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Abstract
Climate change and fishing have impacted marine species richness (R) at global and local 
scales. It has previously been shown that R of the fish community in the North Sea has 
increased since the early 1980’s. Over the same period, ocean temperature has increased, 
and fishing mortality has decreased in the North Sea. Because these are confounded over 
time, either trend could plausibly explain the increase in R. Therefore, a logic-based 
approach was used to disentangle the effects of temperature and fishing on R, using spatio-
temporal models fitted to survey data. To investigate the effect of temperature on R, fish 
species were subset by thermal affinity, as either Lusitanian (warm) or Boreal (cold) spe-
cies. To investigate the effect of fishing mortality on R, species were subset by manage-
ment category as either quota (assumed to be targeted) or non-quota species. Trends in 
these subsets were plotted separately to investigate which subsets of the fish community 
have contributed to the overall R increase. Over three decades, fish R increased by an aver-
age of 2.5 species per haul. These increases were predominantly of Lusitanian non-quota 
species (1.9). A small increase was observed in quota species (0.6); however, this increase 
was driven by quota-Lusitanian species (0.4). Our results suggest that temperature rather 
than fishing mortality was the driver of R increase in the North Sea since 1991 and high-
light the importance of long-term monitoring in detecting ecological responses to climate 
change at the community level.
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Introduction

Biodiversity is an important indicator of ecosystem health, impacting food webs and eco-
system productivity, as well as providing cultural, social and economic value to commu-
nities (Hooper et  al. 2005; Cardinale et  al. 2012). Global biodiversity is in decline and 
negatively correlated with anthropogenic pressures, such as climate change and habitat 
loss (Butchart et al. 2010; Tittensor et al. 2014). Projections of terrestrial, freshwater and 
marine scenarios of environmental change suggest that the decline in global biodiversity 
will continue over the 21st Century (Sala and Knowlton 2006; Pereira et al. 2010). Rates of 
species extinction have increased significantly since 1900, and this trend is unlikely to be 
reversed in the short term (Pereira et al. 2010; Batt et al. 2017; Chase et al. 2019).

Species richness (R), i.e., the number of species present at a given point in time for a 
defined area, is a simple and widely used metric for measuring biodiversity. Despite the 
well-documented decline in global R, at smaller spatial scales in the marine environment, 
R has increased over recent years (Dencker et  al. 2017; Batt et  al. 2017). Demographic 
processes such as extirpation and colonisation affect R at local scales but do not necessarily 
lead to changes in R globally (Sax et al. 2002; Chase et al. 2019). For example, a species 
newly colonising an area does not increase global R if it has previously existed elsewhere. 
Similarly, though a species may disappear from a region, it may survive elsewhere, there-
fore, global R would not change. If the number of new species expanding their distribution 
into an area is greater than the number leaving, then R will increase locally (Hiddink and 
Coleby 2012; Chase et al. 2019). This could be particularly true for marine systems, where 
connectivity may be higher than in terrestrial systems due to reduced barriers to marine 
dispersal (Carr et al. 2003; Osland et al. 2021).

Climate change and warming ocean temperatures are both likely to impact marine R 
(Hillebrand et  al. 2018). Poleward shifts in species distributions have already occurred 
due to temperature increases (Dulvy et al. 2008; Hillebrand et al. 2018). Range expansions 
into waters with relatively lower temperature were more common than range contractions 
away from relatively warmer waters, suggesting that increases in regional R are more likely 
in the short term (Hillebrand et al. 2018). This is explained by the difference in speed at 
which colonisation and extirpation occur. Colonisation can occur and be observed quickly, 
particularly in marine environments where fish are good at tracking thermal conditions. In 
comparison, extirpation happens relatively slowly, as temperature increases are often not of 
a magnitude to cause sudden die-offs and competitive displacement by colonising species 
also takes time (Hillebrand et al. 2018). In temperate regions, where average sea surface 
temperature (SST) is below 20 °C, R is likely to increase due to poleward range expansion 
of warm-water species (Worm and Lotze 2016; Chaudhary et al. 2021). In eight out of nine 
North American sea regions, covering both the Atlantic and Pacific, trends in R between 
1984 and 2014 were positive (Batt et al. 2017). Increasing temperatures could explain this 
increase as several of the species monitored within the study were sensitive to temperature 
change and expanded their ranges (Batt et al. 2017). A recent study on marine fish species 
in the North Atlantic between 1977 and 2013 found that temperature accounted for greater 
than 50% of the deviance in R explained in their models (Gislason et al. 2020). In the cen-
tral Baltic and Kattegat, both the ecosystem-scale R and local R increased over a 10-year 
period (Hiddink and Coleby 2012). In the Kattegat this increase was linked to rising ocean 
temperatures (Hiddink and Coleby 2012).

Fishing is widely assumed to negatively impact biodiversity but can be complicated to 
interpret. Fishing can reduce biodiversity, including R, by altering size and community 
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structure of marine ecosystems, depleting commercial fish stocks and causing local-
ized extinctions (Myers, Hutchings and Barrowman, 1997; Greenstreet and Rogers 2006; 
Thurstan and Roberts 2010; Niklitschek et  al. 2010; Hiddink and Coleby 2012; Crépin 
et al. 2012; Eero et al. 2012; Wing and Jack 2013). Stock depletion may lead to reduced 
R at local levels due to sparser distribution of individuals resulting in a reduced likelihood 
of occurrence in sampling. Declines in large predatory species due to high fishing pres-
sure are well documented (Myers and Worm 2003; Ferretti et al. 2008, 2010). For exam-
ple, barndoor skate in the North-West Atlantic have seen sharp declines and they appear 
to have been extirpated from the majority of their range at < 1000  m depth where fish-
ing occurs (Casey and Myers 1998). In the Baltic Sea, cod stocks have been overexploited 
and extirpated from parts of their range and, even after some levels of recovery, have not 
re-colonised their full historic range (Eero et al. 2012). Roundfish declines in some heav-
ily fished areas have led to community composition changes and replacement by shellfish 
(Frank et  al. 2005; Jackson 2008). Fishing can also cause declines in non-target species 
that are taken as bycatch, leading to reductions in abundance and R (Niklitschek et  al. 
2010). Conversely, through removal of large predatory fish or dominant species, fishing 
could potentially lead to increases in biodiversity as smaller species increase in number, 
known as meso-predator release (Hiddink and Coleby 2012; Ellingsen et al. 2015). It has 
also been argued that fishing does not cause direct extinctions of target species, since fish-
ing becomes economically unviable before extinction (Dulvy et  al. 2003; Burgess et  al. 
2013). However, this may not apply to multi-species fisheries given that several species 
contribute to maintaining the economic viability of the fishery (Dulvy et al. 2003; Burgess 
et al. 2013).

Surveys of fish abundance in the North Sea have been conducted annually since 1965, 
coordinated by the International Council for the Exploration of the Sea (ICES) and known 
as the North Sea International Bottom Trawl Survey (NS-IBTS) (ICES  2020). The NS-
IBTS has been used to quantify spatial and temporal trends in abundance of bottom-dwell-
ing (demersal) fish in the North Sea (Dencker et al. 2017). As all the fish species caught 
are identified to species level where possible, NS-IBTS data is ideal for quantifying indi-
ces of demersal fish biodiversity, including R. R is highest in the northern North Sea and 
along the coast of the United Kingdom (UK) and lowest in the German Bight (Dencker 
et al. 2017). Generally, R is expected to be greater in areas with greater benthic complex-
ity and greater productivity which are typically greater in coastal areas (Tews et al. 2004; 
Koivisto and Westerbom 2010; Verdiell-Cubedo et al. 2013; Henseler et al. 2019). There-
fore, it is not surprising that higher species richness was observed in coastal areas of the 
North Sea. Over the last 30 years, R in the North Sea has increased by an average of around 
3 species per haul (Dencker et al. 2017). These increases are not spatially uniform and are 
concentrated in the Western coastal regions and entry points to the North Sea (Dencker 
et al. 2017).

There are several possible explanations for increasing R in the North Sea. The North 
Sea is one of the fastest warming areas with SST increasing by 1.31 °C between 1982 and 
2006, the second highest change of any large marine ecosystem (Belkin 2009; Capuzzo 
et al. 2018). The winter bottom temperature for the North Sea increased by 1.6 °C between 
1980 and 2004 (Dulvy et al. 2008). Over the last 30 years, because both SST and sea bot-
tom temperature (SBT) have increased further, both pelagic and demersal fish species will 
have experienced warming (Fig. 1a, b). Species associated with more southerly ranges have 
been increasingly found in the North Sea (Dulvy et al. 2008). Over the same period, fish-
ing mortality has also declined (Fig. 1c). The average fishing mortality (Fbar) of the fully 
exploited age classes of several commercially important species (fish of ages preferentially 
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targeted by fisheries), has declined over the last 30 years due to the full implementation 
of sustainable management measures based on the principle of maximum sustainable 
yield (Mesnil 2012; ICES 2022). High fishing pressure in the North Sea coincided with a 
decline in multiple indices of Scottish groundfish biodiversity, including R, between 1925 
and 1996 (Greenstreet and Rogers 2006). These decreases were largest in areas with high 
fishing effort suggesting that fishing was the main driving factor (Greenstreet and Rogers 
2006). Improvements in fisheries management may have also led to increases in large fish 
community R between 2000 and 2010 (Greenstreet et al. 2011).

Though R is the simplest measure of biodiversity it can provide important detail on com-
munity changes. R is more sensitive to the early stages of species colonisation in compari-
son to abundance-based measures and is easily interpretable. Similarly, increases in R per 
haul from survey data could indicate a recovery of species impacted by fishing. Increasing 
abundance and expanding species range back into previously occupied areas also has the 
potential to increase R. Understanding the factors driving increase in R, previously reported 
by Dencker et  al. (2017), is important for ecosystem-based management. Since both an 
increase in temperature and a decrease in fishing mortality are confounded in the North Sea 
(Fig. 1), disentangling their separate effects on R using a purely statistical approach is not 
straightforward (McLean et al. 2019). The aim of this study is to disentangle the separate 
effects of temperature and fishing on R using a simple logic-based approach, comparing 
temporal trends in subsets of the demersal fish community in the North Sea corresponding 
to functional groupings of species. If temperature is the main driver of R increase in the 
North Sea (Fig. 1a, b), then it could be expected that an increase in Lusitanian (warm) spe-
cies will be detected over the time period that warming has occurred. If declining fishing 
mortality is the main driver of R increases in the North Sea (Fig. 1c), then it is expected 
that increases will be detected principally in quota fish species which are now subject to 
reduced fishing mortality relative to the beginning of the study period, though this does not 
preclude synchronous increases in non-quota fish species due to reduced fishing effort. If 
increases are seen across all subsets of the fish community, then it is likely that both factors 

Fig. 1   Showing a  sea surface temperature (SST), b, sea bottom temperature (SBT) and c fishing mortal-
ity (Fbar). SST data was taken from the Hadley ISST1 database (Rayner et  al. 2003) and averaged for 
ICES Division 4a–c fitted with a simple GAM using a spline smoother. SBT data was taken from the ICES 
DATRAS data portal for the NS-IBTS and a random sample of 250 points was taken from each year then 
fitted with a GAM using a spline smoother. Fbar data was taken from the ICES WGNSSK report, the latest 
version of which was published in 2022 (ICES 2022) calculated as species-specific Fbar for multiple species 
then fitted with a GAM using a spline smoother. Species included were Gadus morhua, Melanogrammus 
aeglefinus, Microstomus kitt, Pleuronectes platessa, Pollachius virens, Solea solea, Scophthalmus maximus, 
Merlangius merlangus, Glyptocephalus cynoglossus and Scophthalmus rhombus
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contribute to increases in R. Lastly, the spatio-temporal trends of R across these different 
subsets of the fish community were investigated. If the fish community in the North Sea 
followed poleward trends previously reported in other regions, it is expected that both the 
Boreal and the Lusitanian community will have shifted northwards. The temporal, spatial 
and spatio-temporal trends in the different subsets of R were then interpreted with regards 
to conservation of fish biodiversity in a changing North Sea ecosystem and the potential 
implications for fisheries management.

Methods

Data

Data were obtained from the NS-IBTS for quarter 1 from 1991 to 2019. The survey study 
area covers ICES divisions 3a, 4a–c and part of 7d, also referred to as ICES roundfish areas 
1–10 (Fig. 2). ICES rectangles within division 7d (roundfish area 10) were removed from 
the dataset as they were not sampled pre-2007. The quarter 1 survey is conducted annu-
ally between January and March by several different participating countries using standard-
ised survey methods(ICES 2020). Though a similar survey in quarter 3 has been conducted 
annually since 1991, it was not included here due to the sparse and variable spatial cover-
age in the early years of the study period. Compiled fish abundance data were downloaded 
in February 2020 from the ICES data portal (https://​www.​ices.​dk/​data/​data-​porta​ls/​Pages/​
DATRAS.​aspx) in the format catch per unit effort per length per haul per hour for areas 
1–10. Since 1991, only the Grand Ouverture Verticale (GOV) trawl were used by the IBTS 
to standardise for gear type. The NS-IBTS survey area is divided into ICES statistical rec-
tangles of 1° longitude and 0.5° latitude. Countries involved in conducting surveys are allo-
cated several rectangles, aiming to survey each rectangle at least twice per year in quarter 1 
by two different countries, though this is not always achieved. Only ICES rectangles which 
were surveyed in at least 23 out of 29 years were included (80% of the study period). This 
left a total of 11,012 hauls from the study period. From this dataset the variables year, 
latitude, longitude, number of fish at length per species were used. All non-fish species 
were removed from the dataset reducing the dataset to only fish species including elasmo-
branchs. In 2018 the maximum sampling depth in the North Sea was changed from 200 to 
250 m to reflect that a number of hauls before 2018 already exceeded this maximum depth. 
However, this is not thought to have impacted the results as there were never more than five 
hauls deeper than 200 m in a given year with a median of three.

Though the NS-IBTS aims to identify all individuals to species level where possible, 
in some hauls individuals are only identified to genus or family level. Values of R have 
the potential to be higher in later years if taxonomic resolution improved over the study 
period i.e., individuals only identified to genus or family level early in the study period 
were identified to species-level in more recent years. Therefore, observations of individu-
als to genus/family-level, and to species-level within each family were compared over the 
study period. Only Ammodytes sp. and Syngnathus sp. showed potential improvements in 
taxonomic resolution. To be consistent, these were aggregated to genus level throughout 
and treated as a single species. Species from three other genera: Alosa sp., Callionymus sp. 
and Pomatoschistus sp. were aggregated due to uncertainty around species level identifica-
tion. Four species were removed from the dataset due to likely misidentification, for exam-
ple, native ranges confined to the Americas or due to not being accepted distinct species 

https://www.ices.dk/data/data-portals/Pages/DATRAS.aspx
https://www.ices.dk/data/data-portals/Pages/DATRAS.aspx
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(supplementary material). Other minor adjustments to the dataset as downloaded were also 
made and are detailed within the supplementary material. This left a total of 162 species 
identified in the dataset. Total R per haul of the fish community (Rt) was then calculated 
using this dataset.

Biodiversity subsets and indices

To apply our logic-based approach to disentangle the effects of ocean warming and fishing 
on fish R, species were subset by thermal affinity and management category. To investi-
gate the effect of ocean warming, species richness was calculated for either Lusitanian, Rl, 
Boreal, Rb, or Atlantic species as per Yang (1982). Species not included in Yang (1982) 
were categorised using their native ranges as reported via FishBase, a global database on 
finfish (https://​www.​fishb​ase.​se/). This resulted in 60 species categorised as Boreal, 88 

Fig. 2   Map of the North Sea, Skagerrak and Kattegat study area illustrating the ICES roundfish areas 1–10 
for the North Sea as published in manual for the North Sea International Bottom Trawl Surveys, ICES 
(2020)

https://www.fishbase.se/
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categorised as Lusitanian and 14 categorised as Atlantic within the dataset. Atlantic spe-
cies richness made up a very low proportion of Rt per haul in the North Sea, only present 
in 4129 of 11,012 hauls, 37.5%, and showed no significant change over the study period. 
Therefore, the results for the Atlantic species are not included for the thermal affinity com-
parison, though Atlantic species were included in the management subsets when present.

To investigate the effect of fishing mortality, species richness was calculated for each 
management subset, i.e., whether they were quota-regulated species in the North Sea (Rq) 
or not (Rn). For the purpose of this study, species were classified as quota-regulated if they 
were assigned species-specific TAC, or TAC shared across two species for ICES divisions 
3.a or 4.a-c in the EU council regulation on fishing opportunities for 2020 (EU 2020). This 
included TAC set for the Lophiidae family of which there are two species within the North 
Sea. Though there is TAC set for the order Rajiformes, these were not included within the 
quota subset due to the breadth of species this TAC is spread across. Though some spe-
cies found during the North Sea IBTS are allocated TACs for areas outside ICES divisions 
of 3.a and 4.a-c, these were not considered as ‘quota’ species in this study. This subset 
was used for identifying the impacts of fishing as species which are assigned species spe-
cific quota would show the best signal for reductions in fishing mortality in the North Sea. 
Twenty-five species were categorised as quota species for the North Sea leaving 137 non-
quota species. Quota species richness was further subset according to thermal affinity as 
quota-Lusitanian (Rql) or quota-Boreal (Rqb) to analyse whether potential changes in the 
quota community due to climate change (Lusitanian, n = 11, Boreal, n = 12, and Atlantic 
n = 2, Table  1). Similarly, non-quota species were subset by Lusitanian (Rnl n = 77) and 
Boreal (Rnb n = 48).

Analyses

Species richness for each haul was computed from the NS-IBTS abundance data to give 
Ri,h, where i is the subset of data modelled (t, l, b, q, n, ql, qb, nl, nb) and h is a given haul. 
Generalised additive models (GAMs) were used to represent the general underlying spatial 
and temporal trends in Ri,h over the time series. GAMs were used as they apply smoothers 
to the data, allowing for a non-linear relationship between time, space and Ri,h. Four simple 
GAMs were compared: with either time (Year; Eq. 1) or space (denoted by latitude, Lat, 
and longitude, Long; Eq. 2) as the sole predictor of Ri,h a spatio-temporal model allow-
ing for change in both space and time but with changes in space being constant in time 
(Eq.  3) or a spatio-temporal model allowing for simultaneous changes in both time and 
space (Eq. 4). A thin plate regression (s) spline was used as the smoother for the temporal 
model and a tensor (te) product was used to create the models with a spatial component. 
All models were fitted using the restricted maximum likelihood method assuming a Pois-
son distribution. These three models were used to calculate a predicted value of R ( ̂Ri,h ) are 
given by: 

(1)R̂i,h,rec,y = s(Year) + �i,h

(2)R̂i,h,rec,y = te(Lat,Long) + �i,h
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 where �i,h is an independent and identically distributed (i.i.d) random error. AIC and % 
deviance explained of each model for each subset was then compared (Akaike 1987; Burn-
ham and Anderson 2004). Predicted R per haul for the midpoint of each ICES rectangle 
included in the dataset and for all years in the time series (1991–2019), R̂i,h,rec,y , and 95% 
confidence intervals (hereafter 95% CI) were computed using the predict.gam function 
where rec denotes a given ICES statistical rectangle and y denotes year. To represent the 
spatial distribution of R̂i,h,rec in the North Sea, we calculated the mean ̄̂Ri,h,rec,y by subset 
across the whole time series ( ̄̂Ri,rec ) as:

(3)R̂i,h,rec,y = s(Year) + te(Lat, Long) + �i,h

(4)R̂i,h,rec,y = te(Lat, Long,Year) + �i,h

̄̂
Ri,rec =

∑

y

R̂i,h,rec,y

ny

Table 1   Quota species in the 
North Sea categorised by thermal 
affinity

Species Thermal affinity

Micromesistius poutassou Atlantic
Scomber scombrus Atlantic
Argentina silus Boreal
Brosme brosme Boreal
Clupea harengus Boreal
Gadus morhua Boreal
Glyptocephalus cynoglossus Boreal
Melanogrammus aeglefinus Boreal
Microstomus kitt Boreal
Molva dypterygia Boreal
Molva molva Boreal
Pleuronectes platessa Boreal
Pollachius virens Boreal
Trisopterus esmarkii Boreal
Lepidorhombus boscii Lusitanian
Lepidorhombus whiffiagonis Lusitanian
Lophius budegassa Lusitanian
Lophius piscatorius Lusitanian
Merlangius merlangus Lusitanian
Merluccius merluccius Lusitanian
Scophthalmus maximus Lusitanian
Scophthalmus rhombus Lusitanian
Solea solea Lusitanian
Sprattus sprattus Lusitanian
Trachurus trachurus Lusitanian
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To illustrate the overall temporal trend and compare between subsets, the mean species 
richness per subset for the whole of the North Sea for each year ( ̄̂Ri,y ), was calculated as:

 as well as the 95% CI. 95% CI were used to infer significant change in ̄̂Ri,y , i.e., where 95% 
CI shows no overlap between the start and end of the study period, the change is consid-
ered to be significant (p < 0.05).

The difference in ̄̂Ri,y between 1991 and 2019 was calculated to illustrate the magnitude of 
change in ̄̂Ri,y over the entire study period was calculated as:

 where R̂i,h,rec,1991 was the R per haul for a given ICES rectangle in 1991 and nh,rec,1991 was 
the number of rectangles in that year. R̂i,h,rec,2019 was the R per haul for a given ICES rec-
tangle in 2019 and nh,rec,2019 the number of rectangles in that year. ̄̂Ri,1991 was then sub-
tracted from ̄̂Ri,2019 to estimate the difference in ̄̂Ri between the start and the end of the study 
period for the North Sea as a whole, 𝛥 ̄̂Ri , using 95% CI to specify whether changes were 
significant.

Spatio-temporal change in R̂i,h,rec between 1991 and 2019 was calculated using the raster 
calculator function in R. R̂i,h,rec,1991 and R̂i,h,rec,2019 , the predicted R for each rectangle in the 
years 1991 and 2019, were used to create rasters. The 1991 raster was then subtracted from the 
2019 raster to illustrate change in predicted R per rectangle, �R̂i,h,rec , between the start and end 
of the study period. This method was chosen to illustrate the total change between the start of 
the study period to the end rather than rate of change as this varied between years.

Results

Model selection

For all subsets, spatio-temporal models fit best (Table 2), with time explaining around 5% of 
the deviance, and space explaining around 40% of the deviance. For the majority of subsets 
Eq. 4 had the lowest AIC value and explained a greater percentage of deviance, though in 
some cases Eq. 3 had the lower AIC (Table 2). However, model Eq. 4 was selected for all 
subsets for consistency, as it had lower AIC in a greater number of models (Akaike 1987; 
Burnham and Anderson 2004).

Spatial variation of R

Mean fish community richness per rectangle, ̄̂Rt,rec , was highest in the North West 
around the Shetland islands, in the Skagerrak and Kattegat, and along the UK coastline 

̄̂
Ri,y =

∑

h
�Ri,h,rec,y

nh,rec,y

̄̂
Ri,1991 =

∑

h
�Ri,h,rec,1991

nh,rec,1991

̄̂
Ri,2019 =

∑

h
�Ri,h,rec,2019

nh,rec,2019
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(Fig. 3a). ̄̂Rt,rec was lowest in the central North Sea and along the coast of continental 
Europe. Mean fish community richness per rectangle of Lusitanian species ̄̂Rl,rec was 
highest in ICES rectangles close to the coast, particularly those nearest the English 
Channel and Orkney (Fig. 3b). For boreal species, ̄̂Rb,rec was highest in the Skagerrak 
and Kattegat and showed a generally northerly distribution (Fig. 3c). For quota species, 
̄̂
Rq,rec was greater in the Northern North Sea and moderately high in the Skagerrak and 
Kattegat, whereas ̄̂Rn,rec was higher in the South West, UK coastal areas and the Skager-
rak and Kattegat (Fig. 3d, e). ̄̂Rql,rec was highest in the Skagerrak and Kattegat and dis-
tributed similarly to ̄̂Rl,rec , with the lowest values in the central and East (Fig. 3f). ̄̂Rqb,rec 
was greatest in the Northern North Sea and particularly low in the Southern North Sea 
(Fig. 3g). ̄̂Rnl,rec was distributed similarly to ̄̂Rl,rec , greatest at the Western entry points 
to the North Sea, particularly near the English Channel, and the coastal areas (Fig. 3h). 
̄̂
Rnb,rec was greatest in the Skagerrak and Kattegat and in coastal regions and was low in 
the central North Sea away from the coasts, and particularly low in the Northernmost 
areas of the North Sea (Fig. 3i). Patterns in ̄̂Rt,rec were similar to those observed in ̄̂Rl,rec , 
̄̂
Rn,rec , 

̄̂
Rql,rec and ̄̂Rnl,rec . Distributions of ̄̂Rb,rec , 

̄̂
Rq,rec and ̄̂Rqb,rec were all similar to each 

other but distinct from ̄̂Rt,rec.

Fig. 3   Spatial distributions of average R using model predictions for the different subsets of the fish com-
munity, a Rt, the whole dataset, b Rl, Lusitanian, c Rb, Boreal, d Rq, quota, e Rn, non-quota, f Rql, quota-
Lusitanian, g  Rqb, quota-Boreal h  Rnl, non-quota-Lusitanian i  Rnb, non-quota-Boreal, with minimum and 
maximum values on the colour scale differing between subsets
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Temporal and spatio‑temporal trends

̄̂
Rt,y increased significantly by 2.5 (18.1%) species between 1991 and 2019 (Fig. 4a). The 
values of 𝛥 ̄̂Rt,rec describing changes over the study period were not uniform in the North 
Sea (Fig.  4b). The central North Sea showed the least change, indicated by low 𝛥 ̄̂Rt,rec , 
with a slight decrease at the very centre. Large values of 𝛥 ̄̂Rt,rec particularly in the Northern 
North Sea to the east of Shetland and off the South East coast of the UK near the Eng-
lish Channel indicate an increase in total species richness (Fig. 4b). Increases were also 
observed across all coastal areas of the North Sea.

Temporal and spatio‑temporal trends in the thermal affinity subset

Subsetting by thermal affinity found a significant increase in ̄̂Rl,y of 2.4 (43.6%) species 
per haul over the study period, whereas ̄̂Rb,y declined by − 0.4 species per haul. There was 
clear overlap in the 95% CI for ̄̂Rb,y shown between the 1991 and 2019, therefore it cannot 
be concluded that ̄̂Rb,y has decreased significantly (Fig. 4c). These trends mean that Lusi-
tanian species have become an equal component of ̄̂Rt,y as Boreal species in the North Sea 
since the mid 2000s. Spatio-temporally, values of 𝛥 ̄̂Rl,rec showed increases throughout the 
North Sea over the study period, though increases were highest off the South East coast of 
the UK and in the Skagerrak and Kattegat (Fig. 4d). 𝛥 ̄̂Rb,rec showed slight increases in the 
North-Eastern North Sea and in the Southern North Sea (Fig. 4e). Decreases were found in 
the central North Sea of greater than 2 species per haul and of a similar magnitude in the 
Skagerrak and Kattegat.

Temporal and spatio‑temporal trends in the management subset

Subsetting by management found a slight increase in ̄̂Rq,y over the study period of 0.6 spe-
cies per haul (Fig. 4f), but because there was overlap in the 95% CI of 1991 and 2019 these 
changes cannot be considered significant. ̄̂Rn,y accounted for a greater proportion of the 
change in ̄̂Rt,y in the North Sea, significantly increasing by 1.8 (28.5%) species per haul 
(Fig.  4f). Spatio-temporal trends showed a clear spatial difference in 𝛥 ̄̂Rq,rec within the 
North Sea (Fig. 4g). 𝛥 ̄̂Rq,rec is high in the northern North Sea, with much lower changes 
observed in the Southern North Sea. 𝛥 ̄̂Rn,rec showed similar patterns to those seen in 𝛥 ̄̂Rt,rec , 
though, the greatest increases were found off the Southeast coast of the UK with smaller 
increases in the Northern North Sea and the coastal regions (Fig. 4h).

Temporal and spatio‑temporal trends in the management‑thermal affinity subset

Subsetting by quota species by thermal affinity showed an increase in ̄̂Rql,y of 0.4 (16.0%) 
while ̄̂Rqb,y decreased by 0.1 (Fig. 4i). The increase in ̄̂Rql,y was significant, whereas there 
was overlap in the 95% CIs of ̄̂Rqb,y . Splitting non-quota species results in ̄̂Rnl,y increas-
ing significantly by 1.9 (63.3%) and ̄̂Rnb,y decreased by 0.2 (Fig.  4l), though not signifi-
cantly. Spatio-temporally, 𝛥 ̄̂Rql,rec showed slight increases in the northern North Sea and 
the Skagerrak and Kattegat, similar to those seen in 𝛥 ̄̂Rq,rec (Fig. 4j). 𝛥 ̄̂Rqb,rec showed slight 
increases in the Northern North Sea and slight decreases in the central North Sea, with lit-
tle change occurring in the South (Fig. 4k). 𝛥 ̄̂Rnl,rec showed very similar patterns to 𝛥 ̄̂Rn,rec 
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with increases seen throughout the North Sea, though the greatest increases occurred in the 
South East (Fig. 4m). 𝛥 ̄̂Rnb,rec showed slight increases in the South East, slight decreases in 
the central and North-Western North Sea, and little change in the north-eastern North Sea 
(Fig. 4n).

Discussion

Temporal trends in the thermal affinity subset

Overall, R of the fish community increased between 1991 and 2019, confirming an earlier 
study (Dencker et al. 2017). Increases of R in the North Sea could be interpreted as positive 
sign of recovery, however, increases in R were driven by increases in Lusitanian species 
with an affinity for warmer waters. The increase in Lusitanian species in the North Sea 
since 1991 means that they make up an equal proportion of R in the North Sea fish com-
munity as Boreal species. Therefore, we conclude that recent increases in R in the North 
Sea were driven by increasing temperatures, rather than decreases in fishing mortality. Past 
research has shown the ratio of Lusitanian to Boreal species R increased during periods 
of higher sea temperature in a small section of the Southern North Sea (Ter Hofstede and 
Rijnsdorp 2011). Our results show that these increases have been observed throughout 
the North Sea and at the individual-haul level which illustrate the large magnitude of the 
changes occurring in the fish community.

Recent increases in R suggest a fish community response to climate change through an 
increase in Lusitanian species. These results are consistent with the prediction that tem-
perate sea regions with an average SST below 20 °C will see increases in R due to ocean 
warming (Chaudhary et  al. 2021). Changes in the composition of the fish community 
towards warmer water species have previously been referred to as tropicalization (Vergés 
et al. 2014). Originally this term was used to mean shifts from temperate fish communities 
to species typically associated with tropical environments. However, in some cases it has 
been used more generally to refer to shifts towards species typically associated with warmer 
waters, such as observed in the North Sea (McLean et al. 2021). These shifts have also pre-
viously been referred to as sub-tropicalization in the North Sea and Baltic Sea (Montero-
Serra,Edwards and Genner, 2015). Both terms may misrepresent the situation in the North 
Sea, where many Lusitanian species may already occur in the southern North Sea and have 
expanded their range, or occurred rarely but are becoming increasingly common. Fish com-
munity changes towards species typically associated with warmer waters have already been 
observed in Australia, where this has led to food web changes with increased herbivory and 
damage to kelp forests (Wernberg et al. 2016; Vergés et al. 2016). There is comparatively 
less research on how shifts towards warmer thermal affinities will affect ecosystem func-
tioning in cold-temperate regions such as the North Sea, though it could be expected that 
food web and energy pathways may be altered, as has been predicted for the Arctic (Frainer 
et al. 2017; Friedland et al. 2020). Increases have also been found in the community tem-
perature index (CTI), which represents the abundance-weighted mean thermal affinity of 

Fig. 4   Temporal trends in R of a  the fish community, c  thermal affinity subsets, f  management subsets, 
i quota-thermal affinity subsets and j non-quota-thermal affinity subsets. Changes in R between 1991 and 
2019 at the spatio-temporal level of b  the fish community, d Lusitanian, e Boreal, g quota, h non-quota, 
j quota-Lusitanian, k quota-Boreal, m non-quota-Lusitanian and n non-quota-Boreal

▸
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the community. Fish communities in the North Sea, US coastal regions and the Barents 
Sea have all seen increases in their CTI (McLean et al. 2021). Increases in the CTI have 
generally been assumed to be driven primarily by increases in abundance of species with 
warmer thermal affinities. However, in the Barents and Bering Seas increases in the CTI 
were driven by deborealization, i.e., the loss of Boreal species (McLean et al. 2021). Our 
results are consistent with the interpretation that increases in Lusitanian species have had 
a greater impact on species richness in the North Sea than deborealization, since increases 
were predominantly seen in Lusitanian species with little decline observed in Boreal spe-
cies. This may be because current warming has not driven current temperatures above the 
thermal tolerance of Boreal species yet. Although deborealization was not detected in the 
North Sea, Boreal species have been shown to move to colder and deeper waters in previ-
ous studies (Dulvy et al. 2008). Eventually with further temperature increase, Boreal spe-
cies will be constrained by lack of continuously deeper, cooler waters in the North Sea 
leading to a risk of future declines in Boreal species (Rutterford et al. 2015; McLean et al. 
2021).

Temporal trends in the management subset

While there was an increase in quota R, increases in non-quota R made up a greater propor-
tion of the increase in total R. Furthermore, increases in quota R resulted from increases in 
the Lusitanian component of the quota community, giving further evidence that increases 
in temperature are the principal drivers of the observed increases in R. Conversely, the 
Boreal quota community showed slight declines, which is consistent with expected trends 
under increasing temperatures. Though increases in Lusitanian quota richness were small 
in magnitude they may provide the first indication of future trends. Trends in non-quota 
R, when subset further by thermal affinity, were also driven by increases in the Lusitanian 
component, though in this case the increases were significant. Since both the non-quota 
and quota community showed similar trends, where increases were observed in Lusita-
nian species but not in Boreal, it is unlikely that these trends represent a change in fish-
eries selectivity of non-quota species. Therefore, the observed change of R in the North 
Sea are primarily due to increasing R of Lusitanian non-quota species which are adapted 
for warmer temperatures in the North Sea brought about by climate change, rather than 
improved fisheries management and reduced fishing mortality.

Increases in Lusitanian species, particularly Lusitanian-quota species, have implications 
for both fisheries management and industry. The current system of quota allocation in the 
North Sea uses the concept of relative stability, assigning quotas for commercial species 
to countries based on historical catch levels between 1973 and 1978 (Morin 2000). Our 
results show that the fish community has substantially changed from that in 1991, and by 
extrapolation from the fish community in 1973–1978, due to increases of Lusitanian spe-
cies richness. As such, fishers are likely to encounter Lusitanian species for which they 
have limited quota more regularly. Lusitanian species for which quota are already allocated 
using relative stability, such as hake (Merluccius merluccius), may increase in abundance 
creating issues for fisheries if catches also increase (Baudron and Fernandes 2015). Zonal 
attachment, the proportion of fish stock biomass present in a country’s Exclusive Economic 
Zone, is already out of sync with the UK’s quota allocation in the North Sea (Fernandes 
and Fallon 2020). Further shifts in community composition could exacerbate this issue and 
have economic consequences for the fishing industry. Equally, future deborealization could 
lead to more restrictive TAC for boreal species which will also have implications for the 
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fishing industry. These changes in the North Sea fish community may necessitate changes 
to the policy of relative stability as fish distributions change. This would mean changes to 
the setting and allocation of quotas to reflect current fish distributions, potentially along the 
lines of zonal attachment (Fernandes and Fallon 2020). Any changes to quota allocation 
however, are likely to be politically complicated.

Spatial and spatio‑temporal trends in R subsets

Increases in Lusitanian species were found throughout the North Sea, with only a small 
area in the central North Sea showing little increase. This differs from a more simplistic 
prediction of a poleward gradient in increases in Lusitanian R, with greater increases in the 
South compared to the North. However, water currents into the North Sea from the Atlan-
tic bring more saline water in between Orkney and Shetland, which may also facilitate 
increases in Lusitanian R in the northern North Sea alongside recent temperature increases 
(Mathis et  al. 2015; Tian et  al. 2016; Quante et  al. 2016). The connectivity to adjacent 
ICES areas 6 and 7, which exhibit greater taxon richness than the North Sea, may also con-
tribute to increases in richness through colonisation from these areas (Heessen et al. 2015). 
Spatial distribution of Lusitanian R showed the highest values at the Western entry points 
to the North Sea and in coastal regions. Areas where Lusitanian species were typically 
lower in number may also be expected to show larger increases in the future as Lusitanian 
species already present in the North Sea begin to colonise further. Therefore, it is not sur-
prising that extent of spatio-temporal changes in Lusitanian R can differ from the distribu-
tion of Lusitanian R. Boreal species showed a slight increase over the study period in the 
Southern region of the North Sea, contrary to the expected poleward shift. This increase 
was driven by non-quota Boreal species and may be due to other environmental or anthro-
pogenic factors such as an increase in offshore windfarms, providing habitat for fish spe-
cies, or reduced competition by quota-Boreal species which shifted their distributions.

Slight increases in both components of the quota community were found in the North-
ern North Sea. This may be due to poleward movements of Boreal quota species, as has 
been observed in cod (Engelhard et al. 2014), and Lusitanian species entering through the 
Northern North Sea. Interestingly, increases in quota R in the Northern North Sea coincide 
with areas with the highest demersal landings (fish caught which are subsequently taken 
to port to be sold) by the UK fishing fleet (UK Sea Fisheries Statistics, Marine Manage-
ment Organisation 2020). When total fishing effort for all nations fishing in the North Sea 
are considered, the picture is more complex. Otter trawl effort is fairly spread out while 
beam trawl effort is concentrated in the Southern North Sea suggesting total fishing effort 
is higher in the Southern North Sea (Couce et al. 2020). Spatio-temporal changes in quota 
R are not consistent with this pattern in fishing, particularly that areas where the largest 
decreases in quota-Boreal R have been seen are areas where fishing disturbance has been 
lowest (OSPAR 2017). This is consistent with our findings that reductions in fishing mor-
tality are unlikely to have been the cause of recent increases in R.

Usefulness and future research

This study highlights the utility in simplistic, functional subsets to disentangle different factors 
likely to drive increases. It compliments previous modelling approaches which have aimed to 
quantify the impacts warming and fisheries management as well as predicting under future 
climate scenarios (Serpetti et  al. 2017; Beaugrand et  al. 2022). Our results are consistent 
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with research in the Celtic Sea which found that the environment likely had greater impact 
on demersal community structure than changes in fishing (Mérillet et  al. 2020). Though it 
could be argued that R is only one simple measure of biodiversity, it has the advantage of 
being particularly sensitive to colonisation, a key component of climate change effects on fish 
communities. It is also easily interpretable as a measure of community change where other 
metrics, such as evenness, combine signals which are more difficult to interpret in the context 
of climate change. Our results showing the shift in species richness towards increasing levels 
of Lusitanian species can be considered an early indicator of the effects of climate change on 
the fish community.

However, other metrics are required to further quantify the impacts of climate change on 
the fish community within the North Sea. For example, a previous study showed the biomass 
of Boreal species in the North Sea was greater than that of Lusitanian species (Yang 1982). 
With recent increases in Lusitanian R in the North Sea, it is important to understand whether 
similar trends have occurred in biomass. Since this research is now outdated, future research 
to quantify whether biomass of Lusitanian species is increasing or even exceeds Boreal spe-
cies is necessary to determine whether Lusitanian species are the dominant thermal affinity 
group within the fish community in terms of abundance. This has also been highlighted for 
the Celtic Sea where cold-water species may be susceptible to biomass loss and northward 
shifts in range due to increasing sea bottom temperature (Mérillet et al. 2020). Conversely, 
warm-water species have become more numerous within the Celtic Sea and could become the 
dominant species group if shifts continue (Mérillet et al. 2020). In the Eastern Mediterranean, 
increases in the abundance of warm affinity species and decreases in the abundance of cold 
affinity species have been observed, showing a strong reaction to climate change (Givan et al. 
2018). Abundance measures are likely to be more sensitive to declines in Boreal species, as 
species will become rarer before they are extirpated due to temperature increases. Therefore, 
quantifying changes in biomass is important for measuring further implications of climate 
change on the North Sea fish community.

The large fish indicator (LFI), the proportion of fish over a certain size in the community, 
is another measure of fish biodiversity and an Ecological Quality Objective in the North Sea 
(Greenstreet et al. 2011). The impact of increasing Lusitanian species richness on the LFI is 
not yet understood, though an increase in the proportion of Lusitanian species in the North 
Sea, which are typically smaller, could lead to an overall decline in LFI (Pecuchet et al. 2017). 
Other measures such as Typical Length and Mean Maximum Length which have also been 
suggested for monitoring Good Environmental Status may also differ between the two thermal 
affinities (Lynam and Rossberg 2017). Increasing temperatures may also reduce the overall 
size of the Boreal community which may have implications for reproductive output and popu-
lation stability (Baudron et al. 2014; Tu et al. 2018). Further research could look to use the 
logical community subset approach for investigating how various size-based indicators have 
over a period characterised by changes in temperature and fishing mortality, and whether pre-
vious targets will be achievable in a changing North Sea. This could help to illustrate potential 
future impacts of increasing Lusitanian species richness on the LFI in the North Sea.

Conclusion

By using a simple, logic-based approach to investigate trends in R of different subsets of 
the community, it is possible to identify key drivers of community change. These simple 
subset methods are useful where explanatory variables are confounded and can provide 
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further detail on changes within the fish community. While R has increased significantly 
in the North Sea over the last 30 years, these increases are largely driven by increases in 
the number of Lusitanian species. Increases found in quota R were mostly due to increases 
in Lusitanian species. Both results suggest that climate change is the main factor behind 
recent increases in R in the North Sea. Spatio-temporal patterns of R are more complicated 
but show a widespread increase in Lusitanian species richness and some suggestion of a 
poleward shift in quota species, particularly Boreal quota species.

Supplementary Information  The online version contains supplementary material available at https://​doi.​
org/​10.​1007/​s10531-​023-​02643-6.

Author contributions  IJ wrote the main manuscript text, conducted analysis and created the figures as part 
of their PhD project. LC, TM and CTM all provided supervision of the project, it’s development, analysis 
and all authors reviewed, edited and approved the final manuscript.

Funding  This studentship has been funded under the NERC Scottish Universities Partnership for Environ-
mental Research (SUPER) Doctoral Training Partnership (DTP) (Grant reference number NE/S007342/1 
and website https://​super​dtp.​st-​andre​ws.​ac.​uk/). Additional funding has been provided by Marine Scotland 
and the University of Aberdeen.

Declarations 

Competing interests  The authors have no relevant financial or non-financial interests to disclose. All authors 
contributed to the study conception and analysis. The first draft of the manuscript was written by Ieuan Jones 
and all authors commented on previous versions of the manuscript. All authors read and approved the final 
manuscript. The data used in this manuscript is publicly available at: https://​www.​ices.​dk/​data/​data-​porta​ls/​
Pages/​DATRAS.​aspx.

Open Access   This article is licensed under a Creative Commons Attribution 4.0 International License, 
which permits use, sharing, adaptation, distribution and reproduction in any medium or format, as long 
as you give appropriate credit to the original author(s) and the source, provide a link to the Creative Com-
mons licence, and indicate if changes were made. The images or other third party material in this article 
are included in the article’s Creative Commons licence, unless indicated otherwise in a credit line to the 
material. If material is not included in the article’s Creative Commons licence and your intended use is not 
permitted by statutory regulation or exceeds the permitted use, you will need to obtain permission directly 
from the copyright holder. To view a copy of this licence, visit http://​creat​iveco​mmons.​org/​licen​ses/​by/4.​0/.

References

Akaike H (1987) Factor analysis and AIC. Psychometrika 52(3):317–332. https://​doi.​org/​10.​1007/​BF022​
94359

Batt RD, Morley JW, Selden RL, Tingley MW, Pinsky ML (2017) Gradual changes in range size accompany 
long-term trends in species richness. Ecol Lett. https://​doi.​org/​10.​1111/​ele.​12812

Baudron AR, Fernandes PG (2015) Adverse consequences of stock recovery: European hake, a new ‘choke’ 
species under a discard ban? Fish Fish 16(4):563–575. https://​doi.​org/​10.​1111/​faf.​12079

Baudron AR, Needle CL, Rijnsdorp AD, Tara Marshall C (2014) Warming temperatures and smaller body 
sizes: synchronous changes in growth of North Sea fishes. Glob Change Biol 20(4):1023–1031. https://​
doi.​org/​10.​1111/​gcb.​12514

Beaugrand G, Balembois A, Kléparski L, Kirby RR (2022) Addressing the dichotomy of fishing and climate 
in fishery management with the FishClim model. Commun Biol 5(1):1146. https://​doi.​org/​10.​1038/​
s42003-​022-​04100-6

Belkin IM (2009) Rapid warming of large marine ecosystems. Progress Oceanogr 81(1–4):207–213. https://​
doi.​org/​10.​1016/j.​pocean.​2009.​04.​011

https://doi.org/10.1007/s10531-023-02643-6
https://doi.org/10.1007/s10531-023-02643-6
https://superdtp.st-andrews.ac.uk/
https://www.ices.dk/data/data-portals/Pages/DATRAS.aspx
https://www.ices.dk/data/data-portals/Pages/DATRAS.aspx
http://creativecommons.org/licenses/by/4.0/
https://doi.org/10.1007/BF02294359
https://doi.org/10.1007/BF02294359
https://doi.org/10.1111/ele.12812
https://doi.org/10.1111/faf.12079
https://doi.org/10.1111/gcb.12514
https://doi.org/10.1111/gcb.12514
https://doi.org/10.1038/s42003-022-04100-6
https://doi.org/10.1038/s42003-022-04100-6
https://doi.org/10.1016/j.pocean.2009.04.011
https://doi.org/10.1016/j.pocean.2009.04.011


3152	 Biodiversity and Conservation (2023) 32:3133–3155

1 3

Burgess MG, Polasky S, Tilman D (2013) Predicting overfishing and extinction threats in multispecies fish-
eries. Proc Natl Acad Sci USA 110(40):15943–15948. https://​doi.​org/​10.​1073/​pnas.​13144​72110

Burnham KP, Anderson DR (2004) Multimodel inference: understanding AIC and BIC in model selection. 
Sociol Methods Res 33(2):261–304. https://​doi.​org/​10.​1177/​00491​24104​268644

Butchart SHM, Walpole M, Collen B, Van Strien A, Scharlemann JPW, Almond REA, Baillie JEM, Bom-
hard B, Brown C, Bruno J et  al (2010) Global biodiversity: Indicators of recent declines. Science 
328(5982):1164–1168. https://​doi.​org/​10.​1126/​scien​ce.​11875​12

Capuzzo E, Lynam CP, Barry J, Stephens D, Forster RM, Greenwood N, McQuatters-Gollop A, Silva T, van 
Leeuwen SM, Engelhard GH (2018) A decline in primary production in the North Sea over 25 years, 
associated with reductions in zooplankton abundance and fish stock recruitment. Glob Change Biol 
24(1):e352–e364. https://​doi.​org/​10.​1111/​gcb.​13916

Cardinale BJ, Duffy JE, Gonzalez A, Hooper DU, Perrings C, Venail P, Narwani A, MacE GM, Tilman 
D, Wardle DA et al (2012) Biodiversity loss and its impact on humanity. Nature 486(7401):59–67. 
https://​doi.​org/​10.​1038/​natur​e11148

Carr MH, Neigel JE, Estes JA, Andelman S, Warner RR, Largier JL (2003) Comparing marine and ter-
restrial ecosystems: implications for the design of coastal marine reserves. Ecol Appl. https://​doi.​
org/​10.​1890/​1051-​0761(2003)​013[0090:​cmatei]​2.0.​co;2

Casey JM, Myers RA (1998) Near extinction of a large, widely distributed fish. Science 281(5377):690–
692. https://​doi.​org/​10.​1126/​scien​ce.​281.​5377.​690

Chase JM, McGill BJ, Thompson PL, Antão LH, Bates AE, Blowes SA, Dornelas M, Gonzalez A, 
Magurran AE, Supp SR et al (2019) Species richness change across spatial scales. Oikos. https://​
doi.​org/​10.​1111/​oik.​05968

Chaudhary C, Richardson AJ, Schoeman DS, Costello MJ (2021) Global warming is causing a more 
pronounced dip in marine species richness around the equator. Proc Natl Acad Sci USA. https://​doi.​
org/​10.​1073/​pnas.​20150​94118

Couce E, Schratzberger M, Engelhard HG (2020) Reconstructing three decades of total international 
trawling effort in the North Sea. Earth Syst Sci Data 12(1):373–386. https://​doi.​org/​10.​5194/​
essd-​12-​373-​2020

Crépin AS, Biggs R, Polasky S, Troell M, de Zeeuw A (2012) Regime shifts and management. Ecol 
Econ 84:15–22. https://​doi.​org/​10.​1016/j.​ecole​con.​2012.​09.​003

Dencker TS, Pecuchet L, Beukhof E, Richardson K, Payne MR, Lindegren M (2017) Temporal and spa-
tial differences between taxonomic and trait biodiversity in a large marine ecosystem: causes and 
consequences. PLoS ONE. https://​doi.​org/​10.​1371/​journ​al.​pone.​01897​31

Dulvy NK, Sadovy Y, Reynolds JD (2003) Extinction vulnerability in marine populations. Fish Fish 
4(1):25–64. https://​doi.​org/​10.​1046/j.​1467-​2979.​2003.​00105.x

Dulvy NK, Rogers SI, Jennings S, Stelzenmüller V, Dye SR, Skjoldal HR (2008) Climate change and 
deepening of the North Sea fish assemblage: a biotic indicator of warming seas. J Appl Ecol 
45(4):1029–1039. https://​doi.​org/​10.​1111/j.​1365-​2664.​2008.​01488.x

Eero M, Vinther M, Haslob H, Huwer B, Casini M, Storr-Paulsen M, Köster FW (2012) Spatial manage-
ment of marine resources can enhance the recovery of predators and avoid local depletion of forage 
fish. Conserv Lett 5(6):486–492. https://​doi.​org/​10.​1111/j.​1755-​263X.​2012.​00266.x

Ellingsen KE, Anderson MJ, Shackell NL, Tveraa T, Yoccoz NG, Frank KT (2015) The role of a domi-
nant predator in shaping biodiversity over space and time in a marine ecosystem. J Animal Ecol 
84(5):1242–1252. https://​doi.​org/​10.​1111/​1365-​2656.​12396

Engelhard GH, Righton DA, Pinnegar JK (2014) Climate change and fishing: a century of shifting dis-
tribution in North Sea cod. Glob Change Biol 20(8):2473–2483. https://​doi.​org/​10.​1111/​gcb.​12513

EU (2020) COUNCIL REGULATION (EU) 2020/123 of 27 January 2020 fixing for 2020 the fishing 
opportunities for certain fish stocks and groups of fish stocks, applicable in Union waters and, for 
Union fishing vessels, in certain non-union waters. Official J Eur Union.

Fernandes PG, Fallon NG (2020) Fish distributions reveal discrepancies between zonal attachment and 
quota allocations. Conserv Lett. https://​doi.​org/​10.​1111/​conl.​12702

Ferretti F, Myers RA, Serena F, Lotze HK (2008) Loss of large predatory sharks from the Mediterranean 
Sea. Conserv Biol 22(4):952–964. https://​doi.​org/​10.​1111/j.​1523-​1739.​2008.​00938.x

Ferretti F, Worm B, Britten GL, Heithaus MR, Lotze HK (2010) Patterns and ecosystem consequences 
of shark declines in the ocean. Ecol Lett 13(8):1055–1071. https://​doi.​org/​10.​1111/j.​1461-​0248.​
2010.​01489.x

Frainer A, Primicerio R, Kortsch S, Aune M, Dolgov AV, Fossheim M, Aschan MM (2017) Climate-
driven changes in functional biogeography of Arctic marine fish communities. Proc Natl Acad Sci 
USA 114(46):12202–12207. https://​doi.​org/​10.​1073/​pnas.​17060​80114

https://doi.org/10.1073/pnas.1314472110
https://doi.org/10.1177/0049124104268644
https://doi.org/10.1126/science.1187512
https://doi.org/10.1111/gcb.13916
https://doi.org/10.1038/nature11148
https://doi.org/10.1890/1051-0761(2003)013[0090:cmatei]2.0.co;2
https://doi.org/10.1890/1051-0761(2003)013[0090:cmatei]2.0.co;2
https://doi.org/10.1126/science.281.5377.690
https://doi.org/10.1111/oik.05968
https://doi.org/10.1111/oik.05968
https://doi.org/10.1073/pnas.2015094118
https://doi.org/10.1073/pnas.2015094118
https://doi.org/10.5194/essd-12-373-2020
https://doi.org/10.5194/essd-12-373-2020
https://doi.org/10.1016/j.ecolecon.2012.09.003
https://doi.org/10.1371/journal.pone.0189731
https://doi.org/10.1046/j.1467-2979.2003.00105.x
https://doi.org/10.1111/j.1365-2664.2008.01488.x
https://doi.org/10.1111/j.1755-263X.2012.00266.x
https://doi.org/10.1111/1365-2656.12396
https://doi.org/10.1111/gcb.12513
https://doi.org/10.1111/conl.12702
https://doi.org/10.1111/j.1523-1739.2008.00938.x
https://doi.org/10.1111/j.1461-0248.2010.01489.x
https://doi.org/10.1111/j.1461-0248.2010.01489.x
https://doi.org/10.1073/pnas.1706080114


3153Biodiversity and Conservation (2023) 32:3133–3155	

1 3

Frank KT, Petrie B, Choi JS, Leggett WC (2005) Ecology: trophic cascades in a formerly cod-dominated 
ecosystem. Science 308(5728):1621–1623. https://​doi.​org/​10.​1126/​scien​ce.​11130​75

Friedland KD, Langan JA, Large SI, Selden RL, Link JS, Watson RA, Collie JS (2020) Changes in 
higher trophic level productivity, diversity and niche space in a rapidly warming continental shelf 
ecosystem. Sci Total Environ. https://​doi.​org/​10.​1016/j.​scito​tenv.​2019.​135270

Gislason H, Collie J, MacKenzie BR, Nielsen A, Borges M, de Bottari F, Chaves T, Dolgov C, Dulčić 
AV, Duplisea J et al (2020) Species richness in North Atlantic fish: process concealed by pattern. 
Glob Ecol Biogeogra 29(5):842–856. https://​doi.​org/​10.​1111/​geb.​13068

Givan O, Edelist D, Sonin O, Belmaker J (2018) Thermal affinity as the dominant factor changing Medi-
terranean fish abundances. Glob Change Biol 24(1):e80–e89. https://​doi.​org/​10.​1111/​gcb.​13835

Greenstreet SPR, Rogers SI (2006) Indicators of the health of the North Sea fish community: identify-
ing reference levels for an ecosystem approach to management. ICES J Mar Sci. https://​doi.​org/​10.​
1016/j.​icesj​ms.​2005.​12.​009

Greenstreet SPR, Rogers SI, Rice JC, Piet GJ, Guirey EJ, Fraser HM, Fryer RJ (2011) Development of 
the EcoQO for the North Sea fish community. ICES J Mar Sci. https://​doi.​org/​10.​1093/​icesj​ms/​
fsq156

Heessen H, Daan N, Ellis J (2015) Fish atlas of the Celtic Sea, North Sea and Baltic Sea: based on inter-
national research-vessel surveys. Wageningen Academic Publishers, Wageningen

Henseler C, Nordström MC, Törnroos A, Snickars M, Pecuchet L, Lindegren M, Bonsdorff E (2019) 
Coastal habitats and their importance for the diversity of benthic communities: a species- and trait-
based approach. Estuar Coast Shelf Sci. https://​doi.​org/​10.​1016/j.​ecss.​2019.​106272

Hiddink JG, Coleby C (2012) What is the effect of climate change on marine fish biodiversity in an area 
of low connectivity, the Baltic Sea? Glob Ecol Biogeogr 21(6):637–646. https://​doi.​org/​10.​1111/j.​
1466-​8238.​2011.​00696.x

Hillebrand H, Brey T, Gutt J, Hagen W, Metfies K, Meyer B, Lewandowska A (2018) Climate change: 
warming impacts on marine biodiversity. Handbook on marine environment protection. Springer, 
Berlin, pp 353–373

Hooper DU, Chapin FS, Ewel JJ, Hector A, Inchausti P, Lavorel S, Lawton JH, Lodge DM, Loreau 
M, Naeem S et al (2005) Effects of biodiversity on ecosystem functioning: a consensus of current 
knowledge. Ecol Monogr 75(1):3–35. https://​doi.​org/​10.​1890/​04-​0922

ICES (2020) Manual for the North Sea international bottom trawl surveys. Ser ICES Surv Protoc. https://​
doi.​org/​10.​17895/​ices.​pub.​7562

ICES (2022) Working group on the assessment of demersal stocks in the North Sea and Skagerrak 
(WGNSSK). ICES Sci Rep. https://​doi.​org/​10.​17895/​ices.​pub.​19786​285

Jackson JBC (2008) Ecological extinction and evolution in the brave new ocean. Proc Natl Acad Sci 
USA 105(SUPPL. 1):11458–11465. https://​doi.​org/​10.​1073/​pnas.​08028​12105

Koivisto ME, Westerbom M (2010) Habitat structure and complexity as determinants of biodiversity in 
blue mussel beds on sublittoral rocky shores. Mar Biol 157(7):1463–1474. https://​doi.​org/​10.​1007/​
s00227-​010-​1421-9

Lynam CP, Rossberg AG (2017) New univariate characterization of fish community size structure 
improves precision beyond the Large Fish Indicator. arXiv Preprint.&nbsp;https://​doi.​org/​10.​
48550/​arXiv.​1707.​06569

Mathis M, Elizalde A, Mikolajewicz U, Pohlmann T (2015) Variability patterns of the general circula-
tion and sea water temperature in the North Sea. Progress Oceanogr 135:91–112. https://​doi.​org/​10.​
1016/j.​pocean.​2015.​04.​009

McLean M, Mouillot D, Lindegren M, Villéger S, Engelhard G, Murgier J, Auber A (2019) Fish com-
munities diverge in species but converge in traits over three decades of warming. Global Change Biol 
25(11):3972–3984. https://​doi.​org/​10.​1111/​gcb.​v25.​1110.​1111/​gcb.​14785

McLean M, Mouillot D, Maureaud AA, Hattab T, MacNeil MA, Goberville E, Lindegren M, Engelhard 
G, Pinsky M, Auber A (2021) Disentangling tropicalization and deborealization in marine ecosys-
tems under climate change. Curr Biol 31(21):4817-4823.e5. https://​doi.​org/​10.​1016/j.​cub.​2021.​08.​
034

Mérillet L, Kopp D, Robert M, Mouchet M, Pavoine S (2020) Environment outweighs the effects of fish-
ing in regulating demersal community structure in an exploited marine ecosystem. Glob Change 
Biol 26(4):2106–2119. https://​doi.​org/​10.​1111/​gcb.​14969

Mesnil B (2012) The hesitant emergence of maximum sustainable yield (MSY) in fisheries policies in 
Europe. Mar Policy 36(2):473–480. https://​doi.​org/​10.​1016/j.​marpol.​2011.​08.​006

MMO (2020) UK sea fisheries statistics 2020

https://doi.org/10.1126/science.1113075
https://doi.org/10.1016/j.scitotenv.2019.135270
https://doi.org/10.1111/geb.13068
https://doi.org/10.1111/gcb.13835
https://doi.org/10.1016/j.icesjms.2005.12.009
https://doi.org/10.1016/j.icesjms.2005.12.009
https://doi.org/10.1093/icesjms/fsq156
https://doi.org/10.1093/icesjms/fsq156
https://doi.org/10.1016/j.ecss.2019.106272
https://doi.org/10.1111/j.1466-8238.2011.00696.x
https://doi.org/10.1111/j.1466-8238.2011.00696.x
https://doi.org/10.1890/04-0922
https://doi.org/10.17895/ices.pub.7562
https://doi.org/10.17895/ices.pub.7562
https://doi.org/10.17895/ices.pub.19786285
https://doi.org/10.1073/pnas.0802812105
https://doi.org/10.1007/s00227-010-1421-9
https://doi.org/10.1007/s00227-010-1421-9
https://doi.org/10.48550/arXiv.1707.06569
https://doi.org/10.48550/arXiv.1707.06569
https://doi.org/10.1016/j.pocean.2015.04.009
https://doi.org/10.1016/j.pocean.2015.04.009
https://doi.org/10.1111/gcb.v25.1110.1111/gcb.14785
https://doi.org/10.1016/j.cub.2021.08.034
https://doi.org/10.1016/j.cub.2021.08.034
https://doi.org/10.1111/gcb.14969
https://doi.org/10.1016/j.marpol.2011.08.006


3154	 Biodiversity and Conservation (2023) 32:3133–3155

1 3

Montero-Serra I, Edwards M, Genner MJ (2015) Warming shelf seas drive the subtropicalization of 
European pelagic fish communities. Glob Change Biol 21(1):144–153. https://​doi.​org/​10.​1111/​gcb.​
12747

Morin M (2000) The fisheries resources in the European Union. The distribution of TACs: principle 
of relative stability and quota-hopping. Mar Policy 24(3):265–273. https://​doi.​org/​10.​1016/​S0308-​
597X(00)​00004-X

Myers RA, Worm B (2003) Rapid worldwide depletion of predatory fish communities. Nature 
423(6937):280–283. https://​doi.​org/​10.​1038/​natur​e01610

Myers RA, Hutchings JA, Barrowman NJ (1997) Why do fish stocks collapse? The example of cod in 
Atlantic Canada. Ecol Appl 7(1):91–106. https://​doi.​org/​10.​1890/​1051-​0761(1997)​007[0091:​WDF-
SCT]​2.0.​CO;2

Niklitschek EJ, Cornejo-Donoso J, Oyarzún C, Hernández E, Toledo P (2010) Developing seamount 
fishery produces localized reductions in abundance and changes in species composition of bycatch. 
Mar Ecol 31(SUPPL. 1):168–182. https://​doi.​org/​10.​1111/j.​1439-​0485.​2010.​00372.x

Osland MJ, Stevens PW, Lamont MM, Brusca RC, Hart KM, Waddle JH, Langtimm CA, Williams CM, 
Keim BD, Terando AJ et al (2021) Tropicalization of temperate ecosystems in North America: the 
northward range expansion of tropical organisms in response to warming winter temperatures. Glob 
Change Biol 27(13):3009–3034. https://​doi.​org/​10.​1111/​gcb.​15563

OSPAR (2017) Extent of physical damage to predominant and special habitats. [Online]. Available at: 
https://​oap.​ospar.​org/​en/​ospar-​asses​sments/​inter​media​te-​asses​sment-​2017/​biodi​versi​ty-​status/​habit​
ats/​extent-​physi​cal-​damage-​predo​minant-​and-​speci​al-​habit​ats/

Pecuchet L, Lindegren M, Hidalgo M, Delgado M, Esteban A, Fock HO, de Sola L, Punzón A, Sól-
mundsson J, Payne MR (2017) From traits to life-history strategies: deconstructing fish community 
composition across European seas. Glob Ecol Biogeogr 26(7):812–822. https://​doi.​org/​10.​1111/​
geb.​12587

Pereira HM, Leadley PW, Proença V, Alkemade R, Scharlemann JPW, Fernandez-Manjarrés JF, Araújo 
MB, Balvanera P, Biggs R, Cheung WWL et al (2010) Scenarios for global biodiversity in the 21st 
century. Science 330(6010):1496–1501. https://​doi.​org/​10.​1126/​scien​ce.​11966​24

Quante M, Colijn F, Bakker JP, Härdtle W, Heinrich H, Lefebvre C, Nöhren I, Olesen JE, Pohlmann T, 
Sterr H et al (2016) Introduction to the assessment-characteristics of the region.&nbsp;http://​link.​
sprin​ger.​com/https://​doi.​org/​10.​1007/​978-3-​319-​39745-0

Rayner NA, Parker DE, Horton EB, Folland CK, Alexander LV, Rowell DP, Kent EC, Kaplan A (2003) 
Global analyses of sea surface temperature, sea ice, and night marine air temperature since the late 
nineteenth century. J Geophys Res: Atmos. https://​doi.​org/​10.​1029/​2002j​d0026​70

Rutterford LA, Simpson SD, Jennings S, Johnson MP, Blanchard JL, Schön PJ, Sims DW, Tinker J, Gen-
ner MJ (2015) Future fish distributions constrained by depth in warming seas. Nat Clim Change 
5(6):569–573. https://​doi.​org/​10.​1038/​nclim​ate26​07

Sala E, Knowlton N (2006) Global marine biodiversity trends. Ann Rev Environ Resour 31(2006):93–
122. https://​doi.​org/​10.​1146/​annur​ev.​energy.​31.​020105.​100235

Sax DF, Gaines SD, Brown JH (2002) Species invasions exceed extinctions on islands worldwide: a 
comparative study of plants and birds. Am Nat 160(6):766–783. https://​doi.​org/​10.​1086/​343877

Serpetti N, Baudron AR, Burrows MT, Payne BL, Helaouët P, Fernandes PG, Heymans JJ (2017) Impact 
of ocean warming on sustainable fisheries management informs the ecosystem approach to fisher-
ies. Sci Rep. https://​doi.​org/​10.​1038/​s41598-​017-​13220-7

Ter Hofstede R, Rijnsdorp AD (2011) Comparing demersal fish assemblages between periods of con-
trasting climate and fishing pressure. ICES J Mar Sci 68(6):1189–1198. https://​doi.​org/​10.​1093/​
icesj​ms/​fsr053

Tews J, Brose U, Grimm V, Tielbörger K, Wichmann MC, Schwager M, Jeltsch F (2004) Animal species 
diversity driven by habitat heterogeneity/diversity: the importance of keystone structures. J Bioge-
ogr 31(1):79–92. https://​doi.​org/​10.​1046/j.​0305-​0270.​2003.​00994.x

Thurstan RH, Roberts CM (2010) Ecological meltdown in the firth of clyde. Two centuries of change in 
a coastal marine ecosystem. PLoS ONE. https://​doi.​org/​10.​1371/​journ​al.​pone.​00117​67

Tian T, Su J, Boberg F, Yang S, Schmith T (2016) Estimating uncertainty caused by ocean heat transport 
to the North Sea: experiments downscaling EC-Earth. Clim Dyn 46(1–2):99–110. https://​doi.​org/​
10.​1007/​s00382-​015-​2571-8

Tittensor DP, Walpole M, Hill SLL, Boyce DG, Britten GL, Burgess ND, Butchart SHM, Leadley PW, 
Regan EC, Alkemade R et al (2014) A mid-term analysis of progress toward international biodiver-
sity targets. Science 346(6206):241–244. https://​doi.​org/​10.​1126/​scien​ce.​12574​84

Tu CY, Chen KT, Hsieh CH (2018) Fishing and temperature effects on the size structure of exploited fish 
stocks. Sci Rep. https://​doi.​org/​10.​1038/​s41598-​018-​25403-x

https://doi.org/10.1111/gcb.12747
https://doi.org/10.1111/gcb.12747
https://doi.org/10.1016/S0308-597X(00)00004-X
https://doi.org/10.1016/S0308-597X(00)00004-X
https://doi.org/10.1038/nature01610
https://doi.org/10.1890/1051-0761(1997)007[0091:WDFSCT]2.0.CO;2
https://doi.org/10.1890/1051-0761(1997)007[0091:WDFSCT]2.0.CO;2
https://doi.org/10.1111/j.1439-0485.2010.00372.x
https://doi.org/10.1111/gcb.15563
https://oap.ospar.org/en/ospar-assessments/intermediate-assessment-2017/biodiversity-status/habitats/extent-physical-damage-predominant-and-special-habitats/
https://oap.ospar.org/en/ospar-assessments/intermediate-assessment-2017/biodiversity-status/habitats/extent-physical-damage-predominant-and-special-habitats/
https://doi.org/10.1111/geb.12587
https://doi.org/10.1111/geb.12587
https://doi.org/10.1126/science.1196624
http://link.springer.com/
http://link.springer.com/
https://doi.org/10.1007/978-3-319-39745-0
https://doi.org/10.1029/2002jd002670
https://doi.org/10.1038/nclimate2607
https://doi.org/10.1146/annurev.energy.31.020105.100235
https://doi.org/10.1086/343877
https://doi.org/10.1038/s41598-017-13220-7
https://doi.org/10.1093/icesjms/fsr053
https://doi.org/10.1093/icesjms/fsr053
https://doi.org/10.1046/j.0305-0270.2003.00994.x
https://doi.org/10.1371/journal.pone.0011767
https://doi.org/10.1007/s00382-015-2571-8
https://doi.org/10.1007/s00382-015-2571-8
https://doi.org/10.1126/science.1257484
https://doi.org/10.1038/s41598-018-25403-x


3155Biodiversity and Conservation (2023) 32:3133–3155	

1 3

Verdiell-Cubedo D, Torralva M, Ruiz-Navarro A, Oliva-Paterna FJ (2013) Fish assemblages in different 
littoral habitat types of a hypersaline coastal lagoon (Mar Menor, Mediterranean Sea). Ital J Zool 
80(1):104–116. https://​doi.​org/​10.​1080/​11250​003.​2012.​686525

Vergés A, Steinberg PD, Hay ME, Poore AGB, Campbell AH, Ballesteros E, Heck KL, Booth DJ, Cole-
man MA, Feary DA et al (2014) The tropicalization of temperate marine ecosystems: climate-medi-
ated changes in herbivory and community phase shifts. Proc R Soc B: Biol Sci. https://​doi.​org/​10.​
1098/​rspb.​2014.​0846

Vergés A, Doropoulos C, Malcolm HA, Skye M, Garcia-Pizá M, Marzinelli EM, Campbell AH, Bal-
lesteros E, Hoey AS, Vila-Concejo A et al (2016) Long-term empirical evidence of ocean warm-
ing leading to tropicalization of fish communities, increased herbivory, and loss of kelp. Proc Natl 
Acad Sci USA 113(48):13791–13796. https://​doi.​org/​10.​1073/​pnas.​16107​25113

Wernberg T, Bennett S, Babcock RC, De Bettignies T, Cure K, Depczynski M, Dufois F, Fromont J, 
Fulton CJ, Hovey RK et al (2016) Climate-driven regime shift of a temperate marine ecosystem. 
Science 353(6295):169–172. https://​doi.​org/​10.​1126/​scien​ce.​aad87​45

Wing SR, Jack L (2013) Marine reserve networks conserve biodiversity by stabilizing communities and 
maintaining food web structure. Ecosphere. https://​doi.​org/​10.​1890/​ES13-​00257.1

Worm B, Lotze HK (2016) Marine biodiversity and climate change. Climate change: observed impacts 
on planet earth, 2nd edn. Elsevier, Amsterdam, pp 195–212

Yang J (1982) The dominant fish fauna in the North Sea and its determination. J Fish Biol 20(6):635–
643. https://​doi.​org/​10.​1111/j.​1095-​8649.​1982.​tb039​73.x

Publisher’s Note  Springer Nature remains neutral with regard to jurisdictional claims in published maps and 
institutional affiliations.

https://doi.org/10.1080/11250003.2012.686525
https://doi.org/10.1098/rspb.2014.0846
https://doi.org/10.1098/rspb.2014.0846
https://doi.org/10.1073/pnas.1610725113
https://doi.org/10.1126/science.aad8745
https://doi.org/10.1890/ES13-00257.1
https://doi.org/10.1111/j.1095-8649.1982.tb03973.x

	Disentangling the effects of fishing and temperature to explain increasing fish species richness in the North Sea
	Abstract
	Introduction
	Methods
	Data
	Biodiversity subsets and indices
	Analyses

	Results
	Model selection
	Spatial variation of R
	Temporal and spatio-temporal trends
	Temporal and spatio-temporal trends in the thermal affinity subset
	Temporal and spatio-temporal trends in the management subset
	Temporal and spatio-temporal trends in the management-thermal affinity subset

	Discussion
	Temporal trends in the thermal affinity subset
	Temporal trends in the management subset
	Spatial and spatio-temporal trends in R subsets
	Usefulness and future research

	Conclusion
	Anchor 21
	References




