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Abstract
Investigating the effects of climatic variability on biological diversity, productivity, 
and stability is key to understanding possible futures for ecosystems under accelerat-
ing climate change. A critical question for estuarine ecosystems is, how does climatic 
variability influence juvenile recruitment of different fish species and life histories 
that use estuaries as nurseries? Here we examined spatiotemporal abundance trends 
and environmental responses of 18 fish species that frequently spend the juvenile 
stage rearing in the San Francisco Estuary, CA, USA. First, we constructed multivari-
ate autoregressive state- space models using age- 0 fish abundance, freshwater flow 
(flow), and sea surface temperature data (SST) collected over four decades. Next, 
we calculated coefficients of variation (CV) to assess portfolio effects (1) within and 
among species, life histories (anadromous, marine opportunist, or estuarine depend-
ent), and the whole community; and (2) within and among regions of the estuary. 
We found that species abundances varied over space and time (increasing, decreas-
ing, or dynamically stable); and in 83% of cases, in response to environmental condi-
tions (wet/dry, cool/warm periods). Anadromous species responded strongly to flow 
in the upper  estuary, marine opportunist species responded to flow and/or SST in 
the lower estuary, and estuarine dependent species had diverse responses across the 
estuary. Overall, the whole community when considered across the entire estuary 
had the lowest CV, and life histories and species provided strong biological insur-
ance to the portfolio (2.4-  to 3.5- fold increases in stability, respectively). Spatial insur-
ance also increased stability, although to a lesser extent (up to 1.6- fold increases). Our 
study advances the notion that fish recruitment stability in estuaries is controlled by 
biocomplexity— life history diversity and spatiotemporal variation in the environment. 
However, intensified drought and marine heatwaves may increase the risk of multiple 
consecutive recruitment failures by synchronizing species dynamics and trajectories 
via Moran effects, potentially diminishing estuarine nursery function.
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1  |  INTRODUC TION

Biological insurance and portfolio effects are key concepts in ecol-
ogy, biodiversity conservation, and natural resource management 
(Loreau, 2000; MacArthur, 1955; Schindler et al., 2015). In a variable 
environment, biodiversity can stabilize whole communities when 
species with different biological traits fluctuate asynchronously 
in space, time, or both (Loreau et al., 2021). In fisheries, portfolio 
effects have been documented in marine and freshwater systems 
(Matsuzaki et al., 2019; Schindler et al., 2010; Thorson et al., 2018) 
and across biological levels of organization— from spatially structured 
populations (Carlson & Satterthwaite, 2011; Hilborn et al., 2003; 
Schindler et al., 2010) to communities (Anderson et al., 2017; 
Hammond et al., 2020). Mounting evidence suggests that portfo-
lio effects can arise from biological structure (i.e., the combination 
of species with different biological traits) or spatial structure (i.e., 
heterogeneity in the environments they inhabit), which promote in-
dependent fluctuations and thus buffer the community from vari-
ability (Greene et al., 2010; Hilborn et al., 2003; Moore et al., 2014). 
However, the role of biocomplexity— complexity among species and 
environments— in stabilizing fish communities in estuaries, which 
are highly dynamic and complex transition zones that function as 
critical nursery areas for a vast array of fishes globally, has yet to be 
investigated.

Estuaries are highly productive ecosystems that function as 
nurseries by enhancing growth and survival of juvenile fishes across 
a wide variety of taxa, habitats, and environmental conditions (Beck 
et al., 2001; Nagelkerken et al., 2015). Fish distribution and abundance 
in estuaries may vary across spatial gradients (e.g., temperature, sa-
linity) and temporal scales (e.g., tidal, diel, seasonal, multi- annual; 
Lauchlan & Nagelkerken, 2020). Complex life cycles have evolved 
whereby species may reside in estuaries during specific life stages 
or move into them opportunistically when favorable conditions arise 
(Elliott et al., 2007). For example, common life history strategies in-
clude anadromy, whereby species are born in freshwater (e.g., rivers, 
streams), move downstream into estuaries (often to rear) and then 
the ocean (to grow), and return to freshwater to spawn; marine op-
portunism, whereby species opportunistically move into estuaries 
from the ocean; and estuarine dependence, whereby species reside 
in estuaries for a significant portion of their life cycles, especially 
during early life stages (Elliott et al., 2007). Due to the commercial, 
recreational, and ecological importance of fishes that use estuaries 
as nurseries globally, understanding the role of biodiversity in stabi-
lizing aggregate fish recruitment in response to climatic variability is 
a critical conservation and management objective.

Under accelerating climate change, fishes that use estuar-
ies are increasingly subject to cumulative impacts of multiple in-
teracting stressors in fresh, brackish, and marine environments 
(Colombano et al., 2021; Lauchlan & Nagelkerken, 2020). Fish 
communities in estuaries tend to track climatic variability through 
space and time (Cloern et al., 2010; Feyrer et al., 2015; Pollack 
et al., 2011), suggesting that climate change may result in “winners” 
and “losers” (Somero, 2010). Multiple stressors may exceed species' 

physiological thresholds (Lauchlan & Nagelkerken, 2020), shift phe-
nologies (Thaxton et al., 2020), amplify matches or mismatches with 
food resources (Asch, 2015; Chevillot et al., 2017), or exacerbate 
human impacts such as habitat loss (Moyle et al., 2013) or fishing 
pressure (Griffith et al., 2012). Extreme events may homogenize en-
vironmental gradients (e.g., strong storms that freshen the entire es-
tuary or prolonged droughts that elevate salinity levels far upstream; 
Ghalambor et al., 2021), and in doing so, they may synchronize pop-
ulation dynamics via the Moran effect (i.e., regionally coordinated 
environmental fluctuations; Moran, 1953). Collectively, intensified 
climate change may favor some juvenile fish species based on their 
biological traits, while others may be at risk of multiple consecutive 
recruitment failures and associated increased extinction risk.

The potential ecological consequences of climate change on ju-
venile fishes in estuaries extend beyond the recruitment of individ-
uals to adult populations. Juvenile fishes in estuaries are common 
prey resources for higher level consumers and thus often serve as 
critical linkages in food webs across the marine- freshwater gradi-
ent (Deegan, 1993). Simulations of decreased fish production in 
marine food webs under climate change scenarios show severe 
negative effects on energy transfers to consumers and ecosystem 
production worldwide (du Pontavice et al., 2021). Recently, forage 
fish populations in the Gulf of Alaska severely declined in response 
to the Pacific marine heatwave of 2014– 2016, which temporar-
ily overwhelmed decadal- scale climatic variability, and resulted in 
shifts in distribution, mass mortalities, and reproductive failures of 
seabirds, marine mammals, and groundfish (Arimitsu et al., 2021). 
These observed declines were apparent at the onset of the marine 
heatwave event, suggesting that forage fish declines may serve as 
early warning signs for food web and ecosystem instability (Arimitsu 
et al., 2021). Overall, there is a growing recognition that climate- 
induced variability in juvenile fish abundance may have strong bot-
tom- up effects on food webs.

In this study, we examined spatiotemporal stability in juvenile 
fish abundance in the San Francisco Estuary, CA, USA. Our main 
goals were (1) to characterize patterns of abundance and environ-
mental responses among species and life histories, and (2) to ex-
amine the role of biological and spatial insurance in buffering (i.e., 
reducing the temporal variability of aggregate fish abundance) at the 
community level. We first asked, how does juvenile (age 0) fish abun-
dance vary over space, time, and in response to freshwater flow and 
sea surface temperature (SST)? Using multiple sources of monitor-
ing data from 1980 to 2018, we modeled the abundance of juvenile 
fish species with diverse life history strategies and quantified the 
effects of freshwater flow and SST across five regions of the estu-
ary. We expected abundance trends and environmental effects to 
vary widely based on species identity, estuarine use type, and ther-
mal and salinity tolerances (Elliott et al., 2007; Feyrer et al., 2015; 
Teichert et al., 2017). Next, we asked, does biological or spatial 
structure buffer long- term aggregate fish abundance from environ-
mental variability? We hypothesized that buffering could arise from 
(1) biological insurance, whereby independent fluctuations among 
species and life histories reduce the temporal variability in aggregate 



    |  3COLOMBANO et AL.

juvenile fish abundance, or (2) spatial insurance, whereby indepen-
dent fluctuations among spatial units reduce the temporal variability 
in aggregate juvenile fish abundance (Loreau et al., 2021). Finally, 
we explored the potential conservation implications of our findings 
under accelerating climate change.

2  |  METHODS

2.1  |  Study area

Survey data were obtained from the San Francisco Bay Study, a long- 
term monitoring program that samples fishes along the longitudinal 
salinity gradient of the San Francisco Estuary (hereafter, ‘SF Estuary’), 
California, USA (Figure 1a; CDFW, 2020). The SF Estuary is a temper-
ate estuary situated between the Pacific Ocean and the largest river 
system contained entirely within California, the Sacramento- San 
Joaquin Delta (hereafter, “Delta”). The Delta drains roughly 40% of 
the state's freshwater and is highly regulated by dams and reservoirs 
that capture, store, and divert water for agricultural operations and 
municipalities (Cloern & Jassby, 2012). California's Mediterranean 
climate drives the magnitude and duration of seasonal precipitation 
in winter and spring, which influences the annual freshwater flow 
entering the SF Estuary, its interaction with tidal waters from the 
Pacific Ocean, and in turn, the location and extent of the salinity 
gradient (Gross et al., 2009; Kimmerer et al., 2013). Generally, the 
upstream regions are fresh (0 Practical Salinity Units, PSU); the re-
gions in the center of the gradient are brackish (0– 15 PSU); and the 
downstream regions are mesohaline (5– 18 PSU) or polyhaline (18– 
30 PSU). However, during extreme wet years, freshwater can extend 
as far west as the Golden Gate strait at the entrance of the Pacific 
Ocean; alternatively, during extreme dry years, low salinity water 
(3– 5 PSU) can encroach as far inland as the interior Delta, prompt-
ing emergency management actions to protect freshwater supplies 
(Sommer, 2020). The highly variable salinity gradient is the subject of 
extensive management efforts and provides an opportunity to study 
ecological responses of estuarine transition zones to climate forc-
ing over ocean and river systems (see Cloern & Jassby, 2012; Cloern 
et al., 2010; Feyrer et al., 2015; Raimonet & Cloern, 2017).

According to the Intergovernmental Panel on Climate Change's 
Sixth Assessment Report, climate change is currently altering atmo-
spheric and oceanic processes (e.g., circulation patterns, tempera-
ture, salinity, evapotranspiration, precipitation, flooding, aridity, 
drought) on global and regional scales (IPCC, 2021). In the SF Estuary, 
the combination of multiple consecutive dry and warm winters with 
reduced precipitation (i.e., rainfall, snow) and less frequent reservoir 
releases to maximize water storage have become more frequent, re-
sulting in extreme, prolonged droughts in the SF Estuary (Knowles & 
Cronkite- Ratcliff, 2018; Pierce et al., 2018; Reis et al., 2019). Rising 
sea levels may elevate baseline salinity levels throughout the year 
and particularly during summer, while drought conditions may cause 
extreme salinity intrusion due to extended periods of low flows 
and tidal mixing farther upstream (Ghalambor et al., 2021). These 

extreme dry years are expected to be interspersed with extreme 
wet years featuring intensified atmospheric rivers that bring most of 
the precipitation in the form of rainfall rather than snow (Dettinger 
et al., 2016).

Ocean climate patterns such as the Pacific Decadal Oscillation 
(PDO), the North Pacific Gyre Oscillation (NPGO), and the El 
Niño Southern Oscillation are characterized by alternating phases 
of ocean currents and SSTs (Di Lorenzo et al., 2008; Mantua & 
Hare, 2002). SSTs in the Gulf of Farallones fluctuate synchro-
nously with water temperatures in the lower SF Estuary (Raimonet 
& Cloern, 2017), and strong upwelling events with cooler SSTs are 
linked to higher primary and secondary production in the lower SF 

F I G U R E  1  Study site and long- term hydroclimatic context. (a) 
Map of the San Francisco Estuary, California, USA. Regions are 
shown as color- coded polygons, and core fish sampling stations 
are shown as white circles. Along the longitudinal axis of the 
estuarine gradient, and depending on hydroclimatic conditions, 
salinity can range from fresh (e.g., West Delta) to salty (in the 
Central Bay, which is connected to the Pacific Ocean). Data source: 
CDFW (2020). Image credit: Amber Manfree. (b) Daily variation 
in freshwater flow (flow; m3 s−1) and sea surface temperature 
(SST; °C) from 1980 to 2018. Relative annual conditions (flow: 
Water year = October to September; SST: Calendar year = January 
to December) are shown as color- coded vertical lines: 
White = average (within 1 SD); blue = below average (below −1 SD); 
yellow = above average (above 1 SD). Data sources: CDWR (2020) 
and UCSD (2020).
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Estuary (Cloern & Jassby, 2012). Recent SST trends show directional 
increases and more frequent and severe anomalies (i.e., “marine 
heatwaves”), which are predicted to further intensify over the next 
century as climate change progresses (Fox- Kemper et al., 2021). In 
combination, freshwater flows (Flow) and SSTs are key indicators of 
hydrologic and oceanic variability, respectively, that bookend estua-
rine transition zones— both in the SF Estuary (Cloern & Jassby, 2012; 
Feyrer et al., 2015) and in estuaries worldwide (Colombano 
et al., 2021; Lauchlan & Nagelkerken, 2020).

2.2  |  Environmental sensor data and metrics

To describe environmental variables that characterize freshwater 
versus marine influence in estuaries, we used publicly accessible 
data from multiple long- term environmental monitoring programs. 
Freshwater flow was based on “Net Delta Outflow,” a metric that 
is derived from a widely used hydrologic model that uses flow sen-
sor data to estimate mean daily flows exiting the Delta and enter-
ing the San Francisco Bay (CDWR, 2020). Daily SST measurements 
were acquired from the Scripps Institute of Oceanography's Shore 
Stations Program site located at the Farallon Islands (26 miles 
west of the Golden Gate strait in the Pacific Ocean; UCSD, 2020). 
Both Flow and SST time series (Figure 1b) have been used exten-
sively in previous ecological analyses in the SF Estuary (Cloern & 
Jassby, 2012; Feyrer et al., 2015; Goertler et al., 2021; Sydeman 
et al., 2018).

For inclusion in multivariate autoregressive state- space 
(MARSS) models (see Sections 2.4– 2.6), we prescreened the co-
variates (Figure S1). We calculated mean annual flow and SST 
from April to October 1980 to 2018 for consistency with the 
fish monitoring data (see Section 2.3). We assessed the correla-
tion between the April to October window (when fish sampling 
is most consistent) and the January to June window (when the 
bulk of California's precipitation occurs) to confirm that the April– 
October window sufficiently captured annual trends (Pearson's 
r = .905). For missing SST data, we applied a seasonal autoregres-
sive integrated moving average model with a Kalman filter to in-
terpolate missing or flagged values before summarizing the annual 
means (Figure S2; Comte et al., 2021). We checked for multicol-
linearity between flow and SST by examining variance inflation 
factors (criteria <2; Fox et al., 2013), and assessing correlation 
between the two. Because these metrics were only weakly cor-
related (Pearson's r = .298), we deemed both “Flow” and “SST” 
metrics appropriate for inclusion in the models.

2.3  |  Fish sampling and life history classification

The San Francisco Bay Study is a long- term monitoring pro-
gram initiated in 1979 that samples 35 core fixed stations on a 
monthly basis across five regions spanning the salinity gradient: 
the West Delta, Suisun Bay, San Pablo Bay, Central Bay, and South 

Bay (Figure 1a). Fish sampling is conducted with an otter trawl 
to target benthic species and a midwater trawl to target pelagic 
fishes in open water habitats of the estuary. Captured species are 
identified, measured, and enumerated, and sampling effort (otter 
trawl: area- swept [m2]; midwater trawl: volume [m3]) is recorded 
to standardize catch metrics (i.e., catch per unit effort or “CPUE”; 
CDFW, 2020). We included 39 years (1980– 2018) of age- 0 fish 
data collected from April to October, which encompasses the most 
consistently sampled months by both gear types, and adequately 
captures peak abundances for common fish species during the 
age- 0 life stage (Figure S3; Feyrer et al., 2015). Life history classifi-
cation (anadromous, marine opportunist, or estuarine dependent) 
was based on species- level life cycles and patterns of estuarine 
use and migration in the SF Estuary or other California coastal wa-
ters (Table 1; Table S1; Allen & Horn, 2006; Elliott et al., 2007; 
Moyle, 2002).

2.4  |  Criteria for inclusion of fish data in 
MARSS models

We analyzed the fish abundance time series using MARSS models 
(Holmes et al., 2012) and examined the effects of Flow and SST on 
age- 0 fish abundance, while accounting for multiple gear types. To meet 
data density requirements for model convergence, we filtered the fish 
data set to retain “frequent” age- 0 species, retaining those occurring in 
50% of the time steps at a given station, with a minimum of one station 
and one gear type required to represent a region. The 18 frequent age- 0 
species (Table 1) of 22 total age- 0 species were modeled using station-  
and gear- level observation data to estimate “states” (i.e., observation 
error free abundance fluctuations based on CPUE) in each region.

2.5  |  MARSS model specifications

The MARSS approach is a more sophisticated, state- space version of 
the multivariate autoregressive (MAR) approach. MAR is commonly 
used for ecological time series analysis because it can estimate the 
effects of environmental variables, biotic interactions (Hampton 
et al., 2013), and spatial structure (Ward et al., 2010). Expanding 
on MAR, MARSS has equations for a state process (Equation 1) 
to estimate the “true” fluctuations, and an observation process 
(Equation 2) to account for measurement error while also accom-
modating missing data (Holmes et al., 2012). Modeling observation 
error is particularly important for long- term data sets, which tend to 
have noisy observations owing to variation in detectability or sam-
pling methodology and, if ignored, could lead to incorrect statistical 
inference (Knape & de Valpine, 2012). In the matrix form, MARSS 
model specifications for each species were specified as follows:

 

(1)Xt = Xt−1+Ut+Cct+Wt , whereWt ∼MVN(0,Q),

(2)Yt = ZXt + Vt , where Vt ∼ MVN(0,R),
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 where station-  and gear- specific age- 0 CPUE are the observations that 
enter the model in Equation 2 as Yt, where t is time. Gear types within 
a region (i.e., otter trawl, midwater trawl) inform the same state via a 
custom- made Z matrix, which connects observations to states and pro-
vides an observation error variance value per region and gear type (in 
R, the observation error variance– covariance matrix). In Equation (1), 
the environmental covariates (i.e., Flow, SST) enter the model as ct; 
C is a matrix that captures the covariate effects, and U the long- term 
average population growth. In turn, Wt is a matrix of the process error 
that captures deviations due to demographic or (unmeasured) environ-
mental stochasticity, with process errors at time t being multivariate 
normal (MVN) with mean 0 and covariance matrix Q. We estimated all 
possible parameters in this Q matrix (using the “unconstrained” set-
ting), as residual spatial covariance (SpCov) could be expected among 
regions. Overall, this model structure yields regional estimates of the 
Xt states and quantifies the unique effects of the environment via the 
C matrix, while controlling for other sources of stochasticity— either 
real (in the Q matrix) or potential, like measurement error in the data 
(via the R matrix).

To explore the diversity of responses of age- 0 fishes to key envi-
ronmental drivers, we initially constructed a series of MARSS mod-
els for each species with the following covariates: Flow only; SST 

only; both Flow and SST; and no covariates. We also explored the 
influence of water clarity (measured with a Secchi disk, hereafter 
“Secchi”) on detectability by specifying it as a covariate in the obser-
vation model. However, its inclusion did not fundamentally change 
our inferences about Flow and SST effects on age- 0 fish abundance 
(see Table S2 for all model comparisons, and Figure S4). Here, we 
focus on the two main models that bookend the model comparison: 
(1) a “null” model with no environmental covariates, and (2) the “full” 
model with the additive terms of Flow and SST. We interpreted con-
sistent significant effects of Flow or SST on abundance within and 
among species and life histories as the potential for synchronization 
by the environment, or Moran effects.

2.6  |  Model fitting and diagnostics

For each species model, age- 0 CPUE data were natural log(x + 1) 
transformed, and environmental covariates were z- scored. Using the 
r “MARSS” package (Holmes et al., 2021), models were fitted using 
maximum likelihood estimation maximization algorithm (the Kalman 
filter) run for up to 5000 iterations each time. All model coefficients 
were evaluated based on bootstrapped 95% confidence intervals 

TA B L E  1  Summary of 18 fish species, life history type, gear type, and capture location. Species are listed by common name, Latin name, 
origin (native vs. nonnative), and dominant life history based on estuarine use (Allen & Horn, 2006; Elliott et al., 2007; Moyle, 2002). Gear 
type and capture location reflects the California Department of Fish and Wildlife's San Francisco Bay study monitoring program data 
collected from 1980 to 2018. Gear type codes: MWT, midwater trawl; OT, otter trawl. Region codes: C, Central Bay; S, South Bay; SP, San 
Pablo Bay; SU, Suisun Bay; W, West Delta. See Table S1 for species' associated salinity and temperature ranges

Code Species Latin name N/NN
Life history: estuarine 
use type

SF Bay study: 
gear type(s)

SF Bay study: 
region(s)

LONSME Longfin Smelt Spirinchus thaleichthys N Anadromous MWT, OT C, SP, SU, W

STRBAS Striped Bass Morone saxatilis NN Anadromous MWT, OT SP, SU, W

AMESHA American Shad Alosa sapidissima NN Anadromous MWT SP, SU, W

CALTON California Tonguefish Symphurus atricauda N Marine opportunist OT S, C

BROROC Brown Rockfish Sebastes auriculatus N Marine opportunist OT S, C

SPESAN Speckled Sanddab Citharichthys stigmaeus N Marine opportunist OT S, C, SP

ENGSOL English Sole Parophrys vetulus N Marine opportunist OT S, C, SP

NORANC Northern Anchovy Engraulis mordax N Marine opportunist MWT S, C, SP, SU

WHICRO White Croaker Genyonemus lineatus N Estuarine dependent OT S, C, SP

YELGOB Yellowfin Goby Acanthogobius 
flavimanus

NN Estuarine dependent OT SP, SU, W

BAYGOB Bay Goby Lepidogobius lepidus N Estuarine dependent OT S, C, SP

SHIPER Shiner Surfperch Cymatogaster 
aggregata

N Estuarine dependent MWT, OT S, C, SP

STAFLO Starry Flounder Platichthys stellatus N Estuarine dependent OT SP, SU, W

PACHER Pacific Herring Clupea pallasii N Estuarine dependent MWT S, C, SP, SU

PLAMID Plainfin Midshipman Porichthys notatus N Estuarine dependent OT S, C, SP, SU

JACKSM Jacksmelt Atherinopsis 
californiensis

N Estuarine dependent MWT S, C, SP

PACSSC Pacific Staghorn Sculpin Leptocottus armatus N Estuarine dependent OT S, C, SP, SU, W

WALSUR Walleye Surfperch Hyperprosopon 
argenteum

N Estuarine dependent MWT C
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(CIs), where C, Q, and R intervals overlapping with zero were in-
terpreted as non- significant. Model comparisons of the null versus 
full models were assessed via corrected Akaike information criteria 
(AICc) using the Program r ‘MuMIn’ package (Bartoń, 2020).

2.7  |  Evaluating portfolio effects via biological and 
spatial structure

To compare the roles of biological and spatial insurance in reducing 
the temporal variability of aggregate fish abundance, we character-
ized long- term abundance trends and CVs (or the standard deviation 
divided by the mean) on the states obtained from the MARSS models. 
First, we used the non- parametric Theil– Sen (TS) estimator, a method 
that is robust to outliers, to determine whether species abundance 
trends in each region and across the estuary were increasing, decreas-
ing, or dynamically stable. We based the calculations on the states 
generated by the MARSS models instead of the raw CPUE because 
they account for both process and observation error. Second, we cal-
culated CVs for each biological and spatial group: individual species in 
regions; individual species across the estuary; aggregate life histories 
in regions; aggregate life histories across the estuary; the aggregate 
community in regions; the aggregate community across the estuary 
(see Table 2 for definitions). Finally, we calculated scaling factors as 
CV ratios to represent the change in mean CV with each change in 
biological or spatial scale. For example, the ratio between the mean 
CV for species across the estuary and the mean CV for life histories 
across the estuary represents an increase in biological scale. We in-
terpreted reductions in CVs as evidence of buffering and a portfolio 
effect (Schindler et al., 2010).

3  |  RESULTS

3.1  |  Climate- driven hydrologic and oceanic 
variability influencing the estuary

Trends over the 39- year data sets revealed substantial interan-
nual variation in both Flow and SST (Figure 1b). As expected of a 
system influenced by California's Mediterranean hydroclimate, the 

Flow time series encompassed multiple consecutive dry years (e.g., 
1987– 1992, 2012– 2016); however, earlier in the time series, these 
droughts were interspersed with multiple consecutive wet years 
(e.g., 1982– 1984; 1995– 1999), and were later punctuated by singu-
lar, extreme wet years (e.g., 2006, 2011, 2017) (Herbold et al., 2022). 
Typical of Eastern Pacific Ocean climate oscillations, the SST time 
series encompassed cool and warm phases. Notably, the time se-
ries captured a prominent phase shift to a highly productive PDO−/
NPGO+ regime in the late 1990s (Cloern & Jassby, 2012) and anom-
alous marine heatwaves (e.g., the Pacific marine heatwave of 2014– 
2016; Cavole et al., 2016). Importantly, the time series captured all 
different possible combinations of Flow (wet/dry) and SST (warm/
cool) phases, representing different types of hydrologic and oceanic 
variability observed over the past four decades.

3.2  |  Age- 0 species and life history level trends in 
abundance over space and time

Estimated states from the MARSS models yielded a variety of 
trends among the frequent age- 0 species, life histories, and regions 
(Figure 2; Tables S2 and S3). Broad- scale spatial patterns emerged 
for species according to their life history type across the estuarine 
gradient. Anadromous species, representing 3 of 18 total species 
and ~5% total catch, were common in the upper estuary (e.g., West 
Delta, Suisun Bay). Marine opportunist species, representing 5 of 
18 species and ~72% estimated catch, were common in the lower 
estuary (e.g., South Bay, Central Bay). Estuarine dependent spe-
cies, representing 10 of 18 of species and ~23% estimated catch, 
were common throughout the estuary (i.e., often found in 4 out of 
5 regions).

At the estuary scale, the abundances of anadromous Longfin 
Smelt (Spirinchus thaleichthys) and Striped Bass (Morone saxatilis) 
significantly declined over time (TS: −0.12 and −0.15) but increased 
slightly for American Shad (Alosa sapidissima; TS: 0.02). Northern 
Anchovy (Engraulis mordax) significantly declined on average, ex-
cept in South Bay where it increased (TS: −3.33 and 2.00). In con-
trast, the estuarine- dependent species, Pacific Herring (Clupea 
pallasii), Jacksmelt (Atherinopsis californiensis), and Pacific Staghorn 
Sculpin (Leptocottus armatus), exhibited “boom and bust” cycles, 

TA B L E  2  Terminology and definitions for each biological and spatial group considered in the portfolio effect analysis. Species in regions 
are the most disaggregated of the groups (n = 53) whereas the whole community across the estuary is the most aggregated of the groups 
(n = 1)

Term Biological group Spatial group Definition
# 
groups

Species (region) Species Region Total number of species and region combinations 53

Species (estuary) Species Estuary- wide Total number of species across the estuary 18

Life history (region) Life history Region Total number of life history and region combinations 13

Life history (estuary) Life history Estuary- wide Total number of life histories across the estuary 3

Community (region) Community Region Total number of community and region combinations 5

Community (estuary) Community Estuary- wide Total number of communities across the estuary 1
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with no consistent abundance trends. In turn, marine opportunists 
such as Brown Rockfish (Sebastes auriculatus), Speckled Sanddab 
(Citharichthys stigmaeus), and English Sole (Parophrys vetulus) tended 

to increase in abundance over time (TS: 0.18, 1.11, and 1.36). 
Overall, we observed a diversity of spatial distributions (narrow 
vs. widespread) and abundance trends (increasing, decreasing, and 

F I G U R E  2  Long- term trends in abundance of age- 0 species in each region. States were estimated with catch- per- unit- effort data from 
1980 to 2018 using multivariate autoregressive state- space models. Regions are color- coded. Estuarine use types are abbreviated as: 
An, anadromous; dep, estuarine dependent; Opp, marine opportunist. Native species are marked with an asterisk. Statistically significant 
(p < .05) Theil– Sen (TS) robust trends across the estuary are shown as increasing or decreasing with upward and downward trending arrows, 
respectively, and non- significant trends are shown as flat arrows (see Table S3 for region- specific TS estimates and Section 2 for details).
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dynamically stable) across species and regions, which were largely 
explained by life- history strategies.

3.3  |  Differential responses to freshwater flow  
and SST

Species models with covariate effects were in 83% of cases top- 
ranked in model comparisons (Table 3). Species had different 
combinations of positive, negative, and no responses to Flow and 
SST, and several patterns emerged for life history types (Figure 3). 
Anadromous species showed positive relationships to Flow but no 
relationship to SST; however, Flow effects varied geographically. 
Longfin Smelt and Striped Bass showed increasingly stronger posi-
tive relationships to Flow further downstream in the estuarine gradi-
ent (e.g., stronger in San Pablo Bay), whereas American Shad showed 
the opposite relationship (e.g., stronger in the West Delta). Marine 
opportunist species showed a range of Flow and SST effects. For 
example, Brown Rockfish, Speckled Sanddab, and English Sole in 
the South Bay responded positively to cooler SSTs, and English Sole 
and Northern Anchovy in the upper estuary responded positively 
to lower flows (i.e., drought). Estuarine dependent species showed 

the greatest diversity in responses to Flow and SST: half of the spe-
cies showed no response to one or more covariates while the other 
half showed responses to all different combinations. Notably, the es-
tuarine dependent species that showed significant SST relationships 
were all associated with cooler conditions (e.g., Pacific Staghorn 
Sculpin, Bay Goby (Lepidogobius lepidus), Plainfin Midshipman 
(Porichthys notatus), Shiner Surfperch (Cymatogaster aggregata), and 
Jacksmelt). In contrast, several species showed no covariate ef-
fects (e.g., White Croaker (Genyonemus lineatus), Walleye Surfperch 
(Hyperprosopon argenteum), Yellowfin Goby (Acanthogobius flavi-
manus)). All species showed significant process error covariance, 
representing spatial synchrony that was not accounted for by Flow 
or SST (Figure 3; Figure S5). Altogether, these results confirmed 
age- 0 species responsiveness to both environmental drivers, diver-
sity in the direction and magnitude of responses, and the potential 
for these two environmental drivers to synchronize trends across 
large spatial scales via the Moran effect.

3.4  |  Patterns of juvenile recruitment stability

Overall, the estuary- wide juvenile fish community had the lowest 
CV and was 3.43 times more stable than species in regions on aver-
age (Figure 4). Scaling factors showed that both hypothesized fac-
tors contributed to this phenomenon: variation among biological and 
spatial groups. However, biological factors had a stronger buffering 
effect overall. While spatial scaling from biological groups in regions 
to biological groups across the estuary maintained or moderately 
increased stability (0.98– 1.60), biological scaling from species and 
life histories across the estuary to the whole community across the 
estuary resulted in a 3.48- fold and 2.42- fold increase in stability, re-
spectively (see CV decreases in Figure 5). While anadromous species 
were highly variable overall (CV: 1.59), mean abundance declined 
over time, resulting in increased stability in the latter half of the time 
series. In contrast, marine opportunist and estuarine dependent 
species were more stable overall (CV: 0.45 and 0.47, respectively), 
and showed variable levels of asynchrony with each other, with high 
negative covariance in recent years (Figure 5b). These results sug-
gest that independent fluctuations among species and life histories 
provided strong biological insurance to the aggregate juvenile fish 
community.

4  |  DISCUSSION

In this study, we investigated broad- scale spatial and temporal pat-
terns of juvenile fish abundance and environmental data collected 
over four decades in the SF Estuary using spatially structured MARSS 
models. We addressed two main questions: (1) How does juvenile fish 
abundance vary over space, time, and in response to environmental 
variability? (2) Does biological and/or spatial insurance buffer long- 
term aggregate juvenile fish abundance from environmental vari-
ability? Our models for 18 age- 0 fishes accounted for process error 

TA B L E  3  Comparison of multivariate autoregressive state space 
models with and without environmental covariates. We compare 
null models (without covariates) to full models (with flow and sea 
surface temperature as covariates, and residual spatial covariance 
from the process error covariance matrix) via an information- 
theoretic approach using the corrected Akaike information 
criterion (AICc). See Table S2 for complete model comparisons and 
parameter estimates and Section 2 for details

Species
Null model 
(AICc)

Full 
model 
(AICc)

Longfin Smelt 3851 3734

Striped Bass 3138 3077

American Shad 1276 1195

California Tonguefish 1022 957

Brown Rockfish 302 290

Speckled Sanddab 2833 2765

English Sole 3543 3479

Northern Anchovy 3801 3791

White Croaker 2225 2186

Yellowfin Goby 2145 2028

Bay Goby 3134 3030

Shiner Surfperch 2070 2055

Starry Flounder 1126 1075

Pacific Herring 3447 3378

Plainfin Midshipman 3320 3288

Jacksmelt 2034 1987

Pacific Staghorn Sculpin 4298 4192

Walleye Surfperch 111 115
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variance and covariance, observation error, and two environmental 
covariates (freshwater flow and SST). We found that species exhibited 
diverse abundance patterns in space and time, and largely responded 
to interannual fluctuations in flow and/or SST. Multiple mechanisms 

providing portfolio effects emerged, whereby diversity among spe-
cies and among life histories were the strongest stabilizers (2.42 and 
3.48- fold increases in aggregate stability, respectively). Regional asyn-
chrony was also a stabilizer, although to a lesser extent (up to 1.60- fold 

F I G U R E  3  Effects of interannual variation in freshwater flow and sea surface temperature, and residual spatial covariance, on age- 0 
fish abundance. Coefficients for each age- 0 species and region were estimated using multivariate autoregressive state space models (see 
Section 2 for details). Bootstrapped confidence intervals (95%) excluding zero can be interpreted as statistically significant. Estuarine use 
types are abbreviated as: An, anadromous; Dep, estuarine dependent; Opp, marine opportunist. Native species are marked with an asterisk.
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increases in aggregate stability). These findings highlight the role of 
biocomplexity in buffering the juvenile fish community from environ-
mental variability across the marine- freshwater gradient. However, 
they also provide insight on the potential for climate extremes (e.g., 
droughts, marine heatwaves) to synchronize species dynamics and 
trajectories via Moran effects (Arimitsu et al., 2021; Koenig, 2002; 
Moran, 1953), which could lead to multiple consecutive recruitment 
failures and weakened portfolio effects in the estuary.

4.1  |  Abundance fluctuations over space, time, and 
in response to freshwater flow and SST

Abundances of age- 0 fishes (or “young of the year”) fluctuated in 
space and time, often in response to flow and SST. Estuarine de-
pendent species had the greatest diversity of responses and were 
relatively common across the estuarine gradient. As is common in 
estuaries, anadromous species comprised the smallest percent-
age of total species (Franco et al., 2008). The observed declines in 
Longfin Smelt and Striped Bass, which frequently feed on zooplank-
ton and rely on fresher conditions for spawning and rearing, have 
been thoroughly documented by several long- term monitoring pro-
grams (Feyrer et al., 2007; Hobbs et al., 2006; MacNally et al., 2010; 
Nobriga & Rosenfield, 2016; Thomson et al., 2010). Freshwater flow 
effects were similar for both species, whereby abundances increased 
in response to freshening of the lower estuary (e.g., San Pablo Bay), 
which expands the availability of low salinity rearing habitat along 
the migration route to the Pacific Ocean (Grimaldo et al., 2020; 
Hobbs et al., 2006; Kimmerer et al., 2013). In contrast, American 
Shad remained in low abundance until recent years and responded 
positively to higher flows in the upper estuary (e.g., during 2017, the 
highest water year on record), mirroring observations in an adjacent 
brackish wetland (O'Rear et al., 2021). Overall, the abundances of 

all anadromous species and some estuarine dependent species (e.g., 
Starry Flounder [Platichthys stellatus], Bay Goby, Pacific Staghorn 
Sculpin) were synchronized by interannual fluctuations in freshwater 
flows (i.e., higher abundances in wet years). For the flow- dependent 
anadromous species, this represents a largely unexplored, yet con-
sequential form of the Moran effect (Koenig, 2002; Moran, 1953; 
Ranta et al., 1997), as it likely influences subsequent dynamics of 
these populations after they migrate to the ocean.

The observed increases in marine opportunist species over the 
latter half of the time series occurred in the lower estuary (e.g., South 
and Central Bay), which is connected to the Pacific Ocean and ex-
hibits synchronous temperature fluctuations with coastal waters 
(Raimonet & Cloern, 2017). Early life stages of marine opportunist 
species (e.g., English Sole, Speckled Sanddab, Brown Rockfish) likely 
enter the estuary during cooler years when ocean productivity is 
higher due to coastal upwelling in the PDO−/NPGO+ phase (Cloern 
& Jassby, 2012). This may explain the significant SST effects in South 
Bay, a highly productive marine lagoon that can rapidly change in 
temperature due to its shallow embayments and sensitivity to at-
mospheric and oceanic forcing (Cloern & Jassby, 2012). In contrast, 
California Tonguefish (Symphurus atricauda) and Northern Anchovy 
were highly abundant during the concurrent record drought and ma-
rine heatwave of 2015. Pacific Herring, an estuarine dependent spe-
cies, exhibited boom and bust cycles, typical of small pelagic fishes 
with short life cycles (McClatchie et al., 2017; Sydeman et al., 2018). 
The marine opportunist English Sole and estuarine dependent Pacific 
Herring and Plainfin Midshipman likely move upstream in dry years 
when low flows, tidal mixing, and salinity intrusion expand the upper 
extent of their range (e.g., into Suisun Bay). These findings align with 
previous research demonstrating that in this river- dominated estuary, 
freshwater flow effects on fishes propagate further downstream (i.e., 
to marine fishes) than ocean- derived metrics propagate upstream 
(i.e., to freshwater fishes; Feyrer et al., 2015), due to a decoupling of 

F I G U R E  4  Summary of portfolio effects. We hypothesized two ways in which aggregate stability of the juvenile fish community could 
emerge: (1) “biological insurance” or independent fluctuations among species and life histories or (2) “spatial insurance” or independent 
fluctuations among regions of the estuary. Arrow colors represent the different pathways and widths represent the strength of the 
stability scaling factors. Stability scaling factors represent changes in the mean coefficient of variation (CV) from one group to the next. 
For example, scaling from Species (region) to Life histories (region) tests hypothesis 1 about biological insurance. Alternatively, scaling from 
Species (region) to Species (estuary) tests hypothesis 2 about spatial insurance. The CVs were calculated based on the states obtained from 
multivariate autoregressive state- space models. See Section 2 for details.
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ocean- estuary dynamics further inland (Raimonet & Cloern, 2017). 
Furthermore, they indicate that SST may also synchronize dynamics 
and trajectories of several cool- tolerant marine opportunist and estu-
arine dependent species that rear in the lower estuary.

4.2  |  Factors buffering temporal variability of the 
aggregate juvenile fish community

Overall, the diversity of abundance responses to environmental fluc-
tuations among species, life histories, and to some extent regions, 

helped stabilize the whole juvenile fish community over the 39- year 
time series. Despite multiple shifts in atmospheric and oceanic cli-
mate patterns (i.e., wet/dry and cool/warm conditions), the diversity 
of life histories among the 18 species reduced temporal variability 
of aggregate fish abundance across the estuary. It is important to 
note, however, that there is a “mean- stability tradeoff,” whereby 
increased stability may also occur when the mean abundance of a 
species is reduced due to population decline (Loreau et al., 2021). In 
this scenario, dampened variability in population fluctuations may 
result from a combination of multiple stressors or vulnerability to 
Moran effects. This pattern emerged for anadromous species, par-
ticularly for Longfin Smelt and Striped Bass, which are indicator spe-
cies for the “pelagic organism decline” attributed to flow alteration 
and declining food supplies in the SF Estuary (MacNally et al., 2010; 
Sommer et al., 2007). While negative covariance between estuarine 
dependent and marine opportunist life histories occurred in recent 
years, the persistently low aggregated mean for anadromous spe-
cies signals a weakened portfolio for that life history. Overall, the 
results of this study support the idea that the preservation of life his-
tory diversity based on salinity guilds (e.g., oligohaline, mesohaline, 
polyhaline; Feyrer et al., 2015), thermal guilds (e.g., cool- tolerant 
vs. warm- tolerant), and migration patterns (e.g., resident vs. migra-
tory) is required to increase biological insurance among the portfolio 
(Anderson et al., 2015).

4.3  |  Climate threats to biodiversity, food webs,  
and ecosystems

Juvenile fish species that respond synchronously to regionally coor-
dinated environmental drivers may be at heightened risk of multiple 
consecutive recruitment failures due to climate change, as recently 
described from other groups and ecosystems (Arimitsu et al., 2021; 
Kahilainen et al., 2018; Sarremejane et al., 2021). In our study, ju-
veniles of marine opportunist and estuarine- dependent species 
that typically enter the SF estuary during cooler SSTs may be at 
increased risk of recruitment failures during marine heatwaves, 
which are expected to intensify in frequency, magnitude, and du-
ration off the California coast (Sanford et al., 2019). Though these 
cool- tolerant marine fishes may be “losers” in the SF Estuary under 
climate warming, they may be able to gradually expand their dis-
tributions northward to more suitable estuaries of the Northeast 
Pacific (Cheung et al., 2015). Anadromous species may be at the 
highest risk of losing because freshwater flow variability governs 
the conditions that they encounter during rearing and outmigration 
(Hobbs et al., 2010; Kimmerer et al., 2013; Meng & Matern, 2001). 
Longfin Smelt is particularly at high risk of local extirpation in the 
SF Estuary, at the southern edge of its range, due to its short life 
cycle (1– 3 years) and dependence on high flow years for successful 
recruitment (Moyle, 2002). Chinook Salmon, an anadromous and 
historically abundant fish, although not captured frequently enough 
by the SF Bay Study to be included in this analysis, has also declined 
to low levels and shows increased population synchrony through 

F I G U R E  5  Biological insurance strongly buffered temporal 
variability in the juvenile fish community. Lines represent temporal 
variability of aggregated states for (a) species across the estuary, (b) 
life histories across the estuary, and (c) the whole fish community 
across the estuary. In all cases, to allow for meaningful comparison 
across levels of aggregation, states were z- scored (M = 0; SD = 1). 
A reduction in coefficients of variation (CVs) from a to b to c is 
interpreted as evidence of strong portfolio effects arising from 
biological insurance. See Figure 4 for a diagram on the scaling of 
these mean CV values, Table 1 for fish codes and Section 2 for 
details.
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time (Carlson & Satterthwaite, 2011). Importantly, spatial synchrony 
in California salmonids is expected to be further exacerbated by 
climate change (Katz et al., 2013; Moyle et al., 2013). It remains 
unclear the extent to which anadromous species could overcome 
multiple consecutive recruitment failures during prolonged drought 
by producing strong year classes during flood years— in response 
to the “weather whiplash” scenario that has become frequent over 
the past two decades and is projected to intensify over this century 
(Swain et al., 2018). Future climate variability and trends may lead 
to a juvenile fish community dominated by “winners” that have high 
physiological tolerances, can adapt rapidly in response to the shift-
ing conditions, and can opportunistically take advantage of spatially 
limited or infrequent occurrences of favorable conditions to produce 
strong year classes (Moyle et al., 2013). Endemic species may face 
extinction if early life stages cannot tolerate the cumulative impacts 
of multiple stressors in the estuary (e.g., the Delta Smelt Hypomesus 
transpacificus; Hobbs et al., 2017).

Climate change impacts on the diversity of juvenile fishes may 
alter energy flows through food webs by narrowing the quantity 
and/or quality of nutrients and energy available to higher- level con-
sumers (Santora et al., 2021; Thayer et al., 2014; Thompson, Harvey, 
et al., 2019). In this study, we found no significant effects of SSTs 
on Northern Anchovy in the SF Estuary despite its documented 
association of increased abundance during cool SSTs (Chavez 
et al., 2003). Instead, we observed high abundances of Northern 
Anchovy in Central Bay during the Pacific marine heatwave of 2014– 
2016, which aligns with observations from ocean monitoring data 
(Thompson, Schroeder, et al., 2019). During this warm water anom-
aly, coastal predator populations collapsed, likely due to a narrowing 
of forage fish diversity dominated by Northern Anchovy, which has 
high concentrations of thiaminase, an enzyme that breaks down thi-
amine and thus affects nerve, muscle, and heart function (Santora 
et al., 2021). Currently, researchers are investigating the role of thi-
amine deficiency in the observed high offspring mortality of adult 
female Chinook Salmon that were foraging in the ocean during 
marine heatwaves and then returned to rivers to spawn (Mantua 
et al., 2021). Dedicated studies linking climate- induced fluctuations 
in juvenile fish production in estuaries to higher- level consumers are 
urgently needed to understand how climate change may affect not 
only species but also food webs and ecosystems across the marine- 
freshwater gradient.

4.4  |  Conservation management implications

Balancing the opposing needs of freshwater and marine species that 
respond strongly to environmental conditions requires special con-
sideration from managers. During prolonged drought, periodic man-
aged flow pulses that freshen the Delta and downstream regions 
during the rearing and outmigration windows could strengthen 
cohorts of anadromous species (e.g., similar to Chinook Salmon; 
Munsch et al., 2019), and even estuarine dependent ones (e.g., 
Starry Flounder, Bay Goby, Pacific Staghorn Sculpin). In contrast, 

the periodic expansion of saltier upstream habitat during drought 
may continue to benefit marine species such as Pacific Herring, 
Northern Anchovy, and English Sole, depending on prevailing SSTs. 
Managing flow pulses to shorten summer peak temperatures (Cloern 
et al., 2011) and restoring deep bays and shallow tidal marshes that 
encourage thermal stratification and evaporative cooling (Enright 
et al., 2013; Vroom et al., 2017) could help mitigate marine heatwave 
impacts. Regionally coordinated efforts to prevent consecutive re-
cruitment failures for high- risk species, particularly anadromous 
species, is critical for their persistence in the SF Estuary.

4.5  |  Advances in time series modeling, caveats,  
and recommended future directions

Our work leverages advances in multivariate time series modeling, 
and benefits from the increasing availability of long- term, spatially 
replicated, publicly available monitoring data sets (sometimes re-
ferred to as a “big data revolution” in ecology; Hampton et al., 2013). 
However, limitations to our analysis warrant further discussion. Our 
broad- scale analysis of population dynamics evaluates patterns at 
annual scales, across a longitudinal marine- freshwater gradient, and 
in response to freshwater flows and SSTs. While we found that flow 
and SST can act as synchronizing drivers of abundance fluctuations, 
positive spatial covariance among species and regions suggests that 
spatial synchrony may also be driven by other environmental effects 
and/or non- environmental effects (e.g., dispersal, food availability, 
competition, predator– prey interactions; Ims & Steen, 1990, Leibold 
et al., 2004, Walter et al., 2021). Further consideration of environ-
mental drivers, fish behavior, and resource use could help explain 
this spatial covariance.

Future directions are to examine fine- scale habitat and environ-
mental relationships at sub- annual scales using abundance, move-
ment, or geochemical data (see Colombano et al., 2020; Hobbs 
et al., 2019; Stowell et al., 2019; Sturrock et al., 2020). Additionally, 
although we discuss our findings in the context of documented 
regime shifts in the ocean and estuary, here we only tested for 
the effects of the Potamocorbula amurensis invasion of 1987 (see 
Table S2; Cloern & Jassby, 2012; Sommer et al., 2007; Winder & 
Jassby, 2011). Hindcast- forecast approaches using downscaled 
climate models and flow scenarios (e.g., Knowles & Cronkite- 
Ratcliff, 2018) could be applied to better detect change points in 
environmental conditions, other potential regime shifts (Wilson 
et al., 2021), and associated quasi- extinction risks in the fish com-
munity (sensu Ruhi et al., 2016; Sarremejane et al., 2021). Despite 
these limitations, our data- driven analysis improves on previous 
efforts to quantify climate- fish abundance relationships across the 
estuary by incorporating state and observation processes and by 
combining data from multiple gears. Our approach is transferable 
to other systems with spatially replicated, long- term data on fish 
abundance, distribution, and environmental drivers, and could help 
understand climate change impacts on fish communities spanning 
marine- freshwater gradients worldwide.
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5  |  CONCLUSION

Across the globe, climate change is altering physical processes in 
estuaries and coasts, which may ultimately diminish their capacity 
to function as nurseries for a wide variety of economically, rec-
reationally, and ecologically significant fish species (Lauchlan & 
Nagelkerken, 2020). Species with early life stages that are mala-
dapted to novel conditions in the estuary may either shift their 
distributions to more suitable climates or become locally imperiled 
due to repeated recruitment failures. Preventing species losses in 
the SF Estuary and other river- dominated estuaries may require 
preserving and restoring biocomplexity: dynamic flow regimes, 
heterogeneous salinity gradients, thermal refugia, and habitat 
mosaics that collectively maintain or even increase the spatial and 
temporal availability of favorable conditions for species with dif-
ferent life histories (Broadley et al., 2022; Colombano et al., 2020; 
Moyle et al., 2010). Long- term monitoring programs will be in-
creasingly critical to understand the capacity of estuaries to con-
sistently function as nursery areas for broad suites of fishes under 
accelerating climate change.

ACKNOWLEDG MENTS
DC was supported by the Delta Stewardship Council and 
California Sea Grant through a Delta Science Fellowship 62034, 
“Predicting fish community responses to variable climate re-
gimes, flows, and habitats along an estuarine gradient.” AR was 
supported by University of California, Berkeley new faculty start-
 up funds. We would like to express our gratitude to Kathy Hieb at 
the California Department of Fish and Wildlife for helpful guid-
ance on using the fish data set, and the California Department of 
Water Resources and U.S. Bureau of Reclamation for continued 
support of long- term monitoring in the SF Estuary. In addition, 
we would like to thank Pascale Goertler and two anonymous re-
viewers whose constructive feedback helped us greatly improve 
the manuscript.

DATA AVAIL ABILIT Y S TATEMENT
The data, metadata, and scripts that support the findings of this 
study are archived in a Dryad repository (https://doi.org/10.6078/
D19T3G). These data were derived from the following resources 
available in the public domain: (1) Department of California Fish and 
Wildlife's San Francisco Bay Study (https://filel ib.wildl ife.ca.gov/
Publi c/BaySt udy/); (2) UCSD NOAA Shore Stations Farallon Islands 
station (https://shore stati ons.ucsd.edu/data- faral lon/); and (3) 
California Department of Water Resources dayflow (https://data.
cnra.ca.gov/datas et/dayflow).

ORCID
Denise D. Colombano  https://orcid.org/0000-0002-7237-4859 
Stephanie M. Carlson  https://orcid.org/0000-0003-3055-6483 
James A. Hobbs  https://orcid.org/0000-0002-4052-9000 
Albert Ruhi  https://orcid.org/0000-0003-4011-6457 

R E FE R E N C E S
Allen, L. G., & Horn, M. H. (2006). The ecology of marine fishes: California 

and adjacent waters. In The ecology of marine fishes. University of 
California Press. https://doi.org/10.1525/97805 20932470

Anderson, S. C., Moore, J. W., McClure, M. M., Dulvy, N. K., & Cooper, 
A. B. (2015). Portfolio conservation of metapopulations under cli-
mate change. Ecological Applications, 25(2), 559– 572. https://doi.
org/10.1890/14- 0266.1

Anderson, S. C., Ward, E. J., Shelton, A. O., Adkison, M. D., Beaudreau, 
A. H., Brenner, R. E., Haynie, A. C., Shriver, J. C., Watson, J. T., & 
Williams, B. C. (2017). Benefits and risks of diversification for in-
dividual fishers. Proceedings of the National Academy of Sciences of 
the United States of America, 114(40), 10797– 10802. https://doi.
org/10.1073/pnas.17025 06114

Arimitsu, M. L., Piatt, J. F., Hatch, S., Suryan, R. M., Batten, S., Bishop, M. 
A., Campbell, R. W., Coletti, H., Cushing, D., Gorman, K., Hopcroft, 
R. R., Kuletz, K. J., Marsteller, C., McKinstry, C., McGowan, D., 
Moran, J., Pegau, S., Schaefer, A., Schoen, S., … von Biela, V. R. 
(2021). Heatwave- induced synchrony within forage fish portfo-
lio disrupts energy flow to top pelagic predators. Global Change 
Biology, 27(9), 1859– 1878. https://doi.org/10.1111/gcb.15556

Asch, R. G. (2015). Climate change and decadal shifts in the phenology 
of larval fishes in the California current ecosystem. Proceedings of 
the National Academy of Sciences of the United States of America, 
112(30), E4065– E4074. https://doi.org/10.1073/pnas.14219 46112

Bartoń, K. (2020). MuMIn: Multi- model inference. R package version 
1.43.17. https://CRAN.R- proje ct.org/packa ge=MuMIn

Beck, M. W., Heck, K. L., Able, K. W., Childers, D. L., Eggleston, D. B., 
Gillanders, B. M., Halpern, B., Hays, C. G., Hoshino, K., Minello, T. J., 
Orth, R. J., Sheridan, P. F., & Weinstein, M. P. (2001). The identifica-
tion, conservation, and management of estuarine and marine nurs-
eries for fish and invertebrates. Bioscience, 51(8), 633– 641. https://
doi.org/10.1641/0006- 3568(2001)051[0633:TICAM O]2.0.CO;2

Broadley, A., Stewart- Koster, B., Burford, M. A., & Brown, C. J. (2022). A 
global review of the critical link between river flows and productiv-
ity in marine fisheries. Reviews in Fish Biology and Fisheries. https://
doi.org/10.1007/s1116 0- 022- 09711 - 0

Carlson, S., & Satterthwaite, W. (2011). Weakened portfolio effect in a 
collapsed salmon population complex. Canadian Journal of Fisheries 
and Aquatic Sciences, 68(9), 1579– 1589. https://doi.org/10.1139/
f2011 - 084

Cavole, L. M., Demko, A. M., Diner, R. E., Giddings, A., Koester, I., 
Pagniello, C. M. L. S., Paulsen, M.- L., Ramirez- Valdez, A., Schwenck, 
S. M., Yen, N. K., Zill, M. E., & Franks, P. J. S. (2016). Biological im-
pacts of the 2013– 2015 warm- water anomaly in the Northeast 
Pacific: Winners, losers, and the future. Oceanography, 29(2), 273– 
285. https://www.jstor.org/stabl e/24862690

CDFW. (2020). California Department of Fish and Wildlife san Francisco 
bay study: Long- term fish and water quality monitoring data. https://
filelib. wildl ife.ca.gov/Publi c/BaySt udy/

CDWR. (2020). California Department of Water Resources dayflow: Net delta 
outflow at Chipps Island. https://data.cnra.ca.gov/datas et/dayflow

Chavez, F. P., Ryan, J., Lluch- Cota, S. E., & Ñiquen, C. M. (2003). From 
anchovies to sardines and back: Multidecadal change in the Pacific 
Ocean. Science, 299(5604), 217– 221. https://www.scien ce.org/
doi/10.1126/scien ce.1075880

Cheung, W. W. L., Brodeur, R. D., Okey, T. A., & Pauly, D. (2015). 
Projecting future changes in distributions of pelagic fish species of 
Northeast Pacific shelf seas. Progress in Oceanography, 130, 19– 31. 
https://doi.org/10.1016/j.pocean.2014.09.003

Chevillot, X., Drouineau, H., Lambert, P., Carassou, L., Sautour, B., 
& Lobry, J. (2017). Toward a phenological mismatch in estua-
rine pelagic food web? PLoS One, 12(3), e0173752. https://doi.
org/10.1371/journ al.pone.0173752

https://doi.org/10.6078/D19T3G
https://doi.org/10.6078/D19T3G
https://filelib.wildlife.ca.gov/Public/BayStudy/
https://filelib.wildlife.ca.gov/Public/BayStudy/
https://shorestations.ucsd.edu/data-farallon/
https://data.cnra.ca.gov/dataset/dayflow
https://data.cnra.ca.gov/dataset/dayflow
https://orcid.org/0000-0002-7237-4859
https://orcid.org/0000-0002-7237-4859
https://orcid.org/0000-0003-3055-6483
https://orcid.org/0000-0003-3055-6483
https://orcid.org/0000-0002-4052-9000
https://orcid.org/0000-0002-4052-9000
https://orcid.org/0000-0003-4011-6457
https://orcid.org/0000-0003-4011-6457
https://doi.org/10.1525/9780520932470
https://doi.org/10.1890/14-0266.1
https://doi.org/10.1890/14-0266.1
https://doi.org/10.1073/pnas.1702506114
https://doi.org/10.1073/pnas.1702506114
https://doi.org/10.1111/gcb.15556
https://doi.org/10.1073/pnas.1421946112
https://cran.r-project.org/package=MuMIn
https://doi.org/10.1641/0006-3568(2001)051%5B0633:TICAMO%5D2.0.CO;2
https://doi.org/10.1641/0006-3568(2001)051%5B0633:TICAMO%5D2.0.CO;2
https://doi.org/10.1007/s11160-022-09711-0
https://doi.org/10.1007/s11160-022-09711-0
https://doi.org/10.1139/f2011-084
https://doi.org/10.1139/f2011-084
https://www.jstor.org/stable/24862690
https://filelib.wildlife.ca.gov/Public/BayStudy/
https://filelib.wildlife.ca.gov/Public/BayStudy/
https://data.cnra.ca.gov/dataset/dayflow
https://www.science.org/doi/10.1126/science.1075880
https://www.science.org/doi/10.1126/science.1075880
https://doi.org/10.1016/j.pocean.2014.09.003
https://doi.org/10.1371/journal.pone.0173752
https://doi.org/10.1371/journal.pone.0173752


14  |    COLOMBANO et AL.

Cloern, J. E., Hieb, K. A., Jacobson, T., Sansó, B., Di Lorenzo, E., Stacey, 
M. T., Largier, J. L., Meiring, W., Peterson, W. T., Powell, T. M., 
Winder, M., & Jassby, A. D. (2010). Biological communities in 
San Francisco Bay track large- scale climate forcing over the 
North Pacific. Geophysical Research Letters, 37(21). https://doi.
org/10.1029/2010G L044774

Cloern, J. E., & Jassby, A. D. (2012). Drivers of change in estuarine- 
coastal ecosystems: Discoveries from four decades of study 
in San Francisco Bay. Reviews of Geophysics, 50(4). https://doi.
org/10.1029/2012R G000397

Cloern, J. E., Knowles, N., Brown, L. R., Cayan, D., Dettinger, M. D., 
Morgan, T. L., Schoellhamer, D. H., Stacey, M. T., van der Wegen, 
M., Wagner, R. W., & Jassby, A. D. (2011). Projected evolution of 
California's San Francisco Bay- Delta- River system in a century of 
climate change. PLoS One, 6(9), e24465. https://doi.org/10.1371/
journ al.pone.0024465

Colombano, D. D., Litvin, S. Y., Ziegler, S. L., Alford, S. B., Baker, R., 
Barbeau, M. A., Cebrián, J., Connolly, R. M., Currin, C. A., Deegan, 
L. A., Lesser, J. S., Martin, C. W., McDonald, A. E., McLuckie, C., 
Morrison, B. H., Pahl, J. W., Risse, L. M., Smith, J. A. M., Staver, L. 
W., … Waltham, N. J. (2021). Climate change implications for tidal 
marshes and food web linkages to estuarine and coastal nekton. 
Estuaries and Coasts, 44, 1637– 1648. https://doi.org/10.1007/
s1223 7- 020- 00891 - 1

Colombano, D. D., Manfree, A. D., O'Rear, T. A., Durand, J. R., & Moyle, 
P. B. (2020). Estuarine- terrestrial habitat gradients enhance nurs-
ery function for resident and transient fishes in the San Francisco 
estuary. Marine Ecology Progress Series, 637, 141– 157. https://doi.
org/10.3354/meps1 3238

Comte, L., Grantham, T., & Ruhi, A. (2021). Human stabilization of river 
flows is linked with fish invasions across the USA. Global Ecology and 
Biogeography, 30(3), 725– 737. https://doi.org/10.1111/geb.13258

Deegan, L. A. (1993). Nutrient and energy transport between estuar-
ies and coastal marine ecosystems by fish migration. Canadian 
Journal of Fisheries and Aquatic Sciences, 50(1), 74– 79. https://doi.
org/10.1139/f93- 009

Dettinger, M., Anderson, J., Anderson, M., Brown, L. R., Cayan, D., & 
Maurer, E. (2016). Climate change and the Delta. San Francisco 
Estuary and Watershed Science, 14(3). https://doi.org/10.15447/ 
sfews.2016v 14iss 3art5

Di Lorenzo, E., Schneider, N., Cobb, K. M., Franks, P. J. S., Chhak, K., 
Miller, A. J., McWilliams, J. C., Bograd, S. J., Arango, H., Curchitser, 
E., Powell, T. M., & Rivière, P. (2008). North Pacific gyre oscillation 
links ocean climate and ecosystem change. Geophysical Research 
Letters, 35(8). https://doi.org/10.1029/2007G L032838

du Pontavice, H., Gascuel, D., Reygondeau, G., Stock, C., & Cheung, W. 
W. L. (2021). Climate- induced decrease in biomass flow in marine 
food webs may severely affect predators and ecosystem pro-
duction. Global Change Biology, 27(11), 2608– 2622. https://doi.
org/10.1111/gcb.15576

Elliott, M., Whitfield, A. K., Potter, I. C., Blaber, S. J. M., Cyrus, 
D. P., Nordlie, F. G., & Harrison, T. D. (2007). The guild ap-
proach to categorizing estuarine fish assemblages: A 
global review. Fish and Fisheries, 8(3), 241– 268. https://doi.
org/10.1111/j.1467- 2679.2007.00253.x

Enright, C., Culberson, S. D., & Burau, J. R. (2013). Broad timescale forc-
ing and geomorphic mediation of tidal marsh flow and tempera-
ture dynamics. Estuaries and Coasts, 36(6), 1319– 1339. https://doi.
org/10.1007/s1223 7- 013- 9639- 7

Feyrer, F., Cloern, J. E., Brown, L. R., Fish, M. A., Hieb, K. A., & Baxter, R. 
D. (2015). Estuarine fish communities respond to climate variabil-
ity over both river and ocean basins. Global Change Biology, 21(10), 
3608– 3619. https://doi.org/10.1111/gcb.12969

Feyrer, F., Nobriga, M. L., & Sommer, T. R. (2007). Multidecadal trends 
for three declining fish species: Habitat patterns and mechanisms 
in the San Francisco estuary, California, USA. Canadian Journal 

of Fisheries and Aquatic Sciences, 64(4), 723– 734. https://doi.
org/10.1139/f07- 048

Fox, J., Friendly, M., & Weisberg, S. (2013). Hypothesis tests for multi-
variate linear models using the car package. The R Journal, 5(1), 39. 
https://doi.org/10.32614/ RJ- 2013- 004

Fox- Kemper, B., Hewitt, H. T., Xiao, C., Aðalgeirsdóttir, G., Drijfhout, S. 
S., Edwards, T. L., Golledge, N. R., Hemer, M., Kopp, R. E., Krinner, 
G., Mix, A., Notz, D., Nowicki, S., Nurhati, I. S., Ruiz, L., Sallée, J.- B., 
Slangen, A. B. A., & Yu, Y. (2021). Ocean, cryosphere and sea level 
change. In V. MassonDelmotte, P. Zhai, A. Pirani, S. L. Connors, 
C. Péan, S. Berger, N. Caud, Y. Chen, L. Goldfarb, M. I. Gomis, M. 
Huang, K. Leitzell, E. Lonnoy, J. B. R. Matthews, T. K. Maycock, T. 
Waterfield, O. Yelekçi, R. Yu, & B. Zhou (Eds.), Climate change 2021: 
The physical science basis. Contribution of working group I to the sixth 
assessment report of the intergovernmental panel on climate change 
(pp. 1211– 1362). Cambridge University Press.

Franco, A., Elliott, M., Franzoi, P., & Torricelli, P. (2008). Life strategies of 
fishes in European estuaries: The functional guild approach. Marine 
Ecology Progress Series, 354, 219– 228. https://doi.org/10.3354/
meps0 7203

Ghalambor, C. K., Gross, E. S., Grosholtz, E. D., Jeffries, K. M., Largier, 
J. K., McCormick, S. D., Sommer, T., Velotta, J., & Whitehead, A. 
(2021). Ecological effects of climate- driven salinity variation in the 
San Francisco estuary: Can we anticipate and manage the com-
ing changes? San Francisco Estuary and Watershed Science, 19(2). 
https://doi.org/10.15447/ sfews.2021v 19iss 2art3

Goertler, P., Mahardja, B., & Sommer, T. (2021). Striped bass (Morone 
saxatilis) migration timing driven by estuary outflow and sea 
surface temperature in the San Francisco Bay- Delta, California. 
Scientific Reports, 11(1), 1510. https://doi.org/10.1038/s4159 8- 
020- 80517 - 5

Greene, C. M., Hall, J. E., Guilbault, K. R., & Quinn, T. P. (2010). Improved 
viability of populations with diverse life- history portfolios. Biology 
Letters, 6(3), 382– 386. https://doi.org/10.1098/rsbl.2009.0780

Griffith, G. P., Fulton, E. A., Gorton, R., & Richardson, A. J. (2012). 
Predicting interactions among fishing, ocean warming, and 
ocean acidification in a marine system with whole- ecosystem 
models. Conservation Biology, 26(6), 1145– 1152. https://doi.
org/10.1111/j.1523- 1739.2012.01937.x

Grimaldo, L., Burns, J., Miller, R. E., Kalmbach, A., Smith, A., Hassrick, J., 
& Brennan, C. (2020). Forage fish larvae distribution and habitat 
use during contrasting years of low and high freshwater flow in the 
San Francisco estuary. San Francisco Estuary and Watershed Science, 
18(3). https://doi.org/10.15447/ sfews.2020v 18iss 3art5

Gross, E. S., MacWilliams, M. L., & Kimmerer, W. J. (2009). Three- 
dimensional modeling of tidal hydrodynamics in the San Francisco 
estuary. San Francisco Estuary and Watershed Science, 7(2). https://
doi.org/10.15447/ sfews.2009v 7iss2 art2

Hammond, M., Loreau, M., de Mazancourt, C., & Kolasa, J. (2020). 
Disentangling local, metapopulation, and cross- community sources 
of stabilization and asynchrony in metacommunities. Ecosphere, 
11(4), e03078. https://doi.org/10.1002/ecs2.3078

Hampton, S. E., Holmes, E. E., Scheef, L. P., Scheuerell, M. D., Katz, S. 
L., Pendleton, D. E., & Ward, E. J. (2013). Quantifying effects of 
abiotic and biotic drivers on community dynamics with multivariate 
autoregressive (MAR) models. Ecology, 94(12), 2663– 2669. https://
doi.org/10.1890/13- 0996.1

Herbold, B., Bush, E., Castillo, G., Colombano, D., Hartman, R., Lehman, 
P., Mahardja, B., & Sommer, T. (2022). Climate change impacts on 
San Francisco estuary aquatic ecosystems: A review. San Francisco 
Estuary and Watershed Science, 20(2). https://doi.org/10.15447/ 
sfews.2022v 20iss 2art1

Hilborn, R., Quinn, T. P., Schindler, D. E., & Rogers, D. E. (2003). 
Biocomplexity and fisheries sustainability. Proceedings of the 
National Academy of Sciences of the United States of America, 100(11), 
6564– 6568. https://doi.org/10.1073/pnas.10372 74100

https://doi.org/10.1029/2010GL044774
https://doi.org/10.1029/2010GL044774
https://doi.org/10.1029/2012RG000397
https://doi.org/10.1029/2012RG000397
https://doi.org/10.1371/journal.pone.0024465
https://doi.org/10.1371/journal.pone.0024465
https://doi.org/10.1007/s12237-020-00891-1
https://doi.org/10.1007/s12237-020-00891-1
https://doi.org/10.3354/meps13238
https://doi.org/10.3354/meps13238
https://doi.org/10.1111/geb.13258
https://doi.org/10.1139/f93-009
https://doi.org/10.1139/f93-009
https://doi.org/10.15447/sfews.2016v14iss3art5
https://doi.org/10.15447/sfews.2016v14iss3art5
https://doi.org/10.1029/2007GL032838
https://doi.org/10.1111/gcb.15576
https://doi.org/10.1111/gcb.15576
https://doi.org/10.1111/j.1467-2679.2007.00253.x
https://doi.org/10.1111/j.1467-2679.2007.00253.x
https://doi.org/10.1007/s12237-013-9639-7
https://doi.org/10.1007/s12237-013-9639-7
https://doi.org/10.1111/gcb.12969
https://doi.org/10.1139/f07-048
https://doi.org/10.1139/f07-048
https://doi.org/10.32614/RJ-2013-004
https://doi.org/10.3354/meps07203
https://doi.org/10.3354/meps07203
https://doi.org/10.15447/sfews.2021v19iss2art3
https://doi.org/10.1038/s41598-020-80517-5
https://doi.org/10.1038/s41598-020-80517-5
https://doi.org/10.1098/rsbl.2009.0780
https://doi.org/10.1111/j.1523-1739.2012.01937.x
https://doi.org/10.1111/j.1523-1739.2012.01937.x
https://doi.org/10.15447/sfews.2020v18iss3art5
https://doi.org/10.15447/sfews.2009v7iss2art2
https://doi.org/10.15447/sfews.2009v7iss2art2
https://doi.org/10.1002/ecs2.3078
https://doi.org/10.1890/13-0996.1
https://doi.org/10.1890/13-0996.1
https://doi.org/10.15447/sfews.2022v20iss2art1
https://doi.org/10.15447/sfews.2022v20iss2art1
https://doi.org/10.1073/pnas.1037274100


    |  15COLOMBANO et AL.

Hobbs, J., Moyle, P. B., Fangue, N., & Connon, R. E. (2017). Is extinction 
inevitable for delta smelt and longfin smelt? An opinion and rec-
ommendations for recovery. San Francisco Estuary and Watershed 
Science, 15(2). https://doi.org/10.15447/ sfews.2017v 15iss 2art2

Hobbs, J. A., Bennett, W. A., & Burton, J. E. (2006). Assessing nursery 
habitat quality for native smelts (Osmeridae) in the low- salinity zone 
of the San Francisco estuary. Journal of Fish Biology, 69(3), 907– 922. 
https://doi.org/10.1111/j.1095- 8649.2006.01176.x

Hobbs, J. A., Lewis, L. S., Ikemiyagi, N., Sommer, T., & Baxter, R. D. 
(2010). The use of otolith strontium isotopes (87Sr/86Sr) to iden-
tify nursery habitat for a threatened estuarine fish. Environmental 
Biology of Fishes, 89(3), 557– 569. https://doi.org/10.1007/s1064 
1- 010- 9672- 3

Hobbs, J. A., Lewis, L. S., Willmes, M., Denney, C., & Bush, E. (2019). 
Complex life histories discovered in a critically endangered fish. 
Scientific Reports, 9(1), 16772. https://doi.org/10.1038/s4159 8- 
019- 52273 - 8

Holmes, E.E., E.J. Ward, M.D. Scheuerell, and K. Wills. (2021). MARSS: 
Multivariate autoregressive state- space modeling. R package version 
3.11.4. https://CRAN.R- proje ct.org/packa ge=MARSS

Holmes, E. E., Ward, E. J., & Wills, K. (2012). MARSS: Multivariate autore-
gressive state- space models for analyzing time- series data. The R 
Journal, 4(1), 11. https://doi.org/10.32614/ RJ- 2012- 002

Ims, R. A., & Steen, H. (1990). Geographical synchrony in micro-
tine population cycles: A theoretical evaluation of the role of 
nomadic avian predators. Oikos, 57(3), 381– 387. https://doi.
org/10.2307/3565968

IPCC. (2021). Climate change 2021: The physical science basis. Contribution 
of working group I to the sixth assessment report of the intergovernmen-
tal panel on climate change (V. Masson- Delmotte, P. Zhai, A. Pirani, 
S. L. Connors, C. Péan, S. Berger, N. Caud, Y. Chen, L. Goldfarb, 
M. I. Gomis, M. Huang, K. Leitzell, E. Lonnoy, J. B. R. Matthews, 
T. K. Maycock, T. Waterfield, O. Yelekçi, R. Yu, & B. Zhou, Eds.). 
Cambridge University Press.

Kahilainen, A., van Nouhuys, S., Schulz, T., & Saastamoinen, M. (2018). 
Metapopulation dynamics in a changing climate: Increasing spatial 
synchrony in weather conditions drives metapopulation synchrony 
of a butterfly inhabiting a fragmented landscape. Global Change 
Biology, 24(9), 4316– 4329.

Katz, J., Moyle, P. B., Quiñones, R. M., Israel, J., & Purdy, S. (2013). 
Impending extinction of salmon, steelhead, and trout (Salmonidae) 
in California. Environmental Biology of Fishes, 96(10), 1169– 1186. 
https://doi.org/10.1007/s1064 1- 012- 9974- 8

Kimmerer, W. J., MacWilliams, M. L., & Gross, E. S. (2013). Variation of 
fish habitat and extent of the low- salinity zone with freshwater flow 
in the San Francisco estuary. San Francisco Estuary and Watershed 
Science, 11(4). https://doi.org/10.15447/ sfews.2013v 11iss 4art1

Knape, J., & de Valpine, P. (2012). Are patterns of density dependence 
in the global population dynamics database driven by uncertainty 
about population abundance? Ecology Letters, 15(1), 17– 23. https://
doi.org/10.1111/j.1461- 0248.2011.01702.x

Knowles, N., & Cronkite- Ratcliff, C. (2018). Modeling managed flows in 
the Sacramento/San Joaquin watershed, California, under scenarios of 
future change for CASCaDE2. https://pubs.er.usgs.gov/publi catio n/
ofr20 181101

Koenig, W. D. (2002). Global patterns of environmental synchrony 
and the Moran effect. Ecography, 25(3), 283– 288. https://doi.
org/10.1034/j.1600- 0587.2002.250304.x

Lauchlan, S. S., & Nagelkerken, I. (2020). Species range shifts along mul-
tistressor mosaics in estuarine environments under future climate. 
Fish and Fisheries, 21(1), 32– 46. https://doi.org/10.1111/faf.12412

Leibold, M. A., Holyoak, M., Mouquet, N., Amarasekare, P., Chase, J. M., 
Hoopes, M. F., Holt, R. D., Shurin, J. B., Law, R., Tilman, D., Loreau, 
M., & Gonzalez, A. (2004). The metacommunity concept: A frame-
work for multi- scale community ecology. Ecology Letters, 7(7), 601– 
613. https://doi.org/10.1111/j.1461- 0248.2004.00608.x

Loreau, M. (2000). Biodiversity and ecosystem functioning: 
Recent theoretical advances. Oikos, 91(1), 3– 17. https://doi.
org/10.1034/j.1600- 0706.2000.910101.x

Loreau, M., Barbier, M., Filotas, E., Gravel, D., Isbell, F., Miller, S. J., 
Montoya, J. M., Wang, S., Aussenac, R., Germain, R., Thompson, P. 
L., Gonzalez, A., & Dee, L. E. (2021). Biodiversity as insurance: From 
concept to measurement and application. Biological Reviews, 96(5), 
2333– 2354. https://doi.org/10.1111/brv.12756

MacArthur, R. (1955). Fluctuations of animal populations and a mea-
sure of community stability. Ecology, 36(3), 533– 536. https://doi.
org/10.2307/1929601

MacNally, R., Thomson, J. R., Kimmerer, W. J., Feyrer, F., Newman, K. B., 
Sih, A., Bennett, W. A., Brown, L., Fleishman, E., Culberson, S. D., & 
Castillo, G. (2010). Analysis of pelagic species decline in the upper 
San Francisco estuary using multivariate autoregressive model-
ing (MAR). Ecological Applications, 20(5), 1417– 1430. https://doi.
org/10.1890/09- 1724.1

Mantua, N., Johnson, R., Field, J., Lindley, S., Williams, T., Todgham, A., 
Fangue, N., Jeffres, C., Bell, H., Cocherell, D., Rinchard, J., Tillitt, 
D., Finney, B., Honeyfield, D., Lipscomb, T., Foott, S., Kwak, K., 
Adkison, M., Kormos, B., … Ruiz- Cooley, I. (2021). Mechanisms, 
impacts, and mitigation for thiamine deficiency and early life stage 
mortality in California's Central Valley Chinook Salmon. North 
Pacific Anadromous Fish Commission, Technical Report 17, 
92– 93.

Mantua, N. J., & Hare, S. R. (2002). The pacific decadal oscillation. Journal 
of Oceanography, 58(1), 35– 44. https://doi.org/10.1023/A:10158 
20616384

Matsuzaki, S.- I. S., Shinohara, R., Uchida, K., & Sasaki, T. (2019). 
Catch diversification provides multiple benefits in inland fish-
eries. Journal of Applied Ecology, 56(4), 843– 854. https://doi.
org/10.1111/1365- 2664.13316

McClatchie, S., Hendy, I. L., Thompson, A. R., & Watson, W. (2017). 
Collapse and recovery of forage fish populations prior to commer-
cial exploitation. Geophysical Research Letters, 44(4), 1877– 1885. 
https://doi.org/10.1002/2016G L071751

Meng, L., & Matern, S. A. (2001). Native and introduced larval fishes 
of Suisun marsh, California: The effects of freshwater flow. 
Transactions of the American Fisheries Society, 130(5), 750– 765. 
https://doi.org/10.1577/1548- 8659(2001)130<0750:NAILF 
O>2.0.CO;2

Moore, J. W., Yeakel, J. D., Peard, D., Lough, J., & Beere, M. (2014). Life- 
history diversity and its importance to population stability and per-
sistence of a migratory fish: Steelhead in two large north American 
watersheds. Journal of Animal Ecology, 83(5), 1035– 1046. https://
doi.org/10.1111/1365- 2656.12212

Moran, P. A. P. (1953). The statistical analysis of the Canadian lynx 
cycle. Australian Journal of Zoology, 1(3), 291– 298. https://doi.
org/10.1071/zo953 0291

Moyle, P. B. (2002). Inland fishes of California: Revised and expanded. 
University of California Press.

Moyle, P. B., Kiernan, J. D., Crain, P. K., & Quiñones, R. M. (2013). 
Climate change vulnerability of native and alien freshwater fishes 
of California: A systematic assessment approach. PLoS One, 8(5), 
e63883. https://doi.org/10.1371/journ al.pone.0063883

Moyle, P. B., Lund, J. R., Bennett, W. A., & Fleenor, W. E. (2010). Habitat 
variability and complexity in the upper San Francisco estuary. 
San Francisco Estuary and Watershed Science, 8(3). https://doi.
org/10.15447/ sfews.2010v 8iss3 art1

Munsch, S. H., Greene, C. M., Johnson, R. C., Satterthwaite, W. H., Imaki, 
H., & Brandes, P. L. (2019). Warm, dry winters truncate timing and 
size distribution of seaward- migrating salmon across a large, regu-
lated watershed. Ecological Applications, 29(4), e01880. https://doi.
org/10.1002/eap.1880

Nagelkerken, I., Sheaves, M., Baker, R., & Connolly, R. M. (2015). The 
seascape nursery: A novel spatial approach to identify and manage 

https://doi.org/10.15447/sfews.2017v15iss2art2
https://doi.org/10.1111/j.1095-8649.2006.01176.x
https://doi.org/10.1007/s10641-010-9672-3
https://doi.org/10.1007/s10641-010-9672-3
https://doi.org/10.1038/s41598-019-52273-8
https://doi.org/10.1038/s41598-019-52273-8
https://cran.r-project.org/package=MARSS
https://doi.org/10.32614/RJ-2012-002
https://doi.org/10.2307/3565968
https://doi.org/10.2307/3565968
https://doi.org/10.1007/s10641-012-9974-8
https://doi.org/10.15447/sfews.2013v11iss4art1
https://doi.org/10.1111/j.1461-0248.2011.01702.x
https://doi.org/10.1111/j.1461-0248.2011.01702.x
https://pubs.er.usgs.gov/publication/ofr20181101
https://pubs.er.usgs.gov/publication/ofr20181101
https://doi.org/10.1034/j.1600-0587.2002.250304.x
https://doi.org/10.1034/j.1600-0587.2002.250304.x
https://doi.org/10.1111/faf.12412
https://doi.org/10.1111/j.1461-0248.2004.00608.x
https://doi.org/10.1034/j.1600-0706.2000.910101.x
https://doi.org/10.1034/j.1600-0706.2000.910101.x
https://doi.org/10.1111/brv.12756
https://doi.org/10.2307/1929601
https://doi.org/10.2307/1929601
https://doi.org/10.1890/09-1724.1
https://doi.org/10.1890/09-1724.1
https://doi.org/10.1023/A:1015820616384
https://doi.org/10.1023/A:1015820616384
https://doi.org/10.1111/1365-2664.13316
https://doi.org/10.1111/1365-2664.13316
https://doi.org/10.1002/2016GL071751
https://doi.org/10.1577/1548-8659(2001)130%3C0750:NAILFO%3E2.0.CO;2
https://doi.org/10.1577/1548-8659(2001)130%3C0750:NAILFO%3E2.0.CO;2
https://doi.org/10.1111/1365-2656.12212
https://doi.org/10.1111/1365-2656.12212
https://doi.org/10.1071/zo9530291
https://doi.org/10.1071/zo9530291
https://doi.org/10.1371/journal.pone.0063883
https://doi.org/10.15447/sfews.2010v8iss3art1
https://doi.org/10.15447/sfews.2010v8iss3art1
https://doi.org/10.1002/eap.1880
https://doi.org/10.1002/eap.1880


16  |    COLOMBANO et AL.

nurseries for coastal marine fauna. Fish and Fisheries, 16(2), 362– 
371. https://doi.org/10.1111/faf.12057

Nobriga, M. L., & Rosenfield, J. A. (2016). Population dynamics of an es-
tuarine forage fish: Disaggregating forces driving long- term decline 
of longfin smelt in California's San Francisco estuary. Transactions 
of the American Fisheries Society, 145(1), 44– 58. https://doi.
org/10.1080/00028 487.2015.1100136

O'Rear, T. A., Montgomery, J., Moyle, P. B., & Durand, J. R. (2021). 
Trends in fish and invertebrate populations of Suisun marsh 
January 2020— December 2020. In Annual Report for the California 
Department of Water Resources, University of California, Davis. 
https://water shed.ucdav is.edu/libra ry/trend s- fish- and- inver tebra 
te- popul ation s- suisu nmars h- janua ry- 2020- decem ber- 2020

Pierce, D. W., Kalansky, J. F., & Cayan, D. R. (2018). Climate, drought, 
and sea level rise scenarios for California's fourth climate change as-
sessment. California Energy Commission and California Natural 
Resources Agency.

Pollack, J. B., Palmer, T. A., & Montagna, P. A. (2011). Long- term trends 
in the response of benthic macrofauna to climate variability in the 
Lavaca- Colorado estuary, Texas. Marine Ecology Progress Series, 
436, 67– 80. https://doi.org/10.3354/meps0 9267

Raimonet, M., & Cloern, J. E. (2017). Estuary– ocean connectivity: Fast 
physics, slow biology. Global Change Biology, 23(6), 2345– 2357. 
https://doi.org/10.1111/gcb.13546

Ranta, E., Kaitala, V., Lindström, J., & Helle, E. (1997). The Moran ef-
fect and synchrony in population dynamics. Oikos, 78(1), 136– 142. 
https://doi.org/10.2307/3545809

Reis, G. J., Howard, J. K., & Rosenfield, J. A. (2019). Clarifying effects 
of environmental protections on freshwater flows to— And water 
exports from— The San Francisco Bay estuary. San Francisco 
Estuary and Watershed Science, 17(1). https://doi.org/10.15447/ 
sfews.2019v 17iss 1art1

Ruhi, A., Olden, J. D., & Sabo, J. L. (2016). Declining streamflow induces 
collapse and replacement of native fish in the American southwest. 
Frontiers in Ecology and the Environment, 14(9), 465– 472. https://doi.
org/10.1002/fee.1424

Sanford, E., Sones, J. L., García- Reyes, M., Goddard, J. H. R., & Largier, 
J. L. (2019). Widespread shifts in the coastal biota of northern 
California during the 2014– 2016 marine heatwaves. Scientific 
Reports, 9(1), 4216. https://doi.org/10.1038/s4159 8- 019- 40784 - 3

Santora, J. A., Schroeder, I. D., Bograd, S. J., Chavez, F. P., Cimino, M. 
A., Fiechter, J., Hazen, E. L., Kavanaugh, M. T., Messié, M., Miller, 
R. R., Sakuma, K. M., Sydeman, W. J., Wells, B. K., & Field, J. C. 
(2021). Pelagic biodiversity, ecosystem function, and services: An 
integrated observing and modeling approach. Oceanography, 34(2), 
16– 37.

Sarremejane, R., Stubbington, R., England, J., Sefton, C. E. M., Eastman, 
M., Parry, S., & Ruhi, A. (2021). Drought effects on invertebrate 
metapopulation dynamics and quasi- extinction risk in an inter-
mittent river network. Global Change Biology, 27(17), 4024– 4039. 
https://doi.org/10.1111/gcb.15720

Schindler, D. E., Armstrong, J. B., & Reed, T. E. (2015). The portfo-
lio concept in ecology and evolution. Frontiers in Ecology and the 
Environment, 13(5), 257– 263. https://doi.org/10.1890/140275

Schindler, D. E., Hilborn, R., Chasco, B., Boatright, C. P., Quinn, T. P., 
Rogers, L. A., & Webster, M. S. (2010). Population diversity and the 
portfolio effect in an exploited species. Nature, 465(7298), 609– 
612. https://doi.org/10.1038/natur e09060

Somero, G. N. (2010). The physiology of climate change: How potentials 
for acclimatization and genetic adaptation will determine ‘win-
ners’ and ‘losers.’. Journal of Experimental Biology, 213(6), 912– 920. 
https://doi.org/10.1242/jeb.037473

Sommer, T. (2020). How to respond? An introduction to current Bay- 
Delta natural resources management options. San Francisco 
Estuary and Watershed Science, 18(3). https://doi.org/10.15447/ /
sfews.2020v 18iss 3art1

Sommer, T., Armor, C., Baxter, R., Breuer, R., Brown, L., Chotkowski, 
M., Culberson, S., Feyrer, F., Gingras, M., Herbold, B., Kimmerer, 
W., Mueller- Solger, A., Nobriga, M., & Souza, K. (2007). The col-
lapse of pelagic fishes in the upper San Francisco estuary: El co-
lapso de los peces pelagicos en la cabecera del Estuario San 
Francisco. Fisheries, 32(6), 270– 277. https://doi.org/10.1577/1548- 
8446(2007)32[270:TCOPF I]2.0.CO;2

Stowell, M. A., Copeman, L. A., & Ciannelli, L. (2019). Variability in ju-
venile english sole condition relative to temperature and trophic 
dynamics along an Oregon estuarine gradient. Estuaries and Coasts, 
42(7), 1955– 1968. https://doi.org/10.1007/s1223 7- 019- 00621 - 2

Sturrock, A. M., Carlson, S. M., Wikert, J. D., Heyne, T., Nusslé, S., Merz, 
J. E., Sturrock, H. J. W., & Johnson, R. C. (2020). Unnatural selec-
tion of salmon life histories in a modified riverscape. Global Change 
Biology, 26(3), 1235– 1247. https://doi.org/10.1111/gcb.14896

Swain, D. L., Langenbrunner, B., Neelin, J. D., & Hall, A. (2018). Increasing 
precipitation volatility in twenty- first- century California. Nature 
Climate Change, 8(5), 427– 433. https://doi.org/10.1038/s4155 
8- 018- 0140- y

Sydeman, W. J., García- Reyes, M., Szoboszlai, A. I., Thompson, S. A., & 
Thayer, J. A. (2018). Forecasting herring biomass using environ-
mental and population parameters. Fisheries Research, 205, 141– 
148. https://doi.org/10.1016/j.fishr es.2018.04.020

Teichert, N., Pasquaud, S., Borja, A., Chust, G., Uriarte, A., & Lepage, 
M. (2017). Living under stressful conditions: Fish life history 
strategies across environmental gradients in estuaries. Estuarine, 
Coastal and Shelf Science, 188, 18– 26. https://doi.org/10.1016/j.
ecss.2017.02.006

Thaxton, W. C., Taylor, J. C., & Asch, R. G. (2020). Climate- associated 
trends and variability in ichthyoplankton phenology from the lon-
gest continuous larval fish time series on the east coast of the 
United States. Marine Ecology Progress Series, 650, 269– 287. https://
doi.org/10.3354/meps1 3404

Thayer, J. A., Field, J. C., & Sydeman, W. J. (2014). Changes in California 
Chinook salmon diet over the past 50 years: Relevance to the re-
cent population crash. Marine Ecology Progress Series, 498, 249– 261. 
https://doi.org/10.3354/meps1 0608

Thompson, A. R., Harvey, C. J., Sydeman, W. J., Barceló, C., Bograd, 
S. J., Brodeur, R. D., Fiechter, J., Field, J. C., Garfield, N., Good, 
T. P., Hazen, E. L., Hunsicker, M. E., Jacobson, K., Jacox, M. G., 
Leising, A., Lindsay, J., Melin, S. R., Santora, J. A., Schroeder, I. D., 
… Williams, G. D. (2019). Indicators of pelagic forage community 
shifts in the California current large marine ecosystem, 1998– 2016. 
Ecological Indicators, 105, 215– 228. https://doi.org/10.1016/j.ecoli 
nd.2019.05.057

Thompson, A. R., Schroeder, I. D., Bograd, S. J., Hazen, E. L., Jacox, M. G., 
Leising, A., & Wells, B. K. (2019). State of the California current 2018– 
19: A novel anchovy regime and a new marine heat wave? California 
Cooperative Oceanic Fisheries Investigations.

Thomson, J. R., Kimmerer, W. J., Brown, L. R., Newman, K. B., Nally, R. M., 
Bennett, W. A., Feyrer, F., & Fleishman, E. (2010). Bayesian change 
point analysis of abundance trends for pelagic fishes in the upper 
San Francisco estuary. Ecological Applications, 20(5), 1431– 1448. 
https://doi.org/10.1890/09- 0998.1

Thorson, J. T., Scheuerell, M. D., Olden, J. D., & Schindler, D. E. (2018). 
Spatial heterogeneity contributes more to portfolio effects than 
species variability in bottom- associated marine fishes. Proceedings 
of the Royal Society B: Biological Sciences, 285(1888), 20180915. 
https://doi.org/10.1098/rspb.2018.0915

UCSD. (2020). University of California San Diego Shore stations program: 
Farallon Islands daily sea surface temperature data. https://shore stati 
ons.ucsd.edu/data- faral lon/

Vroom, J., van der Wegen, M., Martyr- Koller, R. C., & Lucas, L. V. (2017). 
What determines water temperature dynamics in the San Francisco 
Bay- Delta system? Water Resources Research, 53(11), 9901– 9921. 
https://doi.org/10.1002/2016W R020062

https://doi.org/10.1111/faf.12057
https://doi.org/10.1080/00028487.2015.1100136
https://doi.org/10.1080/00028487.2015.1100136
https://watershed.ucdavis.edu/library/trends-fish-and-invertebrate-populations-suisunmarsh-january-2020-december-2020
https://watershed.ucdavis.edu/library/trends-fish-and-invertebrate-populations-suisunmarsh-january-2020-december-2020
https://doi.org/10.3354/meps09267
https://doi.org/10.1111/gcb.13546
https://doi.org/10.2307/3545809
https://doi.org/10.15447/sfews.2019v17iss1art1
https://doi.org/10.15447/sfews.2019v17iss1art1
https://doi.org/10.1002/fee.1424
https://doi.org/10.1002/fee.1424
https://doi.org/10.1038/s41598-019-40784-3
https://doi.org/10.1111/gcb.15720
https://doi.org/10.1890/140275
https://doi.org/10.1038/nature09060
https://doi.org/10.1242/jeb.037473
https://doi.org/10.15447//sfews.2020v18iss3art1
https://doi.org/10.15447//sfews.2020v18iss3art1
https://doi.org/10.1577/1548-8446(2007)32%5B270:TCOPFI%5D2.0.CO;2
https://doi.org/10.1577/1548-8446(2007)32%5B270:TCOPFI%5D2.0.CO;2
https://doi.org/10.1007/s12237-019-00621-2
https://doi.org/10.1111/gcb.14896
https://doi.org/10.1038/s41558-018-0140-y
https://doi.org/10.1038/s41558-018-0140-y
https://doi.org/10.1016/j.fishres.2018.04.020
https://doi.org/10.1016/j.ecss.2017.02.006
https://doi.org/10.1016/j.ecss.2017.02.006
https://doi.org/10.3354/meps13404
https://doi.org/10.3354/meps13404
https://doi.org/10.3354/meps10608
https://doi.org/10.1016/j.ecolind.2019.05.057
https://doi.org/10.1016/j.ecolind.2019.05.057
https://doi.org/10.1890/09-0998.1
https://doi.org/10.1098/rspb.2018.0915
https://shorestations.ucsd.edu/data-farallon/
https://shorestations.ucsd.edu/data-farallon/
https://doi.org/10.1002/2016WR020062


    |  17COLOMBANO et AL.

Walter, J. A., Shoemaker, L. G., Lany, N. K., Castorani, M. C., Fey, 
S. B., Dudney, J. C., Gherardi, L., Portales- Reyes, C., Rypel, A. 
L., Cottingham, K. L., & Suding, K. N. (2021). The spatial syn-
chrony of species richness and its relationship to ecosystem 
stability. Ecology, 102(11), e03486. https://doi.org/10.1002/
ecy.3486

Ward, E. J., Chirakkal, H., González- Suárez, M., Aurioles- Gamboa, 
D., Holmes, E. E., & Gerber, L. (2010). Inferring spatial structure 
from time- series data: Using multivariate state- space models to 
detect metapopulation structure of California Sea lions in the 
Gulf of California, Mexico. Journal of Applied Ecology, 47(1), 47– 
56. https://doi.org/10.1111/j.1365- 2664.2009.01745.x

Wilson, K. L., Bailey, C. J., Davies, T. D., & Moore, J. W. (2021). Marine 
and freshwater regime changes impact a community of migratory 
Pacific salmonids in decline. Global Change Biology. https://doi.
org/10.1111/gcb.15895

Winder, M., & Jassby, A. D. (2011). Shifts in zooplankton community 
structure: Implications for food web processes in the upper San 

Francisco estuary. Estuaries and Coasts, 34(4), 675– 690. https://doi.
org/10.1007/s1223 7- 010- 9342- x

SUPPORTING INFORMATION
Additional supporting information may be found in the online 
version of the article at the publisher’s website.

How to cite this article: Colombano, D. D., Carlson, S. M., 
Hobbs, J. A., & Ruhi, A. (2022). Four decades of climatic 
fluctuations and fish recruitment stability across a marine- 
freshwater gradient. Global Change Biology, 00, 1–17. https://
doi.org/10.1111/gcb.16266

https://doi.org/10.1002/ecy.3486
https://doi.org/10.1002/ecy.3486
https://doi.org/10.1111/j.1365-2664.2009.01745.x
https://doi.org/10.1111/gcb.15895
https://doi.org/10.1111/gcb.15895
https://doi.org/10.1007/s12237-010-9342-x
https://doi.org/10.1007/s12237-010-9342-x
https://doi.org/10.1111/gcb.16266
https://doi.org/10.1111/gcb.16266

	Four decades of climatic fluctuations and fish recruitment stability across a marine-freshwater gradient
	Abstract
	1|INTRODUCTION
	2|METHODS
	2.1|Study area
	2.2|Environmental sensor data and metrics
	2.3|Fish sampling and life history classification
	2.4|Criteria for inclusion of fish data in MARSS models
	2.5|MARSS model specifications
	2.6|Model fitting and diagnostics
	2.7|Evaluating portfolio effects via biological and spatial structure

	3|RESULTS
	3.1|Climate-driven hydrologic and oceanic variability influencing the estuary
	3.2|Age-0 species and life history level trends in abundance over space and time
	3.3|Differential responses to freshwater flow and SST
	3.4|Patterns of juvenile recruitment stability

	4|DISCUSSION
	4.1|Abundance fluctuations over space, time, and in response to freshwater flow and SST
	4.2|Factors buffering temporal variability of the aggregate juvenile fish community
	4.3|Climate threats to biodiversity, food webs, and ecosystems
	4.4|Conservation management implications
	4.5|Advances in time series modeling, caveats, and recommended future directions

	5|CONCLUSION
	ACKNOWLEDGMENTS
	DATA AVAILABILITY STATEMENT

	REFERENCES




