharks Carcharhinus falciformis associated with floating
objects in the western Indian Ocean. J Fish Biol 90:
1321−1337
Flohr A, van der Plas AK, Emeis KC, Mohrholz V, Rixen T
(2014) Spatio-temporal patterns of C:N:P ratios in the
northern Benguela upwelling system. Biogeosciences 11:
885−897

Duncan et al.: Mesopelagic assemblages in Benguela System

Fock HO (2009) Deep-sea pelagic ichthyonekton diversity in
the Atlantic Ocean and the adjacent sector of the Southern Ocean. Glob Ecol Biogeogr 18:178−191
Fock HO, Pusch C, Ehrich S (2004) Structure of deep-sea
pelagic fish assemblages in relation to the Mid-Atlantic
Ridge (45°−50°N). Deep Sea Res I 51:953−978
Gallo ND, Levin LA (2016) Fish ecology and evolution in the
world’s oxygen minimum zones and implications of
ocean deoxygenation. Adv Mar Biol 74:117−198
Gjøsaeter J, Kawaguchi K (1980) A review of the world
resources of mesopelagic fish. FAO Fish Tech Pap 193
FAO, Rome
Godet C, Robuchon M, Leroy B, Cotté C and others (2020)
Matching zooplankton abundance and environment in
the South Indian Ocean and Southern Ocean. Deep Sea
Res I 163:103347
Hulley PA (1981) Results of the research cruises of the FRV
‘Walther Herwig’ to South America. LVII. Family Myctophidae. Arch FischWiss 31:1−300
Hulley PA (1992) Upper-slope distributions of oceanic lanternfishes (Family: Myctophidae). Mar Biol 114:365−383
Hulley PA, Lutjeharms JRE (1989) Lanternfishes of Southern
Benguela region. Part 3: the pseudoceanic−oceanic interface. Ann S Afr Mus 98:409−435
Hulley PA, Lutjeharms JRE (1995) The south-western limit
for the warm-water, mesopelagic ichthyofauna of the
Indo-west Pacific: lanternfish (myctophidae) as a case
study. S Afr J Mar Sci 15:185−205
Hulley PA, Prosch RM (1987) Mesopelagic fish derivatives in
the Southern Benguela upwelling region. S Afr J Mar Sci
5:597−611
Hutchings L, van der Lingen CD, Shannon LJ, Crawford
RJM and others (2009) The Benguela Current: an ecosystem of four components. Prog Oceanogr 83:15−32
Irigoien X, Klevjer TA, Røstad A, Martinez U and others
(2014) Large mesopelagic fishes biomass and trophic
efficiency in the open ocean. Nat Commun 5:3271
JPL MUR MEaSUREs Project (2015) GHRSST level 4 MUR
global foundation sea surface temperature analysis,
ver. 4.1. PO.DAAC, CA (accessed 12 March 2022)
Kaartvedt S, Staby A, Aksnes DL (2012) Efficient trawl
avoidance by mesopelagic fishes causes large underestimation of their biomass. Mar Ecol Prog Ser 456:1−6
Kelley D, Richards C (2021) oce: analysis of oceanographic
data, v.1.2-0. https://dankelley.github.io/oce/
Kirkman SP, Blamey L, Lamont T, Field JG and others (2016)
Spatial characterisation of the Benguela ecosystem for
ecosystem-based management. Afr J Mar Sci 38:7−22
Klevjer TA, Irigoien X, Røstad A, Fraile-Nuez E, BenítezBarrios VM, Kaartvedt S (2016) Large scale patterns in
vertical distribution and behaviour of mesopelagic scattering layers. Sci Rep 6:19873
Koubbi P (1993) Influence of the frontal zones on ichthyoplankton and mesopelagic fish assemblages in the
Crozet Basin (Indian sector of the Southern Ocean). Polar
Biol 13:557−564
Lebourges-Dhaussy A, Coetzee J, Hutchings L, Roudaut G,
Nieuwenhuys C (2009) Zooplankton spatial distribution
along the South African coast studied by multifrequency
acoustics, and its relationships with environmental
parameters and anchovy distribution. ICES J Mar Sci 66:
1055−1062
Legendre P, Gallagher ED (2001) Ecologically meaningful
transformations for ordination of species data. Oecologia
129:271−280

151

Lett C, Veitch J, van der Lingen CD, Hutchings L (2007)
Assessment of an environmental barrier to transport of
ichthyoplankton from the southern to the northern
Benguela ecosystems. Mar Ecol Prog Ser 347:247−259
Lutjeharms JRE, Walters NM, Allanson BR (1985) Oceanic
frontal systems and biological enhancement. In:
Siegfried WR, Condy PR, Laws RM (eds) Antarctic nutrient cycles and food webs. Springer, Berlin, p 11−21
Martin RP, Davis MP (2016) Patterns of phenotypic variation
in the mouth size of lanternfishes (Teleostei: Myctophiformes). Copeia 104:795−807
Mas-Riera J, Lombarte A, Gordoa A, Macpherson E (1990)
Influence of Benguela upwelling on the structure of demersal fish populations off Namibia. Mar Biol 104:175−182
Mohrholz V, Bartholomae CH, van der Plas AK, Lass HU
(2008) The seasonal variability of the northern Benguela
undercurrent and its relation to the oxygen budget on
the shelf. Cont Shelf Res 28:424−441
Nafpaktitis BG, Backus RH, Craddock JE, Haedrich RL,
Robison BH, Karnella C (eds) (1977) Fishes of the Western North Atlantic, Vol 7: Order Iniomi (Myctophiformes). Neoscopelidae and Myctophidae and Atlantic
Mesopelagic Zoogeography. Sears Foundation for Marine Research, New Haven, CT
Naito Y, Costa DP, Adachi T, Robinson PW, Fowler M, Takahashi A (2013) Unravelling the mysteries of a mesopelagic diet: a large apex predator specializes on small prey.
Funct Ecol 27:710−717
NASA Goddard Space Flight Center, Ocean Ecology Laboratory, Ocean Biology Processing Group (2018) Moderateresolution Imaging Spectroradiometer (MODIS) aqua
chlorophyll data; 2018 reprocessing. NASA OB.DAAC,
Greenbelt, MD (accessed 12 March 2022)
Netburn AN, Koslow JA (2018) Mesopelagic fish assemblages across oceanic fronts: a comparison of three
frontal systems in the southern California Current Ecosystem. Deep Sea Res I 134:80−91
Oksanen J, Blanchet FG, Kindt R, Legendre P and others
(2020) vegan: community ecology package. https://
github.com/vegandevs/vegan
Olivar MP (1987) Larval development and spawning of Diaphus hudsoni in the Benguela Current region. Mar Biol
94:605−611
Olivar MP, Hulley PA, Castellón A, Emelianov M and others
(2017) Mesopelagic fishes across the tropical and equatorial Atlantic: biogeographical and vertical patterns.
Prog Oceanogr 151:116−137
Parin NV, Kobyliansky SG (1993) Review of the genus Maurolicus (Sternoptychidae, Stomiiformes), with re-establishing validity of five species considered junior synonyms of M. muelleri and descriptions of nine new
species. In: Parin NV (ed) Biology of the oceanic fishes
and squids. Transactions of the PP Shirshov Institute of
Oceanology, Vol 128. Russian Academy of Sciences,
Moscow, p 69−107 (in Russian)
Pielou EC (1975) Ecological diversity. John Wiley & Sons,
New York, NY
Pillar SC, Barange M (1997) Diel variability in bottom trawl
catches and feeding activity of the Cape hakes off the
west coast of South Africa. ICES J Mar Sci 54:485−499
Poole R, Tomczak M (1999) Optimum multiparameter analysis of the water mass structure in the Atlantic Ocean thermocline. Deep Sea Res I 46:1895−1921
Prosch RM (1991) Reproductive biology and spawning of the
myctophid Lampanyctodes hectoris and the sternopty-

152

Mar Ecol Prog Ser 688: 133–152, 2022

chid Maurolicus muelleri in the southern Benguela Ecosystem. S Afr J Mar Sci 10:241−252
Proud R, Cox MJ, Brierley AS (2017) Biogeography of the
global ocean’s mesopelagic zone. Curr Biol 27:113−119
Proud R, Handegard NO, Kloser RJ, Cox MJ, Brierley AS,
Demer D (2019) From siphonophores to deep scattering
layers: uncertainty ranges for the estimation of global
mesopelagic fish biomass. ICES J Mar Sci 76:718−733
Punt AE, Leslie RW (1995) The effects of future consumption
by the Cape fur seal on catches and catch rates of the Cape
hakes. 1. Feeding and diet of the Cape hakes Merluccius
capensis and M. paradoxus. S Afr J Mar Sci 16:37−55
Pusch C, Beckmann C, Porteiro F, von Westernhagen H
(2004a) The influence of seamounts on mesopelagic fish
communities. Arch Fish Mar Res 51:165−186
Pusch C, Hulley PA, Kock KH (2004b) Community structure
and feeding ecology of mesopelagic fishes in the slope
waters of King George Island (South Shetland Islands,
Antarctica). Deep Sea Res I 51:1685−1708
QGIS Development Team (2014) QGIS geographic information system. Open Source Geospatial Foundation Project.
http://qgis.osgeo.org
R Core Team (2013) R: a language and environment for statistical computing. R Foundation for Statistical Computing, Vienna
Rae CMD (2005) A demonstration of the hydrographic partition of the Benguela upwelling ecosystem at 26° 40’ S.
Afr J Mar Sci 27:617−628
Richards WJ (ed) (2005) Early stages of Atlantic fishes: an
identification guide for the western central North Atlantic, Vol 1 and 2. CRC Press, Boca Raton, FL
Roux JP, van der Lingen CD, Gibbons MJ, Moroff NE, Shannon LJ, Smith ADM, Cury PM (2013) Jellyfication of marine ecosystems as a likely consequence of overfishing
small pelagic fishes: lessons from the Benguela. Bull Mar
Sci 89:249−284
Rubiés P (1985) Zoogeography of the lanternfishes (Osteichthyes, Myctophidae) of Southwest Africa. In: Bas C,
Margalef R, Rubiés P (eds) Simposio internacional sobre
las áreas de afloramiento más importantes del Oeste
Africano (Cabo Blanco y Benguela), Vol 1. Instituto de
Investigaciones Pesqueras, Barcelona, p 573−586
Schlitzer R (2018) Ocean data view. https://odv.awi.de
Schwartzlose RA, Alheit J, Bakun A, Baumgartner TR and others (1999) Worldwide large-scale fluctuations of sardine
and anchovy populations. S Afr J Mar Sci 21:289−347
Shannon CE, Weaver W (1963) The mathematical theory of
communication. University of Illinois Press, Chicago, IL
Smith MM, Heemstra PC (eds) (2003) Smiths’ sea fishes.
Struik Publishers, Cape Town
Sparks C, Buecher E, Brierley AS, Axelsen BE, Boyer H,
Gibbons MJ (2001) Observations on the distribution and
relative abundance of the scyphomedusan Chrysaora
hysoscella (Linné, 1766) and the hydrozoan Aequorea
aequorea (Forskål, 1775) in the northern Benguela ecosystem. Hydrobiologia 451:275−286

St John MAS, Borja A, Chust G, Heath M and others (2016)
A dark hole in our understanding of marine ecosystems
and their services: perspectives from the mesopelagic
community. Front Mar Sci 3:31
Standal D, Grimaldo E (2020) Institutional nuts and bolts for
a mesopelagic fishery in Norway. Mar Policy 119:104043
Stramma L, Schmidtko S, Levin LA, Johnson GC (2010)
Ocean oxygen minima expansions and their biological
impacts. Deep Sea Res I 57:587−595
Sutton TT, Hopkins TL (1996) Trophic ecology of the stomiid
(Pisces: Stomiidae) fish assemblage of the eastern Gulf of
Mexico: strategies, selectivity and impact predator group
of a top mesopelagic. Mar Biol 127:179−192
Sutton TT, Porteiro FM, Heino M, Byrkjedal I and others
(2008) Vertical structure, biomass and topographic association of deep-pelagic fishes in relation to a mid-ocean
ridge system. Deep Sea Res II 55:161−184
Sutton TT, Hulley PA, Wienerroither R, Zaera-Perez D, Paxton
JR (2020) Identification guide to the mesopelagic fishes of
the central and south east Atlantic Ocean. FAO, Rome.
https://www.fao.org/documents/card/en/c/cb0365en/
Switzer RD, Parnell PE, Leichter JL, Driscoll NW (2016) The
effects of tectonic deformation and sediment allocation
on shelf habitats and megabenthic distribution and
diversity in southern California. Estuar Coast Shelf Sci
169:25−37
Teuber L, Schukat A, Hagen W, Auel H (2013) Distribution
and ecophysiology of calanoid copepods in relation to
the oxygen minimum zone in the Eastern Tropical
Atlantic. PLOS ONE 8:e77590
Tiedemann M, Fock HO, Döring J, Badji LB, Möllmann C
(2018) Water masses and oceanic eddy regulation of larval fish assemblages along the Cape Verde Frontal Zone.
J Mar Syst 183:42−55
Tim N, Zorita E, Schwarzkopf FU, Rühs S, Emeis KC, Biastoch A (2018) The impact of Agulhas leakage on the central water masses in the Benguela Upwelling System
from a high-resolution ocean simulation. J Geophys Res
Oceans 123:9416−9428
Van de Putte A, Flores H, Volckaert F, Van Franeker JA (2006)
Energy content of Antarctic mesopelagic fishes: implications for the marine food web. Polar Biol 29:1045−1051
van der Lingen CD, Shannon LJ, Cury P, Kreiner A,
Moloney CL (2006) Resource and ecosystem variability,
including regime shifts, in the Benguela Current System.
Large Mar Ecosyst 14:147−184
Wasmund N, Siegel H, Bohata K, Flohr A, Hansen A,
Mohrholz V (2016) Phytoplankton stimulation in frontal
regions of Benguela upwelling filaments by internal factors. Front Mar Sci 3:210
Whitaker D, Christman M (2015) clustsig: significant cluster
analysis, v.1.1. https://cran.r-project.org/web/packages/
clustsig/index.html.
Wisner RL (1976) The taxonomy and distribution of lanternfishes (Family Myctophidae) of the eastern Pacific Ocean.
US Government Printing Office, Washington, DC

Editorial responsibility: Konstantinos Stergiou,
Thessaloniki, Greece
Reviewed by: M. Olivar and 2 anonymous referees

Submitted: April 13, 2021
Accepted: February 15, 2022
Proofs received from author(s): April 18, 2022

